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BBegeHue
AKTyaJIbHOCTb TEeMbI UCC/ZIeJOBAHUA

MexaHu3Mbl B3aMMOJEHCTBHS MEXAY MYXKCKUM TaMeTOPUTOM U IKCHCKUMH TKaHSIMH
criopo¢uTa B MporaMHoOi ¢asze OIIONOTBOPEHUS IO HACTOSIIEr0 BPEMEHHU M3YYEHBI JIMIIb B Majoi
crenienu. Ilo ompenenenuto, mporamnas ¢aza BKIOYaeT B ce0s pa3HOOOpa3HbIe TMPOLECCHI,
IPE/IIECTBYIOIIME MONAJaHUI0 MYXCKHUX TaMeT B CEeMA3a4aTOK M COOCTBEHHO OIUIOJOTBOPEHHUIO.
VIMeHHO 3TH Tpouecchl U 00ECIeYMBAIOT BO3MOXHOCTH CIUSHUS TaMET, U, TeM CaMbIM, CO3JAl0T
YCIOBHS JUIsl YCHEIIHOTO II0JIOBOIO Pa3MHOXEHHUA M o0pa3oBaHMs ceMsH. Eciam aHaTtoMus 3THX
IPOIIECCOB Y Pa3HBIX TPYII PACTEHUH B 3HAYUTEIILHOM Mepe H3ydeHa, TO (PU3HOIOTHs TaHHOTO ATara
Hpe/CTaBIsieT COOO0M aKTyalbHYIO MpoOieMy, A HCCIEAOBAaHUS KOTOPOH IMPUMEHSIOTCS camble
COBPEMEHHBIC METOJMYECKHE MOIXOABl B CHIYy €€ KOMIUIEKCHOTO XapakTepa M TEXHUYECKOH
CJIO)KHOCTHU. B mocneaHue roapl cTaTby ¢ TAKOW TEMATUKOHN BBIXOJAT B CaMbIX NEPEAOBBIX KypHalax,
HO TIOYTH BCE OHU C(HOKYCHUPOBAHBI HA MOJEKYISIPHO-TEHETUYECKOM M OMOXMMHUYECKOM aclieKTax, a
3HAYMUT, HA OCNIKaxX W MENTHIaX, YYaCTBYIOIIMX B MEKKJIETOYHOM KoMMyHHKaiuu (Somoza et al. 2021;
Yang et al. 2021b; Xiong et al. 2023). B To >xe Bpemsi, H3BECTHO, YTO HU3KOMOJICKYJISIPHBIC BEIIECTBA
SBIISIIOTCS BaKHBIMK cHTHanbHbIMU arentamu (Shah et al. 2019; Zhang et al. 2020; Sankaranarayanan
et al. 2020; Scholz et al. 2020). Kpome Toro, naHHbIC, MOJYYCHHBIC C MOMOIIBIO MOJICKYJSPHO-
TeHETUYECKUX TO/IX0JI0B, OTHOCATCS TJIaBHBIM 00pa3oM K HEMHOTHUM OTENbHBIM BUAAM MOJIEIBHBIX
pacTeHuii, MpaKTHYECKH HE 3aTparuBas MpoOJeMy SBONIONHUU PEMPOAYKTUBHBIX B3aMMOICHCTBHM.
ITpu sTOM 3(pPpexkTrBHOE B3aMMOAECHCTBIE MEXKTY MY>KCKMUM IraMeTO(GUTOM U CLIOPO(UTHBIMHU TKaHIMHU
— OJIHO W3 BO)XHEHIINX HBOJIOIMOHHBIX MPHOOPETEHUH, KOTOpOe 00ECHeUMIO PacTeHHUsIM IIHPOKHE
PENpONYKTUBHBIE BO3MOXHOCTH. I3 HHM3KOMOJIEKYNSpPHBIX CHTHQJIBHBIX areHTOB HaumbOolee
YHHUBEpPCAIbHBIMU CUUTAIOTCS aKTUBHBIE (popMbl kuciopoaa (ADPK) u accounrnpoBaHHbIE C HUIMH TOKU
HEOpraHMuecKux MOHOB. Ha coMaTmyeckux KieTKaxX pacTeHHUH 3KCIIEPUMEHTAIbHO YCTaHOBJIEHO, YTO
A®K 00mamaoT BO3MOXKHOCTSMHU TI€pelayd CHTHAJIA MEXAY KIETKaMH, a OJHOW M3 OCHOBHBIX
MUILEHEH JJI HUX SBJSIOTCS MOHHBIE KaHAJbI M1a3MalleMMbl, KOTOPbIE TPAHCIUPYIOT CUTHAJT BHYTPh
kierku (Demidchik 2018; Mishra et al. 2022). Borpoc o ToM, B Kakod Mepe 3TH MPEICTaBICHUS
IPUMEHUMBI K PEIPOTYKTHUBHBIM IIPOLIECCaM Y PACTEHHH, paHee He U3yJalu.

Jlst Toro, utoOs! BeISIBUTH PyHKIMH ADK B mporieccax B3aMMOICHCTBHS MEXY MBLIBIIEBHIM
36pHOM M JKEHCKUMH TKaHAMM CHOpopuTa, HEOOXOAMMO OBUIO HCCIIEAOBaTh C HCIOJIb30BAHHUEM
VIPOIIEHHBIX MoAeNnbHbIX cucteM BiausHHe ADK Ha Myxkckoit ramerodur, MOH-TPaAHCHOPTHHIE
cucteMsl, yyBcTBUTENbHBIE K ADK, a Takxke A0ka3ark npucyrcrBue onpeaeneHHbXx ADK Ha pbuibie

" UX 3HAYUMOCTL UIS IpOopaCTaHusl.

CTreneHnb pa3p360TaHHOCTPI TeMbl UCC/ZIEA0OBaAHUA

[TepBbic ONBITHI BHIpAIIMBAHUS TBUIBIIBI IN VItr0 ObuH onucaHbl B KoHIe XIX Beka: cHauania

IBUIBIY MTPOPAIMBAIIN B CpeJie, COAepIKaIleli TPOCTHUKOBBIN caxap wiau kpaxman (Mangin 1886), Ho
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yke B Hauage XX Beka ObLIM ONMyOJWMKOBAaHBI JIB€ PaOOTHI MO KYJbTHBUPOBAHHIO TIBUIBIBI B
UCKYCCTBEHHOM Cpejie, MPUYEM MbLIbICBbIC TPYOKH JTOCTUTAIN 3HAUYMTENbHOU JuHbI (Brink 1924).
[TockonbKy KyJIbTUBUPOBAHUE MBUIBIBI — JOCTYIHAS U yI00HAas METOAMKA, [TO3BOJISIIOIIAS YIIPOCTUTH
HKCIEPUMEHTAIBHYIO CUCTEMY M YYUTBIBATH TOJIBKO KOHTPOJIUPYEMBIE MapaMeTphl CPebl, OCHOBHOM
MacCHB JaHHBIX MO (U3HUOJIOTHU MPOpacTaHUs MyKcKkoro ramerodura 3a mpouenmue 100 ner Obut
HoJIydeH In Vitro.

Opnako Takoe ympolleHHe — OJTHOBPEMEHHO U Cephe3HOE OpraHMYEHUE, U B MOCIEIHEe BpeMs
Bce Ooubllie pabOT MOCBAILIEHO B3aUMOACHCTBHIO MY)KCKOIO TaMeTopuTa € >KEHCKHUMH TKaHAMU
ciopodura, TO €CTh, NPOPACTAHUIO TBUIBIEI IN VIVO. ITlpu 3TOoM peryisTopHble (GaKTOpHI,
oOHapy)keHHbIe N Vitro, mpoBepsiroTcsi Ha 3()(PEKTUBHOCTh B MHTAKTHOW CHCTEME M Pa3/IUYHBIX €¢
moaudukarmsx (Hiscock and Allen 2008; Little et al. 2014; Lopes et al. 2019). [TockoabKy MOUCK
WH(OPMALIMOHHBIX AareHTOB, YYacTBYIOIIMX B «AHAIOre TIOJIOBY», HHTEHCUBHO MPOUCXOAMI B
nocieanue roasl (Mizuta and Higashiyama 2018; Ge et al. 2019), Obl10 Ba)XHO HEPBBIMH H3Y4HTh
HU3KOMOJIEKYJISIPHOE OOIIEHHE MEXY CIOPO(MUTHBIMU TKAHSIMU U TBUIBIION, COKYCHPOBABIIKCH Ha
A®DK 1 MUIIeHSIX 11T HUX.

K Hagany Hameil paGoThl NpeAcTaBlIeHUS O TEHEpali aKTHUBHBIX (QOpPM KHUCIOpoAa Ha
pBUIBIIAX [BETKOBBIX PACTCHUH OBUIM BechMa orpaHuueHbl. C TOMOIIBI0 Hecnenu(puyeckoro
OKpAIllMBaHUsl WCCIENoBaTeNd U3 rpynnbl Xucxoka mokazanu, yto ADK o0pasyroTcs Ha pbUIbIIAX
psana pacrenuii B ¢ase deprunpHocTr (Mclnnis et al. 2006; Hiscock et al. 2007); mo3xe ObuIO
BBISIBJICHO WX HakarieHue B 3aBs3u (Duan et al. 2014), HeoOxouMoe A1 YCIIEITHOTO pa3pbiBa TPyOKH
U BbIXOJla criepmueB. Jlpyrue maHHble Kacaauchk sHAoreHHON mpoaykiiuu ADK B mbeuiblieBoil TpyOKe
tabaka. [lonaBnenue skcnpeccun HAJIOH-okcuaassl HHIMOMpPOBAIO €€ POCT, MPU 3TOM 00paboTKa
H,0; BoccTanaBimBaia CKOpOCTh pocTa JIo KoHTpoasHOro ypoBHs (Potocky et al. 2007). Ha xadenpe
u3yyanu Oosiee paHHUE 3Talbl TOTO K€ IMpolecca M MOKa3aliH, YTO MEPOKCUI BOJOPOAAa B HU3KHX
KOHIIEHTpalusIX ctumynupyet npopacranue (CmuproBa et al. 2009). [To3xe 3tot addekr cpszanu ¢
(GYHKLIMOHUPOBAHUEM OOOJIOUKH IBUIBLEBOTO 3€pHa MPHU MPOpACTaHUM: OANTaHC MEXKIY Pa3InYHBIMU
A®K B aneprypax W BHE WX HEOOXOAMM JUIs 3amycka mossipHoro pocta (Smirnova et al. 2013). U3
3THUX JIaHHBIX MO>KHO OBLIO cenaTh BHIBOJ 0 TOM, 4YTo ADK cuHTE3upyroTCs Kak B MBUIBLIEBOM 3€pHE,
TaK W Ha PBUIBIIE TECTHKA, ¥ YTO OHM MOTYT BJIMATH Ha MpOpacTaHUe MBUIBIEBHIX 3épeH. OHaKo,
OCTaBAJICS HEU3YUYEHHBIM OajaHc, NMHAMMKa W (u3Hojoruueckoe 3HaueHue npoaykuun ADPK Ha
pBUIBIIAX, a TAaKKe HAJTMYWE WM OTCYTCTBHE AaHAJIOTHYHOTO IPOIECCa Y TOJOCEMEHHBIX PACTCHHIA.
Kpome toro, He O6buT packpbIT Mexanu3M Bocnpusatuss ADPK curnana ot )KEHCKUX TKaHEH MbUIBLON U

He yctaHoBlieHa poib ADK, CMHTe3upyeMbIX CaMUM MY>KCKUM raMeTO(UTOM.

Ilesin ¥ 3a1a4u M CC/IeAOBaHUSA

Heas HacTosimeidi paGoThl — ycTaHOBUTH (yHKIMOHANBHYIO poiib ADK BO B3auMoaeWcCTBUU
MBUTIBIICBOTO 3€pHa M cropoduTa B mporamHou ¢asze oraoaoTBOpeHHs. B cBsizm ¢ 3TUM ObUIH

MOCTaBJICHBI CIASAYIONINE 3a0a91 UCCIIEIOBAHUS:
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1. UccnemoBarp Hammune ADPK B peunenTUBHBIX JKUIKOCTAX PACTEHHUH  pa3HBIX
CUCTEMAaTHYECKUX TPYI, BKJIOYAas HKCCyAaTbl pPbUIbLIA  MOKPHITOCEMEHHBIX U
ONBUIMTENIbHBIE KAIUIM XBOMHBIX PACTCHUM, BBISIBUTh 3aKOHOMEpPHOCTH reHepauun ADPK u

HX B3aMOIIPCBpalllCHU A,

2. Ompenenuty ponb ADK B peryisiimuu HpopacTaHds MBUIBIEBOIO 3€pHA IBETKOBBIX M
XBOMHBIX pPacTeHHi IN VItro; BBIIBUTH BO3MOKHOE B3ammozeiicteue ADK u won-
TPaHCIIOPTHBIX OEIKOB B MOJIEIBHBIX CHCTEMAX;

3. BosBure yuactme ADK B KOHTpoJie mpopacTaHHs MbUIBIEI IN VIVO W Semi-in-vivo Ha
npumepe Nicotiana tabacum L. U3yuuts perynsropHyto ponb pazmmdabix ADK y

paCTeHI/Iﬁ SBOJIIOIMOHHO OTAAJICHHBIX TAKCOHOB IIOKPBITOCEMCHHBIX paCTeHHﬁ.

06BbEKT HcC/IeJOBAHUS

B pabote ncrnonb3oBaiiu MEeCTUKH U MbUIbLeBble 3epHa guuu (Lilium longiflorum Thunb.) u
tabaka (Nicotiana tabacum L. cv. ‘Petit Havana SR1”). [lns uccieoBanus 3KcCyaarta i OKpaIlnBaHus
paiien ucrosib3oBanu Oapbapuc (Berberis vulgaris L.), apesouansiii muon (Paeonia xsuffruticosa)
kupkason (Aristolochia manshuriensis Kom.). [list c6opa ONBUIMTENBHBIX Kallelb HCIIOJIb30BAINCH
pacrenus tyu (Thuja occidentalis L.), tuca (Taxus baccata L.), cocusr (Pinus sylvestris L.) u enu
(Picea pungens Engelm.).

Hay4yHass HOBU3Ha

Bnepsrie kaptupoBanel A®K B pacTymmx TBUIBIIEBBIX TPYOKax TOJOCEMEHHBIX W
MOKPBHITOCEMEHHBIX PACTEHUH, BBISBUIEHA YYBCTBUTEIHHOCTh MBUIBIEBBIX TPYOOK K TEPOKCUAY
Bozopoaa u npyrum ADK, oOnapyxkensr mumienu ais ADK Ha murazmasemme BereTaTUBHOW KIIETKH
MBUTBIEBOTO 3€pHA, KOMIUIEKCOM METOJIOB IPOJEMOHCTUPOBAHA CBS3b pEAOKC-MeTaboiau3Ma U
MOHHOTO TPAHCIIOPTa Ha MBUIBIEBBIX TPyOKaxX M MPOTOIUIACTAX, MOJYyYEHHBIX M3 HUX. BbIsBIEHa
3aBUCUMOCTh IMPOPACTaHUS Yy TOJIOCEMEHHBIX M ILIBETKOBBIX PACTEHUW OT MOHHOTO TPAHCIOPTA U
MeMOpaHHOTO TOTeHITMaNa. BriepBeie ¢ mpuMEeHEHHEM KOMILUIEKca MeTo10B, BKitovas DIIP, uzydyena
nuHamuka npoaykuuu ADK Ha peuibliax pacTeHHI U3 pa3HBIX CUCTEMATUYECKUX TPYHI JO0 U IMOCIE
OTIBIJICHUS, OIlEHEHA aKTHBHOCTH (DEPMEHTOB PEIOKC-METa00IM3Ma Ha PhUTIIAaX W BBISIBJICHO 3HAYCHHUE
B3anmornpespamienuss ADK misa agpdextuBHOCTH onbuieHHs. BriepBrie oOHapyxeHa npoaykius ADOK
B ONBUIMTENBHBIX KaIULIX XBOWHBIX pacTeHUH. OTKpHIT (eHOMEH OWMOJIAPHOTO MPOpPACTAHUS Y

TOJIOCEMEHHBIX PACTEHUM U BBISBIIEHA CBA3b ATOTO sIBIEHUS ¢ reHepanuein ADK.

TeopeTuyeckas ¥ NpakKTHYECKasA 3HAYMMOCTb PaGOThI

KoMMyHuKanms MeEXIy MYXKCKAM TaMeTOQUTOM W JKEHCKHMH TKaHSIMHU cropodurta B
nporaMHoi (haze OIIIOIOTBOPEHUS — aKTyalibHas MpoOieMa, KOTopas UMeeT Kak (yHJaMEeHTalbHOE,

TaKk U MPUKIaJAHOE 3HaueHue. Pa3paboTaB KOHUENIUIO PEryssiuy MPOpacTaHUs MbUIBLEBOTO 3€pHA



HU3KOMOJIEKYJISIPHBIMH BEILIECTBAMM, B 4aCTHOCTH, ADPK M HEOpraHM4eCKUMMU HOHAMHU, MBI 3aJ10KUIU
OCHOBY IJId ,uaﬂLHeﬁmeﬁ HUHTCrpaliuu 3HAaHUH O KOHTPOJIC ONBUICHUA U OIINIOAOTBOPCHUSA CO CTOPOHBI
KEHCKUX TKaHell cnopodura. Ocoboe 3HaUeHHE UMEET OOHAPYKEHHUE STOU PEryIsITPHOM CUCTEMBI Y
XBOWHBIX PAaCTEHUH M IMpEACTaBUTENEH 0a3aJbHBIX MOKPHITOCEMEHHBIX. DBOIIONHS PETPOTYKTUBHBIX
MEXaHHU3MOB Yy pacTeHHI — BaxkHas rpoOiema uist pyHaamentanbHoi Hayku. [lonmydyennsie B pabore
pe3yJIbTaThl MOTYT OBITh MCIOJB30BAHBI MPH JaJbHEHIIEM HCCICIOBAaHUH MPoOIeM (U3HOIOTHHA U
SMOpPHOJIOTUH DPACTEHUH B HAYYHO-HCCIEAOBATEIbCKUX YUPEKICHHSIX. Takke pe3yabTaTbl MOTYT
UCIIONIb30BAaThCS B y4eOHOM Ipoliecce B yHHMBepcuTeTax M Japyrux BVY3ax, Bemymux MOArOTOBKY
OHMOJIOTOB MIUPOKOTO IPODUIIS.

[TonapHBIA pocT MbUIBLIEBOI TPYOKH M €€ B3aUMOJIEHCTBUE CO CIOPO(GUTOM OOECIeunBaIOT
YCIIEIIHOE OIUIOJOTBOPEHUE U MOTYUYECHHUE YPOKasi 36PHOBBIX U IIOAOBBIX KYJIbTYP, BOCIIPOU3BOACTBO
JIECHBIX MacCHUBOB M HaCa)JCHUI, pa3MHOXXEHUE CEIIbCKOXO3SMCTBEHHBIX U JEKOPATUBHBIX PACTEHUU.
OTOT Npolecc MOKET ObITh TOUKOW MPHUIIOKEHUS YCUIIUHN IS TOBBIILIEHUS YPOKaHHOCTU U YCKOPEHUS
YKU3HEHHOTO IIMKJIa B YCJIOBHSIX aHTPOMOTEHHOM HAarpy3KH Ha SKOCUCTEMBI U arpocucTeMbl. OCOOEHHO
OCTPO CTOMT TMpoOJieMa BOCHPOU3BOJACTBA PEAKUX PACTEHUH CO CHIDKCHHOW CEMEHHOM
MPOJYKTUBHOCTBIO, B TOM YHCJI€, XBOMHBIX PACTEHUU, MHOTHE U3 KOTOPBIX OTHOCATCA K MEIJIEHHO
pacTymuMm. Y MHOrMX XBOMHBIX paCTeHI/If/'I OT OHNBUICHHA OO0 OIUIOAOTBOPCHHA HNPOXOAAT roa HJIN
Oonee. OTCYTCTBHE 3HAHMI O MEXaHU3MaX, 00ECMEUYMBAIOIIMX PENPOAYKTUBHBINH YCHEX Y TaKHX

paCTeHI/Iﬁ, ACJIACT UX PAa3MHOXKCHUC B UCKYCCTBCHHBIX YCIIOBUAX CIIOJKHOM 3aJauei.

MeTo0/I0THs AUCCEPTALMOHHOTO UCC/IeJ0BaHUSA

JHuccepraiioHHass paboTa BBINOJIHEHA C HCMOJIb30BAHUEM IIMPOKOTO CHEKTpa (HU3HOIO0ro-
OMOXUMHUYECKUX U 6I/IO(1)I/I3I/I‘I€CKI/IX MCTOHOB: I BBIIIOJHCHHA PAa3HBIX 3aaa4 [IPUMCHSAINCH
KOJIMYECTBEHHass W KadecTBeHHas  (ayopecreHTHas  Mukpockomnusi, OIIP-cnekrpockonus,
anekTpodope3 U 3uMorpadus, CrIeKTpoPOTOMETpUST U  CHEKTPOPIyOpUMETpHUs, HPOTOYHAsS
LUTOMETPHS, MATY-KJIAMII, IPOTEOMHBIN aHaJIN3, JJIEKTPOHHAs MHUKPOCKOINHUS U APYTHE IOAXOJBI,
noipoOHO omMKCaHHbIe B pazzaene «MaTepuaiasl 1 MeTob». PazpaboTaH HeMHBa3UBHBIA MeTOJ cOopa

AKCCyJlaTa pbUIbLIA, MO3BOJIUBIINN BEIIBUTh B HEM ADK.

ITo/102XeHus, BBIHOCUMBIE HA 3alUTy

1. AxtuBHBIE (HOPMBI KUCIOpOJa W TpaHCMEMOpaHHBINM MEPEHOC MOHOB BOBJICUEHBI B PETYIISIIHIO
NpOpacTaHus MYKCKOTO ramMeTopura CEeMEHHBIX pPacTeHHH IN VIro; y roloceMeHHBIX |
LBETKOBBIX PACTEHHUI UX POJIb NPUHLUIHUAIBHO HE PA3JINYaCTCs;

2. B wmyxkckoM ramerouTe IBETKOBBIX PACTEHHUH CHUCTEMBl HMOHHOTO TPAHCIOPTA SIBISIFOTCS
MUIIeHAMHA 171 neiictBusg ADK;

3. AxTtuBHBIE (DOPMBI KHCIOpOJA SIBISIOTCS 3HAUYMMBIMH PETYISATOPHBIMU (PaKTOpaMU B COCTaBE

JKCCy/aTa phUIblia IBETKOBBIX PACTEHMIA;



4. Pa3HbIe BUIBI TOJO- U MOKPBHITOCEMEHHBIX pacTeHU paznuuarorcs cuctemamu ADK-perymsaiun
nporaMHON ¢a3bl OmIoA0TBOpeHuss. OCOOEHHOCTH OTACNBHBIX TPYII PACTEHUN OO0YCIOBICHBI
npeoOIagaHueM TOW WIIM MHOW aKTHUBHOM (OpMOW KHCIOpoHa, a Takke KoHIeHTpanuei ADK B

pPELENTUBHON KUJIKOCTH.

Anpo6anus pe3yJIbTaTOB JUCCEPTALUU

Pesynbrarel uccienoBaHui ObUIM TPENCTABICHBI Ha MHOTUX HAayYHBIX KOH(MEpEHIHSIX U
dopymax: X Cweszn OOmiectBa ¢usnonoroB pacteHuii Poccum «buonorusi pacTeHWii B 3IOXY
robanbHBIX W3MeHeHur Kiaumatay (Yda, 2023), Hayuno-nipaktuueckast KOH(QEepeHIHs, TOCBSIICHHAS
125-neTro OTKpHITHS JBOWHOTO orutonoTBopenus (Mocksa, 2023), JlomonocoBckue urenust (MockBa,
2021), IX Cne3n obmectBa ¢(usmonoroB pacreHuit Poccunm «@Dusmonoruss pacTeHUd — OCHOBA
co3nanus pacreHuit Oynymero» (Kaszanb, 2019), II Mexnynaponusiii Cumnosuym "MonekynspHbie
acmeKkThl pefnokc-meradbonusma pacteHuit" (Yoa, 2017), V MexayHapoaHas MIKoia A MOJIOABIX
YU4EHBIX «OMOPHOJIOTHS, TEHETUKAa W OMOTEXHOJIOTHS», TMOCBsIIeHHas mnamatu mpodeccopa T.b.
bateirunoit (Cankr-IlerepOypr, 2016), Annual Main Meeting of the Society for Experimental Biology
(ITpara, Yexwms, 2015), XXIII International Congress on Sexual Plant Reproduction (ITopty,
[Mopryramus, 2014), MexnayHapoanas HayyHas KoHdepeHuus «Duszmonoruss pacreHuil —
TEOpEeTUYEeCKass OCHOBAa MHHOBAIIMOHHBIX arpo- u ¢urodmorexnonoruity (Kamuaunrpax, 2014),
Microscopy Conference (PerencOypr, I'epmanus, 2013), MexnyHapoaHas Hay4yHO-TIpaKTHYecKas
koH(pepeHuus «Kierounas Ouosiorust u 6morexHosnorus pacrenuin» (Munck, benapycs, 2013), XXI

International Congress on Sexual Plant Reproduction (bpucrtoins, Benukoopuranus, 2010).

Ily61MKanuu no TeMe AuccepTanuu

[Io Teme auccepramuu omyoJuKoBaHO 24 cTaTbu B KypHanax u3 cnucka BAK u /unmu B

xypHanax Web of Science/Scopus.

BysiarogapHocru

Bnaro;[apro BCCX COABTOPOB U KOJUICT, IPUHUMABIINX Y4aCTHUC B UCCICIOBAHUAX. CTy,[[eHTBI nu

ACIIUPAHTBI, KOTOPLIC ABJIAJINCH COABTOPAMHU IMMPEACTABIICHHBIX TAHHBIX!

e Maxkcumos H.M. (2014-2019) o Illexanesa O.U. (2021-H.Bp.)
e |Iomonsu A.O. {2018-2021) e baGymkuna K.O. (2022-H.8p.)
e EsmenneBa A.A. (2017-2019) o IlMamoxuna C.K. (2022-H.Bp.)

DuHaHCUPOBAHUE UCCIICIOBAHUN:
e PODU 08-04-00746-a (2008 — 2010), 11-04-00605 (2011 — 2013)
o PODOU 14-04-31431mox_a (2014 — 2015),19-04-00282a (2019 — 2021)
e PH® 19-74-00036 (2019 — 2021), 21-74-10054 (2021 — 2024).



I'nasa 1. 0630p uTEepaTyphI
1.1 HayasibHbI€ 3Tanbl NpoOpacTaHUs NbIJILLEBOro 3epHa

[Iporiecc MOArOTOBKM MBUIBIEBOIO 3€pHA K MPOPACTAHHIO BKIIOYACTCA B CeOS  LIEINbIi
KOMILIEKC (U3MOJOTMYECKUX U IUTOJIOTMYECKUX IPOLIECCOB, KOTOPbHIE MPOUCXOAST y LBETKOBBIX
pacTeHHH, KaK MPaBUiO, JOBOJBHO KOMIIAKTHO IO BPEMEHHU. JTOT KOMILIEKC MOYHO, BO-IIE€PBBIX,
pa3fesinTh Ha J1Ba CMBICIOBBIX OJIOKA: perujparanus MbUIbLIEBOIO 3€pHA M aKTHUBALUA METa0OIu3Ma
BereTaTBHOM KieTKu. [lepBbIil mporiecc MpOUCXOaUT OBICTpEe U 3a7eWCTBYET B OCHOBHOM (DHU3HKO-
XMMHUYECKHE MEXaHU3MBl, TAKHE, KaK ACCUBHBIM TOK BOJbI M COIMYTCTBYIOLIEE €My U3MEHEHHE (OPMBI
obosouku (rapmomeratus). Bropoil mpouecc Bkirouaer B cedsl Kak (U3MOJOTHYECKUE MEXaHU3MbI
aKTUBAaLMU (KJIETOYHOE JbIXaHWE, HW3MEHEHUE MOHHOTO COCTaBa IUTO30J M MEMOpaHHOIO
NOTEHLIMaNa), TaK U IIUTOJIOTMYECKHE NePECTPONKH (M3MEHEHUE CTPYKTYpPhI LIUTOCKENETa, CKOIUIEHNE
BE3HKYJ B 00J1aCTH OYAYIIEro mpopacTaHus | T.I1.).

B cpaBHeHHH ¢ POCTOM MBUIBLIEBON TPYOKH, KOTOPBI MOXHO HaOII01aTh B cHUCTEMe IN Vitro B
TE€YEHHUE JIOBOJIBHO MPOJOJIKUTENIBHOIO BPEMEHH, MPOIECC AKTHBALMM — KOPOTKUM 3Tall, KOTOPBIH
UMEET pa3Hyl0 [UIMTEIbHOCTb y Pa3HbIX BHJIOB PAaCTEHMH U, COOTBETCTBEHHO, MEHee yI00€H A
u3ydeHus. Kpome TOro, meuiblieBO€ 3€pHO MOKPBITO MACCUBHOW O00OJOYKOH, KOTOpasi 3aTpynHsET
u3yyeHue (PU3MONOTUM M ILMTOJIOTUM BETeTaTUBHOM KIETKH. B cBs3M ¢ 3TUM 00bEM JaHHBIX,
MOJIyYEHHBIX Ha HETPOPOCIIUX IMbUIBLIEBBIX 3épHAX HECPAaBHUMO MEHBIIIE, YEM TOT, YTO OTHOCHUTCS K

MOJIIPHOMY POCTY MbUIBIIEBBIX TPYOOK.
1.1 I'maparanus NbLILUEBOIO 3epHA.

OnHrM W3 BaXHEHIINX TapaMeTPOB, MEHSIONMUXCS B IPOIECCE PAa3BUTHS U MPOPACTAHUS
IBUTBIIEBOTO 3€pHa, sBjsieTcst crenens oBoaHeHHoctd (Firon et al. 2012). Ilswiblia GONBIIMHCTBA
BUJIOB PACTCHUU TIOKUIAET TBUIbHUKU/IIMIIKA B JETUAPATHPOBAHHOM COCTOSIHUU. CHUXCHUE
MeTaOOJIMYECKON aKTUBHOCTH, BO-TICPBBIX, ITOBBINIACT YCTOMYMBOCTH MYKCKOTO TamMeToura K
pa3IMYHBIM BO3JCHCTBHUSIM CO CTOPOHBI OKPYXKAIOMIEH CpeIbl, BO-BTOPHIX, IPOJJIEBAET CPOK
pacIpoCTpaHCHHST M XPAHEHUS TBUIBLBI 10 €€ MpopacTaHus, a B-TPEThUX, MO3BOJISIECT €l YKOHOMHTH
OTPaHUYCHHBIC DHEPTETUYECKUE PECYPChI, YTO OCOOCHHO aKTyalbHO i ToysoceMeHHbIX (Stanley
1971; Hafidh et al. 2016). Korza cyxoe, HaxoasIieecsi B IIOKOE MbLUILIIEBOE 3€PHO MOTMAIaeT Ha PhUILIE
MECTHKA WM HA YeITyH JKEHCKOW IIUIIKH, OHO PErHApaTHPYETCs, TOCIe Yero HaYMHACTCS aKTHBAIUs
BCEX META0OJMUECKUX MPOIECCOB, TAKAUM 00pa30M, HAualo aKTHBAIIMU 3aBUCHT OT (pe)ruapaTaiium.

Perumpararnusi, B CBOIO OdYepe/b, 3aBHCUT OT IMPHUTOKA BOJABI W3 PhUIbIIA IOCIE aare3uu
MBUTBIIEBOTO 3epHAa. CKOPOCTh, C KOTOPOH JOCTUTAETCS COOTBETCTBYIOIIMW BOJHBIN OamaHc, Oyaer
3aBHCETh KaK OT CIOCOOHOCTH pBUIBbIIA OOECIIeYMBATh HAMPABICHHOE JBM)KCHHWE BOJBI, TaK M OT

ocoOeHHOCTeH mbuIbIIeBOrO 3epHa. [y 3penoil mpopacraromield NbUIbIBI MEPHOJ] OT aare3uu a0
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NOSIBJICHUS TPYOKM 3aBHCUT OT CTEIIEHH T'MIpaTaluu 3epeH B MoMmeHT 3axBara (Firon et al. 2012). B
YAaCTHOCTH, /ISl PAJa 3J1aKOB XapaKTEpPHA CTPEMHTENIbHAs THUApATalMsl, W MbUIbIICBas TPYOKH y HHUX
HOSIBIISICTCS yoKe uepe3 Heckonbko muHyT (Heslop-Harrison 1979). I'maparaius Bkiodyaer B cebs
COIMYTCTBYIOIIME MOBBIIICHUIO OBOJJHEHHOCTH N3MEHEHHs 00bEMa BEreTaTUBHON KJIETKU U CTPYKTYPHI
ObUIBIEBON 000s10uku. [l mocieqHeld XapakTepHO SBICHHE TapMOMETaTHH — TePMHUH ObUT BBEACH
Bonxaycom i 0003HauYeHHUsI CBS3M MEXKIYy OOBEMOM U (DYHKIMOHAIBHBIM COCTOSHHEM CIIOP
NarnopoTHUKOB U MbUIbIeBbIX 3épeH (Wodehouse 1936). 'apmomMeraTHbie H3MEHEHHS 3aKIIIOYAIOTCS B
«CKJIa/IbIBaHUW» TBUIBIEBBIX 3EPEH NPH BBICHIXaHUHM W UX pacnpasieHud npu ruppatamun (Heslop-
Harrison 1975), BaxkHyIO pOJib B 3TOM IPOLECCE UTPAIOT AlePTyPhl, KOTOPHIX MOKET OBITH pa3HOE
KOJIMYECTBO (CM. aTJIachl, COJCpXKAIMe WJUTIOCTpalii pasHbix BapuantoB) (Hesse et al. 2009;
Halbritter et al. 2018). Cuwuraercs, yTo HamOoyiee APEBHHI BapuUaHT — OJHOANEPTYpHbIC 3EpHA,
XapakTapHble Js maneo3oickux KopmauToBbiX. Ameprypa, ciryamas Ui BbIXOAAa TpPYOKH, Y
NaroOPOTHUKOB yXX€ HCIIOJIb30BalIach ISl CKJIJBIBAHUS TPH rapMOMETaTHBIX M3MEHEHHUSX o0bema.
Takass MHOTO()YHKIIMOHAIBHOCTh aNepTypbl XapakTepHa JUisi OCHHUTHTOBBIX, CATOBHUKOB M T'HMHKIO
(Wodehouse 1936; Sowunmi 1968).

B ruzmparanuu meiiblieBOro 3epHa Ha phUIbLE BAXKHYIO POJIb UTPAET TAKXKE CaMblii BEpPXHHN
CIIOM 00O0JIOYKM TBUIbLIEBOrO 3epHa — TpuduHa. Hapymenus ornoxenus Tpuduuel y Brassicacea
OTKJIAJBIBAIOT WK OnokupyroT ruapartaiuio (Shi et al. 2015). Tak, ObuTO MOKa3aHO, YTO MyTAlUU 10
(epMEeHTaM CHHTE3a JIMHHOIETOYCYHBIX >KUPHBIX KHUCIOT HAPYIIAIOT OTJIOXKEHUE TPUGHUHBI, YTO
NPUBOJNUT K HU3KHUH d()(PEKTHBHOCTH TMAPATALUK MBUIBLEBBIX 3€PEH U, COOTBETCTBEHHO, K MYKCKOM
crepunbHocTd (Firon et al. 2012). T'mapaBiuuecknii KOHTaKT MOXET OBITh BOCCTAHOBJICH B ITHUX
MYTaHTHBIX 3€pHaX IMyTeM Jo0aBlieHHs ounIIeHHBIX Tpuarmirmuiepunos (Wolters-Arts et al. 1998).

C TOYKM 3peHUs YIbTPACTPYKTYPHI 3peinioe (T.e. MOKOSIIeecs) MbUIBIIEBOEC 3€PHO M3YYCHO Y
mHorux BuaoB pactenuit (Pierson and Cresti 1992). B HeMHOrMX HCCIEIOBaHHUSAX, OJHAKO,
NPOBOMIOCH CPAaBHEHUE CYXOW M THAPATUPOBAHHOW MBUIBLEI — HAIIPUMEpP, 3TO OBUIO CIAENAHO IS
Arabidopsis: B cyxoii MbUIblIe KOMIIOHEHTHI IUTOIUIA3Mbl BETETATHBHOW KICTKH pPAaCIpeIeICHbI
PaBHOMEPHO, 32 MCKIIOYECHHEM JIMIHIHBIX TeJ, KOTOPbIE KOHIICHTPUPYIOTCS BOKPYT MYXCKHX TaMeT
(Van Aelst et al. 1993). B mporecce peruapaTaluii B YIbTPACTPYKTYpE BEreTaTUBHOW KIETKH
NPOUCXOMAT H3MEHEeHUs. JIMmuaHBle Tenblla paclpelessiFoTCs B IUTOIUIA3ME H  (DOPMHUPYIOT
accormanuu ¢ OIIP. KpaxmanbHble 3€pHa B IUIACTHAAX PacTBOPSIOTCA. POpMHPYIOTCA J1Ba THUIA
BE3UKYJ (KPYITHBIC ¥ MEJIKHE) M BaKYOJIH ¢ OCMHOMUIBHBIM COACPKUMBIM, ucTepHbl DIIP comepxut
ANEKTPOHHO-TIOTHBIN cyOcTpar (Van Aelst et al. 1993). Otu u3MeHeHUsT MapKUPYIOT TOATOTOBKY K

3aIllyCKY CUHTCTUUYCCKUX IMTPOLIECCOB.
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1.2 AKTUBaNuA ¥ MOJSIpU3anus NbLILIEBOr0 3epPHA.

[locne ruapaTanuMu B THUIBLIEBOM 3€pHE C (DU3MOJIOTHYECKON TOYKH 3PEHUS MPOUCXOIUT
MaciTaOHas epecTpoiika MeTaboau3Ma: akKTUBALUS CUHTE30B, IbIXaHUsI U HOHHOTO TPAHCIIOPTA, a C
LIUTOJIOTUYECKOM — CTPYKTypHas peopraHM3allds LUTOIUIa3Mbl, CBSI3aHHAs CO CTAaHOBJIIEHUEM OCH
nojsipHoctd. Tak, y meryHun u tabaka ObUIH OOHAPY)KEHBI CIEIYIOIINE U3MEHEHUS YIbTPACTPYKTYPHI
IIUTOIUIA3MbI BETETATUBHOM KJIETKH, OTPAXKAIOIIUE aKTHBALIMIO €€ METa00IM3Ma;: TOSBICHHUE MTOJHCOM,
U3MEHEHUE CTPYKTYpPbl M pAcIpeAeieHus] IUKTUOCOM, paclajJ MAacCUBHBIX CTONOK LUCTEPH
rpanyssipHoro OIIP, koTopsle B 3penoM MbUIBLEBOM 3€pPHE 3aHUMAIU ILEHTPAJIbHYI 4YacTh
LIUTOILIA3Mbl BET€TATUBHON KIJIETKH, COCEJICTBYS C TEHEPATUBHON KJIETKOW M BEreTaTUBHBIM SIPOM, Ha
ortaenbHbie nucrepusl (Herrero and Dickinson 1981; Cresti et al. 1985). Beixoay TpyOku
IPEIECTBOBAIMN MIPOLIECCHl MUTPALMHU AJEPHOIO KOMILIEKCA, a TaKXKe BE3UKYJ ['OJIbJKM U Ipyrux
OpraHeiy MO HalpaBJIeHUIO K (YHKIMOHAIBHOM IOpe, YTO, MO CYTH, SBJSUIOCH IUTOJIOTHYECKOMN
croponoii momspusarmu (Herrero and Dickinson 1981; Cresti et al. 1985). ITo3sxe Ob110 yCTaHOBIIEHO,
YTO MpOIecC MOJIIPU3AINH 3aITyCKaeTCs e 10 MOTHON akTHBanuu MeTabonu3Mma (1o KpaitHel Mepe,
in Vivo), mpuueM IepBbic MPOSBICHUS HAOIIOJAIOTCS B MOBEPXHOCTHBIX CTPYKTypax: y Tabaka B
o0nacti (PyHKIIMOHAIBHOW HOpPBI BBIABISUICS JIOTIOJIHUTENbHBIA BHYTPEHHHH CIIOM MHTHHBI U PE3KO
yBEJIMYMBAJIACh MOBEPXHOCTH IJIa3MaJeMMBbI 3a cueT (OpMHUPOBaHUs IIyOOKUX BHsiunBaHui (Ma3suHa
et al. 2002). B oOnacté UMTOMIA3MbI, NpHISKANeH K (QYHKIMOHAILHOW IOpE, MPOSBISIOCH
30HAJILHOE paclpe/iefieHne opraHesul (Be3ukys, MUToxoHApui u DIIP) — Habop, HEOOXOAMMBINA IS
CHHTE3a HOBOM KJIETOYHOM CTEHKH /s Oyyliei MblIbleBOi TpyOKH.

OueBUAHO, YTO BCE MEPECTPONKH, KOTOpBIE MPOMCXOJAT B LUTOIUIa3Me, TPeOYyIT 3arpar
SHEpPruM, a B COCTOSTHUU IOKOS IbUIbLIEBOE 3€pHO 00paszyeT oueHb Mano AT®, ecnu Takoil cuHTE3
BOOOIIIe BO3MOXKEH. [109TOMY MOHATHO, YTO OJIHUM U3 PaHHUX MPOLECCOB, KOTOPhIE aKTUBUPYIOTCS B
npoliecce BbIXOJa MbUIBLEBOr0 3€pHA U3 (PU3MOIOTHYECKOTO MOKOsI, SABJseTCs AbIxaHue. B nureparype
IIUPOKO OOCYKIaeTcsi JbIXaTelbHas Lelb MUTOXOHAPHHA M oOpasyromuiica B pe3ynbtare AT kak
OCHOBHOW WCTOYHMK SHEprud BO Bpems mnpopactanus meuibiibl (Selinski and Scheibe 2014).
JleiicTBUTENBHO, MBUIBLIA CONEPKUT MpuMepHO B 20 pa3 Oojbllle MUTOXOHAPUN Ha KIETKY, 4YeM
COMaTHUECKUE KJIETKH (y KyKypy3bl), U AbIUT B 10 pa3 ObicTpee, ueM HOpMalibHbIE BEreTaTHBHbBIE
tkanu (y nwmn u Tabaka) (Dickinson 1965, 1968; Selinski and Scheibe 2014). TpaauimonHo
OTCIICKHMBAIOT CKOPOCTH MOTIJIOIIEHU Kuciaopoaa u/uinu Boiaenenus COy, u y Tabaka, HanmpuMmep, OHa
BO3pacTaeTr B TeueHne nepBbix 10 MUHYT, a K 20 MUHYTaM BBIXOJWT Ha ILIATO, MOCKOJIBKY aKTHUBALIHS
MeTaboaM3Ma 3aKaHYMBAETCS U TBUIBLIEBOE 3€PHO TOTOBHUTCSA K BbIXOAy TpyOku (MatBeeBa et al.
2002). Y nuiuy TUHAMUKY JbIXaTeIbHOW aKTHBHOCTH MOXKHO pasnenuthb Ha 3 ¢asbr (Dickinson 1965).
B ¢daze 1 (mo mosiBneHus MBUIBIIEBOI TPYOKH) IbIXaHHE OBICTPO BO3pacTaeT B TeueHue npumepHo 30

MunyT (y junuu). [locie aToro, korga 3amyckaeTcsl MOJSpHBIA pocT (¢aza 2), yacToTa JbIXaHHS
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cHIKaetca npumepHo 10 40% or HadanbHOH. 3akitounTenbHas (a3a MpeacTaBIseT COOON CTaaHIo
Han0oJiee MHTEHCUBHOTO JbIXaHUs. Bo BpeMs 3Toil (as3sl pocT NMbUIBLEBOM TPYOKH MPOAOIDKAETCA, a
YPOBEHD JbIXaHHUS B JiBa pa3a mpesbimaer TakoBoi 1 ¢paser 2 (Selinski and Scheibe 2014). YV tomara
rpaduk apixaHus Oau30Kk 1o Gopme K JorapupMuieckoil (GpyHKIMH, OBICTPO BO3pacTas B IEPBbIC
MUHYTBI M 3aMEJISIsl CBOM MOIBEM IOCTIE MOSBICHHS MbLIBIEBBIX TPYOOK, OJTHAKO MPU ONTHMAIHHON
temneparype (25°C) BbIX0O/a Ha IUIATO HE HAOIIOJAIOCh, B TEYEHHE 7 YACOB M3MEPEHMsS AKTHBHOE
Boeiesienue CO, npomonkanock (Karapanos et al. 2010).

Cremyer OTMETHUTD, YTO B TPEXKIIETOYHOH MBUIBIE CKOPOCTh aKTUBAITUH JIBIXaHUSI 3HAYUTEIBHO
BBIIIIE, YEM B JBYXKJICTOYHOH, YTO COOTBETCTBYIOT Pa3jMYHON CKOpocTH uX npopactanus (Hoekstra
1979). Tak, ypoBEHb JbIXaHUs TPEXKICTOUYHOM MBUIBIBI TpUMoanyMa (Aster tripolium) meuibiiel mocie
peruapaTanuy BO BIAXHOH arMocdepe OblT B 3-4 pa3a BhIIIE, YeM JBYXKIETOYHOH IMBUIBIBI POr0O3a
(Typha latifolia), Ho mbLIbIIa poro3a mojanep)KuBaia CTaOUIBHBIA YPOBEHD JIBIXaHUS BABOE IOJIbIIE,
yem meuibila Tpumosuyma (Hoekstra and Bruinsma 1975). Ilocneayromuii mepeHOC MbUIBIBI B
KUJKYIO Cpey IPUBOINT K TadbHEHIIIeH MHTCHCU(DUKAIIMH JTbIXaHUS.

VY TONOCEeMEHHBIX TPOLECC AKTHUBAIMHU OTJIUYACTCS, BO-TIEPBBIX, B CBSI3M CO CKOPOCTHIO
NPOpPACTaHusl, a BO-BTOPBIX, B CBS3H C MPUCYTCTBUEM 3allaca yriieBOJOB —Kpaxmaia, KOTOPbId MOXKET
HAKaIUIMBAThCSl U PACTBOPSITHCS B 3aBUCHMOCTHU OT MOTPEOHOCTEH MY)KCKOTO raMeTo(puTa U HaIHIus
caxapoB B cpejie mpopacTanus. Tak, IbIXaHWe B CYCICH3HMHU IMbUIBIIEBBIX 3€peH TopHOU cocHbI (Pinus
Mug0) He AenauTcs Ha TpH ¢a3bl, a BO3pacTaeT JMHEIHO, HauuHas ¢ 2 yacoB. Jlo 3Toro MoMeHTa, cpasy
nocjie rujapaTanuu, HaOnrofaeTcss KOpoTkas jar-¢haza, BO BpeMs KOTOpPOW JIbIXaHHME IOCTENEHHO
Bo3pactaer (Nygaard 1969). Ananus conepkanus AT® mokaszan, 4To B 3TOT MEPUO] HAOIIOAETCs
ucromenue 3anacoB AT®, mo-BuaumMomy, cOPMHUPOBAHHBIX B IBUIBIIEBOM 3€pPHE JI0 CO3PEBAHUS.
Korna naunnaercst morsomieHne Kuciaopoaa, ypoBeHb AT® BoccTaHaBIMBaETCs, a 3aTEM MOCTETICHHO
YBEJIMUYMBAETCS O MOMEHTA MOSBJICHHUS MbUIbIeBOW TpyOku (okomo 16 uwacos) (Nygaard 1973).
Crnenyer OTMETHUTB, YTO MbLIbILY MHKYOMPOBAJIM B CPEJE C YIJIEBOJAHBIM KOMIIOHEHTOM, U OHa MOTJja
CHHTE3HPOBATH Kpaxmall.

[To3xe ¢a3pl BcE-Taku yCIOBHO ObUIM BBIJENIEHBI Ui yA0OCTBa, mpuyeM ¢aza | oxBaTeiBana
nepsble 12 yacoB, BTOpas — ciexyroomue 12 yacoB. YCIOBHO MOXKHO cKa3aTbh, 4TO IepBas (asza —
Herpopocuie 3€pHa, a BTopas — pactymue TpyOoku. M3ydas BiIMsHME AOCTYHNHOCTH YIJIEBOIOB Ha
IIBIXaHWEe, aBTOPHI BBUSICHWJIM, YTO B IPHCYTCTBHM ONTHMAJBHBIX YIJIEBOJAOB — Caxapo3bl JIHOO
bpykro3bl — abixanue Bo |l daze mpumepHo B ABa pasza Bbllle, 4eM B |, Ipu 3TOM NMPOUCXOIUT HE
Tonbko cuHTe3 AT®, HO ¥ WHTCHCUBHBIH CHHTE3 Kpaxmanaa, 4YTO SBISIETCS XapaKTepHOU
0COOEHHOCTBIO THUIBLIEBBIX 3€peH XBoMHbIX pacTenuii (Nygaard 1977).

VY MCeBAOTCYrH THCOJMCTHOM MpopacTaHue MPOUCXOIUT MeJIeHHee, ueM y cocHbl (Muren et

al. 1979). YpoBeHb AbIXaHHS OCTaBaJICS BHICOKOM M IMOCTOSIHHBIM B T€UEHHUE MEPBBIX 36 4acoB, a 3aTeM

12



PE3KO yBEIMUUBAICA (IIO-BUIMMOMY, B CBSI3U C IOSIBICHUEM TPYOOK), B TO BpeMsl KaK COJEpXKaHHE
AT® ObicTpO YBETUUMBAIOCH YK€ B TEUYCHHE MEPBBIX § YAaCOB M OCTABAIOCHh BHICOKMM JI0 KOHIIA
nepuona Hadmromenus (Muren et al. 1979). B teuenue nepsoix 24 4 B KyabType copepskanue ATD
yBenu4mioch Ha 86%, B To BpeMs Kak coaepxkanue AJI® u AM® ymenpmmnock. Ciaeayer OTMETUTb,
4TO, B OTIMYME OT COCHBI, ICEBAOTCYra CIOCOOHA MOAJACPXKHUBATH POCT TPYOOK Oe3 mobaBieHUs
caxapoB B cpexay (Muren et al. 1979). Bo3aMokHO, ¢ 3TUM CBsi3aH OTHOCHTEJIBHO MOCTOSHHBINA YPOBEHb
JBIXaHUS B CycleH3ud. J[pyruMu aBTOpamMu ObUIO YCTaHOBIIEHO, YTO y 3TOTO JIEPEBA CYILECTBYET
npsiMasi KOPPEIsiiis MEKAY YPOBHEM JIBIXaHUS MBUTBIBI U €€ (EePTUIBHOCTBIO, B CBS3H C YEM OHHU
npejylarajd MCIOJIb30BaTh MMEHHO JbIXaHWE (a HE MpopacTaHhe, KOTOPOE 3aHUMAeT JJIMTEIbHOE
BpeMsi W TpeOyeT CTepPHIIbHBIX YCIOBHI) sl OBICTPOW OIICHKH KadecTBa MBUIBIBI MCEBJAOTCYTH B
necHbix Hacaxaenusx (Binder and Ballantyne 1975).

[TomruMo  W3MepeHHs aKTUBHOCTH  JbIXaHUS, O BAKHOCTU TMOJYYCHUS OHEPTUH
CBUJICTEJILCTBYIOT W CHUCTEMHBIC HCCIEJOBAaHUS — IPOTCOMHBIE W TPAHCKPUIITOMHBIC JaHHBIC,
NOJTYYCHHBIC ISl Pa3IMYHbIX CTaJMN CO3peBaHMs U IpopacTanus mbuiblieBbix 3epéH (Holmes-Davis et
al. 2005; Ischebeck et al. 2014; Rutley and Twell 2015). Bce aBTOpbl OTMEYAIOT 3HAYUTEIBHYIO JTOJIIO
OCTIKOB, CBS3aHHBIX C HSHEPreTUYECKMM METAa0OJM3MOM, YTO YKa3blBACT HA BAKHOE 3HAYCHUE
MOJTYYCHUST SHEPTHH TPU MTPOPACTAHUHU TBUIBIBI B OBICTPOM POCTE MBUIBIIEBBIX TPYOOK. OHAKO, €CTh
U NIPOTUBOPEUMBBIE MOMEHTHI. TakK, MPOTEOMHBIEC JaHHBIC TPEATONATAIOT, YTO B MBUIBIIE OTCYTCTBYET
Oenok ampTepHaTuBHOM okcuaassl (AOX) (Zou et al. 2009; Rafinska et al. 2010). Dra rpymnma JaHHBIX
IpeAIoaraeT, yTo IyHT, B KOTOPOM Yy4acTBYET ajlbTEPHATHBHAs OKCHIa3a, He TpeOyeTcs BO BpeMs
pasBUTHs MBUIBIBI U pocTa TPyOOK, a BMECTO ATOr0 HEOOXOJMMO TOJIHOLIEHHOE JIbIXaHHeE,
reaepupyroniee makcumym AT® (Selinski and Scheibe 2014). Drta rumore3a MPOTHBOPEUUT TOMY
dakry, uro tpanckpuntet AOX1A u AOXI1B 6bun oOHapyxeHsl B mbuibiie Arabidopsis thaliana
(Wang et al. 2008), a ¢usnonornvyeckue MccieAoBaHUs Ha Tabake ¢ MPUMEHEHHEM HWHTHOMTOPHOTO
aHaJiM3a YKa3bIBAlOT HAa TO, YTO OHA B MBUIBIIC €CTh M BIMACT Ha IMTOIUIa3MaThueckuii pH B
BereratuBHOM Kkietke (MaTBeeBa et al. 2002).

OMHUM W3 OCHOBHBIX «IIOTpEOHTENEH» YHEPTUH, KOTOpask BRICBOOOKIACTCS 33 CUET JIbIXaHHS,
ABIsIeTCA CUHTE3 Oesika. YacTh GENKOB XpaHMUTCS B 3pEJIbIX MBUIBLEBBIX 3EpHAX, HO Topas3io Oosblie
3anaceHHbIXx MPHK, ¢ KOTOpBIX B MbUIbIIC HAUYWHACTCS aKTHBHAs TpaHCsAlus. [Ipu 3TomM ecTb U
TPaHCKPHIIIIHUS, TO €CTh, CHHTE3 de NOVO, 0coOeHHO Yy rojoceMeHHbIX pactenuit (Fernando et al. 2001).

B mpuIbIIeBBIX 3€pHAX I[BETKOBBIX PACTCHUH aKTUBHBIA CHHTE3 O€lKa HAUMHAETCS OYECHb PaHo,
4T0 OBLJIO OOHApPYKEHO B CEPUM KIACCHYECKMX pabOT Ha TPaJeCKaHIMH U KyKypy3e. B mbuibie
Tpageckanuuu otaensHble pudbocomsl, MPHK, pubocomer u TPHK arperupyrorcs B MOIHCOMBI B
TEUYEeHHUE 2 MUHYT, YTO KOPPEIUpyeT ¢ e€ OBICTphIM mpopactanuem in vitro (Mascarenhas 1971). Eciu

B TIOKOSAIIEMCS TBUIBLIEBOM 3€pHE B MOJUCOMBI coOpaHo 38% pubocom, TO B mpoliecce akTHBALMU
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JIOJISL TIOJIMCOM PE3KO BO3PACTAET, UepEe3 5 MUHYT OHA cocTaBisieT 55%, mocie 4ero 3aMeyisieTcss U B
MomeHT npopactanus (10 muH) mepecraer mensThes (60-62%) (Mascarenhas and Bell 1969).
CHHTETHYECKYI0 aKTHMBHOCTh pHUOOCOM TIPOBEpSUIM C TIOMOIIBIO  PaJHMOAKTHBHOHW  METKH,
MaKCHUMaJIbHYIO0 aKTUBHOCTh TIOKA3aJIH IMOJIMCOMHBIC KOMILIEKCHI Ha BcexX cTtaiusix. CleayeT OTMETUTh,
YTO KOJUYECTBO IOJMCOM B 3pENIOil MBUIbLIE YK€ caMo MO cede YKa3bIBaeT Ha BBICOKYIO CTEIEHBb
TOTOBHOCTH OEJIOK-CHHTE3UPYIOIIEro ammapara K IpOpacTaHuio. ABTOPHI MPEANOJIOXKWIH, YTO
Oomnpiryto yacte MPHK mbuibIla cCOXpaHseT 10 BX0/Aa B MOKOH, 4TOOBI OBICTpEee HA4aTh CHHTE3, U ITO
NPEIOI0KEHUE MTOITBEPIMIIOCH — TOJIMITCTITHIBI Ha ocHOBaHHH TOH-A-PHK u3 mbuiblibl KyKypy3bl
OBUIM CHHTE3UPOBaHBI B OCCKJICTOYHOM TPAHCIALIMOHHON cucteMe. OKa3anochk, YTO OJTHO MBLIBIIEBOE
3epHO conepxut 352-705 nr obmeit PHK u 8.9-17.8 nr monu-A-PHK (Mascarenhas et al. 1984).

[To3xe MHOTHE BHJIBI IBETKOBBIX PACTCHUIN U3y4aIMCh HA MPEIMET 3aBUCHMOCTH ITPOPACTAHHS
OT TPAHCKPHUIIIUU ¥ TpaHcusinud. OCHOBBIBAsSCh Ha OOJBIIMHCTBE M3YYCHHBIX HAa TOT MOMEHT
[[BETKOBBIX pactenuid, Mackapenac (1993) mpumen k BbeiBoxy, yto MPHK, HeoOGxoaumble amns
NpOpacTaHus W PAHHETO YJ/UIMHEHHUS TPYOOK, yXe MPHCYTCTBYIOT B MBUIBIEBBIX 3€pHAX IpPH
packpeiTin meLIbHEKOB (Mascarenhas 1993). To ke camoe BepHO H JUisl OCJIKOB, KOTOpBIC
HEOOXOJUMBI JUIs MPOpacTaHus MbUIBIBL. Tak, y Oanb3aMHMHA IMKIOTEKCUMHUI HE TOJABIISCT
NPOpACTaHUE MBUIBIIBI K HE OJIOKUPYET POCT TPYOOK, HO MPEISITCTBYET 00Pa30BaHUIO MYKCKHX T'aMET,
MO-BUAMMOMY, 3a CUET OTCYTCTBHS JOCTATOYHOTO KOJMWYECTBAa OEJNKOB MJISi TOCTPOCHUSI BEpETECHA
nenenust (Shivanna et al. 1974b). V maxutHuka HaOII01a1aCh TIOX0XKass CUTYAIHsl, XOTS MMbUIbIICBBIC
3€pHa MpopacTallii HECKOJIBKO XYK€, a TpyOKH ObUIM KOpoue B NMPHUCYTCTBHE MHTHOUTOpA, HO BCE Ke
caMbIM sIpkuM 3 dextom O6buT nMeHHO 610K MHUTO3a (Shivanna et al. 1974a). TToxoskue naHHbIe OBLTH
TOJTYYEeHBI [T KAIyCThI: Ha MPOPACTAHUE MBUIBLBI U HAYAIBHBIA POCT TPYOOK IN VItro 1UKIOreKCUMUT
CYIIECTBEHHO HE BIUSUL, XOTSI OH OJIOKMPOBAJ CHCTEMY CaMOHECOBMECTUMOCTH B CITy4ae alluUIMKALuU
Ha peutbile (Roberts et al. 1984). Tloxoxe, 4yTo B OOJBUIMHCTBE CIyY4acB y LIBETKOBBIX PACTCHHIA
CUHTE3 HOBBIX OEIIKOB HEOOXOAUM TOJIBKO ISl pOCTa MBUIBIIEBBIX TPYOOK, HO OENKH AJIsl IPOpaCcCTaHUS
3aIlaceHbl B IEPUOJT CO3PEBaHMs raMeTo(uTa B MBUIBHUKE.

Y XBOWHBIX pPAcTEHUH CHUTyalMsl KapIWHAIbHO oTiaumyaercs: emeé B 60x romax XX Beka
BBISICHUIIM, YTO sI/Ipa TeHEPATUBHOW KJIETKU U KJIETKH TPYOKH akTUBHO cuHTe3upyroT PHK Ha panHux
CTaausiX mpopactanus meuibiel Pinus ponderosa (Young and Stanley 1963). DToT BbIBOJ ObLT MO3KE
MOATBEPKJICH Ha NPYyrux BUAax cocHbl. Tak, @epHaHi0 ¢ coaBTOopaMu aHanuzupoBai cuHTe3 PHK u
OenkoB y kamuopHHUIiCKON TopHO# cocHbl (Pinus monticola), a takxke Apyrux XBOWHBIX paCTEHUIA:
Y4eTHIPEX BUJIOB COCHBI, JIBYX BHUJIOB €JIM, TUMAIAWCKOTO KeJpa U THXOOKEAHCKOW cepeOpUCTON MUXTHI
(Fernando et al. 2001). Tako# cuHTE3 MPOMCXOANUT AKTUBHO B MBLIBIIE BCEX UCCIICIOBAHHBIX PACTCHUIA,
Ha YTO YKa3blBalOT AS(PQPEKTh WHTUOMTOPOB, TAaKUX KaK AKTHHOMHIMH D ¥ IHKIOTEKCHMUI,

cOoOTBeTCTBEHHO. [IplIbIIEBbIE 3€pHA MPOPACTAIOT B MPUCYTCTBUM aKTUHOMHIIMHA D, HO nanbHeiiee
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yIUTMHEHUE TPYOKH MOAaBIsIeTCs. DTO TOBOPHUT 0 ToM, uto PHK, HeoOXoauMmbIe i1s mpopacTaHus, yiKe
JOCTYITHBI B 3pEJION MbUIbIIE, HO YJIMHEHHS TPYOKH 3aBUCUT oT cuHTe3a HoBbIx PHK (Fernando et al.
2001). TMocnenHee MOATBEPKAAIOT IKCIIEPUMEHTBI ¢ HHTHOUTOPAMH JI€alleTHIIa3bl TUCTOHOB, KOTOpast
OJIIEP’KUBACT OT/IEIbHbBIC yUuacTKa XpoMaTrHa B HeakTBHOM coctosiauu (Wolffe 1996) — usmenenus
AKTUBHOCTH (pepMEHTa BBI3bIBAJIM MHOTOUYUCIICHHBIC POCTOBBIC aHOMAJIMH, HAYMHAS OT HAPYIICHHOTO
rpanuenTta Ca’* 1 3akaHUMBAs M3MEHEHHBIM OTJIOKCHHEM KOMIIOHEHTOB KieTo4HoM crenku (Cui et al.
2015). DTH OmBITHI MPOJAEMOHCTPUPOBAIHM BAXKHOCTH COCTOSHHUS XPOMATHHA ISl POCTa IbUIBIICBOM
TpyOku e Bunscona (Cui et al. 2015), uTo yka3sIBacT Ha €ro aKTUBHOE UCIIOJIb30BaHUE.

Yro Kacaercsi TPAHCIIMH, TO C HCIOJIb30BAHUEM IHKJIOTCKCUMHUAA sl OOl 3armaHoi
cocubl (Pinus monticola) 6buT0 MOKa3aHO, YTO MHOTHE OEJNKH, HEOOXOAMMBIC JJIsl MPOPACTAHUS M
yIUTMHEHUST TPYOOK, ellle He AOCTYIIHBI B 3peiioi Hempopociiei meuibite. Y P. monticola stu Genkw,
HO0-BHIMMOMY, CHHTE3UPYIOTCS B Hayaje NpOpacTaHWs MbUIBIBI U BO BpeMs Y/JIMHEHHUS TPYOKH.
Db bexThl UHTHOUPOBAHUS TPAHCKPHITIIUKM U TPAHCISIMU Y BOCBMHU JPYTHX XBOHHBIX PACTCHUM TaKue

ke, kak y P. monticola, uto ykaseiBaeT Ha oOuryro Tenaenmto (Fernando et al. 2001).

Nrtak, B mbUIbIIE IBETKOBBIX pACTEHUM CHayaja WCIOJB3YIOTCS 3amaceHHble OeKH,
MapajuiesibHO, MO-BUAMMOMY, TPAHCIMPYIOTCA IMOATrOTOBJIEHHBIE B mporecce co3peBanus MPHK, a
3aTEM 3aIlyCKaeTCsd TPAHCKPUMLMA. Y TOJIOCEMEHHBIX pPACTEHUW TPAHCKPHUIILMUSA W TPaHCIALHUS
HAUMHAIOTCS TMapallJIeIbHO C akTuBaluell meTtabonus3ma. MHTepecHBIM OB BOMPOC, KaKUE UMEHHO
OCJIKM TPAHCIUPYIOTCS M HCIOJB3YIOTCS B MEPBYIO OYEpeNlb, U HA 3TOT BOMPOC MOMOTIU OTBETHUTH

IIPOTEOMHBIE UCCIIEIOBAHHUSI.
1.3 [IpoTeom nbLIbLLEBOro 3epHa

Kakue jxe OCNKM NPUCYTCTBYIOT B 3pENIOW MBUIbIIE C TEM, YTOOBI OCTAaThCS TaM U
UCITIOJIB30BAaThCS HAa HAYAIbHBIX JTamax npopactanus? J[ias oTBeTa Ha ASTOT BONPOC H3ydalld
POTEOMHBIE MTPOMUIH 3PEIIOH MBLUTBIBI PA3TUUHBIX BHJIOB.

Tak, B 3penoii meiiblie Arabidopsis nonoBuHa WACHTH(UIIMPOBAHHBIX OENKOB y4acTBYET B
metabomusme (20%), BwipaboTke sHepruu (17%) WM MOCTPOEHHM KIETOYHBIX CTPYKTYp (12%)
(Holmes-Davis et al. 2005); »Tu m[poOIEHTHI aHAJOTHYHBI TEM, KOTOPBIC OIPEACICHBI IS
TPAHCKPHUITOMA TBUIBIBI, U 3TO CXOJACTBO COTJIACYeTCs C MJeei O TOM, 4TO B jomosiHeHrne kK MPHK
3pesioe MBUTBIIEBOE 3€PHO CONEPXKHUT OeNKH, HeoOXOAMMBIE U MpopacTaHus U OBICTPOro pocrta
MBUTBIIEBOM TPYOKH.

B 3penoii meutbile prca OOJBIIMHCTBO OCIKOB M3 OOHAPYXEHHBIX 322 CBS3aHO C mepenadei
curnana (10%), ¢ pemonenupoBanuem obonouku (11%), ¢ cuaTe30M, COOPKOI U AeTpaganueii 6eIKoB
(14%), a Takxke ¢ yrieBOJHBIM U dHEpreTHdeckuM Metadbonusmom (25%) (Dai et al. 2006). ABTopsl
TaKXe BBISIBIJIA HECKOJIbKO HOBBIX Ba)KHBIX OCIIKOB, B OCHOBHOM YYacCTBYIOIIUX B Ieperavye CHrHalia
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(TakMX Kak MPOTEUHKHHA3bI, OCJIKU, B3aUMOICHCTBYIOIINE C PELUENTOPHBIMA KHHA3aMH, HHTHOUTOPBI
JTUCCOLIMAIIMU TyaHO3WH-5'-mudocdara, Oenku, comepxkamue nomeH C2, MUKIOPHUINHBI), CHHTE3E,
cOopka u jerpamaiuu OCJIKOB, a TAK)KE PEMOJICTUPOBAHIH U MeTabomu3Me KiaetouHoit crenku (Dai et
al. 2006).

benku, dell cCMHTE3 aKTHUBUPYETCS MPU MPOPACTAHUHU TBUIBLBI, MOXHO HACHTU(HUIMPOBATS,
CpaBHHUBAsI MPOTEOMHBIE MPO(WIN 3pENION MBUIBIBI M MPOpacTaOMMeil MbUIbLBL. Takue cpaBHEHUS
ObUIM MIPOBEACHBI JUIsI HECKOJIIBKUX BUAOB. Tak, y pamca, o CpaBHEHHIO C MOKOSIIECHCS MbUIBION, B
NPOPACTAOIIEH MBUIBIIE IUPOKO MPEICTABICHBI OCIIKH, 3a/ICiCTBOBAHHBIC B METa0O0INU3ME YTIIEBOJIOB,
MeTaboau3Me OENKOB W peMoeupoBaHuH KietouHoi crenku (Sheoran et al. 2009). [pyrwue,
YYacCTBYIOUIME B JWHAMHKE IIMTOCKeNeTa, MeTaboIu3Me HYKICOTHIOB M aMHHOKHUCIOT, Teperade
CHTHAJIa ¥ OTBETE HA CTPECC, TAKXKE TIOKa3aJ 00Jiee BRICOKYIO SKCIIPECCUIO B MPOPACTAIONIECH MBLIBIIE.
benku, oTBeuaromye 3a perysslMi0 TPAHCKPUIIIMK M WOHHBIA TPAHCIOPT, HE OTIMYAINUCH B JBYX
COCTOSIHUSIX TBUIBIIBI, a KaTasiaza 1 LEA Oenku nprcyTcTBOBaJIM B MEHBIIIEM KOJIMYeCTBE. Psi1 OenkoB,
BKJTIIOYAst OJICO3HMH, KPYIU(PEpUH W €HOJa3y, BBIACISUINCH B CPEAy IMPH MPOPACTAHHH MBUIBIBI, YTO
yKa3bIBaeT Ha UX MOTCHIIMAJIBHYIO POJIb BO B3aUMO/ICHCTBUY MbLIbLIA-phuIbiia (Sheoran et al. 2009).

[Toxoxue pe3yabTaThl Obutd moMydeHbl u it Arabidopsis (Zou et al. 2009).
BocnpousBoauMbie 3HAYMMBIC Pa3InYHs MEXKIY 3pPENIol MbLIBIIOH M MBLUIBIIEBBIMH TPYOKaMu ObLIH
nokaszansl 17151 40 6enkoB. AHaNU3 (QYHKIIMOHAIBHBIX KaTErOpUi MOKa3ai, 4To 3TH ¢ epeHIInaIbHO
DKCIpecCHpyeMble OENKH B OCHOBHOM YYacTBYIOT B IE€peade CUTHAJIOB, IMOCTPOECHUHM KIIETOUHBIX
KOMIIOHEHTOB, TPAHCIOPTE, CTPECCOBBIX OTBETAX, TPAHCKPUIILMHU, META0OJIM3ME U IPOU3BOJCTBE
sHepruu. [laTTepHbl H3MEHEHMI Ha ypOBHE OENIKOB MPEoaraloT BaXXHYIO poJib OENIKOB, CBA3aHHBIX
C DHEPreTUYECKUM METab0JIM3MOM, B POCTE MBUIBIIEBEIX TPYOOK, COMPOBOXKIAEMOM aKTHBALIUEH MTyTH
CTPECCOBOM peakiuu U MoauduKanusamMu kietounoi crenku (Zou et al. 2009).

VY puca B X0/i€ TAKOTO K€ CpaBHEHUs (HO MPOBEAECHHOTrO ¢ 0ojiee BHICOKOM TOYHOCTBIO) OBIIO
uaeHtupunuposano 160 auddepeHunanbHo  AKCIpeccUpyeMbIX  O€NKOBBIX —MMATEH, KOTOpbIE
coOTBeTCTBYIOT 120 pa3nuuyHbIM BUJaM O€NKOB. DTH OENKH y4acTBYIOT B Pa3IMYHBIX KJIETOYHBIX U
METa0OJIMUECKUX MPOIeccaX C OUYEBUAHBIM (DYHKIIMOHAIBHBIM YKIOHOM B CTOPOHY MeTa0oIH3Ma
KJIETOYHOM CTEHKH, CHHTE3a M Jerpajanuu Oenka, JTUHAMHUKH LUTOCKENIETa M HHEPreTHYECKOro
metabonu3ma (Dai et al. 2007a). [Ipu 3ToM y 311aKOB OTJIMYHMS MEXKIY 3pEOil W MpopacTaroliei
neuibo Mo MPHK renoB Mmunumansssl. Tak, y puca npo@uiib TpaHCKPUITOMA MPOPOCIIEH MBLIBIIBI
JIOCTOBEPHO H IOJIOKUTEIBHO KoppeaupoBan ¢ mpoduieM 3penoi meutbiibl (Wei et al. 2010b), na
OCHOBAaHMM YETr0 CYMTAETCSA, YTO TEeHBI, HKCIPECCUPyEeMble B IMBUIbILE IO3JHEr0 CO3PEBaHUS,
TPAHCIUPYIOTCS JJIsi UCTIOJIB30BAaHUSI BO BPEMsl MPOPACTAHUS MBUIBIEI U POCTa TPYOOK, B OOJIBIICH

crerend, yeM y ArabidopsisS u, BO3MOXHO, APYruxX ABYIOJBHBIX PACTEHHM, Y KOTOPBIX OOJBIIOE
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KOJINYECTBO I'CHOB TPaHCKpUOHMpyeTcst de NOVO BO BpeMs ruapaTanuu v aktuBamu mbuibibl (Kim et
al. 2019).

Uro kacaercs TOJIOCEMEHHBIX, UCCIIEJOBAHMSI, CPaBHUBAIOIINE OETKOBbIE MPOMUIN 3peion U
IPOPOCIICH MBLIBIBI, MPOBOJMINCH Ha pasHbIX Buaax cocuel (Pinus taeda, P. monticola u P.
bungeana) B 1990-¢ — nayane 2000x Ha METOANYECKOM YpOBHE TOr0 BpeMeHU. OKa3anoch, 4TO OHH I10
OonbiIoMy CU€Ty CXOJHBI, KaKk M B ciydae nBeTkoBbix pactenmii (Frankis Jr. 1990; Fernando et al.
2001, 2005; Hao et al. 2005). ITsutblia ¥ MbBLIBIEBBIE TPYOKH Oestoit BocTouHOU cocHbl (P. strobus)
uMmeroT mnpuMepHo 94% cxomctBa mo Oenkam (Fernando 2005) — 57 nauddepeHunannHoO
MPEJICTAaBICHHBIX OejKa. DTO MOKAa3bIBAaeT, YTO OOJBIIMHCTBO OENKOB IMbUIBLIEBOH TPYOKH YiKe
NPUCYTCTBYET B MBUIbIIE, KOTJA MBUIBLIA pacceMBaeTcs M3 mumek. Hago ckaszare, 4To, HECMOTpS Ha
obmire paboT MO MPOTEOMHUKE MBUIBLIEBOTO 3€pHA M TPYOKH, a Takke OOJBIIOMY YHCITY 0030pHBIX
pa6or (Chen et al. 2007b; Dai et al. 2007b; Rafinska et al. 2010; Chaturvedi et al. 2016),
rOJIOCEMEHHBIE PACTEHUS B 3TOM OTHOLICHHH BCE €I Majio U3Y4EHBI.

B neuibiie cocHbl aganHoi (Pinus taeda) cuntes PHK akTHBHO MPOMCXOAUT € CAMBIX paHHUX
CTaJui TpopacTaHus TbUILIEL. OIHAKO, B OTIMYHE OT OOJLIIMHCTBA JPYTUX BUIOB, 3Ta HEAABHO
cunresupoBanHas PHK Bkmrowaer pPHK. HMwmeroTcs nokazarenbcTBa Ba)XHOCTU 3TOM HEIABHO
cuntesupoBanHoii PHK B mporiecce HempepbIBHOTO pocrta mbuibiieBoi Tpyoku (Frankis Jr. 1990).
OnHO- W JBYMEPHBIA Telb-2IeKTPO(OPETUICCKUI aHAIM3 BBIABISACT P  KAYeCTBEHHBIX U
KOJIMYECTBEHHBIX PA3IMIUN MKy OeTKaMU, CHHTE3UPYEMBbIMH HAa PaHHUX CTAJUAX MPOPACTAHUS U

Ooinee MO3JHUX CTaAUAX POCTA NbIJIBICBIX TPY6OK.

1.4 U3MeHeHNe HOHHOTO CTATYCA NbLJIBLIIEBOI0 3ePHA

Baxkneiiimre u3MeHeHHs Ha paHHEM JTane aKTUBAllMM M Ha TPOTSHKEHHWU BCETO TMepuoja
MOJTOTOBKA K TPOPACTaHUIO KAaCAlOTCS W3MEHEHHA WMOHHOTO CTaTyca BEreTaTUBHOW KIIETKH
MBUTBIIEBOTO 3epHA. C MOMOIIBbIO HECEIEKTUBHBIX MUKPOIJIEKTPOOB (Vibrating probe) B KiiacCHUeCcKOi
pabote BaiiceH3enp Ha nuiauu ObUIO OOHAPYKEHO, YTO B MPOIECCE AKTHUBAIIMU TBUIBIIEBOTO 3€pHA
BO3HUKAIOT MOHHBIC TOKH, MPUYEM B 00JIACTH OyAYIIETr0 MpOpacTaHUs JIOKATHU30BAaH MAKCHUMAIbHO
WHTEHCUBHBINH BXOJHOM TOK, a BBIXOJHON COCPEIOTOYCH Ha mpoTuBomonokHoM moiroce (Weisenseel
et al. 1975). Ha ocHOBaHUM SKCIIEPUMEHTOB 110 U3MEHEHHIO cOCTaBa HapykHOro pactBopa Weisenseel
u Jaffe npurumm k 3aKIr0UeHUI0, YTO OCHOBHOM BKJIaJl B OOHAPYKEHHBIN BXOJHON MOHHBIH TOK BHOCUT
K", a BBIXO/IHO# acconuupoBan ¢ nporonamu (Weisenseel and Jaffe 1976).

3HauuTenbHO TOkKe Fan ¢ corpymuukamu (2001) Temu ke MeTOAaMU H3ydalld BXOJHBIC
HOHHBIE TOKH Ha TPOTOIUIACTAaX, BBIACICHHBIX M3 MbBUILIEBBIX 3Eépen Arabidopsis. Ipupoay
BXOJIALIEr0 KaTHOHA aBTOPHI ONpEAEsIM MO BEIWYMHE OOpAalIeHHOro MOTEeHIMaja: OH OKa3alcs

OMM30K K paBHOBECHOMY KaJHEeBOMY MOTeHIMaTy. [lonTBepkaeHue TOro, 4To TOK MPOXOAMUT 4Yepes3
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KaTUU-TIPOBOJISAIINE KAaHANBI, OBUIO TIONYyY4EeHO C TIOMONIIbI0 HMHTHOMTOPHOTO aHallM3a: TOK
OJIOKMpOBAJICST MHTHOUTOpPaMU KaJHEBBIX KaHAJIOB Ba®* u TEA" (terpasTn ammonwus). Ha
WHTECHCUBHOCTbH TOKA BJIMSUI TAK)KE COCTAB CPEJIbl: UeM BbIllIe OblIa KOHLIEHTPALMS KaIUs B HApPY>KHOM
pacTBoOpe, TeM OOJIbIIIe TIOJIOKUTEIBHO 3apsDKSHHBIX YaCTHIl BXOJWIO B mbuibiieBoe 3epHo (Fan et al.
2001). 3zech HaJO OTMETHTH, YTO CyMMapHas KoHIeHTpanus K B IBUIBIEBOM 3epHE, CY/Is MO0 BCEMY,
HE TMOBBIIIACTCS, 110 KpaifHel Mepe, B mepuoa peruapatanui. C moMOoIIbl0 aTOMHOW a0COpOIMOHHON
CHEKTPOMETPUM U IOCIEAYIOUIEro mepecuyéra Ha 0ObEM MbUIBLIEBOIO 3€pHA ObUIO MOKAa3aHO, 4YTO B
TIpolecce THApPATALMK MBUIbIEBOTo 3epHa Tradescantia paludosa koruentpanus K™ B HéM cHmkaeTcs
(Bashe and Mascarenhas 1984). OgHOBpeMEHHO ¢ 3TUM MPOUCXOAUT COOpKa pUOOCOM B ITOJHUCOMBI H
3aIyCKaeTCsl CHHTE3 Oelka (CIeayeT OTMETHTD, UYTO y TPAJCCKAHIIUU MTPOPACTAHNE HAYMHACTCS OUYCHb
owicTpo) (Bashe and Mascarenhas 1984; Mascarenhas et al. 1984). Biusuue xonnentparmu K Ha
cOOpKY puOOCOM U TPAHCIISIINIO ATH aBTOPHI MOKa3aal B OeckieTouHOol cucteme. OHU BBISICHIIIN, YTO
ONTUMAabHAs KOHIEHTpAIMs JJis cuHTe3a Oenka cocrasiser 100-130 MM K+, a 1o0aBJIEHUE BTOrO
katuoHa 10 220 MM w Bemme npensTcTBYlOT cBsispiBanmio PHK ¢ pubocomamu. B
JErUIpaTUPOBAaHHOM IIbUIBLIEBOM 3€pHE KOHLEHTpanus Kanus mpesbimiaer 280 MM, a mnocne
TUApaTallii OHA MPHOJIKAETCs K ONTUMAIbHOM (TYT HY)KHO YYUTHIBaTh U M3MEHEHHs] 00bEMa, U
BO3MOXXHBIN BbIX0oA Kamusg u3 3€peH). [lockonbky wyBcTBHTENbHOCTH pa3Hbix MPHK k BbicOKMM
korIenTparmsaM K’ MoXeT oTIMYaThes, OHa MOXKET PAacCMaTPUBAaThCA KAaK (haKTOp M3OMPATENTHHOTO
HOOIIPEHHS TPAHCISIIUY onpeesieHHbIx MaTpull (Bashe and Mascarenhas 1984).

[To3xe OBIIO BBICKA3aHO MPEIMONIOKEHHE, YTO Kaldhii MOKET YYacTBOBaTh B CO3JaHHHU
OCMOTHYECKOTO TPaJMeHTa, MPUBOISIIETO K OBICTPOMY MOTJIOMICHUIO BOJBI M, B KOHEYHOM HTOTE, K
obicTpoMy HaOyxanuto mbeuUIbIEl sumens (Rehman et al. 2004). C momoIipio THCTOXMMHUYECKOTO
OKpaIlIMBaHUs THUIBLEBBIX 3EPEH OBLIO TOKazaHo, yTo K KOHIEHTpHUpPYETCs B 00JIaCTU amnepTyphl,
npuyYeM Kak B CTEHKE, TaK M B YaCTH LIUTOIMJIA3MBbI, MpUJIETAIoNel K Hel. PeHTreHocnekTpaabHbIN
MUKpPOAHaIU3 U KOH(OKalbHAas MHUKPOCKOINHUS C HCIOJb30BAaHHEM KallMi-4yBCTBUTEIHHOTO
GIIyopeciieHTHOTO KpacuTells MOATBEpAuIn pe3ynbraTel Tuctoxumun (Rehman and Yun 2006). Dtu
pe3yNbTaThl MPEANOaraloT BO3MOXHYIO posib K, pacnojio)keHHOTO B amepTypHOM o6iacTu, B
ObICTpOM HAaOyXaHWUU MBUIBIBI 32 CYET CO3/JaHUS OCMOTHYECKOTO TpaJMeHTa Ha MeMOpaHe, 4TO
SIBIISIETCS TPENOCHUIKON 7l OBICTPOTO BBITISTYMBAHUS MBUTBIIEBON TPYOKH, KOTOPOE XapaKTepHO s
3nakoB (Rehman et al. 2004).

B omimume oT BXOAHOTO TOKa, OOHAPY)KEHHOTO C TIOMOINBIO  HECEICKTHUBHBIX
mukpoasiektponoB (Weisenseel and Jaffe 1976), BeixomHOU TOK 00pa3oBaH MPOTOHAMHU, KOTOPbBIE
BBIKAYMBAIOTCS U3 IIUTOIIA3MbI BETETATUBHOM KIETKH. DTOT MPOIECC 0OECIIeUnBaCTCS H*-ATda3oii,
kotopas ruaponuzyer AT®, nepememas H® w3 murommasmsl B anoIiacT, co3jaBas Kak

AJICKTPUYECKUM, TaK ¥ TPOTOHHBIN IPaJIMCHTHI Ha IIa3MaTudeckoir MemOpane (MarseeBa et al. 2002;
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Lang et al. 2014; Falhof et al. 2016). Baxnas poms H'-AT®a3bl B (ase paHHEro mpopacTaHus
IBUTBIBI TOKPHITOCEMEHHBIX Oblla YOCAMTENFHO MOKa3aHa C MOMOIIBIO PA3IMYHBIX METOJHYECKUX
oaX0/10B: m3MepeHust BHyTpukierouHoro PH (Marseesa et al. 2003a), HHrHOUTOPHOrO aHaM3a
(Lang et al. 2014), ummynonokanuzauu (Obermeyer and Blatt 1995), MUKpPO3JIEKTPOIHON TEXHUKH
patch-clamp (Gehwolf et al. 2002), myrarenesa (Hoffmann et al. 2020) u snokanu3anuu Genka myTém
cusinusa ¢ GFP (Certal et al. 2008; Hoffmann et al. 2020). [unamuky BHyTpuKieToyHoro pH B
Npolecce aKTHBAIMKM W3y4yald B HalIei 1abopaTopuy Ha MbUIBLEBBIX 3épHaX Tabaka: B IEPBbIC
MHHYTBl HaOJIOAAIOCh 3alle/IaYMBaHUE LUTOIUIa3Mbl, KOTOPOE MOCTUTANO IUIATO YYTh paHbIIE
MomeHTa Bbixoma TpyOkum (20 wmuH) (MarBeea et al. 2002). DTOoT mnporecc MPOSBISI
YYBCTBUTENBHOCTh K OPTOBAHAMATY, YTO yKasbpiBano Ha H'-AT®da3y P-tuma. ®y3ukoknuH, Ha060poT,
CTUMYJIMPOBAJI BBIKQUMBAHUE MPOTOHOB W CIBHIaJ BHYTPUKJICTOYHBIH pH B IIENOYHYIO CTOPOHY, a
BHEKJIETOUHBIN — B kuciayro (Rodriguez-Rosales et al. 1989; Matseesa et al. 2003a).

V pasHBIX BUJOB MOKPHITOCEMEHHBIX aHTaroHucThl H'-AT®daspl miasmatuyeckoit MeMOpaHsbI
NOJABJSUTM MIPOpPACTaHWE MbUIbIBI M POCT TPYOOK, TOrJa Kak CTUMYJSATOP (epMEHTa MOBBIIIAT
3¢ GEeKTUBHOCTH MpopacTaHus y Juinu, ojuBsl U Tabaka (Rodriguez-Rosales et al. 1989; Fricker et al.
1997; Martseea et al. 2003a; Certal et al. 2008). Tak, crumynsuust npopactanus Ha 20% Oblia
JIOCTUTHYTA C MOMOIIBIO (DY3MKOKIIMHA, KOTOPBI CIIOCOGCTBYET CBA3BIBaHMIO Oenkos 14-3-3 ¢ H'-
AT®a3zoii P-tuna (Pertl et al. 2001). B cBsi3u ¢ 3TUM Ha JaHHBI MOMEHT YKPEHIUCh PEICTABICHHUS
o Tom, uto H'-AT®a3a sBiserca KIOUeBBIM (EPMEHTOM, YIPABIAIOMMM CABUTOM PH B IbUIbIE
HOKPBITOCEMEHHBIX, TEM CaMbIM 00eCIIeYrBasi HOHHYIO OCHOBY JUlsl akThBanuu Merabonusma (Pertl et
al. 2001, 2010; Gehwolf et al. 2002). [Iyns rosoceMeHHBIX HUKaKOW HH(OPMAIMU O POJH IaHHOTO
(depMeHTa B IpopacTaHUU HE OBLIO.

K ToMmy BpeMeHHM, KOrJa Hayald H3ydaTh OSJICKTPHUYSCKHE TOKH B TIBUIBIE, YK€ OBLIO
YCTaHOBIIEHO, YTO /ISl MBUIBLBI BCEX HM3YyYCHHBIX HAa TOT MOMEHT BHJOB IIBETKOBBIX PacTEHHH
npucyrcteie Ca’’ B cpene Heobxomumo s >(dexTHBHOr0 mpopactanus in vitro (Brewbaker and
Kwack 1963). Yuénble mpeanonaraii, 4TO U KOHICHTpPAIMS KaJbIMs B IUTOIUIA3ME BETreTaTHBHOM
KJIETKA U3MEHSETCS B XOJ€ MOJATOTOBKE K MOJSPHOMY POCTY, OJHAKO 3TO OBLIO MOKa3aHO MO3XKe
paznuuHbIME MeTogamu. [lo3ke monbckuit Ouonor EmmzaBera bemnapcka ¢ ucnosibp30BaHHEM
ayTopaguorpa¢uy OOHapyKWJia akTHBHOE BKITIOUEHHE METKH B IBUIbIIEBBIE 3epHA, popacTaromue in
vitro u in vivo. 45Ca’®* momajan B MBLIBI HEMOCPEACTBEHHO M3 IHTATENBHOM CPEIBI WIH M3 TATIHILT
peutbiia 'y urmiel ¥ nepioisera (Bednarska 1989b, 1991). B mbuiblieBBIX 3epHaX TreMaHTyca U
OCJIMHHMKA, TOTOBSIIUXCS K TpOpacTaHuio iN Vitro, Ob1 0OHapyXeH TpaJueHT KaJbIHs,
MapKUpyoouImii MecTo Oyaymiero Bbixona mbiiblieBod TpyOku (Bednarska 1989a). B mpunmure,
KalbIU MOXET IOCTyNaTh Kak HM3BHE, TaK M W3 BHYTHKICTOUHBIX JENO, a TaKKe KaKOe-TO €ro

KOJIMYCCTBO MOXKET COACPKATHECA B 000JI0UKE. Bnaroz[ap;{ TaKMM 3aracaM IIbUIbBIEBBIC 3C€pHA
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HEKOTOPHIX PACTEHWH MOTyT TmpopacTaTh Ha cpexe 6e3 Ca’’: Hekoropoe kommuectBo Ca’™,
XpaHSIIErocss B CTCHKE, BBICBOOOKIAETCS B CpEdy BO BpeMs THApaTallMy TMbUIbLEL. Hampumep,
MBUTBIICBBIC 3€pHA PHCa COAEPkKAT MHOTO Ca®* B oGoouKe 10 npopactanus (Tian et al. 1998). ITozxe
JUHAMHUKA [Ca2+]cyt IpY [IPOPACTaHMH IBLIbIIEBOrO 3epHa Arabidopsis ObuIHM M3ydeHbI ¢ MPUMEHECHHEM
oenkoBeiii cercopa YC3.1 (lwano et al. 2004). IIpu 3TOoM yBelM4eHHE UTO30JIbHON KOHIICHTpALIUU
Ca’* wHabmomany Kak B TBUIBLEBEIX 3€pHAX, TaK ¥ B NalMUIAX OMNBUICHHOTO pBUIBIA,
KOHTaKTHPYIOIIUX C HUMHU. B mbUIbIICBOM 3epHE ObUT BUACH YETKHUI IPAJUCHT C MAKCHUMYMOM B MECTE
Oynymero Beixoma Tpyokum (Ilwano et al. 2004). Iloszxe Dia0 ¢ komteramu, npuMmeHsisi Oolee
coBpeMeHHbIN OenkoBblii ceHcop G-CaMP, momydmiud CXOIHBIE pe3yJbTaThl M TAKXKE IOKa3aau
YBEJIMUCHHE [Ca2+]cyt B 00JacCTH IUTOIUIA3MBI, MPUIICKAIICH K (YHKIIMOHATBHOU amepType, emé 10
HOSIBJICHUS] BUAMMBIX Mopdosornuecknx m3meHenuit (Diao et al. 2018). BeisicHuiioch, 4To yxe Ha
9TOM JTale MOXHO HaONI0IATh OCIHUISIIUN [Ca2+]cyt. WHuTepecHo, 4YTO HAyaio MpPOpaCTaHUs
MapKUPYETCst MObEMOM [Ca2+]cy'[ o BceMy 00béMy 1uroriasmel (Diao et al., 2018).

Wrak, Ca®" u K* urpaior BaxHyio poib B IpoLecce aKTHBAIMH, HO YTO OBUIO H3BECTHO 06
annoHax? JlaHHBIE, MOJydCHHBIC MMOJYYCHHBIE B HANICW TPYIIE ¢ MPUMEHEHHEM HHTHOUTOPHOTO
aHalM3a, YKa3blBaJld Ha BAXHYK POJb aHHOHHOI'O TPAHCIIOpTa B Ipolecce mpopactaHus. Tak,
MartBeeBa ¢ COaBTOpaMH HCCIICIOBAIU 3HAYCHHE TPAHCMEMOPAHHOTO MEepPeHOCca Cl pOpacTaHus
nbUIbIieBOro 3epHa Nicotiana tabacum ¢ mpumeHeHrneM HOHOCENEKTUBHBIX AeKTpo10B (MaTBeeBa et
al. 2003b). Oxka3anock, 4YTO MHTMOMTOPHl AHMOHHBIX KaHAJIOB MOJHOCTBIO MOJABIISIOT MPpOpacTaHue,
4yero He HaOdroaeTcst B ciiyyae OJ0KaTOpOB CHUMIIOPTEPOB M aHTUIOPTEPOB, NEPEHOCAIINUX XIJIOPUI-
noH. Hambonee a¢pdexrtuBen 611 NPPB, kotopbiii B Hu3koi KoHueHTparuu (50 uM) cHuxkan
MHTEHCHBHOCTH Bbixoaa Cl Gosee 1em B 3 paza. Takum 00pazoM, BaKHBIHN (haKkT BbIXOAa XJIOPUI-HOHA
U €ro 3HaYeHHE TSl POPACTaHUsl OBLIM yCTAHOBJICHBI, OJTHAKO YYBCTBUTEIBHOCTh MOHOCEIEKTHBHBIX
ANIEKTPOJOB HEBEJIHKA, TIO3TOMY TaKOH BBIXOJ MOT OBITh 3apETHCTPUPOBAH TOJNBKO B YIPOIIEHHOM
MOJICNIEHOM CHUCTeMe. B JanbpHeiieM 3TO HampaBieHHE TOJYYHIIO Pa3BUTHE B paMKaX HACTOSIIEH
paboTHI.

B 2015 romy mosBMJIOCH COOOIIEHHE O MEXaHOYYBCTBUTEIHLHOM KaHalle, 00JagaromemM
MOBBIIICHHBIM CPOJICTBOM K aHHOHAaM, KOTOPBIH HrpaeT BaXKHYIO POJb B THApATAlMU MBLUIbIBI Ha
HayalbHOM JTarne ee npopactanus. Tpanckpuntel MSL8 Obutn ob6Hapyxensl B cymmapHoii MPHK,
BeIeIeHHOW 13 1BeTKoB A. thaliana, mo He nucTheB wnm KopHe#. PUITOrEHETHUYSCKUI aHAIH3
IpeJIoiaraeT, 4Yro Crernupudeckas Uil MYXCKOW TIOJIOBOW JIMHHM OJKcmpeccus TeHoB MSL
XapakTepHa KaK B OJJHOIOJIbHBIX, TaK U B IBYI0JbHBIX pactenuit (Hamilton et al. 2015).

B TpaHCreHHBIX pacTeHHsX, sKcnpeccupyommx MSLS, ciuTeiil ¢ 3e1eHbIM (IyOopeCIeHTHBIM
o6enkom (QMSL8-GFP), curaan nabmronaics B MbUIbIe, HO HE B KakoW-nmubOo apyroi Tkanu. MSL8-

GFP B mbUIBIIEBBIX 3€pHAX JIOKATU3YETCS KaK Ha TUIa3MaTHYECKON MeMOpaHe BETreTaTUBHOW KIIETKH,
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TaK ¥ B DHJOMEMOpPaHHBIX KOMIIAPTMEHTaX, M IOCJIE MPOPACTaHUS MOOHIHM3YyeTcs Ha mepudepuio
nbUIbleBOl TpyOku. IIpoBoammocts MSLS B 6,3 pasa Bbime s XJopuia, 4eM A HATpHs H,
CJIeZIOBATENIbHO, KaHAJ SIBJISICTCS aHMOH-CEICKTUBHBIM. UTOOBI IIPOBEPUTH TUTIOTE3Y O ToM, yTo MSL8
HEOOXO/JUM TIBUIBILIE, YTOOBI BBDKUTH IPH IOHIKCHHMM OCMOTHYECKOTO JIaBJICHHS BO BpeMs
perupaTanuu, Mbl KOJJMYECTBEHHO OLICHUIIM KU3HECTIOCOOHOCTH 3PEJIOi MBUIbLEI TOCIE WHKYOAINH B
JUCTUTMPOBAHHOM BoJie. B TO BpeMs Kak MbUIbIa TUKOTO TUIA MOKA3bIBaja )KU3HECIIOCOOHOCTh OT
83 1o 95% 4epe3 2 daca, )KU3HECIOCOOHOCTD MbUIbIEI MS18-4 ynana ¢ 38% mo 21% (mslI8-1 - 46%).
JIro60mBITHO, YTO IpH 3TOM IbUIbIa MSI8-4 u msl8-1 mpopacraina ¢ Goibliel CKOPOCTHIO, YeM IbLIbIIA
COOTBETCTBYIOIIETo aukoro tuma. Hamportus, cBepxaskcnpeccus LATS52pMSL8-YFP unrubuponana
[popacTaHue, U TP HE3aBUCHMBIX TOMO3UTOTHBIX JIMHUU MOKa3aju TOJIbKO OT 4 10 39% ckopoctu
npopacranus aukoro tumna (Hamilton et al. 2015).

CyMMapHYyI0 aKTHBHOCTh HOH-TPAHCIIOPTHBIX CHCTEM Ha IUIa3MaTHYECKOW MeMOpaHe OTpaXKaeT
MEMOpPaHHBI TMOTCHIIMAN, KOTOPBIA paccMaTpUBAIOT KaK OJWH M3 HauboJiee BaXKHBIX U OBICTPO
MEHSFOIIMXCS TOoKa3aTenel m3mMeHenus: ¢usnonoruueckoro cocrosiHus kierku (Feijo et al. 1995). B
psine paboT, MOCBSIICHHBIX PA3TUYHBIM aCMIEKTaM MOHHOTO TPAHCIIOPTA M paclpeAeIeHHus 3apsI0B Ha
IUIa3MaTUYECKOM MeMOpaHe BEreTaTMBHOM KIETKU TMBUIBIICBOIO 3€PHA, MPHUBOIATCS 3HAYCHUS
MOTEHIIMAJA IS TbUIBIIBI Pa3HbIX BUIOB. K caMbiM paHHUM OTHOCHTCS paboTa, B KOTOPOW 3HAYCHUE
MeMOpaHHOTO MOTEHIIMAaJa MBUTHIIEBBIX 3€PEH JIMJIUU JI0 MPOpacTaHus coCTaBisuio oT -90 mo -130 mB
(Weisenseel and Wenisch 1980). Otu maHHbIe MOATBEPIMINCH B 0OJice MO3THEM HCCIACIOBAHUU: OT
—110 MB g0 —150 MB ans mummu (Obermeyer and Blatt 1995). B knaccuyeckom 0630pe deiixo ¢
coaBtopamu (Feijo et al. 1995) npuBoasTcs 3HaueHUs 1JIst MbUTbIEI IeTyHUH (-30 MB) 1 Haprmcca (-37
MB). MemOpaHHBIi MOTEHIIMAT MPOTOIUIACTOB M3 MBUIBLEBBIX 3¢peH Ook-4oit (Brassica chinensis)
coctasisut -79 MB (Fan et al. 2003a). B oTnuune oT mpoTOIIaCTOB M aKTHBUPOBAHHBIX MBUTHIIEBBIX
3épeH, THUIbILIA, TOJBKO HAyaBIIas aKTUBALMIO MeTaboimM3Ma, Mo ujaee, JODKHA HMETh Oolee
JIeTIONSPU30BaHHYI0 MeMOpaHy, 4To U ObLIO OOHAPYKEHO MPU U3MEPEHHH MEMOpPAaHHOIO MOTEHIIHaNa
y Tabaka HEMHBA3MBHBIM ONTHUYECKUM METOJOM, KOTOpBIH MO3kKe OyAeT MOJpOOHO ONMUCaH: Y

HEaKTUBHUPOBAHHBIX IMBUILIIEBHIX 3€peH OH cocTaBisut -16 MB (MatBeeBa et al. 2004).

1.5 3nayenne APK a1 npopacTtaHusi NbUIBLIEBOIO 3¢pHA

OnHO M3 mepBbIX U3MEHEHMH, KOTOPHIE IPOUCXOJAT B MBUIBIIEBOM 3€pHE IOCIIE MOIMAIaHNs Ha
KEeHCckue TkaHu cropoduta, 310 mnponayknus ADK. Haxomnenne ADK B obmactu anepTypsl
IBUIBIIEBOTO 3€pHA KUBM ObLIA MOKa3aHa C IMOMOIIbIO OKpAIIMBAaHUS HUTPOCHHHUM TETPA30JIUEM YXKe
4yepe3 S MUHYT Mocjie Havyana uHKyOarmu in vitro (Speranza et al. 2012); okpainBaHre HEMPOPOCIINX
3épeH Tabaka ADK-uyBcTBUTENBHBIM KPACUTEISIMH TOKA3aJI0 UX JOKAJIM3ALHKI0 B 00IaCTH anoIuiacTa

u mutoxoHapuii (CmupnoBa et al. 2009). [Tpoxyknus ADK Takke Obuta onricana ¢ momorisio NBT B
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Hernpopocunx 3épHax apusonckoro kumapuca (Pasqualini et al. 2015). Ipoaykuus ADK B
MHUTOXOH/IPHSIX JIOJKHA CTPOrO KOHTPOJMPOBATHCS, TaK Kak B Ciydae M30bITOYHAS MPOIYKIHS,
HanpuMmep, B Je()eKTHOH WbUIbIE MNPUBOAUT K KIETOYHOM rubenu u, Kak CJeJICTBUE, K
[UTOILIa3MaTHYeCKOM Myskckoii ctepunbaoctd (IIMC) (Huang et al. 2011).

VYyaactne ADPK B abopTHpPOBAHWU NBUIBLBI OBUIO TMOKA3aHO JUISI MHOTUX Pa3HOBHIHOCTEH
CeNIbCKOXO03sHCTBeHHBIX pacTenuit ¢ IIMC, nanpumep, mus xmnonka (Nie et al. 2020), nepuia (Deng et
al. 2012) u puca (Li et al. 2004). B stux ciyuasix u30brrounas npoaykius ADPK Oblia accoruupoBaHa
CO CHHXKEHHBIM conepxkanueM B MuToxoHmpusx COJI, ackopbarmepokcuasbl, karanasel (Li et al.
2004), u nepokcucomo-mogobuoro 6enka (Nie et al. 2020).

[Tomumo mpogyKumu B MUTOXOHIpUsX, ADPK B MBUIBLIEBOM 3€pHE MOTYT 00Pa30BBIBATHCS HA
IUIa3MaTHYECKO MeMOpaHe BereTaTWBHOM KJIETKH M HAKaIUIMBATHCS B amoruiacte. Tak, MpomyKIus
anoracTHeIX ADK u uxX BbIJENIEHHE B OKPYXAIOLIYIO0 Cpelly ObLIN 3aperuCTpUPOBaHbI ke uepes 20
MHH 0CJIe Havyaaa nHKyOanuu y Tabaka (CmupHoBa et al. 2009) u kuBu (Speranza et al. 2012). B stux
cinydasx cuHre3 APK Obut cBsizan ¢ HAJI®H-okcunazoi, nockonbky uaruourop DPI (nudenunen
nosoHuyM) noaasisul Hakorienne ADK B cpene npopacranus (Cmupsosa et al. 2009) u cunte3 B
nbLIbIEBBIX 3épHax (Speranza et al. 2012; Pasqualini et al. 2015). B meuteiie Arabidopsis ase
uzoopmer HAJI®H-okcumassl miazManieMmbl yaacTByioT B npoaykuud A®PK: RbohH u RbohJ
(respiratory burst oxidase protein homolog) (Kaya et al. 2014). I{uroxuMu4eckuii aHaJIN3 MBUTBIEBBIX
38peH, MPOpACTAIONIMX HA pbUIbIE, IOKa3al, YTO Yy JBOWHBIX MmyrtaHtoB rbohH,) H,O0, He
HAKAIUTMBAETCA B aroIulacTe, B OTJIMYKME OT IbUIbLLI aukoro tuma (lwano et al. 2009; Kaya et al.
2014). HeratusHblit 3¢dext uHruOurTopoB (?) Takxke ObLI OMUCAH IMPU MPOPACTAHUH IBUIBIIBI
kunapuca (Pasqualini et al. 2015). V 1BeTKOBBIX pacTeHH CUTyallMs, KaXeTcs, 0ojiee CIOXHasl,
MOCKOJIbKY MPU OINbUIEHUU OajlaHC MEXAy npoaykuued u snumuHanueit ADOK B 3HauuTeNbHON Mepe
OTIpeieNIeTCsl y4acTHeM TKaHeH MecTHka.

Tak, y Tabaka HU3KHE KOHIIEHTPALUU aCKOPOMHOBON KUCIOTHI U JIOU cHIKAIOT conepkaHue
A®K B mbuIbIle, HO CTUMYIHPYIOT € mpopactanue, kak 1 MNnTMPP (Smirnova et al. 2013). Dtu
JAHHBIE TIOKa3bIBAIOT, YTO MBUIbIIA Tabaka mpomyrupyer ADK mo ypoBHS Ooiee BBICOKTO, 4eM
ONTUMAJIbHBINA 7151 €€ mpopacTaHusi. Y KUBH, OJHAKO, Takoro s¢dexra He ObLJI0O 0OHApYKEHO: BCe
U3y4eHHBIC KOHIICHTPAIIMH TTOIaBIsUIH popactanue (Speranza et al. 2012).

Bmecte ommcanHbie (akThl yKas3pIBaIOT Ha BakHOE 3HaueHWe OHSHAOTeHHBIX ADK m,
koHkpeTHee, ADK, npoaynupyemsix HAJIOH-okcupazoil mina3MameMMbl, Ha paHHHX 3Tarax
IPOpPACcTaHUsl MBUIBIBI [[BETKOBBIX pacTeHHM. [lJii XBOWHBIX pacTeHUH JaHHBIX ObUIO OYEHb Mallo,
JieNaTh 3aKJII0YCHHS HA OCHOBAaHUH OJIHOTO BHJA OBLIO HEJIb34.

B Bpems npopacTanus mbUTbIsl apabugoncuca in Vivo cuate3 ADK urpaer BaXHYIO pojib yxKe

Ha drare ruaparaiuu eIkl (Gao et al. 2016). IporennkunasHbii komiekc SNRK1 (sucrose
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nonfermenting 1)-related Kkinasel) mnpuHAmIEKUT K CEMEHWCTBY BBICOKOKOHCEPBATHBHBIX
CEpUH/TPEOHMHOBBIX KHWHA3 M BOBJIECYECH B PETYJIIMIO Pa3BUTHs MBUIIBI, 3apOJbIlia, IPOPOCTKA U
OpraHOB PAcTeHH, a Tak)Ke B CUTHAJIMHI C Y4acTHEM YIJIEBOJOB, cTpecca U ropMoHoB. Oka3anocs,
YTO MYTaHT, Y KOTOpOro oTcyTcTByeT cyobeauauiia KINBy kommiekca SNRK1 B oHO U TO ke Bpems
XapaKTepU3yeTcsi CHIKEHHBIM ypoBHEM 3HJoreHHbIX ADK n Hapyienuem ruaparanuu, KOTOpble He
HaOmogaroTces N Vitro (korzma Bojxa B M30BITKE), a TAKXKE KOTAAa BOAY MCKYCCTBEHHO JOOABISIOT Ha
pbUIbLIE. AHAJIOTUYHBIC HAPYIICHUS HAOIIOANNCh MPU OBEPIKCIPECCHM KaTaiasbl, KOTOpas pe3KO
CHIKana yposeHb sugorennoro H,O, B meuibie (Gao et al. 2016). Takum o6pa3oM, Oblia BBISBIECHA
CBs3b Mexay mpoaykiueit AQK Ha paHHeM sTane akTUBALUU U BXOJOM BOJIbI B JIETHAPATUPOBAaHHbBIC
IBUIBIIEBHIE 3epHA.

[Momumo »umoreHHsix ADK, Obuto oOHapykeHO, uTo 3k30reHHBIe ADPK MOryT OKa3mpiBaTh
3aMeTHOE BIIMSHUE Ha MPOPACTAIONIYI0 MbUIbIY. YMepeHHble KoHIeHTparuu H,O, akTuBHpYIOT
npopacTaHue MbUIbIEI Tabaka, a BbICOKHMEe MHrHOMpyroT (Smirnova et al. 2013); miist KMBH, BBICOKHE
KOHIICHTPAIIMU MEPOKCHIa BOJOPOJA TAK)KE OKa3bIBAIOT MIHrHOupyromuid 3¢dexr (Speranza et al.
2012). Onna u3 ¢ykuwmid, BeimoHsseMbix ADK B pacTUTENIbHOM KIETKH - KOHTPOJIb IATOMEXaHUKH
kineToyHoil creHku. [Ipm 3toM omanu A®DK pa3Mmsrgaror 3KCTpakJIETOUHBIM MaTpuKC, IpyTHe,
HAIPOTHUB, O0ECIEUYMBAIOT O0pa30BaHUE JOMOJHUTEIBHBIX CIIMBOK Mexay noinumepamu (Kéirkonen
and Kuchitsu 2015). CHmxeHHE >KECTKOCTH KIETOYHOHW CTCHKM MOXET IMPOUCXOJHMTh 3a CYET
He(pepMEHTATUBHOTO pa3pe3aHus MOJHCaXapuioB C ydyacTueM ruapokcu-pamukana (Lindsay and Fry
2007), B TO Bpems Kak MEPOKCHJI BOAOPOJAa MOXKET IOBBIIATH >KECTKOCTh MaTpHUKCa 3a CYET
o0pa3oBaHus CBs3eil MEXAy THIPOKCHUIIMHHAMHUBBIME KHCIOTaMH C ydactueM mnepokcuiasbl (Bunzel
2010). Kak 6bu10 MMOKa3aHO Ha Tabake, 3Ta (YHKIMS OYCHb Ba)kKHA HA HAYAJIBHOM ATaIle MPOPacTaHHsI
nbUIbLEL: cABUT OanaHca ADK npuBoauT Kk cHMKeHUE 3()()EKTUBHOCTU NMPOpPACTaHMs: TaK, MbUIbLIA,
oOpaboTaHHas cMechio 111 peakuun DeHToHa, OKa3ajach HEYCTOMYMBA K TMIIOTOHHYECKOMY CTpeccy
U JIONajach, a Ta, KOTOPYI 00pabaThIBajii BEICOKUMH KOHLEHTpauusMu HyOz, cTaHOBMIIACH CIIUIIIKOM

KECTKOW W HE CIIOCOOHOH K 3aIycKy IOJSIPHOTO POCTa, XOTS M COXpaHsula JKU3HECIIOCOOHOCTh

(Smirnova et al. 2013).

1.6 PoLabLeBBIii IKCCYIAT MOKPHITOCEMEHHBIX PACTeHHUI

B nmocnennue rosipl B IEHTpEe BHUMaHUS UCCIIEAOBATENECH HAXOUTCS MPOLecC B3aUMOIeHCTBHS
MEXJy TbUIBLOW M >KEHCKUMH TKaHSAMH CHOpPO(pUTa, KOTOPBIA MOXKET IMPOUCXOAUTh MO JIBYM
NPUHIUIHAIBHBIM CIIEHApUSIM. Y PAacCTeHUH BIIXHBIMH PhUIBIIAMH BaXXHEHIIYIO POJb B 3TOM HIPaeT
BsI3Kasl JKUJIKOCTh, BBIJEIsieMasi KJICTKaMH PbUIbIIA, Ha3bIBaeMasl PhUIBILIEBBIM dKccynaToMm (Shivanna
2020). CocraB 3KccymaTa MOKET CHIBHO pa3iHuyaThCs y PasHBIX PACTEHHM, OJHAKO B HErO BCErja
BXOJAT OCIIKH, YIIICBOMBI, JIUIMH/BI U LENbIA psia HU3KOMOJIeKysipHbix BemectB (Konar and Linskens

1966; Tiezzi et al. 1981; Miki-Hirosige et al. 1987; Bednarska et al. 2005; Okolo and Abigor 2006).
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HccenenoBaHus ppuIBLIEBOIO IKCCYAATa HAYAIUCh BO BTOPOM IIOJIOBUHE IBAALIATOrO BEKa. XOTs
0 HAJMYUU KHUJIKOCTEH Ha pbUIbLIAX ObUIO M3BECTHO M paHee, cOOp M aHalIM3 MX COCTaBa ObLI U
OCTaeTcs CONPSDKEHHBIM C  HEMalbIMM TEXHUYECKMMH TPYIHOCTAMH M  METOJUYECKUMHU
OTPaHUYEHUSMHU, TTIOCKOJIBKY 00beM KHUIAKOCTH oueHb Masl. B 1966 roay romrannckue yuéusie Konap
U JIMHCKeHC OIMyONMKOBAIM CTABIIYIO BIIOCIEICTBUHM KJIACCHYECKOW CTAThIO O (PM3MOJIIOTHYECKUX U
OMOXMMHMYECKUX CBOMCTBaxX pbUIbIieBOro 3kccynara nerynuu (Konar and Linskens 1966). Ouu
U3y4alld MPOLECC BBIACICHHUS PHUIBIIEBOIO IKCCYATa, BIMSHUE HA HETO TOBBIIICHHON M TOHMKEHHON
TEMIIepaTyphl, CBETA U OMNBUICHUS, a TAKXKE ONPEAEIHIN OCHOBHBIC YIJIEBOABI U JMUIUAbBI, BXOASIIIE B
COCTaB JKUJAKOCTH. B dnciie mpouero, oHM yCTaHOBMIIM, YTO KOJUYECTBO MPOIYLIHPYEMOIO 3KcCyaara
TECHO CBSI3aHO C TEMIIEpATypON OKPYKAIOLIEW Cpenbl, a TaKKE C JJIMHOM CBETOBOIO JIHS. Y JAJICHHE
JICTIECTKOB HE BIMSIIO HAa KOJIMYECTBO BBIZCISIEMOTO SKCCyaara. boiee Toro, OHO He U3MEHHIIIOCH JJaXKe
nocie o0paboTKHU pacTeHHs] MEeTa0OJMYECKUMU sIIaMU [IMAHUAOM Kaylus M JUHUTpodeHoaoM. Takum
00pa3oM, aBTOPHI MMOKA3aJIM, YTO IKCCYIAlUs HA PbUIbLIE, B OTJIMYUM OT IPOJIYKIMU HEKTapa, JIUIIb B
HE3HAUMTENIFHOW CTEMEeHW 3aBHCUT OT MHTEHCHBHOCTH METa0OJIMYECKUX TIPOIECCOB B TKAHIX
pacrenuii (Konar and Linskens 1966). Anaiu3 Gpu3n4ecKux CBOMCTB PHUIBLIEBOIO IKCCyIATa MMOKa3al,
4TO OH 00JIaZaeT BHICOKUM IOBEPXHOCTHBIM HATsDKEHUEM, Oiarojaps KOTOpoMmy umeeT GpopMy Kariu
Ha pbuiblie. brarojgaps BBICOKMM IOKa3aTeasM aAre3MBHOCTH 3KcCCylaTa IbUIbLA JIETKO U MPOYHO
NPUKIIEHBAETCS K PBUIBILY, 8 3HAYUTEIBHOE CO/IepIKaHUe B CEKpeTe ruApo(OOHBIX MOJIEKYJT 3aIIUIIAET
OBUIBIYY OT CMBIBAaHHS JOKIEM. BHOXMMHYECKWil aHaiW3 TOKa3all, YTO B COCTaB PBUIBIIEBOTO
JKCCyAaTa METYHUHM BXOAST DPA3IMYHbIE JMIUIBI, Takue Kak (ochOIUMHUIBI U CTEPONbI, a TaKKe
cBoOoHbIe sxupHbIe KucnoThl (Konar and Linskens 1966). Bbuto o0Hapy»eHO OTHOCHTEIIBHO BBICOKOE
coJiepKaHne TIIOKO3bI, (PYKTO3BI M caxapo3bl. Ha ppuIblle KOMIIOHEHTHI PBUIBIIEBOTO JKCCynaTa
pacripenienieHl  HepaBHOMEpHO. Bo BHYTpeHHEM Clloe, KOHTAaKTHPYIOIIEM C TKaHSIMH pPBUIbIIA,
coJiepKaTcsl yrieBobl, PACTBOPEHHbIE B BOJIE, a BHEIIHUI clloi 00pa3oBaH BELIECTBAMHU JIUIHIHON
npuposl. OYHKIKUK JIMOUAHOTO CJIOS COCTOST B CBS3BIBAHMM NBUIBLIEBBIX 3€PEH M B 3alllUTe OT
M30BITOYHON TpaHcTMpanud. BomHas ¢asza, cyas mo Bcemy, Hy)KHa I THIPATAIlMH TBUTBIBI U
o0ecrieyeHns ee MUTAaTeTFHBIMHU BEIECTBAMHU, HEOOXOJMMBIMH TS JaTbHEUIIIETO MTPOPACTAHMUS.

OTH JaHHbIE, MOJIyYEHHBIE JUIsI OAHOTO MOJIENBHOIO BHIA, MPUBJICKINM OOJNBIIOW MHTEpEC K
U3YyUYEHHIO PBUIBIIEBOIO Kccyaara. B 1969 roay rpymnmna uccienoBaresnei moja pykoBOJICTBOM JOKTOPa
MapTtiHa ommucana CcOCTaB pPBUIBLIEBOTO JKCCylara JUisl JECATH BHIOB PACTEHUH W3 Pa3HBIX
TaKCOHOMHYECKUX Tpynn. OKa3anoch, 4T0, HECMOTPSI HA Pa3JIM4Ms B COOTHONICHUSX KOMITOHEHTOB,
Ka4eCTBEHHBIH COCTaB PBHUIBIIEBOIO JKccynaTa ObUT B ILI€JIOM CXOJHBIM Yy BCEX H3YYEHHBIX BHUOB
(Martin  1969). BuoxuMuyeckuii aHajaM3 I[OKa3al, YTO B PBUIBIIEBOM JKCCYJATe COMCPIKUTCS
(deHONbHBIE COCNMHECHHS, B YaCTHOCTH, TJIMKO3WJIMPOBAaHHBIC (JIaBaHOUIB W (EHUI-KapOOHOBHIC

KHUCJIOTBI, a Takke (DeHoNbHbIE coeluHeHus ¢ anupaTUuecKuMu OOKOBbIMH IensiMu. Kpome Toro,
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Obut OOHApY>KEHBI OBEPXHOCTHBIE BOCKA, CXOAHBIC IO CTPOEHHUIO C KYTHHOM 3IUEpMHCA JHCTa
(Martin  1969). MHaonbHBIE k€ COCTABISIONIME B PBUIBLIEBOM 3KCCyJaTe HE HAIUIA. ABTODEHI
OTMETHJIM, YTO KOJIMYECTBEHHBIH COCTaB 3KcCylnaTa 3HAYUTEIBHO BapbUpOBal B 3aBUCHUMOCTU OT
TaKCOHOMMYECKOTO MOJIOKEHUS PACTCHUSI U HKOJIOITMUECKUX 0COOEHHOCTEH KOHKPETHOTO BUIA.

[Tocne Takoro TaKCOHOMHYECKOTO CKPHHMHIA CTAJO MOHITHO, YTO AKCCYAAThI OBIBAIOT ABYX
NPUHIUNHAAIBHBIX BHJOB: TPEHMYIIECTBEHHO JIMOUAHBIA M TMPEUMYIIECTBEHHO YIJICBOTHBIMH,
runpo¢mibHbi. [losTOMy B manmpHeimeM OONBIIMHCTBO MCCIEAOBATENCH, B 3aBUCUMOCTH OT BHJA
pacTeHus, U3ydald JMOO JIMIHUIHBIA/KUPHOKUCIOTHBIN, MO0 YIVIEBOAHBIM NPOQUIL PBUILLBOIO
JKCCyara.

Tak, B 1972 rony amepukanckue yuéusie Jlabapka u JloiiByc cocpenoTo4riii cCBOe BHUMAHUE
Ha M3YyYEHHH DKCCy/aTa KaK MCTOYHMKA TMHTAHHS JJIS MBUIBIEBBIX 3€pPEH, BEIOPaB CBOMM OOBEKTOM
mamuro (Lilium longiflorum), y koTopoii, kak oka3aaoch, OTHOCHTEIBHO MHOTO YIJICBOIOB B 9KCCY/aTe
(B oTniMuMe oT neTyHun). [Ipy momomm H30TONHOIO aHajau3a OHM MOKa3alll, YTO PhUIbLIEBbIM 3KCcCy1aT
SIBJISICTCS. KICTOYHMKOM CaxapoB JIJISl TOCTPOCHHUSI KJIIETOYHOM CTCHKH MbLIbLieBOM TpyOku (Labarca and
Loewus 1972). DToT npoiiecc BKIIOYAET HECKOJIBKO ITAINOB: MEPEHOC (YParMEeHTOB MOJIHCAXaPUI0B U3
TKaHell IecTuka B I[MTOIUIa3My pacTylled MbUIbLEBONM TPYOKH, THAPOIM3 10 MOHOMEPOB U
COOCTBEHHO CHHTE3 HOBOW KJIETOYHON CTeHKH. TakuM 00pa3oM, pbUIBLIEBBIM 3KCCyAaT HE TOJBKO
MIOMOTAET yJIEP’KUBATh MBUIBIY Ha TIOBEPXHOCTH MECTHKA, HO M CIIOCOOCTBYET OBICTPOMY BpacTaHUIO
NBUIBLEBON TpyOku B Ooisiee rinyOokue ciou TkaHeil. [lo3xe yrimeBonaHBIN cocTaB sKccyaara Obul
UCCIIEIOBaH JJIi MHOTUX HEMOJETbHBIX BUIOB C BJIQXKHBIM PbUIbLIEM, TaKUX, Kak apOy3 W BOISHOU
ruanmHT (Hawker et al. 1983; Kandasamy and Vivekanandan 1983). [Ipyrum HampaBieHHEeM ObLIO
U3ydeHHE JIMIUAO0B DJKCCy/aTa, TAaKHe WCCIENOBAaHMS Takke OBUTM BBIMOJHEHBI HA Pa3TUYHBIX
pactenusix, Hanpumep, Gop3unuu u sumone (Dumas 1977; Tiezzi et al. 1981).

JUis 1eTanbHOTO M3y4eHHMs MEXaHU3MOB CEKpEIMM 3KccynaTa TpeOoBaloch HCCIelOBaHUE
AHATOMUYECKOro CTpoeHMsi pbuiblla. Maypo Kpectu ¢ coaBropamum B 1986 romy wusyuywin
yABTPACTPYKTYPY M OHOXMMHYECKHE TOKa3zaTeau pbuibila Tabaka (Nicotiana tabacum L.). Oum
MOKa3aJlv, YTO PBUIBIIE COCTOUT M3 JIBYX 30H, BKIIOYAIOIIUX MPUHITUITHAIHHO Pa3INIHbIC THITHI KIETOK
(Cresti et al. 1986). CekperopHasi 30Ha COCTOUT M3 KJIETOK-COCOYKOB M 2-3 CIIOE€B pacIoOKEHHBIX
noJ HUMH Oa3zalbHBIX KIETOK. BTopas »xe, HecekperopHas, oOpa3oBaHa BaKyOJIU3UPOBAHHBIMHU
KJIETKaMH. B KieTkax ceKpeTOopHOM 30HbBI CUIBHO pa3BuT JOIIP, mpuyem Ha paHHUX CTaqUsAX Pa3BUTHS
[[BETKAa NPEUMYIICCTBEHHO TPAaHYJSPHBIMA, a TO3Ke — B 3HAYUTEIBHOH Mepe arpaHyJIspHBIH.
MaxkcumanbHO BBICOKHH YpOBEHb NMPOAYKIIMHM KOMIIOHEHTOB PBUIBLIEBOTO 3KCCy/aTa OTMEUYEeH 3a 2-3
JHS 10 TostHOTO packpbiTus nBetka (Cresti et al. 1986).

Ecmun ¢ pompro caxapoB B 93Kccymare Bc€ ObUIO OoJiee-MeHee MOHSATHO (OHHM SIBIISIFOTCS

HMCTOYHUKOM DSHEPTUHM U CHOCOOCTBYIOT POCTY TPYOKH), TO PpOJIb JUIUAOB JOJbIIE OCTaBajlaCh
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HesicHoi. B 1998 rony B xypnane Nature Oputa omyOnukoBaHa MHTEpecHas paboTa, oTBevaromas Ha
BOMPOC, KAaKyl0 pOJIb B PENPOAYKIMH HUIPAIOT JMIUABI PhUIbIEBOro skccynata. C momoruibio
XUPYPrHYECKUX MAHUITYJSIUA ¢ [BETKaMH Yourep-ApTc € COaBTOPaMH NOKa3ald, 4YTO IIpU
HAHECCHWU Ha Oe3pbUIbIIEBBIA IMECTUK Tabaka JKCCynaTa IMETYHUH, KOTOPBIH TakXKe COJICPKHUT
00JIB110€ KOJIMYECTBO JIUIUO0B, IIBUIBLIEBbIE TPYOKH Pa3BUBAINCH HOPMAJIBbHO, OHAKO PH HAHECEHUU
AKCCyAATa JHIUH, COACPKAIIEr0 B OCHOBHOM YIJIEBOJIHBIE KOMIIOHEHTHI, IIbUIbIIA HE BpacTaia BHYTpPb
tkaneit mectuka (Wolters-Arts et al. 1998).Takum obOpa3zom, i HpopacTaHusl MBUIBLIBI U POCTa
TpyOOK OBIJIO Ba)KHO HaIWYME KCCy/aTa HY>)KHOTO THIIa, HO HE CaMHX KJIETOK phUibla. Jlanee aBTops
nonpoOOBaIM 3aMEHHUTh NPHUPOJHBIA SKCCYAAT CHHTETUYECKUMH KOMIIOHEHTaMH. OKasaioch, 4TO
HACHIIIEHHBIE TPUTICIUPHUABI HE CIIOCOOHBI BBI3BAaTh BpAaCTaHHE TPYOOK, a HEHACBIIICHHBIE C ATOH
3ajadeil cripaBmwiIuCch. Ha OCHOBaHWMM CBOMX HCCIEIOBAaHWW aBTOPHI 3AKIIOYMIM, YTO JIHITHIHAS
(paknus dKccymaTa, CoAepiKalias HEHACHIICHHBIC TPUIJICHUPUABI, HEOOXOquMa sl THIpaTaluu
IBUTBLEBBIX 3€PEH HA TIOBEPXHOCTH PhUIbLIA U MPEAOIOKHIIN,YTO 00pa3yIOMINIACS B TIECTHKE BOIHBIN
IpaJIieHT ONpeAeIsIeT HalpaBJIeHHe pocTa nbuiblieBoi Tpyoku (Wolters-Arts et al. 1998).

Kak BumHO W3 aHanmm3a NPUBEACHHBIX BHIIIE paHHUX palOoT, JOJIroe BpEeMs HCCIIEAOBATENN
U3y4daal COCTaB OJKCCyJAaTa, HE paccMaTpuBas O€JKH, KOTOpBIE B HEM COJAEpXKaTcs, TaK Kak
UCIIOJIb3yEeMbIE B TO BPEMsI METO/bI HE TTO3BOJISUIM U3YYHUTh CTOJIb Mallble KoymuecTBa Oenka. OmHako,
C Pa3BUTHEM COBPEMEHHBIX METOJIOB (B TOM YHMCIIE IPOTEOMHOTO aHAJIHM3a) NCCIICAOBAHMS PHIIBIIEBOTO
JKcCy1aTa BO30OHOBMIIMCH C HOBOM CTOpOHBI. B cBOeM muccnenoBanuu, onyoirnkoBanHoM B 2013 roxy,
PikoH U coaBTOpbl M3yuyanu peutbleBble dkceynarsl mumun (Lilium longiflorum) u onuser (Olea
europaea). DTu pacTeHHs SIBISIOTCS MPEICTABUTEISIMH JaJeKUX OPYr OT Apyra CHCTEMAaTHYECKUX
TPYyII, WMEIOT paszauuusi B MOP(OIOTMHM M aHATOMHHM TIECTUKOB M DKOJOTHYECKUX YCIOBHSAX
npouspactanus. C MOMOIBI0O METOJIOB MPOTEOMHOIO aHaju3a aBTOpbl BhISBWIM 51 u 57 Genkos,
YHUKAJIBHBIX NIl JIMJIMM U OJIUBBI, COOTBETCTBEHHO, NMPHYEM MHOTHME W3 KOTOPBIX OBUIM OMHMCAaHBI
BrepBeie (Rejon et al. 2013). bomee Toro, onum mokazamu, uTo O€JIKM pPBUIBIIEBOIO JKcCyaara
BOBJICUYEHHI B Oosiee ueM 80 OMOIOTHYECKUX TPOIECCOB M BHIONHSAIOT 97 pa3IHIHBIX MOJEKYISPHBIX
GyHKIMH. DTO UCCIETOBAaHUE 3aMETHO PACIIHPUIIO CYIIECTBOBABIIME HA TOT MOMEHT IPE/ICTaBICHUS
0 3HAYEHUH PBUIBLIEBOTO IKCCYAATA, JJOKA3aB, YTO OH oOJajjaeT ropaszo OOJBIIMM MHOT000pazuemM
OMONIOTHYeCKUX (QYHKIUI, YeM CUUTAIOCH paHee.

K mepBoif rpymnme OemKkoB, CEKPETUPYEMBIX JKCCYIAaTOM, OTHOCSTCS OENKH Karadoim3ma —
NpOTEONIUTHYECKUE (EepMeHThI, Takue Kak O-TIMKo3miasbl, MpOTeasbl W JIHMIMAa3bl. ABTOPHI
NPENONI0KUIIN, YTO 3TH OEJKU PacIleIUIAIoT MOJIMMEPH! PBUIBIIEBOrO 3KccynaTa O OJMIOMEPOB U
MOHOMEpPOB, TEM CaMbIM O0Jieryasi uX MOTJIOIIEHHE MPOPACTAIONIMMH IbUIbLIEBEIMU TpyOKkamu (Rejon
et al. 2013). Kpome TOro, oHH MOTYT y4acTBOBaTh B PErYJISAIHAU TPAJIUCHTA KECTKOCTH KICTOYHOMN

CTEHKM NBUIBIEBBIX TPYyOOK, HeoOxomumoro s moisipHoro pocra. K apyroit rpymme Oenkos,
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O0OHapyXEHHBIX MPHU aHATH3E, OTHOCATCS SJIEMEHTHI MEKKIETOUHOTO B3aMMOJICHCTBHUS U CUTHAJIMHTA,
pa3iu4YHbIe OSJIKU a/iIre3uH, IOMOTAIOIIUE 33/1aBaTh HAIIPABJICHUE POCTA MBUIBIIEBBIX TPYOOK.

[TomrMo Oe€NIKOB, HANPSMYIO BOBJIICYCHHBIX BO B3aUMOJCHUCTBUE C IMBUIBICBBIMU 3E€pPHAMHU H
TpyOKaMu, aBTOPHI OOHAPYKWIIM OOJBIIOE CEMEWCTBO Pa3IMYHBIX 3AIIUTHBIX OCIKOB, HAIpHMED,
XUTHHA3. DTO KaXETCS BIIOJIHE JIOTMYHBIM, TOCKOJBKY J3KCCYAAT, COJCpPXKAIIUi MHOIO YIJIEBOOB,
MOYET CIY)KUTh HHUTATEIbHOW CPeJod A MAaTOTCHHBIX MHUKPOOPTaHU3MOB. XHUTHHA3bl OCOOEHHO
Ba)XHBI I T€X PACTEHH, KOTOpPHIE OMBUISIOTCS HACEKOMBIMH, MOCKOJIBKY OMBUIMTENIN MOTYT OBITh
NEepEeHOCYHKaMH TPHOHBIX WHQeKwid. [lo-BUIuMOMy, (QYHKIMIO 3allUThl BBIIOJIHSIOT W OCJIKU
TEIUIOBOT'O III0KA, TAKXKe 0OHAPY)KEHHBIC B COCTABE IKCCY/ATA.

OnHUM U3 MHTEpECHBIX (HaKTOB, OOHAPYKEHHBIX B ATOH padoTe, OBIJIO OTHOCHUTEIHHO cIabo
BBIPQKEHHOE CXOJCTBO MPOTEOMOB Ui JBYX OOBEKTOB. OKa3ajoch, YTO PBUIBLIEBHIE SKCCYIATHI
Lilium longiflorum u Olea europaea umerot B coctaBe Bcero 22-25% omuHakoBbix 0ekoB (Rejon et
al. 2013). ABTOpBI CBSA3BIBAIOT TAKKE PA3JIUYMS C SKOJOTHUSCKUMHU (HaKTOpaMH, aHATOMHUECH MMECTHKA H
XUMHYECKHM COCTAaBOM dKccynaTta. K mpumepy, sKccynaT JWIMK COJACPKHUT 3HAYUTENBHO OOJIbIee
KosmdecTBO O-TIMKO3MIIa3, €M y OJIMBBL, TAK KaK OH UMEET B COCTaBe OOJIbIIE rmorcaxapuioB. M3-3a
IPSIMOTO KOHTAKTA C ONBUIMTENIEM B PhUIBIICBOM DKCCYAATE JIMIIMH TPUCYTCTBYIOT XUTHHA3bI, KOTOPHIC
HE HallIeHbI y OJIMBBI, TaK KaK 9TO pacTEHHE SIBISIETCA BETPOONbUIsieMbIM. OTHAKO, SKCCYAAT OJIMBHI, B
OTJIMYUH OT JIMJIMH, COJEPKUT 3HAUYUTEIHFHOE KOJNYECTBO OEJNKOB TEIUIOBOTO MIOKA, U3 YEro MOYKHO
C/IeNaTh BBIBOJ O BAKHOCTH TEMIEPATYPHI ISl PETPOTYKIIMHA ATOTO BUJIA.

Taxum 00pa3oM, pBUTBIIEBBIN YKCCYIAT UTPAET BAXKHEHIIIYIO POJIb B PA3MHOKEHHH I[BETKOBBIX
pactenuii. OH y4acTByeT B paclio3HaBaHMM COBMECTHUMBIX C MECTUKOM MBUIBLIEBBIX 3€PEH, B 3aIlIUTE
MecTHKa OT MATOT€HOB, B MMTAHUU pacTyiei nmeuiblieBoil Tpyoku (Verhoeven et al. 2005; Rejon et al.

2014; Shivanna 2020).

1.7 Oco0eHHOCTH CTPOEHHUsI MbLIbLEBBIX 3¢PEH roJ10ceMEeHHbIX pacTeHuii

My>kcKkoii raMeTo(UT TOJIOCEMEHHBIX PAaCTEHHM B IIEJIOM YCTPOEH CIIOYKHEE, YeM y IIBETKOBBIX
pacTeHui, pa3BUBaeTCs M TpopacTaeT MeajeHHee, a (opMHpyeTcs B XOJIe TpPeX-MSATH MHUTO30B,
NpPUYEM Y Pa3HBIX TPYIIN PAaCTEHHH OHU MPOUCXOIAT HA PAa3HBIX dTalax — JI0 WM MOCJe OMbUICHHS
(Pacini et al. 1999). B cBsi3u ¢ 3THM, MbUIbIA BBICHIMACTCS U3 MUKPOCIIOPHATHEB C Pa3HBIM YHCIIOM
KJIETOK: 4 KIETKH BXOISAT B COCTAaB MBUIBIBI y COCHBI M THHKIO (ABE NMPOTAUTMANBHBIX KIIETKH,
aHTepuAMaNbHas KJIETKa U KJEeTKa TPyOKH), IBe — Y CEKBOIH, onHa — y MoxokeBenbHHKa (Friedman
1987a; Pacini et al. 1999; Williams 2009). Myxckue raMeTsl BO BCeX CIydasx 00Opa3yrTCs TOJBKO
nociie onbuieHus. [lepexo/ ot 300ug0raMun K CH(pOHOraMKH, TO €CTh K YYaCTHIO B OILUIOJOTBOPCHUH
HETIOJIBIKHBIX TaMET BMECTO IIOJIBH)KHBIX CHEPMAaTO30UIO0B, MPOHM30MIET B MPOLECCE HIBONIOLUH
TOJIOCEMEHHBIX pacTeHHI, IIO3TOMY CpEI HUX BCTpeuaroTcs o0a BapuanTa (Lora et al. 2016). Onnako

(I)I/ISI/IO.HOI‘I/I‘IGCKI/IG HUCCIICAOBAaHUA CpCaAU TOJIOCCMCHHBIX paCTeHHf/'I MMPOBOAUIIUCE MPAKTHYCCKU
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UCKITIOYHUTEIIFHO Ha XBOWHBIX PAaCTEHUSAX (PEUMYILECTBEHHO COCHA U €llb, PEAKO — KUIIAPHC, IIHUXTa U
JpyTrHe), U JUIA BCeX HUX XapaKTepHa THIUYHAs CU(OHOTAMHUs, TO €CTh OIUIOJOTBOPEHUE C MIOMOILBIO
IbUTBIIEBON TPYOKH.

Mopdostorust MbLIbIEBBIX 3EPEH MOJIOCEMEHHBIX BeChbMa pa3HO00pa3Ha, Kak U UX CTPOCHHE, HO
MOXHO BBIZICJIUTh HECKOJBKO KJIFOUEBBIX IATTEPHOB, XapaKTEPHBIX ISl CarOBHUKOB, THHKTO,
THETOBBIX M COCHOBBIX (Cxema 1). Kietku rametodura pasaeneHsl TOHKUMU CTEHKAMH, a CHapYXH,
KaK U y IIBETKOBBIX PACTCHUH, 3alUIICHbB MaCCHBHOM 00osoukoi. O00JI0UKa, KaK MPAaBUIO, HMEET
HOJISIPHOE CTPOCHME, KaK M BHYTPCHHSSA CTPYKTypa raMeTopuTa, IpUYeM MOSIPHOCTh MHKPOCIOPHI
rOJOCEMEHHBIX, KaK M IOKPBHITOCEMEHHBIX, IeTepMHHHpYeTcs B xoae Meiioza (Williams 2009).
[IpoxcumanbHbIi OIOC (TOT, KOTOPBINA ONMKE K LIEHTPY TETPajibl), B JalbHEHIIEM CTaHOBUTCA Ooiiee
BBINTYKJIBIM, @ TUCTAIBHBIA MOJIOC — Oosee 1uiockumM, Hampumep, y Ginkgo biloba (Cxema 106), mpu
9TOM 3K3WHA TOJIIIE Ha MPOKCUMATIBHON CTOPOHE, a KpyITHasl arnepTypa JIOKaJIHu30BaHa Ha AUCTATbHON
cropose. [ToIpHOCTh Ha IIUTOJIOTUYECKOM YPOBHE MPOSIBISCTCS B TOM, YTO MPOTAUTHABHBIC KICTKH
pacIoIoKeHbl Ha IPOKCUMAaIbHOM KOHIIE, a KpyIHas KieTka TpyOku — Ha auctansHoM (Tulecke 1957;
Lu et al. 2011b, 2016). V caroBHUKOB amepTypa B MbLIBIIEBOM 3€PHE 3aHUMAET IMOYTH IOJIOBHHY
MIOBEPXHOCTH, SK3WHA HaWOoJiee TOJCTas B MPOKCHMMAIbHOW OOJACTH W TOHKAas — B JUCTAJIbHOM,
UHTHHA CPABHUTEIBHO TOHKas, penbed sKk3uHbl He BoipaxkeH (Cxema la) (Dehgan and Dehgan 1988).
[IbutblIa THETOBBIX MOXKET OBITH O€3anepTypHOIl C BHYTPEHHEW MOJIIPHOCTHIO MJIM MOHOCYJIBKAaTHOM,
TO eCTh, ¢ oHoM anepTypoit (Cxema 1r) (Tekleva and Krassilov 2009; Bolinder et al. 2015; Rydin and
Hoorn 2016).
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KneTka TpyoKm

Cxema 1 KierouHoe cTpoeHHe NBLIBIEBBIX 3EPEH HEKOTOPBIX MPEACTABUTENICH T'OJIOCEMEHHBIX
pacrenwuii. Mimroctpanus u3 063opHoii ctatebu (Breygina et al. 2021a).

VY OosblIMHCTBA TIpeAcTaBUTENCH Pinaceae mbiiblla cakkaTHas, TO €CTh, HMEET BO3IYIIHBIE
MEIIKH - OOJIBIIINE TIOJIbIE BBIPOCTHI, 0Opa3oBaHHbIC 3K3uHON (puc. 1B). MemKu pacrojararoTcs Ha
JUCTAIbHOM KOHIIE MBUIBLIEBOIO 3€pHA, a SK3MHA MPOKCHUMAaJIbHOM 4YacTu yroimieHa. Kak ObLIo
MOKA3aHO B MOJIEIBHOM JKCIEPUMEHTE, ()IIOTHPOBAHHE MBUIHLIEBBIX 3€PEH B OMBUIMTEIBHBIX KaIUIIX,

KOTOPBIC CJIyKaT MCCTOM IIOCAAKW IMbUILOBI Y OOJIBLIIMHCTBA XBOMHBIX paCTeHHﬁ, CIIYKUT

28



3} HEeKTHBHBIM MEXaHU3MOM HX BTATUBAHUS B MHUKPOIHUIIC, TOITOMY BO3IYIIHBIC MEIIKH CIYXKaT HE
TOJIBKO JiIsl iepementieHus meuiblibl BetpoM (Leslie 2010). Yncno BO3AyIIHBIX MENIKOB, paBHO Kak U
pasMepsl TBUIBIBI U YHCIIO MHTO30B B Xoj¢ pa3Butus ramerodura Bapuadeasubl (Williams 2009).

[TbIIb11a TOIOCEMEHHBIX, B OTJIMYUE OT MMOKPHITOCEMEHHBIX, aumicHa Tpuduusl (Pacini et al. 1999).

YPHASA OBJIACTDB %

Cxema 2. COM mnbuibiisl TojoceMenHbIx pactenuid. (a) Cycas micholitzii Dyer (Cycadaceae).
(6) Ginkgo biloba L. ¢ BeimsiunBanuem B obactu aneptypsl. (B) Picea pungens Engelm. ¢ tunmuunoi
cakkaTHOW (MemkoBoi) mopdosoruei. (r) Gnetum macrostachyum ¢ HIMIHKOBOW CTPYKTYpOH.
Macmrabnas nuneiika: (a), (0) u (r) — 3 MM, @otorpaduu B3ATHI U3 CIEAYIOMUX cTarei: (a) u (0)
(Tekleva et al. 2007) (B) (Breygina et al. 2021a); (r) (Tekleva and Krassilov 2009). Umttoctpanus us3
o030pHoii ctateu (Breygina et al. 2021a).

1.8 OcoGeHHOCTH ONBLIIEHUS Y T0JIOCEMEHHBIX PaCTeHUI

[Mpumepro 98% BHIOB rOJOCEMEHHBIX PACTEHUI OTHOCATCS K BeTpoonbuisiembiM (Lu et al.
2011a), ¢ veM CBs3BIBAIOT W OCOOEHHOCTH HX CTpocHHs (Hampumep, crnenupudeckas Gdopma
IBUIBIIEBOTO 3€pHa M BO3AYIIHBIE MeWIKW) W (uznonornu. M3BecTHO, YTO MbUIbIA MOYTH BCEX
COBPEMEHHBIX T'OJOCEMEHHBIX PACTCHHH, 3a MCKJIIOUEHHEM HEKOTOphIX BUAOB Araucariaceae u
Gnetum, xapakTepusyercs BBICOKOH crerneHbio obe3poxxennoctu (Franchi et al. 2011) u moxer

MOKPBIBATh OTPOMHBIE paccTosiHuA. ONblIEHHE C y9acCTHEM HACEKOMBIX (B OCHOBHOM, JKYKOB) OITUCAHO
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y Hekotopsix BunoB Cycadales u Gnetales (Labandeira et al. 2007; Bolinder et al. 2015), B Tom umcie
UCKOMAEeMBIX, YTO CTaJ0 BO3MOXKHO OJjaromaps OOHApYKEHHIO KOIPOJIUTOB B HIMIIKAX IPEBHUX
caropaukoBbix (Klavins et al. 2005). ¥V coBpeMeHHBIX MBUIBIEBBIX 3EPEH, KOTOPHIC MEPEHOCATCS
BETPOM U HACEKOMBIMH, HMEIOTCS CYIIIECTBCHHBIC OTIIMYHS B CTPOCHUU OOOJIOYKH, JaKe B Tpeaenax
OJTHOTO POjIa, uTo ObLIO MoKazano it ddenps (Bolinder et al. 2015).

MecTo MOSIBIEHUS MBUIBLIEBOM TPYOKH y TOJOCEMEHHBIX PACTCHHMH HE IMPEIONpPENEICHO B
TaKOH CTEMeHU, KaK y OONbIIMHCTBA IBETKOBBIX (Cxema 2), MOCKONBKY Y HHX MOYTH BCETJa €CTh
amepTypa - HE TOKPBITBIA SK3MHOM YYacTOK 3€pHA, NMPEIHA3HAYCHHBIA Ui OECIpErnsSTCTBEHHOTO
BBIXOJIa TPYOKH, a y MHOTHX rojoceMeHHbIX ¢ Het (Yatomi et al. 2002). Ognako TpyOKka BCE ke He
MOXET IMOSIBUTHCS B JFOOOM MecTe. Tak, y CaKKaTHBIX HbUIBLEBBIX 3EPEH MbUIbIEBAs TPYOKa dalie
BCETO BBIXOJUT B MPOCTPAHCTBE MEXKIy MEUIKAMHU, Ha MOJOCE, MPOTUBOIOIOKHOM MPOTAIUTAAILHBIM
KJIeTKaM. Eciu BO3AYIIHBIX MENIKOB B TBUIBLIEBOM 3E€PHE HET, HO OHO TOJISIPU30BAHO, TO MECTO
BbIXOJIa TPYOKM eII€ MeHee OINPEICICHHOE, 3TO JOCTAaTOYHO INUPOKas 30HA, MPOTHBOJICIKAIIASL
npoTautManbHbIM KieTkaM (meiibiia Ephedra) (EI-Ghazaly et al. 1998). B oaHokIeTO4HO# HbLIbIIE
(MOYOKEBEIILHUK) MPU3HAKOB TOJIIPHOCTH HE BBISBIICHO, U CYMTACTCS, YTO MECTO IMOSIBICHUS TPYOKH
He nerepmuauposano (Pacini et al. 1999; Surso 2018).

Y OGOJNBIIMHCTBA TOJIOCEMEHHBIX PACTCHHU MBUIBIICBOE 3E€PHO TPU OINBUICHUH IOTANAcT B
ONBUIMTEIBHYIO KaIUII0. DTO XKUAKHI CEKpeT PEeleNnTUBHON CEMSIOYKH, KOTOPBIM B BHUAE KPYMHON
KaIlTd BBICTYNAET HaJl IOBEPXHOCTHIO MuKporiiie. O0beM karuu cocranisieT oT 10 v go 1 mxi (Prior
et al. 2019), kpymHble Kamiu BUAHBI HeBoopykeHHbIM rnasom (Bolinder et al. 2015). Kamns
yICpKUBAeT MPUICTEBIIYIO MBUIMHKY M BTSATHUBACT €€ B CEMSIOUKY, riae oHa u mpopacraer (Gelbart
and von Aderkas 2002; Coulter et al. 2012). Boinenenue u BTArMBaHNUE ONBLIUTEIBHON Kariid — BO
MHOTOM 3arajIouHblii mporecc. HenaBHO Ha OCHOBaHMHM TPAHCKPUIITOMA CeMsi3avyaTka TMHKIO OBLIO
CHIeJIaHO TIPENIOJIOKEHHEe O TOPMOHAIBHOM PETYISIUU IpoIecca, HO 3TO HCCIeI0OBaHHE TpeOyer
npookerus (Che et al. 2021).

Cromcok BHJIOB, Y KOTOPBIX HET ONMBUIMTENLHON KaIlTd, COKpAIACTCsl M0 Mepe MPUCTATIBHOTO
U3y4YCHUS Y HUX OMBUICHHUS. 3a4acTyr0 00OHApYKMBACTCS MaleHbKash WM OBICTPO MCUe3arolas Karuis.
OmnputuTeNbHAS KAl — 9TO, MPEXkK/IE BCETO, aroIiacTHast )KUAKOCTh. OHa COAEPKUT HEOPraHMYECKUe
BEILIECTBA, YIIIEBOJBI U Oenku, BKiIrouas ¢pepments (Prior et al. 2013, 2019). Jly u ap. ucnonb3oBanu
ra3oBYI0 XpOMaTorpaguio-Macc-CieKTPOMETPUI0 sl UAeHTU(UKAIMU B o0me cioxHoctn 101
MerabomuTa B ombutMTedbHOM Kamte Ginkgo biloba L.: nHambomee pacmpocTpaHeHHBIMU
MerabomuTaMu OBUIM caxapa, 3a KOTOPBIMH CJIEJOBAIM OPraHUYeCKHUE KHCIOTHI W  CIHUPTHI,

Y4YaCTBYIOIIHE B METa0OIM3ME YIIICBOIOB, TJIMIIMHA, cepuHa u TpeoHuHa (Lu et al. 2020).

ConocTaBjcHME ONBUIMTENLHOM KaIid ¢ Oosee HU3YUYCHHBIMH allOIUIaCTHBIMHU XUAKOCTSAMU

MOKPBITOCEMEHHBIX PacTeHUH (pbUIbLIEBBIN U OBYJISIPHBIN AKCCYIAThl, HEKTAP) BBIABUIIO 3HAUUTEIBHOE
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cxoactBo ux cocraBa (Hou et al. 2019; Prior et al. 2019). Ha stoii ocHOBe OBLJIO BBICKA3aHO
OPE/NONIOKEeHNUE, YTO (DYHKIMM Kaluld HE OTPAaHUYMBAIOTCS JIOCTABKOM MBUIMHKH B CEMSIIOYKY.
depMeHThI Kallld, B YaCTHOCTH, XMTHHA3bI, MOT'YT y4acTBOBATh B 3aIUTE CEMSMOYKH OT MATOTCHOB.
OOCyXIaroTcs TaK)Ke BO3MOXKHBIC PEryJIATOpPHbIE (YHKIIMH KOMIIOHCHTOB Kallld B IIpoliecce

mpoacTaHus NblIbIBI. OI[HaKO BCC 3TH MMPCATIIOJIIOKCHHS ITOKAa HC ITPOBCPCHBI B SKCIICPUMCHTC.

VY XBOMHBIX MOKHO HaliTH pasHble cTparerun onbuteHus (Moller et al. 2000; Losada and Leslie
2018). Cakkarnas melabiia Pinus u Picea momamact B ONBLIMTEIBHYIO KAILIFO M C HEW MEPEHOCUTCS Ha
MOBEPXHOCTh HYLEIIyca, TAe MpopacTaeT. Y MUXThl 00pa3yercss aHaJOr ONbUIMTENLHOW KAk W3
BJIard, COOpaBIIEHCS Mmocie A0/ Wid pockl. [1bUTbIia 4acTo mpopacTtaeT B MUKPOIMIISIPHOM KaHale,
U TpyOKa pacTeT B HaIlpaBJICHUU HyLETyca. Y JTUCTBEHHUIIbI OMBUINTENbHAS KAl OTCYTCTBYET, HO
MUKPOIUJISIPHBIA KaHall 3alloJHEH OBYJSPHBIM CEKpEeTOM. B OKpyKEHHH 3TOr0o CceKpeTa MbLIbLa
ruapatupyercs, HaOyxaeT u cOpachlBaeT IK3MHY. B TakoMm BUje OHA MOAIJIBIBAET K MOBEPXHOCTH
HyIEITyca, I71e GOPMHUPYET MBUIBIEBYI0 TPYOKY. OOBIYHO 3TO MPOMCXOIUT Yepe3 HECKOJIBKO HEIeNhb
1oCJIe OMbLICHUSA. Y HEKOTOPBIX BHIOB TSUga W Bcex BUIAOB Araucariaceae mpuiblla IMOMAaacT Ha
KOHUYECKYIO MOBEPXHOCTh PSAOM C CEMSIIIOYKOM M MOXKET OCTaBaThCAd TaM B TEUEHUE HECKOJIBKHX
Hezenb. 3aTeM OHa MpopacTaeT u GOpMHUPYET [UTHHHYIO TPYOKY, KOTOpasi BpacTaeT uyepe3 MUKPOIIHIIS
B CEMAIOYKY W JOCTHUTaeT Hylemryca. PasHooOpasne maTrTepHOB TOBEICHWU IBUIBIBI B YKEHCKOH
IIMIIKE aKTUBHO OOCYXJAaeTcsl B JIUTEpaType, MOCKOIbKY MOXET JaTh BaXKHYIO HHQpOpMaLui 00
spommonnu onbutenus (Lu et al. 2011a; Coulter et al. 2012; Losada and Leslie 2018).

Ecnu cpaBHHBaTh MOKPHITOCEMEHHBIE U TOJIOCEMEHHBIE PACTEHMs, TO MYXKCKOH ramerodur
TOJIOCEMEHHBIX 3a4acTyl0 IOCIIe ONBUICHHUS JOJDKEH IMPEOI0JIETh MEHBIIEEe PACCTOSHUE, OJHAKO OH
JIeNIaeT 3TO 3a ropaszio 0osee MPOoJ0IKUTENbHOE BpeMsl. MeUIeHHO MPOUCXOAUT MPOPACTAaHUE U POCT
MYXCKOT0 raMero(ura Ha Bcex sTamax. Tak, rujaparanus NbUIbLbI XBOMHBIX OOBIYHO NMPOUCXOAUT B
HepBble CYTKHU IOCJIE ONbUICHUS, a MbLIbIeBas TPyOKa MOSBISIETCS B TeUEHHE HECKOJIbKUX JIHEH, B TO
BpeMs KaK y IIBETKOBBIX PAaCTEHHs 3TH MPOIIECCH 3aHMMArOT MUHYTHI U Yackl (Fernando et al. 2005;
Williams 2012). Tak, ckopocts pocta TpyOkum Picea abies cocraBiser okoio 20 MKM/4, 4TO
COCTaBJISIET Pa3UTENbHBIA KOHTpAcT mo cpaBHeHUIO ¢ 300—1500 MkM/4 y mokpeIToceMeHHbIX. Kpome
TOTO, /1151 XBOWHBIX XapaKTepeH MepHo/ JTUTENFHOIO TOKOs, KOTa MblblieBas TpyOka He pacteT. B
YaCTHOCTH, POCT TPYOKH MOXKET IMPEKpaIIaThcs Ha BpeMs, HEOOXOIUMOE ISl 3aBEPIICHHS Pa3BUTHUS
KEHCKOTO TaMeTopuTa — 10 TOoJa, NMPH TOM 3a HECKOJIbKO IHEW 0 OIUIOJOTBOPEHUS THUIBIIEBAsS
TpyOKa BO300HOBIIIET CBOM pPOCT M JIOCTaBJseT CHEpMHUM K sifueknerke. Hampumep, y cocHbl u
HEKOTOPBIX BUIOB Araucariaceae mpuIblla IpopacTaeT BCKOPE MOCIe OMBbUICHUS, U TPyOKa BXOIUT B
HYIEJTYC. 3aTeM HacTyIaeT MEePHO MOKOS OT CepeInHBI JIeTa 0 Cieayromei BecHsl. Y Pinus taeda
nepuoj, MOKOsl TPYOKM HayMHAeTcs, KOrja B CEMSINOYKe HauWHaeTcsi MeWo3, W 3aBepllaeTcs 3a

Heckouibko Her 1o omnoporBopenus (Williams 2009). Takum oOpa3om, y pa3HbIX TPyII PacTeHUS
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BpEMA OT OHNBUICHHUA OO0 OINIOAOTBOPCHUSA BAPBUPYCT OT HCCKOJIBKUX HEICIIb (GOHLH_II/IHCTBO BUJIOB

Cupressaceae u Pinaceae) no roaa (Pinus u nexotopeie Araucariaceae) (Williams 2009).

1.2 [To/1ApHBIA POCT NBUILLEBOX TPYOKHU

[TeutblieBBIC 3¢pHA OOJBIIMHCTBA BHUAOB PACTEHHI CIOCOOHBI YCIICIIHO MpOpacTtaTh CaMH B
OTCYTCTBHH CHTHAJIOB OT CHOPOMHUTa M JKEHCKOrO raMeTo(pHTa, KOTOpPbIE IOAIECPKUBAIOT |
aKTUBUPYIOT mpopacranue in vivo (Qin and Yang 2011). ITpu Hanuuwuu Takoil THOKOCTH OHU MOTYT
peaM30BbIBaTh MPOrpaMMy MOJSIPHOTO POCTa B MUTATEIBLHOM Cpelie ONpeaeeHHOro cocrasa in Vitro.
BOJIBIIMHCTBO COBPEMEHHBIX IMUTATEIBHBIX CMeCedl I KYJIbTHBHPOBAHHUS IIBUIBIBI COZEPIKAT
KaIbI[Ui, OCMOTHKHU, OOPHYIO KHCIOTY W YIJIEBOJABI (4alie BCEro 3TO caxaposa). M3BecTHO, 4TO
Mopgorenes in Vitro He MOJHOCTBIO COOTBETCTBYIOT IPOIECCaM, MPOTEKAIOIIMM B YCIOBHSX iN VIVO
(Taylor and Hepler 1997). Onnako, 6iarogaps yao0CTBY HUCIOJIb30BAHUSA U TPOCTOTE MHTEPIPETAIIHH
JAHHBIX, 3Ta SKCIEPUMEHTAIbHAs MOJEIb AKTHBHO HCIIOJIB3YETCS Ul M3y4EeHHUS 3aKOHOMEPHOCTEN
HOJSIPHOTO  KJIETOYHOTO  POCTa, KaK CBOMCTBCHHBIX MCKIIOUHTEIBHO pACTEHHSIM, TaK U
YHUBEPCAITBHBIX, XapaKTEPHBIX JUIS Pa3IMYHBIX dYKAPHOTHIECKHX KIETOK. B CBA3M C 9TUM IbLIbIICBAs
TpyOka Obita B XX BeKe W OCTAaeTCsA B HAINW JHU OJIHUM M3 Hanbojee H3y4eHHBIX OOBEKTOB C

nossipaeiM poctoM (Feijo et al. 2004; Rudall and Bateman 2007; Qian and Xiang 2019).

2.1 lnTonoruvyeckne OCHOBBI MOJISIPHOTO POCTA

Oco0eHHOCTh aNMKaJIbHOTO KIJIETOYHOTO POCTa 3aKIIYAeTcs B TOM, CEKpeLus Marepuala
IUIa3MaTHYeCKO MeMOpaHbl (M KJIETOYHOH CTEHKH) MPOMCXOAMT B KOHUMKE TpyOku. ITommmo
IBUIBIEBBIX TPYOOK, K 00BEKTaM C MOJIAPHBIM TUIIOM POCTAa OTHOCSATCS: KOPHEBBIE BOJIOCKH, I'M(BbI
rpu0oOB, NPOTOHEMBI W PHU3OUIBI MXOB, PHU30MIbl MANOPOTHUKOB, a TaKKe€ HEUPUTHl (AKCOHBI,
nenaputhl) HeiipoHoB (Rounds and Bezanilla 2013). OnHuM U3 OCHOBHBIX CTPYKTYPHBIX MEXaHHU3MOB,
o0ecreunBaroIIMX MOAJIEpKaHue MOJISIPHOTO POCTA, SIBJISETCS MOApa3AeieHue HUTOIIa3Mbl pacTylien
KJIETKM Ha KOMIApTMEHThI. B anukanbHO pacTymMx KJIeTKaX pacTeHWH U rpuOOB MPUHATO BBIIACIATH
anMKaJIbHYI0 30HY, CBOOOJHYIO OT KPYIHBIX OpraHe, B KOTOPOW COCPENOTOUYEHBI CEKPETOPHBIE
BE3UKYJIbI, HECYIIUE CTPOMTENbHBII MaTepuan K anukaimbHOoit MemOpane (Chebli et al. 2013). B
ciaenyromed 30He (0OBIYHO €€ Ha3bpIBAIOT JAUCTAIBHOW, HO OJTOT TEPMUH HEYJIO0OeH u3-3a
HEOJJHO3HAYHOCTH MO3TOMY s OyAy TMOJb30BATHCS IMEPEBOJHONM TEPMHHOJIOTHEH M Ha3bIBaTh e€e
crepkHeBoit (Shank)) pacrmomararoTcst KpymHbIe OpraHeNIbl: MUTOXOHPUH, KOMIUIEKCHI ['ONbIKN 1
OIIP, y XBOMHBIX TakXke — aMUJIOIJIAacThl. B mocneaHee BpeMsi B TpyOKax IIBETKOBBIX PAcTEHUH B
CBA3M C OOJBIIMM KOJMYECTBOM JAHHBIX O €€ (PU3MOJIOTUYECKOM 3HAUEHUU CTajd BbBIICIATH
cybanuKanpHYyI0 30HY, TJ€ pacloyiaraerTcsi akTHHOBOE KOJIbLO (cM. Huxke). HekoTopsle aBTOpPHI
BBIJICTSIIOT B «IUCTAJbHOW 30HE» TAKKE SANEPHBIM KOMIIAPTMEHT, KOTOPBIM COIEPKUT MYKCKOMU

raMeTHBI MOIyNb (SOpO BEreTaTMBHOW KIETKM M TE€HEPATHBHYIO KIETKY WM JBa crnepmusi). B
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JUTMHHBIX TpyOKax OJNmXke K 3epHY, KaK IMPaBHJIO, PACIOIaraeTcs BaKyoJIHM3MpOBaHHAS 30HA, OJHAKO Y
XBOMHBIX BaKyOJIM BCTPEYAIOTCS U B APYTHX 30HAX TPYOKH (BO Bcex, Kpome anukanbHoit) (Pierson and
Cresti 1992; Geitmann 2011; Hepler and Winship 2015). V XBOWHBIX pacTeHHI pacTyIIui
KOMIAPTMEHT MPEACTaBIsIeT cO00il Mpo3payHyr0 30HY 0€3 aMUIIOIIIACTOB (KOTOPHIMHU 3aIlOJHEHA
JIMCTANIBHBIN KOMIIAPTMEHT), HO OOOTAIlCHHYF0 MUTOXOHPUSIMH M KOMIIOHEHTaMH HJI0MEMOpaHHON

CUCTEMBI, TPYOKH KPYIHBIC, U alMKAIbHBIA KOMIAPTMEHT mpojonkaercs 10 20-30 MKM OT KOHYMKA

(De Win et al. 1996; Lazzaro et al. 2013).
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Cxema 3. CxemaTuueckoe M300pakeHHE TUIIMYHOW CTPYKTYphl KOHUMKA MBUIBLEBON TPyOKH
HOKPBITOCEMEHHOT0 pacTeHus. [IplIbleBy0 TPYOKY MOXKHO KJIACCUUYECKH Pa3/IeNTh HAa YEThIPE 30HbI
OT amekca J0 OCHOBaHMS: Ipo3padHas 30Ha (YUCTas, amuKalbHas), cyOamuKaiabHas 30HA POCTa,
sJiepHas 30Ha U BakyoJsipHas 30Ha. OCHOBHAs 4acTh 3K301IMTO3a MMPOUCXOAUT B allMKAIBbHOM 00JacTH,
KaK T0Ka3aHO CIUIOIIHBIMH KPACHBIMH CTPEJIKaMH, B TO BpeMs KakK OMNpEICNICHHBIE IK30IMTO3HBIC
BE3UKYJIbl TAKXKE MOTYT CEKPETHPOBAThCS B CyOAMKAIbHYIO 30HY POCTa, KaK MMOKa3aHO MyHKTUPHBIMU
CTpeNKaMy. DHJIOIHMTO3 MOKET BO3HUKATh B ANUKAIBHOW W CyOamMKalbHOW O0O0NacTsIX pocTta |

SZIEPHOI 00JIaCTH, KaK TIOKa3aHO CHHUMHU cTpenkamu (DP - sHpomnasmatuueckuii petukynym) (Yang
et al. 2021a).

VY LBETKOBBIX PacTeHUH TPpyOKa MOXKET JOCTUraTh OOJBIION JUJTHHBI U PAcTeT OYEeHb OBICTPO,
IPU 9TOM JKHBYIO, PACTYIIYI0 YacTh TPYOKH OT BaKyOJIHM3HPOBAHHOTO MBUIBIIEBOTO 3€pPHA OTIEISET
Kaywio3Has npoOka. E€ gyHkums — orpannduBaTh 00BEM HUTOIUIA3MBI TIPU TIOCTOSIHHOM Y/UIMHEHUHU
TpyOKH, TO €CTh, 9KOHOMHTh pecypchl TpyOKH W moBbimath ckopocts pocta (Williams 2008). Ipu
9TOM KaJUTO3HBIE TIPOOKU HE ObLIIM OOHAPYKEHBI MTOKA YTO HU Y OJHOTO TFOJIOCEMEHHOTO, TOATOMY BCS
NbUTBLEBAas TPyOKa, Ja)Ke €CIM OHa CHJIBHO pa3BETBICHA, SBISIETCS Yy OTHX PpAcTeHHH €IUHOM

HETPEPHIBHOM KJIETKOM OT mpopacTtanus 10 omtogoTBopenus (Fernando et al. 2010).

33



Teno

amuaonnacTbl

Cxema 4. [IsubueBas TpyOka enu nocie 20 yacoB mHKyOarmu in Vitro. OkpammBaHue Ha Kpaxmal
Jo+KJ. Macmrabnas nuneiika 50 mxMm (Breygina et al. 2021a).

Takum 00pa3oMm, IUTOJOTMYECKH TOJSPU3AlUs  BBIpAXKAETCS B IIEPBYIO oOuepelb B
30HHPOBAHUU IUTOIUIA3MBI, a TaK)K€ B HANPABJICHHOW CEKPEIUH, OJHAKO €CTh U JPYTUe Ba)KHbIC
ACIICKTBI, TAKUE, KaK apXUTEKTypa IUTOCKENIETa H KJICTOYHON CTCHKH U LIUKJIO3.

[{1KI103 B MBUIBLIEBON TPYOKH UMEET SIPKO BBIPAXKCHHBIC OCOOCHHOCTH, CBSI3aHHBIC C TIOJISIPHBIM
pPOCTOM: JIJIsi IIBETKOBBIX PACTEHUI XapaKTEPHO JBMIKEHHE IUTOIUIA3MBI C OpraHeUIaMH 10
TpaekTopun obpariénHoro ¢ourtana (Fernando et al. 2005; Cheung and Wu 2008), torma kak y
XBOMHBIX pacTEHHH HAIpaBJICHHE MPOTHBOIOJIOKHO: OPraHeIbl IBU)KYTCS BIIEPE K KOHYHUKY BIOJb
HeHTpalIbHOW ocu M Hazaa — 1o nepudepun kierku (Kroeger et al. 2009). Paznuuynoe HanpasieHue
JBW)KCHUS OpraHeJyl B TBUIBLIEBBIX TpPYOKax TOKPBHITO- W TOJOCEMEHHBIX CBS3BIBAIOT C
IPOTHBOIIOIOXHON MOJSPHOCTHI0 aKTHHOBBIX MuKpodmiamentos (Justus et al. 2004; Chebli et al.
2013). JlanHbie 00 OpHUEHTAIMH MHUKPO(UIAMEHTOB B TPYOKaX roJOCEMEHHBIX OTCYTCTBYIOT, OJHAKO
MaTeMaTHuYeCKas MOeb moATBepkaaetT 3Ty Bepcuio (Kroeger et al. 2009).

JIns mBUTBLIEBBIX TPYOOK IIBETKOBBIX PACTEHHH XapakTePeH «OCHHUIUPYIOLIMHA pOCT», MpH
3TOM BBIOPOC MEMOpPAaHHOTO M CTEHOYHOTO MaTepHaja MPOUCXOMUT HUKIMYHO, U TPpyOKa pacTér He
TIOCTOSTHHO C OJIMHAKOBO# CKOpOCThIO, a «pbiBkamm» (Feijo et al. 2001). Hanpumep, npu uszyueHun
IBUIBLEBBIX TPYOOK JIMIMH BBIICHUIOCH, YTO CKOPOCTh UX pocTa Kojebsercs ¢ nepuojgom 15-50 cek u
cocraisier ot 100 mo 500 um/c (Pierson et al. 1996). KonebarenbHblii xapakTep pocta TpyOOK
NO3BOJIICT 3arjsiHYyThb B CETh B3aUMOJCHCTBHUI, pEryqupylommMx MOpQOreHe3 OSTHX KIETOK.
DOMIHUpHYECKHe MCCICAOBAaHHS OCHMUIALUA POCTa MBUIBLEBBIX TPYOOK HaIpaBlICHBI HAa PAaCKPBITHE
MIOCJIEIOBATEILHOCTH KJICTOUHBIX COOBITHH, COCTABJIAIONIAX OJWH KOJIEOATENbHBIN UK, B TO BpeMsI
KaK JIpyrue UCCIIEIOBAHUS MBITATNCH (OPMATH30BaTh OCHOBHBIC MPHUYMHHBIC B3aMMOJICHCTBUS Yepes3
CO3[JaHWE KOMIBIOTEPHBIX MOJENEH, B 3TOM OTHOIIEHHH K KOHIy 2010X romoB OBLT OCTHTHYT
3HAYUTEIbHBIA MIPOTPECcC, CYMMHUPOBAHHBIN B riaBe Ban Xemenbpuka, MOCBIMIEHHON OCHUIUISLUAM
pocra, B kaure «Pollen Tip Growth» (Van Hemelryck et al. 2017).

OmHuM W3 BaXHEWIIUX DJIEMEHTOB, IIOJJICPKUBAIOIIMM  30HUPOBAHUE IUTOILIA3MBI,
OCIWUIIUK ¥ BOOOIIE MEXaHUKY IOJIIPHOTO POCTa, SIBISETCS LUTOCKENET IBUIBICBOH TPyOKH
(Geitmann and Emons 2000; Aouar et al. 2010; Chebli et al. 2013). On ycTpoeH cxoaHbIM 00pa3oM B

Pa3IUMYHBIX KJICTKaX, paCTyIIUX KOHYUKOM, OAHAKO €CTh U 0C06€HHOCTI/I, B TOM 4YHCJIC, OIIPEACITIACMBIC
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CHCTEeMaTHYECKHM IOJIOKEeHUEM pacTeHusi. OCOOCHHOCTH MBbUIBLEBBIX TPYOOK XBOMHBIX PACTEHUI MBI
pPaccCMOTPUM HUXKE, B TIEPBYIO OYEPE/Ib pedb 3[1eCh MOMICT 0 O0oiee N3yYeHHOM O0BEKTE — MBUIBIEBBIX
TpyOKax IBETKOBBIX pacTeHUi. B anmukaabHOW 30HE KPYMHbIC aKTHHOBBIC 00pa30BaHUsI OTCYTCTBYIOT,
KOPOTKHE aKTHHOBbIC (pritaMeHThl (POPMUPYIOT AMHAMHYHYIO CeTh. B cybanukaibHOM KOMITAPTMEHTE
pacrnonaraercs BaKHEHIas JIIsl MOJISIPHOTO POCTa CTPYKTypa — aKTHHOBOE KOJIbIIO/OmmIeHHUK (LOVy-
Wheeler et al. 2006; Hepler and Winship 2015), kortopblii He cpa3y ObuUI OOHapyxeH B
(PMKCHPOBAHHBIX TMBUIBIIEBBIX TPYOKAaX H3-3a CBOEH XPYINKOCTH M HECTOMKOCTH K aJbJCTHIHON
dukcammu (Lovy-Wheeler et al. 2005). Uro kacaeTcs XBOWHBIX pACTEHHH, Y HHUX KOPTHKaIbHOE
KOJIBIIO aKTHHA, 0-BuAMMOMY, otcyTcTByeT (Justus et al. 2004; Chen et al. 2007a), a anukanbHas 30Ha
umeet Gpopmy noiaymecsia. [lpu 3ToM B anuKanbHOM 30HE Y 3TUX PACTECHHUIA PACHOIaraloTcsi OOUIbHBIE
CKOIUICHUSI KaK aKTHHOBBIX (DHJIAMEHTOB, Tak 1 MuKpoTpybouek (De Win et al. 1996; Lazzaro 1996).

B Oosee mucranpbHOW dYacTH TpyOKH, Kak M B KOPHEBBIX BOJIOCKAX, aKTHH (OPMHUpPYET
NPOJOJIbHBIC THKH. DTHU TsHKHM O0Jiee WIIM MEHEe MapajuieSibHbl HAMPABICHUIO POCTa U CIIyXKaT s
nepeBMKEHHsI OpraHesut B mpoiecce nukiosa (Geitmann and Emons 2000; Justus et al. 2004; Wu and
Bezanilla 2018). [TockoibKy TpyOKa — pacTyiiii 00ObEKT, OJHUM W3 CBOMCTB IMTOILIA3MATHUYCCKHX
30H M CTPYKTYpbhl LUTOCKENCTa SBJSIETCS JWHAMUYHOCTh. JI10ObIe BO3ICHCTBHS, 3aTparuBaroOIIUe
MEXaHU3MbI POCTa, MOKA3bIBAIOT A3PPEKT HA CTPYKTYPY IIUTOCKEIETA B CKOPOCTh POCTa OYCHB OBICTPO.
[Toka3zaHo, YTO KOHYC/TIOyMECSI] BE3UKYJ B allMKaJIbHON 30HE M JBMXKCHUE IIUTOIUIA3Mbl, KaK U caM
HOJISIPHBIA POCT, HapyIIAIOTCSA B MPUCYTCTBUU WHTHOUTOPOB B3auMomnpeBpaiieHuit F- u G-akThHa
(Gibbon et al. 1999; Vidali et al. 2001; Parton et al. 2001; Chen et al. 2007a). Kpome TOr0, BHISBICHBI
NIEPUOINYECKUE KOJIeOaHus B CTPYKTYpE allMKalbHON aKTHHOBOM CETH M, KaK CIEJICTBUE, B pa3Mepax
amnMKaJbHOW 30HBI, CBOOOTHON OT KPYIHBIX OpraHeii. [IpHHATO CYMTATh, YTO ATH OCHULISIUH
OTIPEICTISIFOT KoJieOaTebHbIH XapakTep pocta Tpyoku (Qian and Xiang 2019).

VYuacTue 3JIeMEHTOB IIUTOCKENeTa B MOJICPKaHUN POCTa MBbLIBIIEBON TPYOKH CPeAr XBOWHBIX
pacTeHuii Hauboee AeTanbHO mpociexena Ha Picea (Anderhag et al. 2000; Lazzaro et al. 2003, 2013;
Chen et al. 2007a, 2009). Paspymieare MHKPOGHIAMEHTOB IMOJIHOCTHIO OCTAHABIMBAIO POCT TPYOKH.
[Ipu sTOM JBMKEHUE BE3UKYJ B KOHYHMKE OBLIO JE30pPTaHU30BAHO W, KaK CICICTBHE, ObLI HapyIICH
npoliecc CTPOUTEIbCTBA anmuKkanbHOU KkinerouHor ctenku (Anderhag et al. 2000; Chen et al. 2007a).
OpnHako pa3pylieHHe MHKPOTPYOOUYEK TakKe OCTaHABJIMBAIO POCT MBUIBLIEBOW TPYOKH, HApyIIAJOo
JBI)KEHUE OpPraHe/ll B KOHYMKE W OpPraHU3aIlMI0 aKTHHOBBIX MHKpodmiamentoB (Justus et al. 2004;
Zheng et al. 2010; Lazzaro et al. 2013). B stom s¢ddekre MpoSBUINCH BaKHBIE OTIHYHE TPYOOK
XBOMHBIX OT MOKPBITOCEMEHHBIX PACTCHUH, Y KOTOPBIX MUKPOTPYOOUKH HE SBIISIOTCS HEOOXOIMMBIM
YYaCTHHUKOM TIOJIIPHOTO POCTa, @ CIY)KaT B OCHOBHOM JIJIsl MEPEMEIICHUST MYKCKOTO TaMETHOT'O
moayns (Astrdm et al. 1995; Fu 2015; Wu and Bezanilla 2018). Bosee Toro, Takum crnoco60M MOKHO

OBLII0 U3MEHHUTD HaIpaBJICHUEC ABUXXCHUA OPraHCIlJI: BOSHHKAJIA XapaKTECpHaA JJIs1 IIOKPBITOCEMCHHBIX
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kaptuHa odparHoro ¢onTana (Justus et al. 2004). OTmerrm, 4T0 aHANTOTUYHBIN dPdeKT HabIFoIAN 1
B SKCIICPHMEHTAX C MOYJIALMCH KOHICHTPAlMK B TpyOKax BHyTpHKieTounoro Ca®* (Lazzaro et al.
2005). M3 3TuX JaHHBIX MOYKHO C/IEIaTh BBIBOJ O TOM, YTO JBH)KEHHE OPraHE/UT B MBUIBIICBOI TPYOKe
XBOWHBIX  KOHTPOJIUPYIOT  COTJIACOBAaHHO  pa0oTarommMe  MHKPOTPYOOUKM M aKTHHOBBIE
mukpodunamentsl (Lazzaro et al. 2013), KoTopbIe, B CBOKO 04epeilb, HAXOATCS 01 KoHTponeM Ca’',
Paznenenne ¢yHKIMiA ¥ B3aMMOJACHCTBHE AKTUHOBOTO W TYOWJIMHOBOTO ITMTOCKEIIETOB MOXHO
MPOMJUTIOCTPUPOBATh HA MPUMEPE JBIKEHUS MUTOXOHAPUN B MBUIBIEBBIX TpyOkax Picea wilsonii
(Zheng et al. 2010). AKTMH ¥ MHO3UH OCYIIECTBJISIOT IBH)KEHHE MHTOXOHIPH, a JIHHAMHKA
MHUKPOTPYOOUEK BIHSICT HA OPTaHU3AIMIO AKTHHOBOTO IIUTOCKEJIETa U TEM CaMbIM OHU KOHTPOJIUPYIOT
CKOPOCTb, TPACKTOPHIO M MECTOIOJIOKEHHE MHUTOXOHJApHWA. HapylleHune akTHHOBOTO IIMTOCKEIeTa
TAKKE BJIMSJIO HA COCTaB OEJIKOB B KYJIbTUBHPYEMOH MbUIbIE el Meiiepa: OblI0 UACHTHOUIIMPOBAHO
6osiee 80 muddepenimaipbHo npeacTaBieHHbIX OenkoB (n3 cymmapubeix 600) (Chen et al. 2006),
(GYHKIMOHATIBHO CTPYNIIMPOBAHHBIX B CICIYIONIUE KATETOPUU: CUTHAJIMHT, OCIIKU, aCCOIMUPOBAHHBIC
C LUTOCKENICTOM, KJETOYHBIH pocT W yrieBonHbld merabonm3m (Chen et al. 2006). B orBer Ha
JICWCTBHE JIATPYHKYJMHA CYINIECTBEHHO M3MeHsIachk Mopdosorus anmapara [ oibku, MUTOXOHIPUI
U aMWJIOIUTACTOB. HapyieHus CTpyKTYphl OpraHeiul coYeTaiuch ¢ TupdepeHnabHON dKCIpeccuei
0enKOB, YYacTBYWOIIMX B WX pabore. B nmanHOW paboTe BIEpBbIE BCKPHITA CIOXKHAs KapTHHA
MOCJIC/ICTBUI Pa3pyIICHUs] aKTHHOBOI'O IIMTOCKENICTa MbUIBLIEBONH TPYOKH, BKJIFOUYasl TIIOOATBHBIC
U3MEHEHHsI OETTKOBOTO MPOMUIISL U KIIETOYHOW IIUTOAPXUTEKTYPBI.

JIpyruM BaXHBIM CTPYKTYPHBIM (aKTOpOM, OIPEACISIOMNM TOJSAPHBIH POCT, TTOMUMO
IIUTOCKeseTa, sBisieTcss kierodynas creHka (Aouar et al. 2010). CambiM paHHHM €€ KOMIIOHEHTOM
SIBJISICTCS] TICKTHH, OH OTKJIa[(IBACTCSl HEMOCPEACTBEHHO B arlieKce 3a cYeT dK3o1mro3a. Llemnonosa u
KaJjio3a y IIBETKOBBIX PACTCHUI OTKIAABIBAIOTCS B JUCTAJIBHON 30HE C YYaCTHEM CIECIMATbHBIX
(bepMeHTHBIX crcTeM (CHHTa3), IOKaIM30BaHHbIX B M1a3mMaiemme Tpyoku (Qin and Yang 2011; Mollet
et al. 2013). Hampumep, y Tabaka OTIIOKEHHE IELIFOIO3HOTO CII0si HAYMHACTCSI HA PaccTosHUH 5-15
UM OT KOHYHKA, KaJljo3a MosABjsieTcs enié aajbiine - okoso 30 um ot konunka (Ferguson et al. 1998).
Takum 00pazom, cocTaB KJIETOYHON CTEHKU 3aBUCHUT OT TOTO, K KakoW (DyHKIIMOHAJIbHOM 30HE TPYOKHU
OHa OTHOCHTCS. OTIMYNE MEKAY 30HAMU COCTOMT €IIE U B TOM, YTO XUMHUYECKOE COCTOSIHUE ITEKTHHOB
NIOCTETICHHO M3MEHSETCS 110 MEpe TOTr0, KaK OHHM U3 allMKaJIbHOH 30HBI IIEPEXOST B CYOATUKAIBHYIO 1
nanee (Geitmann 2010). ITekTuHBI, OTIOKCHHBIC B KOHYHMKE MbLIBIIEBONW TPYOKH, B 3HAYMTEIbHON
Mepe ITepUPHUIMPOBAHBI, TOT/IA KaK B 30HAX, YIAJICHHBIX OT KOHYHMKA, OHU AEITepUDUIMPYIOTCS 3a
Cu€T aKTMBHOCTH (PEpMEHTa NMEKTUHMETHJIICTEpa3bl, YTO NMPHUBOAUT K T'PAJAUECHTHOMY ITOBBIIICHUIO
KECTKOCTH U CHWIKCHHIO AJIACTUYHOCTHU MEKTHHOBOT'O Telisl 10 Mepe yaaieHus ot anekca (Rounds et
al. 2011; Hepler et al. 2013). Drot rpaaueHT OOpa3yercst 3a CUET HAMPABICHHOIO BE3UKYIIIPHOIO

TpaHCIIOPTa B pacTylieid TpyOke. DTepuduunpoBaHHble MEKTUHOBBIE OCTAaTKW, CUHTE3UPOBAaHHBIC B
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anmapare ['oJIb/KH, CEKPETHPYIOTCS B SKCTPEMYME alMKaJIbHOTO JOMEHa U TaM )K€ BCTPAaUBAIOTCS B
KJIETOYHYIO CTEHKY. B Takoil ¢opme nekTuHbl He (HOPMHUPYIOT Te€lb, NMOCKOJIbKY HE CBS3BIBAIOT
JIBYXBAJICHTHbIC HOHBI, YTO Ji€1aeT KOHYMK MSTKMM W DJACTHYHBIM. JTO CIYXHUT CTPYKTYpPHOMH
OCHOBOI1 y/UIMHEHUs TPyOKH B 3TOH 30HE. [locie Toro, kak MeKTUHBI MEPELUIN B 30HYy cybarnekca, OHU
HAUMHAIOT AE3TepUUIMPOBATHCA. JTa MOAU(DUKAIIUS MO3BOJISET ABYXBAJCHTHBIM HOHAM, TJIABHBIM
oGpasom, Ca”, B3amMOIEiiCTBYS C KHCIOTHBIMH TPYIAMH, CIIHBATH MEKIY COGOI OTHCIbHBIC
(parMeHThl TMEKTUHOB € O0Opa30oBaHMEM TOIYKECTKOTO Tels, KOTOpBIH, BMeCTE€ C JAPYTUMH
nojuMepaMu, 00ecreyrBaeT MEXAaHUYECKYI0 IMPOYHOCTb IUCTAIbHBIM YacTsM pacTylled TpyOku
(Hasegawa et al. 2000). M3mcHeHHsS IIMTOMEXaHHYECKHUX CBOMCTB KJIETOYHOW CTEHKH IO MeEpe
yIAJICeHUsI OT KOHYHMKA TPYOKH OBUIM SKCIIEPHUMEHTAIFHO M3Yy4YEHBI METOJOM «MHUKPOBIABIMBAHUIIY,
KOTOPBIi pa3paboTanu kanaackue yuéuoie (Geitmann and Parre 2004). Dtu aBTOpBI BIIEPBbIE CMOTIIH
MOKa3aTh, YTO KOJMYECTBO M KOHGUTYpalMs TMEKTUHOB SBISIETCS KIIOYEBBIM  (DakTOpOM,
onpeneNsomuM (U3HIECKre CBOWCTBA amuKalbHOM Kiaerounoi crenku (Parre and Geitmann 2005a).
Hapymenne akTHBHOCTH NEKTHHMETHIIICTEPA3bI B PE3yJIbTaTe MyTAIlMH U TPUMEHEHHE YKTOIMNYECKOM
NEKTHH-METHIIACTEPA3bl OKA3bIBAJIM 3HAYUTENBHBIA 3((EKT Ha POCT M MOPQOIOTHIO THUIBLIEBBIX
TpyOOK, JEMOHCTPHPYs BaKHOCTh 3TOro epMeHTa B mpolecce ux mnosspaoro pocra (Franklin-Tong
1999; Geitmann 2011).

B cybanukanpHON oOnacTh B JIONOJIHEHME K MEKTHHAM B aroluiacTe TPYOKH HadMHAeT
OTKJIaJbIBaThCsl 1estoa03a. OOpaboTka MHTMOUTOpaMU CHHTE3a IIeJIII0JI03bI BBI3BIBAET allUKaJIbHOE
HaOyxaHHe, TO €CTh, U3MEHEHHE MOP(OJIOTUH alMKaIbHON 00JIaCTH. DTO MOKA3bIBAET, YTO LEJITI0JI03a
y4acTBYeT B KOHTPOJIE CTAOMIIBHOCTH KJIIETOYHON CTEHKHU B CyOanukaabHoOM obnactu. IlpumeuaTtensHo,
YTO BOCCTAHOBJICHHE pOCTa TIOCJIE€ BPEMEHHOM OCTAHOBKH, BBI3BAaHHOM 0OpabOTKON TaKUMHU
WHTUOUTOpPAaMH, YacTO MPOUCXOMUT B HANPABICHHUH, OTIMYHOM OT NMEPBOHAYAILHOTO BEKTOpa poCTa
(Aouar et al. 2010).

B cpaBHeHUM ¢ APYrMMM pacTUTENbHBIMU KJIETKAMH COJEp)KaHHE LEJJII0JIO3bl B KIETOYHOM
CTEHKE TBUTBLIEBBIX TPYOOK HEOOBIYHO HH3KOE. [[pHHIMITHATIEHOE pa3inyie MEXKAY IHITHHIPUICCKON
KOPHEBOW KJIETKOM W MbUIBIEBOM TPYOKOH, KOHEUHO K€, COCTOUT B TOM, UTO IEpBasi pacTeT Mo Bceil
CBOCH JUIMHE, TOTr/a Kak BTopas yMIHMHseTcs Toibko Ha koHme (Geitmann 2011), mputom, uTO
JBIDKYILEH CUJIOW pocTa B 00OMX ciydasx SIBJISETCS TypropHoe AaBiieHHe. UToObl MpernoTBpaTUThH
pacuipeHre CTEP)KHEBOW YacTH TPYOKH, HYXHO COTNPOTHUBISTHCS TYpropy, IUIsi 4ero CTEHKa B
TMCTATBHOM 30HE NOJDKHA OBITh YCHJICHA, W IIEJUTI0JI03a, KaK CYMTAIOT, UTPACT BAXXHYIO POJIb B ATOM
COINIPOTHUBIIEHUH TYPropy IO OKPYXKHOCTH TpyOku. Mcxoas U3 TEOpeTHYEeCKUX MOCTPOCHHUH,
Ipernonaragoch, 4YTo MHUKPOQUOPWIIIBI  JOJDKHBI  OBUTM  pacrojiaraThCsl  MEepHEHIUKYISPHO
MPOJOJIBHON Ocu KJIeTKU. OJHAKO BBISICHHIIOCH, YTO 3TO HE Tak. B MBUIBIEBBIX TpyOKax METYHUU U

€M OCHOBHOE HAaIpaBJIEHWE OPHEHTAUWU MHUKPOGUOPHIIT LEJUTI0N03bl ObUIO mpuMepHO 45° K
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nmuHHOM ocu (Sassen 1964; Derksen et al. 1999), a B mbuiblieBbIX TpyOKax JIMIMK U KapToges mar
cnupanu eme Hwke - 20° u 15°, coorBercrBenHo (Aouar et al. 2010). ITpu TakoM OTIOXKCHHUU
MEXaHUYECKOE COMPOTUBIICHUE IMPOJOILHOMY HW3THOy OTrpaHW4YeHO, HO MeHbIme (dem 90°) yribl
HaKJIOHa 00ECTICUMBAIOT 3HAYUTEIHHOE COMPOTUBIICHUE TAK)KE MPOJOIBHOMY HAINPSDKEHUIO COKATHS U
NPEOTBPALIAIOT M3TUO TPYOKH. MaHUNYISIUKA C TbLUIBIEBBIME TPYyOKaMHu, pacTyIIuMu in Vitro, c
MOMOIIBI0  MHKPOMEXaHMUYECKHUX METOJOB  JCHCTBUTEIIBHO IMOKAa3bIBAIOT, YTO HMX CTCHKHU
JICMOHCTPUPYIOT OTHOCUTEIIBHO BBICOKOE AJIACTUYHOE CONPOTHUBIICHHE U3TMOHOMY HAINPSDKEHHIO , YTO
noaTBepxkaaeT 3ty runoresy (Geitmann and Parre 2004; Parre and Geitmann 2005a).

[ToMrMO TIEIUTIONIO3BI, B CTEHKAX MBUIBIEBBIX TPYOOK COAEPIKUTCS CPABHUTEILHO BBICOKHI
HPOLICHT JPYroro MoJimMepa, UACHTHYHOTO 110 XMMUYECKOMY COCTaBY, HO MMEIOILETr0 PYrod maTTepH
NpOCTpaHCTBEHHOW opranusamuu — Kamwto3sl (Parre and Geitmann 2005b). HepasnomepHoe
pacripesielieHue KaJljlo3bl, KOTOpasi, Kak M IEJUII0I03a, IPUCYTCTBYET TOJBKO B JUCTAILHOW YacTH
TPYOKH, 1O KpailHEeH Mepe, YaCTHYHO SIBJICTCS MPUYMHOM MEXAaHMYECKOTO YCHIICHHS CTEP)KHEBOM
94acTH. Y CTOHYMBOCTh K PACTATMBAIOIIEMY HANPSIKCHUIO aMOP(PHOTO KOMIIOHEHTa KJICTOYHOW CTCHKH
(kaymo3el) OBUTA TIPOJAEMOHCTPUPOBAHA B OMBITaX C (PEPMEHTATHBHBIM PACHICIUICHUEM 3TOTO
HojiMMepa: OHO TPUBOJWIO K YBEIMYCHUIO JuMameTrpa KieTok. Kpome Toro, Meromom
MUKPOB/IABIIMBAHUI OBUIO TIOKAa3aHO, YTO Yy TaKUX MbUIBIIEBBIX TPYOOK JKECTKOCTh CTCHKHU

YMEHBIIIAETCs, a BA3KOCTh, HAIPOTUB, CTAHOBHUTCs Oojiee BoipaskenHoi (Parre and Geitmann 2005b;

Geitmann 2011).

B nbUIBIIEBBIX TpPyOKaX XBOWHBIX PACTEHHH MATTEPH OTJIOXKCHUS KOMIIOHCHTOB CTCHKH
3aMETHO OTJHYACTCS OT TaKOBOTO Yy M3YYCHHBIX BHOB I[BETKOBBIX PACTEHHUM, XOTSA €CTh M CXOJCTBA
(Lazzaro et al. 2003; Fernando et al. 2005). Tak, y cocHBI Kajll03a BCTpEYaeTCsl He B 0a3aibHOW YacTH,
a, HAMPOTUB, HA KOHIAX IMBUIBIEBBIX TPYOOK M B OTHOCHTEIBHO MOJIOJIONW YacTH, a OJMKEe K 3EpHY
ucueszaer (Derksen et al. 1999). [To3xe mprUMepHBIN COCTaB CTEHOK IMbLIBIIEBOW TPYOKH OBbLT M3yueH
it 14 BUIOB TONOCEMEHHBIX PACTEHHH € TIOMOIIBI0 I[MTOXHMHUYECKOTO OKpPAIIMBAHUS U
MOHOKJIOHAJTbHBIX aHTHTeNl. HecMOTpst Ha HeOoJbINe pa3inyus, MblIblieBbie TPYOkHu Podocarpaceae,
Pinaceae, Taxodiaceae u Cupressaceae (Coniferales) nmenu cXOqHBIA COCTaB KOMIOHEHTOB CTEHKHU:
MHOT'O LIEJUTIOIO3bI M apaOMHOTAIaKTaHOBBIX OEJIKOB MPUCYTCTBOBAJIO B CTCHKE TPYOKHU, IEKTHHOB XKe
nouytu y Bcex Obuto mano (Yatomi et al. 2002). Tomsko B mbutbiie Cycas revoluta Obii0 MHOTO
NeKTHHOB, a y Ginkgo biloba B crenke TpyOku B Gosbiiom KosnmvectBe mpucyrcrBoBan B-(1,3)(1,4)-
rtokaH (TJIMKaH CO CMEIIaHHOW cCBs3bi0). Kammosza Obuta u€TKo MOKa3aHa TOJBKO B CTEHKAx
nbUIbIIEBBIX TpyOOKk Podocarpus nagi u Chamaecyparis obtusa (¢ momoIibpo aHUJIMHOBOTO CUHETO), a
takxe Cryptomeria japonica (¢ momoinsio MoHOKIOHANBHBIX aHTrTen) (Yatomi et al. 2002). TToaBoas

HUTOI', aBTOPbl OTMCTHUJIM, YTO HMU OJHA M3 HCCIICAOBAHHBIX ITBLJIBIEBBIX TPY6OK TOJIOCEMCHHBIX HE
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uMelia CTEHOK, TMOJOOHBIX CTEHKAaM MBUIBLBI MOKPHITOCEMEHHBIX, KOTOPBIE COCTOSIT U3 JIBYX CIJIOCB:
NEKTHHOBOTO BHEIIIHETO CJIOS U KaJIo3HOTO BHYTpeHHero cios (Yatomi et al. 2002). Dtu pe3ynbratsl
NPE/NONIarafT, 4YTO COCTaB CTCHKH IBUIBIEBOW TPYOKM MOXET OTpakaTh TaKCOHOMHYECKUE
OTHOIIEHHSI MEXIY TOJIOCEMEHHBIMH W CYIIECTBCHHBIC OTJIMYHMS WX THIA M CKOPOCTH pPOCTa OT
LBETKOBBIX PACTCHU.

Emé omHO BaxkHOE OTIIMYME KacaeTcs MeKTHHOB. Kuciple IeKTUHBI B TPYOKe COCHBI BOOOIIE HE
obutn oOHapyxensl (Derksen et al. 1999), mo-BunumMomy, MeXaHU3M IMOBBIIICHUS )KECTKOCTH 32 CYET
nesTepu(UKaU Yy XBOWHBIX pacTeHUs1 He QyHKIUOHHPYeT. [103ke Kakoe-TO KOJIMYECTBO UX BCE Ke
obuto Haitmeno (Fernando et al. 2010), HO oTCyTCTBHE PETYIATOPHON CHCTEMBI MMOATBEPKIAIOT U
TCHETUYECKNE WCCIEeNOBAaHMS: CIEeUU(PHUUHBIC Ui TBUIBIBI EKTHHMETHIICTEpa3bl HE ObUTH
oOHapysKeHbI y 0a3ajJbHBIX MOKPHITOCEMEHHBIX MK TosioceMeHHbiXx pactenuii (Wallace and Williams
2017). Tlpu uccnemoBanuu SKcrpeccuu reHoB [IMD y 6a3anpHOro nBeTKkoBOro pactenus Nymphaea
odorata 6buTH 0OHAPY)KEHBI TPAHCKPHUIITHI YeThIpex romosioroB [IMD Tuma II u 16 romosoros tumna I,
KOTOPBIX ObLIO OOJIbIIIC B MBLIBIIC U MBLUIBIIEBBIX TPYyOKax, yeM B BereraTuBHbIX TKaHsx (Wallace and
Williams 2017). IlpenmnonararoT, 4YTO YCOBEPIICHCTBOBAaHHBIH KOHTposb 3a [IMD, mnosBieHue
crenu(PUYHBIX ISl MBUIbIEI (DEPMEHTOB, KOTOPBIC OMOCPEAYIOT NEITCPU(PHUKAINIO MEKTHHOB OKOJIO
KOHYMKOB TMBUIBIEBBIX TPYOOK, SIBISIFOTCS KOHCEPBATUBHOW OCOOCHHOCTHEO MOKPHITOCEMEHHBIX M
OIpeIeTISIET OTYACTH UX CIOcOOHOCTh K ObicTpoMy pocty (Wallace and Williams 2017). HeiitpanbHbie
NEKTHHBI TPUCYTCTBYIOT B KOHYHMKE TPYOKH, a Jalibllieé MCYE3al0T, WHOT/A OCTAaBasCh B CJIEJOBBIX
xonuyecTBax B Buue mosoc (Lazzaro et al. 2003). Lemtron03a NPUCYTCTBYET B KOHUUKE MBUIBIEBOM
TpyOoku y Pinus sylvestris u Picea abies, a B Oonee IMCTaNbHONH YacTH SIBISIETCS OCHOBHBIM
KoMmroHeHToM Kietounoi crenku (Derksen et al. 1999; Lazzaro et al. 2003). Cnennduyeckoe
MHTMOMPOBAHNUE OTJIOXKEHUS MHUKPO(UOPUIUT LEIUII0I03bl C IMOMOIIBI0 H30KCaOeHa MPHUBOJIUT HE
TOJIbKO K OCTaHOBKE POCTa U pa3AyBaHHUIO alleKCTOB TPYOOK, HO U K J€30pTraHU3alMl MUKPOTPYOOUEK
(Lazzaro et al. 2003). BosnaeiicTBre u30KcabeHa Ha TBUIBIEBBIC TPYOKH €M, TaKUM 00pa3oM,
MOJTBEPKIAET TUTIOTE3Y O JABYCTOPOHHEH B3aMMOCBSI3H MEXKIY MHKPOTPYOOUKAMH W IIEJUTIOJIO30M B

stux kierkax (Fernando et al. 2005).

2.2 ®OU3HO0J0THYECKHE OCHOBBI MOJISPHOTO POCTa

2.2.1 NoHHbBII rOMeocTAa3

2+ o o
2.2.1.1 I'omeocmas u pecynamopnasn poas Ca”" 6 pacmyuieii nvlibyegoil mpyoke
3a Gonee ueM 50 JeT uccieqOBaHUI poJM KajblMs B MOJSPHOM POCTE MBUIBLEBON TpyOKH

ObUIO HM3y4YEHO BHYTPUKIIETOYHOE paclpe/ieieHHe HMOHOB KalblMsl B TpyOKax psga BHJIOB, YTO
MO3BOJIMIIO COPMYJIMPOBATH KOHIIETIMIO KAJIBIUEBOTO IPAJHEHTA U YCTAHOBUTH €r0 COOTBETCTBHUE

3¢ dexTUBHOCTH mMONSpHOTO pocta. bbima wW3ydeHa JAWMHAMHMKA Kalbldsig B LMTOIUIA3MeE,
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OXapaKTePH30BaHbl TOKH KalbIMs 3JeKTpodusnosorndeckumu Meronamu. Cleayer OTMETUTh, 4TO
TaKoe MPUCTAIBHOE BHHUMaHHE K TeMe U €€ moapoOHOe M3y4YeHHE CBSA3aHO C YAOOCTBOM IBUIBIIEBOM
TPYOKH KakK MOJEITBHOTO OOBEKTa, a TAKXKE C YHHBEPCAJTHHOW POJIbI0 KaJbIHS KAaK PETyISITOPHOTO
AJIEMEHTA B MPOIIECCe MOJISIPHOTO pocTa. B CBsI3M ¢ ycrexamu CEKBEHHUPOBAHUS TEHOMOB MOJICIBHBIX
pPacTeHUI M TPOTPECCOM MOJICKYISPHO-OMOJIOTMYECKUX METOJI0B HMOH-TPACHCIIOPTHBIE CHCTEMB,
oGecreunBaromue nepeHoc Ca’* y [BETKOBBIX PACTCHHMIA, B 3HAYNTEILHON Mepe HACHTHHIIUPOBAHbI;
YTOUHSIOTCS JETall KoMmapTMentamun Ca’’ ¢ mpuMeHeHHeM OENKOBBIX CEHCOPOB. B mocimenmue
rozibl BeAyTcs paboThl [0 paciuudpoBKe Pery/IsSTOPHOH CeTH GEIKOB, CLIOCOGHBIX CBs3bIBaTh Ca’ 1
o0ecreunBaTh JATBHEHIYIO TPAHCAYKIIUIO CUTHAJIA TIPU PETYIISIIUN Pa3BUTHS MY>KCKOTO raMeTO(pHTA.

O Hamuuuu rpaaueHTa [Ca2+]cyt B pacTylieil MbUIbIIEBON TpyOke u3BecTHO ¢ 1975 rona.
BriepBbie n3MepeHus BHYTPHKIICTOYHOTO KaJbIMs B MbLIbIEBLIX TpyOkax juauu (Lilium longiflorum)
GBUIN MPOBENCHBI C MCIONB30BaHHEM °Ca M HH3KOTeMIIepaTypHOi apropammorpadpuu (Jaffe et al.
1975). VcraHoBieHHBIH ()aKT MHOTOKPATHO MOATBEPXKAAJICSA, MaHHBIC YTOYHSIJIMCh Ha Pa3HBIX
00bEKTax C MPUMEHEHHUEM HOBBIX METOJAMYECKUX MOJXOJOB, TJIaBHBIM OOpa30oM, OCHOBAHHBIX Ha
pa3MYHBIX (DIYOPECHCHTHBIX MHIUKATOPaX: MPOHUKAIOIIUX B KIETKY, MEMOPAaHHO-CBSI3aHHBIX HIIH
unbenupoBanHbix (Reiss and Herth 1978; Reiss et al. 1985; Reiss and Nobiling 1986; Nobiling and
Reiss 1987; Rathore et al. 1991; Lazzaro et al. 2005; Cardenas et al. 2008; Rounds et al. 2011; Qu et
al. 2012, 2016). B snoxy pa3paboTku OEIKOBBIX (IyOPECICHTHBIX HHIUKATOPOB IPAIUEHTY [Caz+]cyt
BHOBb CTaJM TmocBsmarh myonukaiuu (lwano et al. 2004; Diao et al. 2018). Kak mnokazanu
NPOBE/ICHHBIC HCCIICI0BAHNUS, TPAAUEHT [Ca2+]cyt XapakTepeH JUIs BCEX M3YYEHHBIX TOKPHITOCEMEHHBIX
pacTeHui, a Takxke 11 XBOHHBIX pactenuit (Fernando et al. 2005; Breygina et al. 2021a).

CuwnTaercs, 4TO rpajueHT [Ca2+]cyt IPUCYTCTBYET TOJBKO B PACTYIIUX IMBUIBIIEBBIX TPyOKax.
[Tocne rubenu mnm n00aBieHUS B Cpeay OJIOKATOPOB WJIM aHTarOHUCTOB Ca’*-kaHanos TpajlieHT B
KOHUMKE TBUIBLEBOW TpPYOKM Hcye3al, a pocT TpyOku mnpekpamanci. OngHako 3¢dext Obul
00paTHMBIM, U KOTJIa TPYOKH TEPEHOCHIIN B Cpeay 0e3 MHTMOUTOPOB, OHM OBICTPO BOCCTaHABIMBAIIU
rpamuent Ca’" u BosoGHoBmsm poct (Konrad et al. 2018). V IBETKOBEIX pacTeHHil ¢ MOMOIIBIO
(JIyOpeCIIEHTHBIX KpacuTedell ObUIM BBIABICHBI COMPSDKCHHBIC OCIHHUIAIUK CKOPOCTH pOCTa
IBUTBLIEBOH TPYOKH W [Ca2+]cyt; OKa3aJoCh, YTO OTH IIOKa3aTedH KOJEOIIOTCS C OJMHAKOBBIM
nepuosioM U copmanaroT o ¢ase (Pierson et al. 1996). B To xe Bpems, kojaeOaHUs [Ca2+]cyt He ObLIH
00OHapy)KeHBI MPHU POCTE TBUIBIIEBON TPYOKe, pacTyIei B MECTUKE, OJHAKO ITO MOKA YTO CANHUYHbBIC
nannsie (Iwano et al. 2009).

Kparko oxapakTrepu3yeM HCCIIECIOBaHHBIE K HACTOSLIEMY MOMEHTY AaCHEeKThl PErylIsiTOPHOM
(GYHKIMH KalbIMs B MPOLIECCE MOJIIPHOTo pocTta. Tak, AUCCHNAIMs IPaIueHTa U PEe3KOe yBEINYCHUE
[Ca2+]cyt, MO-BUAMMOMY, SIBJSIFOTCS KJIFOUEBBIMH MEXaHHM3MaMH, BEIAYIIMMH K a0OpTHPOBAHHIO

neLIbIEl Ipu camonecoBMectumoctr (Franklin-Tong et al. 2002). Taxke rpagueHt [Ca2+]cyt urpaer
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KJTIOYEBYIO POJIb B OIMPE/ACICHUU HAMPABICHHS POCTAa. DKCIEPUMEHTHI HAy4HO# rpymmbel Manxo, B
KOTOPBIX HAIPaBICHUE pOCTa TPYOOK IN Vitro M3MEHSIIOCHh PH OMOIIH MCKYCCTBEHHBIX BO3/ICHCTBHI,
nokazaiu, uto [Ca**]e, urpaer B 5ToM KiTr0ueBYIO potb. Tak, HAIPABICHHE POCTA TBLIBLEBBIX TPYOOK
Agapanthus umbellatus mosxer 6bITh M3MeHeHO HOHO(OpeTHUECCKUM BBeaeHHeM Ca’’ u ciaGbiMu
JNIEKTPUYECKHUMHU TIOJIIMH, KOTOPBIC 3aCTaBIISUIM TBUIbIIEBbIE TPYOKH pacTH IO HANpPaBICHUIO K
kartony. Ilpunoxenue nokanbHOTO Trpaguenta uoHodopa A23187, KOTOpPBIM, Kak IOJArawr,
otkpsiBaeT Ca’*-mpoBosIEe KaHANEL, BHI3BIBATO MEPEOPHEHTALINIO KOHYHKA MBUIBLEBOH TPYOKH B
cTopoHy BoszeiicTBus. Kor/a B muTatenbHyIo cpey 106aisuin Ginokarop Ca’ -mpoBoIsiiX KaHAIOB
GdClz, TpyOkM HaYMHAIX pacTH B CTOPOHY, IPOTHUBOIOJOKHYIO BO3JACHCTBHIO. HakoruieHue
cBobogHoro Ca®* B IMTO30IE MPEIIECTBOBANO IEPCOPHCHTAIMH KOHYMKA K  IO3BOJISIO
npejckaspiBath Hanpasienue pocta (Malho et al. 1994). [Mo3gHee 3T0 HAOMIOACHHE JOMOIHHI TOT
GbakT, 9T0 perucTpupyemas ¢ MOMOIIbI0 BHYTPHKIETOYHBIX CEHCOPOB IEPCOPUCHTAIMS TPAJNCHTA
IpeIecTBYET MOBOPOTY pacTyiiei Tpyoku Bo Beex ombitax (Dumas and Gaude 2006; Chae and Lord
2011; Diao et al. 2018). VBenuuenue [Ca2+]cyt B MOMEHT BXOJIa MBUIBIICBONM TPYOKH B CEMS3a4aTOK
HEMOCPEICTBEHHO Iepen €€ pa3pblBOM M BBICBOOOXKICHHEM CIIEPMHEM U3  LUTOILIA3MBbI
3aperuCTPUPOBAHO TPH KYJIbTUBAIMU MBLUIIIBI B cHcTeMax Semi-in-vivo (Palanivelu and Preuss 2006;
Diao et al. 2018). /TanbHeiimas AeMOHCTpALKs 3HAYECHHS BHYTPHKJIETOYHOTO CBOOOIHOTO Ca’'- 6bi1a
TMOJTyUeHa TyTeM MHKPOMHBEKIINN BPEMEHHO cBsizaHHOro (caged) Ca’" B JKHMBBIC IBUTBLICBBIE TPYOK.
[ocrie BBeACHUST KOMIUIEKCA TPYOKH OOIyYaiuch YiIbTpadUOJICTOBBIM CBETOM C OJHOW CTOPOHBI B
paifoHe MX KOHYHMKA, 4TO BBI3BANO (OTOIM3 KOMILIEKCA H JOKaIbHOE BhIcBOOOKIeHHe Ca’’ B amekce.
JlokanbHOE TOBBIIICHHE YPOBHs CBOGOAHOTO Ca’’ BBI3BANIO NEPEOPHEHTAIMIO POCTA KOHUYHKA B
CTOPOHY OOJIY4EHHOTO ydyacTKa. JTa KapTHHA JOTMOIHSIACH JIOKAIBHBIM CHUYKEHHUEM YPOBHS Ca®" na
NPOTUBOIIOJIOKHOW CTOPOHE TPYOKH, B pe3yibTaTe Yero MepEeOPHEHTAIUs] POCTa CTaHOBWIIACH
ycroiunBoii u coxpansutack (Malho et al. 1995; Malho and Trewavas 1996). Kanbuuii-3aBucumas
KWHAa3a, JIOKAJIM30BaHHAS B KOHYMKE IMBUIBIIEBONH TPYOKH, TaKKe€ MOXET NPUHUMATh y4acTHE B
OTIpE/ICICHIH HATPABIICHHST POCTa TPYOKH B pesynbrare cBsseiBamms Ca’' (Moutinho et al. 1998;
Gutermuth et al. 2018). Cucrema HaBUTaMK TPYOKH C TOMOIIbIO KaJbIHs, MO-BUAUMOMY,
(GyHKIHOHHPYET IN VIVO, mapauienbHO C JAPYTMMH HAMpaBISIOMUMU (aktopamu (B OCHOBHOM
NENTUIHON MPUPOJIBI), KOTOPBIX MBI HE OylIeM 37ech KacaTbcs. PaboT, MOATBEp:KIAIONIMX HATUYUE
JIOCTYITHOTO KaJbIIMsl B TKAHSX PbUIbIIA, JOBOJIBHO MHOIO, Y)K€ U3y4YCH LENbIA PsIJi BUIOB, BKIIOYAs
MOJICOJTHEUHHK, XJIOMOK, TabaK, Kammycry, 0aTar, MMy Komouyro u nepBouseT (Zheng et al. 2019).
Haubonee mo3nnue u3 paboT Ha 3Ty TeMy Obuta mpoBeneHbl Ge ¢ coaBropamu Ha Tabake u Wei ¢
COABTOpaMH Ha KalycTe, MPU 3TOM B TEPBOM paboTe ObUI MPOAHATM3UPOBAH HE TOJBKO YPOBEHb
Kalbl[Usl B TMECTHKE, HO M €ro TMOMVIOMICHHE MbUIbIEBBIMU TpyOKamu. s oOHapy) eHus

c1a00CBSI3aHHOTO KaJIbIUs B 00enx paboTax MCIOJIb30BAJICS aHTUMOHAT Kayns. Y Tabaka peuUIble MPU
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TOTOBHOCTH K OIIBUICHHIO MOKPBIBAETCS CIOEM TIMKONPOTEMHOBOTO 3Kccynara. B 3ToMm cioe MHOro
MYy3bIPbKOB, B KOTOPBIX aBTOPBI OOHAPYXHIM OOMIBHBIN OCAIOK COJIM Kanblus. Bo Bpems onbUIeHUs
OTJIOXKEHUs Kaibliisg ObUIM OOHapy)XEHbl IVIABHBIM OOpa3oM B pbUIbLIE, Opa3fo MEHbLIE ObLIO
0GHApYXKEHO B MPOBOXHMKOBOM TpakTe. Uepes 22 waca mocie ONMBUICHHS KOHIEHTpamus Ca’’ B
IIPOBOTHUKOBOM TPaKTe 3HAYUTEIHHO BO3PACTAET, IPHUEM HEPABHOMEPHO, TPAIUEHT MPOCIICKUBACTCS
OT TpaHMIB! ¢ pbuibLeM 10 3aBs3u (Ge et al. 2009). B mecruke kamyctsl Ca’’ Taxke obpasyer
IPaJMEHT OT BEPXYIIKH K OCHOBAaHHUIO CTOJOMKa. B 3TOM ciy4yae rpaauieHT HpPOCIEKHUBACTCS U IO
OTBLICHHS, HO MocIe ypoBeHs Ca’* B IPOBOIHMKOBOM TPAaKTEe YBEIHUIMBACTCS, M TPAIHCHT CTAT 60JIee
BoipaxcennsiM (Wei et al. 2010a). Hakxomnenme Ca®'-comepiamero ocaika B 30HE arepTypsl
IBUIBLIEBOTO 3epHa Tabaka Mpu mpopacTaHud IiN VIVO CBUAETEIBCTBYET O TOM, YTO IbUIbIA MOTJIONACT
Ca?*. Oca oK aHTHMOHMTA KaJbIlHs, KOTOPbIi HAKAIUTMBAETCS B IMTOILIA3ME BErETATHBHON KICTKH,
U3HAYaJIbHO KOHLIEHTPUPYETCS B HEOOIBIINX BaKyOJIsX, HO [0 MEpe MPOpacTaHus OHU, [10-BHIUMOMY,
CJIMBAIOTCS, 00pa3ys APKO BbIPAKEHHbIE IUIOTHO OKPAIIEHHbIE BE3UKYJIbI, KOTOPbIE IPEUMYILECTBEHHO
HAKaIJIMBAIOTCST BOJIM3M TMPOKCUMalbHOW oOnacTu pacrymierd Tpyoku (Ge et al. 2009). Takum
00pa3oM, KalbLUi HE TOJIIBKO y4acTBYET B MOAJICPYKAHUU MOJIIPHOTO POCTA U BOCIIPUATUN PA3TUIHBIX
CUTHAJIOB, HO MOKET M HEMOCPEJCTBEHHO HANPABIISITh TPYOKH, BPACTAIOIUE B IECTHK.

Kak roBopuioch Bblle, OOJbIIOE YHCIO PA0OOT MOCBSIIEHO CHUCTEMaM TPaHCMEMOPAaHHOTO
neperoca Ca’* B MbLIbIEBOIT TPYOKe M AeTalsM peryisimu ux pabotsr (Hepler et al. 2012; Konrad et
al. 2018; Zheng et al. 2019; Yang et al. 2021a).

Kak u B pyrux pacTUTEeNbHBIX KJETKax, B MbUIBLEBONW TpyOKe HMU3KOe OazaibHOE 3HAYEHHE
[Ca2+]cyt TOJUTep/KUBACTCS G1aroapsi aKTHBHOMY dKcropTy Ca?’ B aromiact u Bo BHYTPHKJIETOUHEIE
KOMOapTMeHThl. OfHOM M3 BaXHEWIIMX TPAHCIOPTHBIX CHCTEM  SIBJISIETCS Ca’*-AT®aza
IJIa3MaJIEMMBL.  Y4acTue Ca2+/KaﬂLM0)1ynHH-aKTI/IBpreMofI AT®azer ACA9 B  aKkTHBHOM
BhIKaumBannn Ca2* i3 pacTyIeil MbUTbIEBOI TPYOKH GbLIO MOKa3aHo B pabote IIuET ¢ coaBTOpamu Ha
Arabidopsis (Schigtt et al. 2004). C nomomsio 3xcnpeccuu penoprepa GUS nox mpomoropom ACA9
MoKa3zaHa mnpeumymniecTBeHHas skcrpeccuss reHa ACA9 B mwuibile. KoHpokanbHas MUKPOCKOIHS
neMoHcTpupyet, 9yTo koHbtoraT ACA9-YFP nokammsyercs B mia3MaTHIeCKOl MeMOpaHe paBHOMEPHO
0 JUIMHE MbUIbIEBON TPYOKH. T-HHCEPLUHMOHHBIE MYTAaHTHI 110 TeHY aCa9 XapaKTepU3yITCs YaCTUYHON
MYXCKOW CTepHJIbHOCTBIO. [IpH OMbUIEHUH pacTeHUH IMKOro THUIIA MbUIBIOW acad MpOMCXOAMT
CHI)KEHHE CEMEHHOM MpoayKTUBHOCTU Ooiiee yeM Ha 80%. Bce 3Tu QaxThl MoAuepKUBAIOT BAXKHYIO
posiib AT®a3sl B 3kcnopre Ca?* u3 umrommasmel. B pe3ynbrate paboThl (pepmMeHTa HU30BITOYHBIN
KaJblIIMHA M3 IIMTO30JIs1 TMOCTYHAaeT B KJIETOUHYIO CTeHKy. Kak ObUIO yKa3aHO BbIIIE, COCTaB CTEHKU
OBUIBIIEBON TPYOKM HEOAHOPOJEH IO JJIMHE: Yy IIBETKOBBIX pAcCTEHUH B anMKaJbHOH YacTu
JOKAJM30BaHbl ~ NPEUMYILECTBEHHO  HEHTpaJbHble  IEKTUHBI, KOTOpble B  JalbHeHmem

Ne3TepuUIUPYIOTCS € y4acTHEM MEeKTMHMETWIACTEpas3bl; BBICBOOOXKAAIOIIMECS KapOOKCHIIbHbBIE
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TPYIIBI TaJaKTYPOHOBOM KHCIIOTHI CBSI3BIBAIOT JIOCTYITHBIC JBYXBAJICHTHBIC KATHOHBI, OCHOBHBIM M3
KOTOpBIX sBisiercs Ca’t, 3a cuér uero obpasyercst Gojee TUIOTHBIA MeKTHHOBBIT MaTpuke (Bosch and
Hepler 2005). biaaromapst mpuCyTCTBHIO MEKTUHOB KJIETOYHAS CTEHKA SBISCTCS PE3CPBYapOM IS ca®
u obmamaer «OydepHOH EMKOCTBIO», OKa3blBasg BIUSHHE HA TPAHCIOPT STOrO0 HOHA depe3
mwiazmaieMmy. Kak ormeueno B 0030pe Xermsepa ¢ COaBTOpaMH, TOKH Ca®*, KOTOPBIE€ JOCTYIIHBI JJIS
U3MEPECHHUSI B MBUIBIIEBBIX TPYOKax, OTPaKalOT CYMMAapHBIH MpOIEecC MepeHOoca KalblHs, KOTOPBIH
BKJIFOYACT MEPEHOC Yepe3 KaHaJbl IJIa3MajIeMMbl M JIBWKEHHE B KICTOYHOH CTEHKE, MPUYEM BKJIa[
KJICTOYHOM CTEHKH, 10 MHEHHIO aBTOpoB, mpeobOmamaer (Hepler et al. 2012). B cBsa3u ¢ stum
0GBEKTOM, IPUTOAHBIM IS HEMOCPSACTBEHHOTO M3YYCHHs CHCTeM Tpancropra Ca’, sBisiorcs B
HEPBYIO OYEPE/Ib MPOTOILIACTHIL.

B oTiMuMe OT BBIKAYMBAHHS WOHOB KAIbIWs, MOCTymieHne Ca’’ B ILMTO30J1b MPOHCXOINT
NaCCUBHO, 0€3 3aTpaT PHEPTUH, U3 aIoIliacTa WK BHYTPUKICTOYHBIX KOMIAPTMEHTOB Yepe3 KaHaJIbl.
Emé Ha 3ape 31eKTpopU3nO0IOrHUSCKUX UCCIICIOBAHUN B allMKaIbHON YaCTH MbLIBIIEBOIN TPYOKH OBLI
oGHApyKeH BXOIHOH TOK, KOTOpHIl Gbln omucan kak Tok Ca’ (Weisenseel et al. 1975). ITosanee
Jpyrue aBTOPbI OATBEPIMIN, YTO IPAJUCHT [Ca2+]cyt u Bxoz Ca”" M TeCHO CBSI3aHBI C POCTOM TPYOKH
(Pierson et al. 1996). MuruGuropsl Ca’*-nmpoBomsmux KaHaioB HU(GEAUINH U TPEXBAICHTHBIC
katronel GA®* u La®* BBI3BIBANM MCCHIIALMIO TPAjUEHTa W OXHOBPEMEHHO OJOKHPOBAIM POCT
IBUTBIIEBON TpyOKH. Takum oOpa3om, TpagueHT [Ca2+]cyt TOJUICPKIBACTCA 32 CueT akTHBHOCTH Ca’'-
NPOBOJSAIIMX KAHAIOB IIa3MaJIeMMbl, ¥ (DYHKIIMOHUPOBAHUE 3TOW CHCTEMbI KPUTHYCCKHA BAXKHO IS
HOJJIEPKAaHUS MOJISIPHOTO POCTa.

KakuM 00pa3oM Kanblmii ynpasiser poctom? JIOTHYHO OBUIO MPEANOTOKHTE, 4o Ca’
KOHTPOJIUPYET MPOIECC IK30LUTO3a, KAK U TIPH CEKPEIIUH HEHPOMETUATOPOB B KJIETKAX KUBOTHBIX, HO
NpU PETUCTPAlMU KOJEOAHWH pOCTa W BHYTPUKICTOYHOH KOHIICHTPAIMU KAJbIHS B MBUIBLEBBIX
TpyOKax BTOpOW IMOKa3aTelb BCEra OTCTaBal MO (ha3e OT MEpBOro, 4TO HE YKIABIBAIIOCH B OTY
mozenb (Konrad et al. 2018). ITonumaHue poSH KalblUs CTaI0 BO3MOXHBIM Oaromaps H3y4eHHUFO
0eJIKOB-YYaCTHUKOB Mpolecca JK30IMTO3a: KoMmIuiekca sk3omuctel 1 Rop I'Tdasz (Woollard and
Moore 2008; Yang and Lavagi 2012; Zarsky et al. 2013). Cy6wemunmia sk3omuctl SEC3a
B3aUMOJICHCTBYET CO CIEIU(PHYECKUMUA MEMOPaHHBIMHU JIUIHIAMU B KOHYHMKE MBUIBLIEBOH TPYOKH, U
ee CyOKJICTOYHAs JIOKAIM3allHsl ONPECIsieT MECTO CIIMsHUS Be3ukyl ¢ memOpanoii (Bloch et al. 2016).
Maxkcumymbl aktuBHOCTH ROP1 B anmkanbHOM T1a3MaTHUECKOW MeMOpaHe, Kak U MMUKOBbIC 3HAYCHUS
[Ca2+]cyt, orepekaroT o ¢ase OBICTPBIN POCT, U, MPEANOI0KHUTETbHO, ROP1 MOXET KOHTPOJIMPOBATH
nputok Ca’* depes miasmariueckyio MemOpaHy korunka (Gu et al. 2005; Hwang et al. 2005). Oxaum
U3 KJIIOYEBBIX MIPOKOB B XEMOTAaKCHYECKOM HAINPaBICHMM NbUIbLEBBIX TpyOok sBisiorcs LURE,
borarble IIMCTEHHOM aTTPaKTaHTHBIC MENTHABI, cekpetupyembie cuneprugamu (Okuda et al. 2009).

Penentopet LURE PRK6 u MDIS1 Bmecte ¢ ux kopeuentopamu MIK1 u MIK2 cnyxkar pis
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BHEIIHETO KOHTPOJIS 33 9K301MTO30M (depe3 curHaiauur ¢ yuactueM ROP1 Rho I'T®assr) (Takeuchi
and Higashiyama 2016; Wang et al. 2016a; Luo et al. 2017; Zhang et al. 2017). Onnako 10 cux mop
OCTaeTCS B 3HAYMTCIBHOM CTCNCHH HESCHBIM, Kak Ca’' peryiupyer VUIMHEHHE TpyOKH,
o0ecrieynBaeMoe dK301UTO30M, H Kak perentopsl LURE ympasistor atum mporieccom. B cemsizauarke
l-amunonukionpomnan-1-kapéonosass  kucinora (ALIK), mnpeamiecTBEHHUK CHUHTE3a JTUJICHA,
crumympyer GLR-3aBucuMoe moBbimenne Ca’*, 4ro, B CBOI OdYepeib, CIIOCOOCTBYET CEKPEIHH
LURE]1 u npuBneyeHuto nbuiblieBbIX Tpyook cuneprugamu (Mou et al. 2020).

Iox kouTponem [Ca**] HaxomuTCs Takke CTPYKTypa M IMHAMHUKA aKTHHOBOTO LIHTOCKEINETA,
KOHTpoJHpyeMasi MHorouncienusiMu Oenkamu (Cai et al. 2015). Cpennu Ca’*-3aBHCHMBIX AKTHH-
CBSI3BIBAIOIIMX OEJIKOB CIIEAYET YIOMSHYTh, HAIPUMEp, NpOopHIInH, OeIKH, coaepxamiue jomer LIM,
ROP-unTepaktuBubiii 1 CRIB-motuB-comepkanuii 6emox 1 (RIC1), a Taxke Buumuabl (Qian and
Xiang 2019). Bricokuii ypoBeHb [Ca2+] B KOHYMKE TPYOKH MOJAEPKUBAECT PEMOICIMPOBAHNE aKTHHA
U 0o0ecreYnBaeT €ro CyImEeCTBOBAaHHE B BUJAC PEIKUX KOPOTKUX (DMIAMEHTOB, TOT/Ia KaK HU3KUN
YpOBEHb [Ca’*] B obmactd XBOCTOBHKA KOpPpENUpyeT C JIOCTATOYHO TOJCTHIMH W CTaOMJIBHBIMU
AKTHHOBBIMH KaOeJIsIMH; OCHOBHBIMH MEIMATOpAaMH B JTUX OTHOIICHHSX SBIISIOTCS OCJIKH
cynepcemeiictBa BuutnH/renb3onun/pparmun (Cai et al. 2015; Qian and Xiang 2019); cybanukaibpHas
aKTUHOBass 0axpoMa TECHO CBs3aHA CO IICIIOYHOW IIOJIOCOM, MPEIIOIOKUTEIBHO, Yepe3 (akTop
nenonumepusaiun aktuHa (ADF) u B3aumoneiictByrommii ¢ aktuaoM Genok 1 (AIP1) (Chen et al.
2002; Lovy-Wheeler et al. 2006). Takum 06pazom, mpoBormpys mputok Ca’* B KOHYMK IBUTBIICBON
TpyOKM u peryiaupys BHyTpukierounblii pH, A®K moryr Tem cambIM BIHATH Ha aKTHHOBBIN
IIUTOCKEJIET.

B IenOM MOKHO 3aKmo4nTh, 4T0 Ca’’, MO-BHANMOMY, NPHHAUIGKAT IHIAPYIOMAs |
OpraHM3yIoIasi PoJib B HOHHOW PEryJsIUU Pa3BUTHUS MY)KCKOTO ramero(duTa IIBETKOBBIX PACTCHHH.
Yro KacaeTcs TOJOCEMEHHBIX PACTEHHUH, TO Y HUX POJIb ATOTO MOHA W3y4eHa 3HAYMTENbHO ciabee. B
Ka4eCTBE MOJICIBHBIX OOBEKTOB B HCCIEIOBAHUSIX KAJIBIIMEBOTO TOMEOCTa3a MCIOIb30BAIH TTBUIBILY
cocusl bynre (Wu et al. 2008) u pazanunsix Bugos enu (Lazzaro et al. 2005; Chen et al. 2008, 2009).
Pacnipenenenue Ca’* B TpyOKax BBIABIISIM C IIOMOUIbI0 HHBEIMPOBAHHBIX (IIYOPECIIEHTHBIX
KpacuTesael, YTO TO3BOJWIIO ONHCATh AaNHMKaJbHBIA KaJlbLUEBBI TI'PaJMEHT, 3HAUYUTEIBHO OoJee
MOJIOTHIA, YeM y TMOKPBITOCEMEHHBIX pacTeHHil. B mbuibiieBbiX TpyOkax Picea abies murto3osbHas
KOHIIEHTpaLHs Ca?* m3mensimack ¢ 450 HM B JKCTpeMyMe arekca 10 225 HM B OCHOBaHUM YMCTOU
3oubl (Lazzaro et al. 2005). [TomoGHBbI#t ke MaTTepH HAOMIOAAICS U y APYTUX BUIOB B KOHTPOJBHBIX
YCIIOBUSIX.

brokupoBaHue KalubIMEBBIX KaHAJIOB IUIa3MaJEMMBI, €CTECTBECHHO, YMEHBIIAIO KaJIbI[HEBbIC
TOKH, IIPUBOIMIO K NMCCHIAIMH TPAAMCHTAa W CHWKAO BHYTPHKICTOYHYIO KOHIEHTparmio Ca’’ B

nbLIBIEBBIX TpyOKax Picea abies, P.wilsonii u P. bungeana (Lazzaro et al. 2005; Chen et al. 2008;
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Wu et al. 2008). YV cocubl byHre mnpumeHeHHe HWHrHOMTOpa HHU(EIUIHMHA BBI3BIBAIO PSJI
IUTOJIOTHYECKUX (P PEKTOB M U3MEHeHHe Habopa skcnpeccupyembix oenkos (Wu et al. 2008). Pannwmii
oTBeT (B TEUeHHE wYaca TIOCIe OJIOKUPOBAHMS KAIBIUEBBIX KaHAJIOB) BKIIIOYA HaPYIICHUS
YIABTPACTPYKTYPBl OpraHeiul (MUTOXOHApHi, ammapara [ompmku u DOIIP) m u3MeHeHHs cocTaBa
OenIKOB, y4acTBYIOIIMX B reHepamnuu 3Hepruu u curHanumare (Wu et al. 2008). Benen 3a atum (u
OYEBH/IHO, BCJICJCTBUE 3TOr0) HAUMHAJACH JCTIOJMMEPU3alisl aKTUHA, BOSHUKAN AUCOATAaHC SHI0- U
IK30LIMTO32 W HApPYIICHUS MPOIECCOB CTPOMTENBCTBA KJIETOYHOH CTEHKH. OTH Pe3yJbTaThl
JEMOHCTPUPYIOT HEOOXOAUMOCTh BXOHBIX TIOTOKOB KaJbIIHS Yepe3 IIa3MalIeMMY JIJIsi BCECTOPOHHETO
NOJIeP)KaHUsl aKTHBHOTO POCTA IMBUIBIICBON TPYOKU. Y e BuibcoHa ¢ MPUMEHEHUEM IBYX IPYTHX
UHTUOUTOPOB M3yUalld IOCIEICTBHS OJI0KA BXO/1a KAJIBIHSI C TOYKH 3PCHHUSI CTPOUTEIBCTBA KICTOUHON
cTeHkd. OKa3aioch, YTO, TOMHMO OXHJIaeMbIX 3()()EKTOB Ha POCTOBBIC MPOIECCHI, 00a WHTHOUTOpa
CHJIbHO M3MEHSUIM MOPQOJIOTHI0 TPYOKH, HAIpPUMEP, BBI3BIBAIM CHIBHOE HAKOIUICHHWE KAJJIO3BI B
00JTacTH KOHYMKA, a TAKXKE IMaTTePH OTIOXKCHHS JAPYIrHMX CTCHOUYHBIX KOMIIOHEHTOB, TaKUX, Kak
NEKTHHBl ¥ apa0MHOTAIIAKTAHOBBIC OCIKH, MPHYEM JTO ObUIO IOKa3aHO JBYMS HE3aBHCUMBIMH
merogamu (Chen et al. 2008), yro yka3piBaeT Ha TECHYIO CBsI3b MEXKIYy T'OMEOCTa30M KaJbIUS U

CTPOUTCILCTBOM KJIETOYHOM CTEHKH.

2.2.1.2 F'omeocmas, mpancnopm u zpaduenm H' ¢ pacmyuwieii nvinvyesoit mpyoke

BaxHylo pomp B pocTe TBUIBIIEBOH TpyOKkM wurpaer BenwmumHa PH  murTozons u
TpaHcMeMOpaHHBIE TPOTOHHBIE TOKH. BriepBble cOO0IIEHHE O TOKaX MPOTOHOB B IMBUIBIIEBON TpyOKe
cnenanu Weisenseel u Jaffe, kotopbie u3ydanu pacTyiyto TpyOKY JHIHU C TOMOIIBIO HECEIEKTHBHBIX
mukposnekrponoB (Weisenseel and Jaffe 1976). M3menss cocraB cpenbl, OHH MPHILIIO K
3aKJIIOYEHHIO, YTO BBIXOJHOM TOK 3apsKEHHBIX YacTUIl B cyOamukagbHOW oOnactu Gopmupyercs 3a
cuét H' W mpeamonoxumu, 4To 3a HEro OTBedaeT NpPOTOHHAs Tomma. Heckombko mosiaHee Oblma
OlKcaHa yAMBUTENbHAs CIOCOOHOCTh PACTYIIUX TPYOOK 3aKUCIATh CPeAy, B KOTOPOM OHU HaXOASTCH,
npuyeM B OTCYTCTBHE OydepHOil cMecH TpyOKM MOTIH caBUraTth pH HAacTOJIBKO, YTO OH CTAaHOBMIICS
HeonTUManbHEIM st pocta (Tupy and Rhova 1984). B paGore Kimaccuka (GU3HOIOTHH MOJSPHOTO
pocta Deibko ¢ coaBTOopamMu ¢ momomsio PH-uyBcTBHTENpHOTO Kpacutens BCECF B pactymeit
IBUIBIIEBOM TPYOKe UMK ObUT BIIEpBbIE BhIsBIEH TpaaueHT PH crnoxHoit popmsl (Feijo et al. 1999): B
anuKaJbHOW yacTu TpyOku PH kuciblit (6.8), B cybanukaibHON 30HE PACIIONOXKEH «IIETTOYHON MOSICH
co 3HaueHueM pPH oxomo 7.5. B crepkHeBOl 4YacTu mbuUIbLIEBON TpyOku PH HelTpanbHbI.
[Tognepxanue menouHbIXx 3HaYeHWd pH B cyOanmukaibHOW OOJacCTH SIBISETCS PE3yJbTaTOM
aktuBHocTH H'-AT®aspl (cM. jmanee), Torja Kak Kuclble 3HaueHus PH B anukanbHOM yacT, 110
OOIICTIPUHATOMY MHEHHIO, OOYCIIOBJIEHBI BXOJIOM IIPOTOHOB Yepe3 HECEIEKTUBHbIE KaTHOHHBIC
kananel (Hepler et al. 2006). Cosmagenue kojebanuii pH u [Ca2+]cyt mo (aze MOATBEPIKIACT

+ +
npeanonokenue o ToM, 4o Bxox H' n Ca®* ocymecTBisieTcs uepes eiHyI0 TPAHCIIOPTHYIO CHCTEMY.
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Taxke BXOA TPOTOHOB MOXET OBITH OMOCPEIOBaH TpaHcmoprepamu cemeiictBa CHX, kortopsie
aKTHBHO dKcnpeccupyrores B meuiblie (Michard et al. 2009).

Takum oOpa3om, B pacTymiell TpyOKe MPOUCXOMUT IHUPKYIALUS HPOTOHOB. aKTUBHBIA BBIXOJ
IPOUCXOIUT B CTEPKHEBOW YacTH TPYOKM, HO MaKCHMaJleH B OOJIaCTH «IIEJIOYHOrO MOSCa», B TO
BpeMs KaK MAaCCHBHBIM BXOJl MPOUCXOANT B alMKajIbHON 30HE. C MOMOIIBI0 HHTHOUTOPHOTO aHAIN3a
MOKa3aHO, YTO MOJAEp)KaHUE KHUCIBIX 3HaueHUH PH B anmukanbHON 007acTH TBUIBLEBOH TPYOKH
HeoOxoaumo st e€ pocra (Hepler et al. 2006), npu 3ToM B HepacTyIUX TPYOKaX «KHUCIbIH KOHYHUK»
OTCYTCTBYET. PaHHME MaHHBIE O MPOTOHHBIX TOKAX IMOJBEPIINCH KPUTHKE, MOMBITKA OINPOBEPTHYTH
Hanmuuue rpanuenta pH m 3HadeHme 3TOro mapamerpa npeanpuHuManuch B 90e romer XX Beka
(Fricker et al. 1997). CymecTBoBaHHe NPOTOHHOIO I'PAJMEHTA B MBUIBLEBBIX TPYOKax I[BETKOBBIX
pacTeHuil OBLIO MHOTOKPATHO TOKAa3aHO M SBISAETCS OOMmen3HaHHBIM (akToM. [ TBUIBIEBBIX
TpyOOK TOJIOCEMEHHBIX PACTEHHI TaKUX JaHHBIX He ObLIO 10 Havana Hamed pabotsl (Breygina et al.
2021a).

H'-AT®aza mnasMazeMMbl pPACTHTENbHOH KIETKM BBITONHSET [BE OCHOBHBIE (DYHKIMH:
peryisinusi MeMOpaHHOTO TMOTeHIaia U KouTpoib PH muromnasmer (Falhof et al. 2016). Ha pa3ubix
oObekTax ObUIa BBIABICHA NpsAMas 3aBHCUMOCTh MEXIY aKTHBHOCTBIO IPOTOHHOW MOMIBI H
CKOPOCTBIO POCTAa TIbUIbLEBOH TpyOku: momaBnenue aktuBHOCTH H'-AT®asel crnenupuaHbM
WHTUOMTOPOM OPTOBAHAIATOM MPHUBOAMIIO K 3aMEIJICHHIO POCTa, B TO BpPEeMs KaK €€ CTHUMYJISIHS
(Gy3UKOKIIMHOM ycKopsiia pocT y Tabaka u ymnuu (Feijo et al. 1992; MarseeBa et al. 2002).
Jlokanu3anys TPOTOHHOW TIOMIBI B MeMOpaHe BEreTaTWBHOW KIIETKM MYKCKOTO TraMeTopuTa
[[BETKOBBIX PACTEHMH M3ydalach HECKOJbKMMH MeTomamu. OOepmeliepy ¢ coaBTopamu C
UCTIOJIF30BAaHUEM MOHOKJIOHABHBIX AHTHUTEN YAAJOCh BIIEPBBIC IMPOJEMOHCTPHUPOBATH TOJSIPHOE
pacripenenenue H+-AT®a3b1 B meiibiieBoM 3epHe Lilium longiflorum (Obermeyer et al. 1992), onnako
TpyOKa naBanma cimaObiii curnan. Ilo3anee Ha omHoM m3 BuaoB Tabaka (Nicotiana plumbaginifolia),
TaKXKe C HCIOJIb30BAaHUEM AaHTUTEN, CHTHaJl B TpyOKe ObUI TMONy4eH, W BIEPBBIC MOKa3aHO
HepaBHOMepHoOe pacnpesenenne 6enka H'-AT®dasw1 B mnasmanemme (Lefebvre et al. 2005). NpPMAS
OTCYTCTBYET B alMKAJIbHON U 0a3aIbHON YacTAX TPYyOKH, HO paBHOMEPHO pacmpe/iesieHa 1Mo OCHOBHOM
nmune. Tosaaee Cepran ¢ coaBTOpaMu U3ydajiu pachpejeneHue konbiorara H'-ATdaser NtAHA ¢
¢ryopecuentroit metkoir GFP B meuibLieBoii TpyOke Tabaka (Certal et al. 2008): 010 MOKa3aHo, 4TO
NtAHA oTcyTcTByeT B amukainbHOM yacTu TpyOku. VIMMyHOnOKanu3auus (epMeHTa B IMbUIbLIEBBIX
Tpy6Kax meTyHHH nokasany, uto H'-ATda3a npucyTcTByeT Mo Beeil AmuHe TPYOKH, 32 HCKITFOUeHHEM
anMKaJbHOTO KOMIAPTMEHTa, a B cybammkanbpHOW obmactu ¢opmupyer ckoruienus (Kovaleva et al.
2016). Takum oOpa3oMm, OOHapyKEHHas y HECKOJBKHX BHIOB JIOKAIHM3AIMs MPOTOHHOW ITOMIIBI
XOPOIIIO COTJIaCyeTCsl ¢ pacloyioKeHHEM MakKcHMMaibHbIX mporoHHbIX TokoB (Certal et al. 2008;

Hoffmann et al. 2020) u BuyTpHKiIeTounsiM rpaauenToM pH (Feijo et al. 1999). IonyueHHble 1aHHbIE
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CBUJIETENLCTBYIOT B TI0JIb3Y MPEJNON0KEHHs, YTO ToNsApHble Toku H', mommepxuBaroTcs, B HepBYIO
ouepenb, 6arogaps noaspaoMy pacnpeneneauio H'-ATdassl, a He perynsnuu eé akTHBHOCTH.
[IpsiMbie TOKa3aTEIBCTBA CBSI3U MEXKAY NPOAYKTamMu psiia reHoB AHA u pyHKIUSIMH, KOTOpBIE
OHH BBIMOJIHSAIOT B KJIE€TKE, ObUTM MOJIy4eHbl He Tak maBHo Ha Arabidopsis (Hoffmann et al. 2020).
ABTOpHI MOKA3aIH, YTO crieu(UUHbIe M8 MyX)cKoro rameropura usopopmsr H'-ATdazer AHAG,
AHAS, 1 AHA9 HeoOxoaumbl ISl MOJAEPKAHUS TOJSPHOTO pocTa U (epruinbHOCTU. [Ipu TOM
JrO0OIIBITHO, YTO MBUIBLEBBIE TPYOKH JBOMHBIX MyTaHTOB ahab/8 pociu ¢ Toil ke CKOPOCThIO, YTO U
TpyOKH TUKOTO THIIA, HO OCTaHABIMBAIKCH B CBOEM POCTE 3HAYMUTEIHHO paHblie, a Tpyoku ahab/9
NPOpacTalii MOPKE M POCIU MEJICHHEe, YeM TUKUH THUI, HO JOCTUTAIH MPAKTUYCCKH TaKOW JKe
JuHBL. Ha ocHOBaHWMM STHX HAONIONEHHWA aBTOPHI 3aKIIOYWIM, YTO pa3Hble M30(OPMBI MPOTOHHOM
MOMITHI TIOJKJTIOYAIOTCST K TIPOIECCY TOJISIPHOTO pOCTAa HE OJHOBPEMEHHO: HAa paHHHUX JTarax
GbyHKIIMOHUPYIOT THaBHbIM obpazom AHAG6 u AHAY9, a nns nmogaepxanus pocra Baxunee AHA6 u
AHAS. Y TpoiiHoro myranTa pocT OblI CHJIBHO HapYIIEH Ha BCEX CTAaIusX, TPYOKU ObLIM aHOMaIbHOMN
(GopMBI, BOJHHCTBIE W 3HAYUTEIBHO KOpPOYE, YeMY B IBUIBLE AMKOro THMA. Kpome 0KumaeMbIx
MOJJABJICHUSI POCTOBBIX IMPOIECCOB Y MYTAaHTOB ObUTH BBISBICHBI cABUTH pH u HapymeHus: ¢popmbl
rpaJMeHTa, MPHYEM Yy MYTAaHTOB MO pa3HbIM H30popmaM (opMa TpajueHTa pas3iudanach, 4TO
COBIIAJAJI0 C HEPABHOMEPHOW MPEHMYIIECTBCHHOW JIoKamu3amuei Tpéx wu3opopM B TpyOKe.
VYcroitunBas KOppemsiiusi MeXAy CKOPOCTbIO pOCTa M KpyTU3HOW rpagueHta pH Obuia BbIsIBIEHa B
MOMYJISIIUA  WHAWBHIYAIBHBIX TPYOOK, C aOCOJIOTHBIMH 3HadeHussMH pH Koppemsnuun He OBLIO
(Hoffmann et al. 2020), uto moarBepxaaroT u 6onee panuue uccienoBanus (Fricker et al. 1997).
AKTUBHOCTh MPOTOHHOM MHOMIIBI perynupyercs ¢ nomouibto 14-3-3 Genka, KOTOpbI ObuI
oOHapykeH B MHUKPOCOMAJIbHOW (Ppakiiiu, BBIICICHHOW M3 MBUIBLEBHIX 3€PEH U MBUIBLEBBIX TPYOOK
JIMITAH, ¢ TIOMOIIbI0 MOoHOKIoHANBHBIX anTuTen (Pertl et al. 2001). B Toit e paboTe ObUIO 3JIETraHTHO
noxasano, uto H'-AT®aza yyacTByeT B perynsiuu Typropsoro aasienus y Lilium longiflorum (Pertl
et al. 2010). IIpu cHMKEHHU TYPrOPHOTO IABJICHUS B PE3y/IbTaTe IHIIEPOCMOTHYECKOTrO II0Ka B TPYOKe
CHavasla yBEeIMYMBAIOCH coaepkanue 14-3-3 Oernka, aKTHBHPYIOMIETO MPOTOHHYIO IMOMITY, a 3aTeM
BO3pacTasia €€ aKTUBHOCTh. ABTOPBI MTPEIOIOKIIN CIIEAYIOINN MeXaHu3M Halrosaemoro ¢ dexra:
aktuBarus H'-AT®aspl NPUBOAMT K THIEPHOIAPU3AIMU ILIA3MATHUECKOH MeMOpaHbl, KOTOpas
CIIY’)KUT JABWKYIIEH CUJIONW JUIS BXOJa MOHOB, @ OHH, B CBOIO OU€PE/b, YBEIMUUBAIOT OCMOTHYECKOE
JaBJIEHUE NUTOIIa3Mbl. [[OBBIIIIEHHE OCMOTHYECKOTO AaBIICHHS I TOILIA3MBI IIPUBOIUT K BXOJIY BOIBI
B KIETKY, W, CJEIOBAaTEIbHO, K BOCCTAHOBIICHHIO TYPrOpHOTO JaBieHWs. Kak HHU CTpaHHO, B
nosueifmeit pabore ¢ Myrantamu 1o TpéMm renam H'-ATdaspl HapylleHHs TypropHOro JaBjieHHUs
BoisiBiieHO He Obuto (Hoffmann et al. 2020), yto MoxeT OBITH CBS3aHO C OCTATOYHON AKTUBHOCTHIO

Ipyrux u30(hopM, KOTOpbIe, XOTSA U HE SBJISIOTCS CHEHU(PUYHBIMHU AJS HbUIbIBI, HO B HEOOIBIINX
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KOJIMYECTBAX JKCIPECCHPYIOTCS MYXCKOM TaMeTopuTe, a TaKkKe C JPYrMMHU KOMIICHCATOPHBIMH
MEXaHU3MaMH.

WuTepecHo o0cymuTh MecTo rpaaueHTa pH B o0miel KapTHHE pEeryisiuu MOJSPHOTO POCTa,
€ro CBsI3b CO CTPYKTYPHBIMH (PAKTOpaMH, MOMICPKUBAIOIIUMH POCT, TAKUMH, KaK IUTOCKEIET U
HampaBieHHas cekpeanus. OOpaTuMoe HMHTHMOMPOBAaHHME POCTAa MBUIBIEBON TPYOKH ITMAHUCTHIM
KaJHMeM M IOCIEAYIOIIee BOCCTAHOBIEHHE HOPMAJIBHOTO paclpeesieHHe HMOHOB Kanblus, pH u
narrepaa cekperru (Winship et al. 2016) ykasano Ha BaxxHYIO poJib rpaauenta pH B aTom mnporiecce:
LEJIOYHO} TOSICOK BOCCTAHABIIMBANICS [IEPBBIM, M JIIIb 3aTeM BO3BPALIANNCH K HOpME rpaueHt Ca’,
NOJISIPU30BAHHASL CEKPEIHsl U POCT TPYOKH. 3aKUCIICHUE MBLIBIIEBBIX TPYOOK JIMJIMH alleTaTOM HATPUS
OJIOKMPOBAJIO TIOJIIPHBIN POCT W JAEMOHCTPHPOBAJIIO CBS3b MEXKAY HAJIUYMEM INEIOYHOTO TOsICKa U
Cy0anuKambHOTO aKTWHOBOTO KOJbIA: 00€ CTPYKTYpPBHI CIABUTAIMCH B alUKaJIbHYIO 30HY MOCTE
ucue3HOBeHHs: «kucioro koHuwka» (Lovy-Wheeler et al. 2006). Jlokamusamus ABYX O€JKOB,
acCOIMMPOBAHHBIX C aKTHHOBBIM KosbioMm, ADF (actin depolimerizing factor) u AIP (actin-interacting
protein) taxe mpereprieBaja W3MCHEHHs B 3aKkHMCiIcHHBIX TpyOkax (Lovy-Wheeler et al. 2006). B
HopmMe ADF, BosmoxHo mnpu ywyactun AIP1, orBeuaer Ha mienounble 3HaueHue pH, koTopbie
MOJJICP)KUBAIOTCS. B CYOalMKalIbHON 30HE, U CTUMYJIHMPYET JIOKAJIbHYIO MEPECTPONKY IIMTOCKEIeTa
(Chen et al. 2002; Allwood et al. 2002). Takum o6pa3om, pH MOXeT KOHTPOJHPOBATH CTPYKTYPY
aKTHHA Yepe3 aKTHH-aCCOIMUPOBAHHBIE OCIKH U, CIIET0BATEIbHO, MOIACP)KUBATh MTPABUIIBHYIO CXEMY
cekpermud. Ha 3TO ykas3blBalOT M JaHHBIE O CTPYKType IIMTOCKEJIeTa y MYTaHTOB 1O reHam aha:
W3MEHEHHsI B aKTHHOBOM IIMTOCKEJETe HaOJIOJaIiCh Y BCEX MCCIECJOBAHHBIX MYTaHTOB, BILIOTH JIO
pa3pylieHusl cyOanuKaibHOTO aKTHHOBOTO KOJIBIIA M TIOJHOW pa300pKHM aKTHHOBBIX 3JIEMEHTOB B
arekce (Hoffmann et al. 2020).

WHTEepecHO OTMETUTH CBSI3b MEKAY MOHAMH KaJbIMs U MPOTOHAMH B MBUIBIIEBON TpyOKe. Li C
COABTOPaMH TIBITAIHCH Pa300paThCs, PETUCTPUPYST OJHOBPEMEHHO TPaJUEeHT 00OMX MOHOB, a TaKKe
ckopocth pocta (Li et al. 2021). [nst Bo3eiicTBHS Ha IpaJleHThl ObUTH BbIOpaHbl n3MeHeHus pH u
THIIOOCMOTHYECKHI IIOK. 3aKUCIIEHUE Cpeasl OTHOCHUTEeNbHO cTaHmaptHou (¢ pH 5.8 mo pH 5.0)
MOBBILIATIO CKOPOCTH pocTa, ypoBeHb [H'let 1 [Ca2+]cyt B KOHYMKEe TpyOku. HampoTus,
3amenayMBaHue cpenasl A0 pH 6.8 GmokupoBano poct, paccewBaio rpaaueHT pH u mpuBoguio x
BBIP2KEHHBIM BBHICOKOAMITTUTYIHBIM KOJIeOaHUsIM [Ca2+]cyt u [H']eyt. DPdext 6611 06paTHMBIM: MOCTTE
nepeHoca Ha CTaHIApTHYIO Cpeqy pOCT M TMapaMeTpbl MOHHOTO TOMEOCTa3a BOCCTAHABIMBAIIUCH.
['MITOOCMOTHYECKUH TIOK TMPUBOIMI KO BPEMEHHOMY YCWJICHHIO TPAJMEHTOB KalbIWs W MPOTOHOB.
DKCHeprUMEHTaIbHOE YCUIICHUE JTHOO0 PacCeMBaHME aNWKaJIbHOTO TPaJUCHTa MPOTOHOB MPHBOAMIIO,
COOTBETCTBEHHO, K YCKOPEHHIO MO0 3aMeIeHUI0 pocTa. UTOObI IPOBEPUTH, UIMEET JIM 3HAUCHHUE IS
yCKOpeHus: pocta pH 1IHMTO30is1 WM BHEIIHEH Cpenbl, UCTIOIh30BaIN CIA0yI0 KUCIIOTY, KOTOpasi B

MIPOTOHUPOBAHHON (hopMe MOKET MPOHHUKATH yepe3 MeMOpaHy, BHICBOOOK1asi MPOTOH B IUTO30JIE U,
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TeM caMbiM, 3akuciss ero (Brummer et al. 1984). Takoe 3akucieHHE TakXe MPOBOIMPOBATIO
YCKOPEHHE POCTAa. YCKOPEHHE POCTa C IMOMOLIBIO 3aKHUCIICHUS BBI3bIBAJIO IOBBILICHHE [Ca2+]cyt B
KOHYMKE, OJIHAKO HE CIIMIIKOM 3HauuTesbHOe. /s TOro, 4ToObl MPOBEPHUTH, HACKOIBKO YCKOPEHUE
pOCTa MOXKET OBITh OMOCPEAOBAHO KajblleM, MpuMeHsun 3 MM kodenH, KOTOphId, Kak OBUIO paHee
MOKa3aHo, d((HEKTUBHO PacCEeUBAET IPAIMEHT MOHOB KAJbIUS B TPyOKaX, W OOHAPYKWIH, YTO MPHU
Takoi 00paboTKe, Ha camMoOM JeJe, paccenBaloTcsi o0a TpaaueHTa, a POCT, COOTBETCTBEHHO,
onokupyercs. OnHako 3pdexT ObLIT 00paTUMBIM, U TIOCTIC BHIMBIBAaHUS KOQEUHA, & TAKXKE B PE3yJIbTATe
JTOOBIX TEPEYHCICHHBIX BJIMSHUH Ha POCT, €r0 CKOPOCTh KOPpEIMpOBaJia TOpa3lo Jydlle C
anuKanbHbIM ypoBHeM [H' ey, uem [Ca2+]cyt, 4TO, B MPHHIIMIIE, ¥ TIPEAIOJIarajl Ha OCHOBaHHHU OoJiee

pannux uccnenoBanuit (Winship et al. 2016; Hoffmann et al. 2020).

2.2.1.3 F'omeocmas u pezynamopnas poav K* 6 npouecce pocma notnvyeeoii mpyoxu

B muonepckoii pabore Weisenseel u Jaffe ¢ moMormpio HECENIEKTHBHBIX MHKPOIJIEKTPOIOB H
M3MEHEHHil cocTaBa cpesl ObLl mokasaH Bxox K’ B pacTymmii koHumk meimbieBoit Tpy6km Lilium
longiflorum (Weisenseel and Jaffe 1976). B nanemeiimeM cuctemsl Tpancropra K' akTuBHO
U3YyJAIUCh METOJIOM IIPTY-KIAMIT Ha IPOTOIUIACTAX, BBIACICHHBIX W3 MBUIBLEBBIX 3EpeH U TPYOOK.
daH ¢ cOaBTOpaMH 0XapaKTepu30Bany BEIXoaHble K KaHAIBI B IPOTOMIACTAX M3 MBUIBIBI KATACKOM
KaIyCThl U UCCIIE0BAIN 3aBUCUMOCTh UX aKTUBHOCTH OT HApPY)KHOTO M BHyTpHKiIeTouHnoro pH (Fan et
al., 2003). Oxazanoch, YTO aKTMBHOCTh BHIXOAHBIX K’ KaHAOB yMeHbIIaeTcss MPU 3aKHCICHHWH
HapyxHOU cpenbl (mo pH = 4.5), ograko mpu pH > 5.8 mponamaer 4yBCTBUTEIHHOCTH K ITOMY
MIOKa3aTeno.

®>H ¢ coapropamu wu3ydanu BiusHMe K Ha pocT HeLTBIEBHIX Tpy6ok Arabidopsis u
oGHapyxmm csi3e Mexay K u Ca?* (Fan et al. 2001). Bxogubie Toku K', m3MepenHbie METOI0M
I9TY-KJIAMIT HHTHOMPOBATHCH BBICOKMM ypoBHeM Ca’’ Bo BHemmHeit cpexe (10-50 MM). TTosxke G
UACHTU(DUIIMPOBAH  BXOJHOMN K*-kaman Shaker-ruma SPIK, ren KOTOpOro creunpuyecku
skcnpeccupyroercs B mbuibiie Arabidopsis (Mouline et al. 2002). Psn snexTpodu3HOI0rHYecKIX
XapaKTEepPUCTHK JTOr0 KaHama ONM3KM K mapameTpaM BxoxHoro Toka K', oXapakTepm3oBaHHOTO B
pabote ®3Ha ¢ COTPYAHUKAMH Ha MPOTOIJIACTAaX M3 MBUIBIEBIX 3€peH KuTaiickoil kamyctsl (Fan et al.
2003a). Ilo-umumomy, SPIK sBisieTcs OCHOBHBIM KaHaJOM, OOCCIICYMBAIOIINM BXOJ K" B
nbUTBLEBYIO TpyOKy Arabidopsis. ITozaHee ObLTO MOKa3aHO HA TOM K€ OOBEKTE, YTO Ha aKTHBHOCTb
KaHaJla BIMSET KAJIBIUI: BRICOKas [Ca2+]cyt nozxasnsana Bxoaammit Tok K. TIpu 3ToM y MyTaHTOB 1O
renam Ca?*-3apumucnmbix nporentknnas CPK11 1 CPK24 BbICOKHIA ypOBEHb KalbIs HE OKA3bIBAI
abdexta Ha Bxog K’ (Zhao et al. 2013). B pesynwbTaTe HcCleOBaHMS B3aMMOAEHCTBHA MEKIY
KMHA3aMHU aBTOPBI MPEATIOKHUIN CIEIYIONIYI0 CXeMY CHUTHAIBHOTO KacKaja, KOTOPbI oOecrieynBaeT
PETYIAINI0 TOMEOCTa3a HOHOB KajIusl B PacTYIIEH MBUIBIIEBON TPyOKe: Ca®* — CPK11 — CPK24 —

K" kanai.
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2.2.1.4 Tpaucnopm aHuoHo6 , ux 2paduenm u posiv 8 RPOYecce POCMa NuLILUEEOI mPyoKU

Ecnu nanHbIe 0 peryisiTOpHONM POIH KaJbIMs B MBUIBIEBBIX TPYOKax, TOKaxX Kalblus U Oenkax,
KOTOPBIE €ro MEPEHOCIT M CBS3BIBAIOT, MyOJIMKYIOTCS YK€ HECKOJIBKO JIECSTKOB JIET, TO aHUOHHBIN
TpPaHCHOPT B TbUIbIE 0 Havaina 2000X rogoB BoOOIIe HE M3y4Yaiw, a HAauOOJbIIEe Pa3BUTHE TeMa
nonyynna B 2010x romax. ITnoHepckue OMBITHI B pamMKax 3TOM TEeMbl OBUIM IMPOBEACHBI B JBYX
naboparopusx: Hamed (mox pykoBoAcTBOM mpod. EpmMakoBa) U B COBMECTHBIX HCCIICIOBAHHIIX
YEIICKUX M MOPTYTalbCKUX KOJUIET. 3/1eCh S MPHUBENY JaHHBIC 3apyOeKHBIX KOJUIET M COTPYIHUKOB
Halei 1abopaTopuu JJO MOETO y4acTusl, OCTaJIbHbIE HCCIICJOBAHUs OYyIyT OMKMCaHbI MOIPOOHO B [ 1aBe
IV. MarBeeBa ¢ coaBTOpaMH C TIOMONIBIO HMHTHOMTOPHOTO aHANM3a TIOKa3ajdd 3HA4YCHUE
tpancMeMOpanHoro tpancrnopra Cl” B mporecce npopacranuu nbuibiieBoro 3epua Nicotiana tabacum
(Martseena et al. 2003b, a): uarnOuTopsl aHnoHHBIX KaHANOB NPPB 1 HydnrMmoBas KUCIIOTa B HU3KHX
KOHIICHTPAIUAX TOJHOCThIO moaaBsisin popactanue. Toku Cl” B pactyiieil nbuIbIieBOi TpyOKe ObLTH
U3y4YeHbI C MCIOJh30BAHMEM HOBOTO HAa TOT MOMEHT METOJa MOHOCEJICKTHBHBIX 3JICKTPO0B (Zonia
and Cordeiro 2002). beuio moka3aHo, 4To B allMKAJILHON YaCTU TPYOKHU MPOUCXOJUT OCHUIUTUPYIOIIUI
Boixo1 Cl', a B OCHOBaHMHU YMCTOM 30HBI U B CTBOJIOBOM yacTu TpyOKH nporcxoaut Bxoa Cl'. Takum
obpazom, Cl" mupKynupyer B MbUIBIIEBOM TPYOKe OT 0a3albHON YacTH K anukaibHOW. COBMaCHHUE 110
4acTOTe KOJICOAHHI CKOPOCTH pOCTa MbUIBLIEBOH TPYyOKHM u BbIXOogHbIX TOKOB Cl° B amekce
noguepkuBaet yuyactue Cl” B mporecce pocra. bbijio moka3aHo, 4T0 MHTHOMTOPHI AHUOHHBIX KaHAJIOB
NPPB (20 uM), mydmmumonas kucmora (40 uM) u DIDS (80 puM) sddextuBHO OIOKHUPYIOT pOCT
TpyOOK M BBI3BIBAIOT pacIIUpeHue anekca, npudeM mnon aeictsueM DIDS mnazmanemma nblIbIeBBIX
TpyOOK Jomanack B TedyeHHe 5-10 MMHYT, UYTO YKa3bIBaeT Ha pOJIb AHUOHHBIX KaHAJIOB B
ocmoperyisiiuu (Zonia and Cordeiro 2002). [lns wcciaeqoBaHus BO3MOMKHBIX IyTeH pEryJIsiud
AHMOHHBIX KaHaJ0B ZONia ¢ COaBTOpaMHU HCIOJIb30BaIM HHO3uUTOIN-3,4,5,6-Tetpadochar (IP;) —
HETaTUBHBI PETyJIsATOp AaKTUBHOCTH AHMOHHBIX KaHAJOB B KIJIETKaX 4YeloBeKa M JAPYrux
miekonutaronmx (Zonia and Cordeiro 2002). beuto mokazaHo, uto BBelcHue |P; B TBLIBIIEBYIO
TPYOKY MPHUBOJUT K COKPAILIEHHUIO CKOPOCTH pocTa Ha 85% U BBI3BIBAET yBEIMUEHUE 00beMa TpyOKH,
aHasornaHo naruoutropy DIDS.

Crnenyer OTMETHTb, YTO IOCIE TEpBOM MyOnMKanuu o0 aHMOHHBIX TOKaxX, 3alMCaHHBIX C
MOMOIIBI0 BHOPHUPYIOLINX 3JIEKTPOJIOB, KOTOPHIE OKAa3aJUCh CaMbIMH CHIIBHBIMH M3 BCEX TOKOB B
IBUTBIIEBON TPyOKE, HEKOTOpBIE yYeHBIE OBUTM HACTPOEHBI KPUTHUECKH, KOHKYPUPYIOIIAas HaydHas
TpyIIa Jake IpeapuHIMala TIOMBITKA OIIPOBEPIKEHUS OTIMCAHHBIX PE3YIbTATOB, MPEJICTABUB UX KaK
apredakr m3mepenus (Messerli and Robinson 2003). Opnako, mocie 3TOro aHWOHHBIE TOKH
U3MEPSITICh MHOTO pa3, U ceyac HUKTO HE COMHEBAETCS B UX CYIICCTBOBAHUM.

[Tpomomkast uccienoBanus Mmocie BeIxoAa psiiaa Hammx myosmkanui (bpeiiruna et al. 2009a,

2010; Breygina et al. 2010b), TaBapemr ¢ rpynmoii MNOPTYradbCKUX HCCIIEAOBATEIICH
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OXapaKTEepPU30BAIM AHWOHHBIE TOKM B IMPOTOILIACTAX W3 MBUIBIEBBIX 3EPEH JMIMM METOIOM II3TY-
kiamm (Tavares et al. 2011). BoixoaHO# TOK aHHOHOB BKJIFOYAJ TPH KOMIIOHEHTA, PA3IHYAIOIIUXCS 110
creneHn uyBcTBUTENIbHOCTH K NPPB. Bce oOHapykeHHBIE TOKHM MOIYJHPOBAIHCH HW3MEHEHUEM
[Ca2+]cyt. [To3xe cBsI3b MEXIy aHMOHAMH M MOHAMH KajblMs ObUla M3ydeHa Oosee moapoOHo. s
3TOH TpyIna uccieaoBaTeNneii NpuMeHIIa METO ABYXJIEKTPOJHON (PUKCAIIMN OTEHIIMANA, KOTOPBII
MO3BOJIMJI OJTHOBPEMEHHO KPATKOBPEMEHHO M3MEHATh MEMOpaHHBIM MOTEHIMAI B TPYOKE U
3aMKChIBATh B PEaTbHOM BpPEMEHH (DIIyOpEClEHTHBIC TaHHBIE O [Ca2+]cyt u [anion],: (Herbell et al.
2018). bpu10 yCTAaHOBJICHO, YTO MMITYJIbCHAS THIEPIOISAPHU3AIUS MEMOPaHbI BbI3BIBACT AKTHBAIHIO
Ca?*-npoBomsimux Kanamos, Bxox Ca’’ u poct [Ca2+]cyt. WMHaynupoBaHHOE THIIEPIIONISIpH3AIACH
yBEIMYCHUE [Ca2+]cyt YCIIEIIHO  OJIOKMPOBAIOCH ~ XJIOpUAOM JlaHTaHa. (OJHOBpeMEHHas ¢
AIIEKTPOCTUMYJISIIUEH perucrpanust (HIyopecueHIud OEIKOBOrO CEHCOpa AaHHMOHOB IT03BOJIMIIA
II0Ka3aTh CHIDKEHHE [anion]ey: B CyOammkaabHOM PErMoHe, CONPSDKEHHOE C yBEIMYECHHEM [Ca2+]cy[.
IMpumenus LaCls, uccnenoBarenu 3a0I0KUpOBaH 3TOT 3GQEKT, aHHOHBI HAKAIUTMBAINCH B arekce
(Herbell et al. 2018). B Tom ke roay BiepBbie ObLI OMKUCAH I'PAJUCHT AHHOHOB B MBUIBIIEBBIX TPYOKax
Tabaka, 4YTO CTaJO BO3MOXHBIM Oynarogaps JKCOpeccur OEIKOBOTO CEHCOopa, B OCHOBE
(GYHKIIMOHUPOBAHKS KOTOPOTO MEPEHOC SHEPruu Bo30yxaeHus mo mexanusmy dépcrepa (FRET).
Konnentpanus aHHMOHOB MakcMMaibHa B CTEP)KHEBOW YacTH MbUIbIEBOM TpyOku (20-50 um ot
armiekca), a B amekce, cybanukambHOU 30He (<10 pum) m B 0a3aibHON YacTH KOHIICHTpAIMS aHUOHOB
otHocutenbHO Hu3kas (Gutermuth et al., 2013). NPPB BbI3bIBa JAMCCHIIAIMIO TPATUCHTA H
MHTUOMPOBAJ POCT MBUIBLIEBBIX TpyOOK. BrocieacTBUM Ha OCHOBAaHMM JSTHX JaHHBIX, a TaKKe
pe3ysbTaTOB, MOJCUYEHHBIX paHee JAJIs APYrMX HOHOB U HAIIMX JAHHBIX IO MEMOpPaHHOMY MOTEHIMATY,
JIunmunHckuM ObLTa pa3paboTaHa U MpeuIokKeHa ocMopopeTudecKast MOJIeb IBUKEHUS B IIBLIBLEBOM
tpyoke (Lipchinsky 2015, 2018). B cooTBeTcTBHM C HEH, CIIEACTBHEM CYNICCTBOBAHHMS aHUOHHOTO
IpaJieHTa B MBUIBLIEBOM TpyOKe SIBISETCS I'PaJAMEHT BOJHOIO MOTEHIMala, KOTOPbI oOecrieuynBaer
ocMO(OpeTHYECKOe IBUKEHNE BE3UKYJ B arleKce.

bbutn omumcaHbl JBa reHa aHMOHHBIX KaHAJIOB MbUIBbIIEBBIX TpyOkax Arabidopsis: SLAH3 u
ALMT12 (Gutermuth et al. 2013). Ilpu 3TOM TreHbI NPUHAISKAT K PAa3HBIM CEMEHCTBaM U
pa3nuuaroTcss MO0 KWUHETHYeCKMM xapakrtepuctukam: ALMTI12 (ALuminum-activated Malate
Transporter) siBsieTcst KaHaJIOM ¢ ObICTpoit neakTuBanuend, a SLAH3 — ¢ MeaneHHo# neakTuBanuei).
C nomomipio (hIyopecleHTHOW METKH ObuTo Toka3aHo, uro SLAH3 paBHOMepHO pacmpeneiieH Ha
razmMaieMMe. MoXXHO OBIIO TIPEAIONIOKUTh, YTO ONMCAaHHAs paHee HEPaBHOMEPHOCTH aHMOHHBIX
TOKOB BJIOJIb TPYOKHM TOJIEPKUBAETCA 3a CYET peryislud aKTUBHOCTH KaHAJOB, HampuUMeED,
KajblMeM. B kayecTBe MOTEHIMAIBHBIX PETYIATOPOB paccMaTpuBanuch nporenHkuHassl CDPK2 u
20, 3asgKopeHHbBIE B TUIa3MajeMMme. B pe3ynbrare MpoBEpPKH ATOM THMOTE3bI OBUIO OMMCAHO MPSMOE

B3aumoeiictere mexxay CDPK2/20 u SLAH3, B pesynbrare KoTOporo kanan otkpeiBaics (Gutermuth
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et al. 2013). [To3xe BBIAICHUIOCH, YTO B akTHUBaIMu kaHana SLAH3 taxxke nmpuHuMaeT yuactue apyras
Kanbluii-3aBucumas kunaza CDPK6 (Gutermuth et al. 2018). B Toii ke paboTe ObLIM OMHMCAHBI
JIOTIOJIHUTEIbHBIC KaHaIbl ¢ ObicTpoi akTuBanmein: ALMTI11, 13 u 14. ®dayopecnieTHas MUKPOCKOIUS
1oKa3alia, 4TO MPOJAYKThI ATHX T€HOB JIOKAJIM30BaHKI B I1azmMaiiemme. O0aHypeKeHHbIC KaHAIbI TAK)KE
OKA3aJTHCh BOBJICUCHBI B PEryISINI0 aHHOHHBIX TokoB Ca’": CDPK2/20/6 KoHTpommpyioT paboTy He
TOJILKO MEJJICHHBIX, HO ¥ OBICTPhIX aHHMOHHBIX TOKOB (Gutermuth et al. 2018).

[IpenmnonoxuB, YTO CBSA3b MEXKY TPAHCIIOPTOM KaJIbIUsl 1 AHHOHOB MOXET ()yHKIIMOHHPOBATH
HE TOJBKO Ha TOCTTPAHCISIIMOHHOM YpPOBHE, TaK M Ha YpPOBHE JKCIIPECCHU TCHOB, XepOemn ¢
COABTOPAMH BBISIBHJIM KOPPEIAIMI0O MEXY dKCIpeccHer Kanbluii-3aBucuMbix kuHaz CPK2 u CPKG,
KOTOpBIC, KaKk paHee ObLIO MOKa3aHo, SBJISAIOTCS akTuBaTopamu SLAH3, n aHWOHHBIME KaHaIamMu S-
THUIIA IPH U3MEHCHHUH COCTaBa aHUOHOB B cpeje npopacranus (Herbell et al. 2018).

B Oosiee mo3aHeM HcciIeI0OBaHUN YAAJIO0Ch 0XapaKTEPU30BaTh CHCTEMbI HE TOJIBKO BBIXOZA, HO
U BXOJIa aHUOHOB, KOTOPBIC JI0JIr0€ BPEMsI OCTABAIIUCH 3arajJIkod JUIsl yY4EHBIX, U BBIACIUTh MYTAaHTOB
10 HEKOTOPhIM M3 HuX. OKa3ajaoch, YTO KaTHOH-XJopHaHbIH KoTpaHcmoptep AtCCC (cation-chloride
cotransporter) pamosioxeH B CTepxHeBoi yacTu TpyOkm, a AtSLAH3 komokamu3oBaH ¢ HUM, HO
uMeeTcs Takke W B KoHuuke TpyOku (Domingos et al. 2019). M3mepeHue aHHOHHBIX TOKOB Y
MYTaHTOB slah3™ mcec™”” MOKa3aJii, 4YTO OHM HE3HAUUTEIbHBI U TOpPa3/io ciadee, 4eM B KOHTpPOJIE, Y
MyTaHTOB 1O TEHaM APYruX KaxanoB almtl2™ u tmeml16 " ocmaGneHHs TOKOB MPAKTHYCCKH He
Habmroanock. M3 3TUX M3MepeHuit aBTOPBI 3aKIIFOUMIIN, YTO MEPBHIE Ba TPAHCIOPTEPa OTBEYAIOT 32
OOJIBIIYI0 YaCTh AHMOHHBIX TOKOB MPHU HOPMAIIBHBIX (PU3UOIOTUYECKUX YCIOBHSIX. DTH PE3yIbTaThl
COTJIACYIOTCS C paHee OMyOJIMKOBAHHBIMH JTJAHHBIMU O TOM, YTO KATHOHHO-XJIOPUAHBIN KOTPAHCTIOPTEP
AtCCC aKTHBHO SKCIIPECCHPYETCS B IBUIBLEC @ PACTEHHs CCC | MMEIOT CHIKCHHYIO (epTHIBHOCTH
(Colmenero-Flores et al. 2007).

MeTtomoM mATY-KJIaMT OBUT OXapaKTepU30BaHa YyBCTBUTEILHOCTh TpaHCHOPTEpOB K pH u y-
amuHoMacisiHoi kuciore (CAMK), a Takke MOATBEpXkIeHA PETYIATOPHAS POJIb [Ca2+]cyt B KOHTpOJIE
AHUOHHOTO TpaHCHOpTa. BbICOKast 4yBCTBUTENFHOCTh aHMOHHBIX TOKOB K pH Habmomanacek y JUKoro
TUMA, HO €€ He OBLIO Y tmem16 . AsTops! ipeanonoxkuny, uto AtTTMEM16 pa6otaer xax anmon/H”
KOTPAHCIIOPTEP M, COOTBETCTBEHHO, siBysieTcsi PH cencopoM. OCHOBBIBAsICH Ha MapaMeTpax TOKa IpH
pasnuuHbIX pHoy, OHM paccumMTaIu CTEXHMOMETPHIO, CBOMCTBEHHYIO JaHHOMY nepeHocunky: 2H 1A
OCHOBBIBasICh Ha TMOJIYYCHHBIX pe3y/bTaTax, aBTOPhHI CHOPMYITHPOBAIN pabOUyr0 THIIOTE3Y, COTIACHO
KOTOpOH B HHTaKTHBIX TpyOkax H' TpaHCIOpTHpyeTcs IO SNEKTPOXHMHYECKOMY TPaIHEHTY
(cozmanHOMY 3a cueT akTuBHOCTH H+-ATdas3b1), KOTOPHI JaeT S3HEPTHIO KOTPAHCIIOPTEPY, MTO3BOJISSA
eMy TIepEHOCUTh aHHOHBI TPOTHB rpaauenta (Domingos et al. 2019).

[Ipy mMOBBINIEHWH KOHICHTPAIIMU KalblMsl Y AWKOTO THIIA KaHAIbl OTKPHIBAINCH, a B

npucyrerun TAMK mpowcxoauino nHruéupoBanue Toka. Ilpu stom y almtl2™ sddexra TAMK ne
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HAOMIOIAOCh;  aHanoru4yHbiM  obpazom ['AMK  nelicTBoBasia Ha  aHMOHHBIE  TOK B
¢ubpobiactononoOHbIX kieTkax auHuu COS-7, TpanchopmupoBanabix AtALMT12, uro noka3siBaer,
yro 310T KaHan sBisercs I'AMK-penenropom (Domingos et al. 2019). Drto coriacoBhIBalIOCH €
pe3yJibTaTaMi KOMIUIEKCHOTO HCCIIEIOBAHUS, B XOA€ KOTOPOro OBUIM BBISBICHBI MHOTOYHMCIICHHBIC
(U3MOTIOTHYECKUE TPOLIECCH], B KOTOPhIX yuacTBYloT I'’AMK-penentopsl, BKIItoYast pocT MbLIBIIEBOM
tpyOku (Ramesh et al. 2015). Torga ObuI0 MOKa3ano, uto antaroHuct ['’AMK pernentopoB MycrumoIt
MOJIaBJIIET POCT MBUIBIEBBIX TpyOok Arabidopsis thaliana u Vitis vinifera in vitro. Kpome Toro,
rpagueaT 'AMK HeoOXomuMm B >KEHCKHX DPEHNpPOAYKTHUBHBIX TKAHSX JUIsS HANPaBJICHUS IBUIBLEBBIX

TPYOOK K skeHCKOMY rameTo(uTy U ycremHoro omiogorsoperus (Palanivelu et al. 2003).

aolarization

€

POLLEN

GRAIN POLLEN TUBE ? GABA

Gradient ?

.

Cl-

CI- H* gradient
Non-osciljatory influx ~ ) 1 Oscillatory efflux
4000 pmol em2s= G~ gradient $50-8000 pmol cm2s-"

. cccC ’ GABA transporters? === Entry of CI- I:> Regulation by direct GABA binding
@ mvemis B\ H-ATPase Exitof CI-  ----» Indirect Regulation by GABA

() Aumr12 . SLAH3 [—) GABAinflux?

Cxema 5. Mogens, nzoOpaxkaromasi pearnojaracMyro peryyisiuio pocTa MbLIbIEBBIX TPYOOK
(IIT) ¢ momoursto y-amuHomacisiHoi kuciotel (FAMK), pH u Ca?* 4yepe3 aHMOHHBIE MTEPEHOCUHKH.
CuHue M OpaH)KeBbIE CTPEJIKHM YKa3bIBAaIOT Ha BXOJ aHMOHOB B 00JACTH 3€pHA U CTEP)KHEBOW YacTH
TpyOKHU U BbIX0J B KOHuUHKe; [lokazansl rpaguents! Cl ca’* u H. Tocre IIPOpACTaHus MbUIbIEBBIE
TpyOKH MOJBEpraroTcs BO3JeHcTBUIO Bo3pacTatomux KoHueHtpauuit 'AMK Brons necrtuka; TAMK
BXOJIUT B TPYOKY Uepe3 TpaHCIOPTephl U HanpsMyto cBsa3biBaeTcs ¢ ALMTI12. Perynaropusiii agdext
BBI3BIBACT MOHHBIM JucOanaHc, 3a KOTOPBIM CIEAyeT MacCUBHBIM TOK BOJIBI B COOTBETCTBHU C
OCMOTHYECKHM TPAjHEHTOM, KOTODHIH, B CBOIO odepelb, mommepxkmsaer poct. pH u Ca®
JIOTIOJIHUTEIBHO PErYIMPYIOT ApyTHe aHMOHHBIE KaHaibl, Takue kak AtTMEMI16 u AtSLAH3
(Domingos et al. 2019).

Onucannsbiii B 2015 rony MexaHouyBcTBUTENbHBIN kaHam MSL8, koTopslil Takke MOXKET OBITH
OTHECEeH K aHMOHHBIM, XOTs U He 001aaeT O0bIION CIeNn(UIHOCTHIO, MBI PACCMATPUBAIIU B pa3zerne

1.4 VI3MeHeHre HOHHOTO CTaTyca MbUIbLIEBOTrO 3epHa. [loMuMo Ba)KHOW poJiM B TUAPATALMU MBUIBIIEI,
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MSLS8 Takke urpaer poiib B MOJICPKAHUU OCMOTHYECKOTO JABJICHUS B IMPOIIECCE pOCTa TPYOKH N
vitro (Hamilton et al. 2015).

CBs13b MeX/y aHHOHHBIMH TOKaMH U pa6oToit H -AT®da3bl Obla yCTAaHOBJIEHA HA ABOWHBIX
TPOMHBIX MyTaHTax 1o reHam mpotonuoi mommsl (Hoffmann et al. 2020). Okazanock, 4T0 y MyTaHTOB
¢ nepunurom n3odopmsr H -ATda3e AHA6 aHHOHHBIE TOKM 3aMETHO YMEHBIIEHBI, XOTS MYTAaHTHI
aha8/9 mo sroMy mapaMeTpy HE OTJIMYAIOTCS OT JUKOTO THIA, YTO KOPPEIUPOBAIO C POCTOBBIM
¢denotunom (y ahad/9 monsipHbIii pOCT HE HAPYIICH, TOT/Ia KaK JPyrue MyTaHThl HMEIOT MO0 Ooee
MeJICHHBIH, JIN0O0 MPEKIEBPEMEHHO MpeKpamatouiics poct). [lo Bepcuu aBTOpOB, BBIXOIALINI TOK
AHUOHOB B KOHYHMKE HANpPSMYIO 3aBUCHUT OT DJIEKTPOXHMHUYECKOTO TPaIMEeHTa, KOTOPbI reHepUpyer
NPOTOHHAS TIOMIIA B CYOaNMKaIbHON 30HE pacTymlield TpyOKu. ITO MOATBEpKIAeTCs TeM (PaKToM, 4To
Yy MYTaHTOB, O KOTOPbIX UJET peub, MEMOpaHa AEHCTBUTEIBHO JENOISIPU30BaHA OTHOCUTEIBHO JUKOTO

tuna (Hoffmann et al. 2020).

2.2.2 A®K u NO B nbLIbIIEBO# TPYOKE

MHOTOUYNCIICHHBIC WCCIICJOBAaHHUS YKa3blBAIOT HA pOJb B PEHPOIYKTUBHOM  YCIIEXE
XEMOTPOIHBIX CHTHAJIOB JAbHETO U OJIKHErO JCUCTBHS, KOTOPbIE 0OCCIICYMBAIOT KOMMYHUKAIIUIO
nbUIbIeBON TpyOKkH ¢ mectukom (Shah et al. 2019). K curnanam, KoTopbie ONPEaCIAIOT HAMPaBICHUS
pocTa MbUIbLEBOl TPYOKH IN VIVO, OTHOCSATCS MPOIYILIMPYEMbIE )KEHCKUMHU TKaHsmu criopoduta ADK,
NO, nonamunst 1 nentuasl (Lopes et al. 2019; Scholz et al. 2020); Bo MHorux ciydasx ADK Takke
y4acTBYIOT B BOCIIPHSITUU CUTHAJIOB B KauecTBe nocpeannkoB (Sankaranarayanan et al. 2020).

Oxcup  a3oTa -  MOTEHUMAIbHBIM ~ HHU3KOMOJEKYJSPHBIM  CUTHAJN,  OKa3bIBaIOIIMM
IPOTHBOIMOJIOXHOE JCHCTBUE Ha TMOJSIPHBIM POCT Yy pa3HbIX pacTeHuil. [lpUiblieBbIe TPYOKH
HOKPBITOCEMEHHBIX pacTeHuil pearnpyrorT Ha NO 3aMeaieHHeM M M3MEHEHHEM HAalpaBlICHUS POCTa,
neMoHCTpHUpyst peakiuio uzderanus (Prado et al. 2004; Domingos et al. 2015). C apyroii CTOpPOHBI,
TpyOKu cocHbl byHre, HampoTuB, yckopsiiu cBoit poct (Wang et al. 2009).

B craBmiem kimaccuueckuM wucciepoBaHus Prado ¢ coaBropamu BbisiBM poib NO B
peryisiiié  pocTa MbUIbLEBBIX TPyOOK. OHHU mpemmonoxuian, 4to NO MOXKeT HWrpaTh pojib B
OPHEHTHPOBAHUH TPYOKH B TKAHSX IMECTHKA, W MPOBEPUIIM 3Ty THUIIOTE3y, BO3ICHCTBOBAB HA POCT
IBUTBIEBBIX TPYOOK C TOMOIINBI0 TOYEYHOro HCTOYHHMKA dk3oreHHoro NO. Ilpu moctixeHHn
KPUTHYECKON KOHIIEHTPAI[MH CKOPOCTh POCTAa CHHXKANACh, W HAIPABICHHE POCTa PE3KO MEHSUIOCH,
HIOCJIC Yero CKOPOCTh BOCCTaHABIMBANACh. Takoi OTBET He HaOmoAancs B mpucyrcTBud TymmTess NO
CPTIO wu cHwxaics B MPUCYTCTBUE PpEAreHTOB, OJOKUPYIOUMX KOMIOHEHTh 1l M-
OIOCPEIOBAHHOTO CHTHAJIBHOTO MyTH. [1opor 4yBCTBUTEIBLHOCTH OTBETA OBLT 3HAYUTENILHO YBEIHUCH
py BO3ACUCTBUM Ha TpyOku murparoMm cuineHaduna (SC), uarudburopom nl MO-cnenmduyeckux

docdomurcrepas y KHUBOTHBIX. B TBUIBIEBBIX TpyOKax Takke OBUIO IMOKAa3aHO HAKOTUICHUE
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sunoreHHoro NO, KoTopoe MPOUCXOAUT B OCHOBHOM B Mepokcucomax. Ilepokcrcombl OOBIYHO He
3aX0JAT B KOHYMK MBUIBIEBBIX TPYOOK, U B amukambHOW obmact NO ecinu U HpUCYTCTBYET, TO B
maieix KonuuectBax (Prado et al. 2004; Domingos et al. 2015). ITozxe B Toii e rpyrie ObUIa cieaana
apyras paboTa, B KOTOpoil oHu cocpenoroumnuchk Ha ponmu NO B mporecce KOMMYHUKAIMH TbUTBIA-
nectuk. OxpammBanue QepTunpHbix 1BeTKOB DAF-2DA  mnokasano mnpucyrcteue NO B
ACHMMETPUYHON OrpaHHMYEHHON 00JacTH BOKPYT MUKpomnwie. Takum oOpa3oM, Mpearnonaraercs, 4ro
NO moxer HampsiMyio oOecrieyrBaTh HaleTUBAaHHE NBbUIBLEBBIX TPYOOK HA MUKPOIUJIE CEMSIIOYKH
(Prado et al. 2008).

TpanckpunToMHOE HCCIEJOBAaHHE B3aMMOJCHCTBHS MEXKIy INBUIBIION M TMECTHKOM BBISIBHIH
JMHAMHYECKYI0 Moayisinuio ypoBHs TpanckpuntoB AtNOS1 (nitric oxide synthase) u aByx
HuTparpenykraz (Nrl u Nnr2), koropble BMECTE, KaK I0JIaratoT, 3allyCKalOT IMPEANoJaraéMblii myTh
nepenaun curHana or NO. AHanu3 B3aMMOJAEHCTBUS MEXIy H30JIMPOBAaHHBIMU CeMs3adyaTKaMu U
HBUIBIION JTIMK SEMI-iN-Vivo mokasain, uro NO HeoOXoauM [uisi HalenuBaHus Ha MUKporie. Kpome
toro, oopabotka CPTIO npuBoania k 00pa3oBaHUIO MAPOBUIHBIX KOHYMKOB B MBUIBIIEBBIX TPYOKax,
OOpalIeHHBIX K CEeMSMOYKaM. AKTHBAIUs NPUTOKA KaJbIMs B IBUIBIEBBIE TPYOKH YacTUYHO
BOCCTaHABIIMBAJIa UX HOPMAJIBbHYIO MOP(OJIOTHIO, yKa3bIBas Ha TO, YTO 3TOT IIYTh NEpeladyn CUTHANA
pmodaer Ca’*. Poms NO B MOAyNAIMH KanbMEBOrO TOMEOCTa3a OBLIA JONOJTHHTEIHHO
TOATBEPIKICHA B HAOJIOICHHMSX 33 KOHIGHTpAIMH cBobomHoro Ca’* B mmrosome Bo Bpems NO-
MH/TyLIPOBAHHOI TiepeoprenTamiy. OKa3anoch, 4To IPH STOM BOSHHKAIOT jBa mrka Ca’: OJHH - BO
BpeMsl PEaKIMM 3aMeJIeHHUs] / OCTaHOBKH, BTOPOH - BO BpeMs IMEpPEOpUEHTAlUUd U BO30OHOBJIEHHUS
pocra (Prado et al. 2008; Domingos et al. 2015). ITlo3aHee cOOOIIEHUS O J10303aBUCHMOM
WHTUOMPOBAHNY TIPOPACTAHUS MBUIBIIEBBIX 3EPEH U POCTA MBUIBILEBBIX TPYOOK MOKpeIToceMeHHBIX NO
CTaJTH TIOABIIATHCA B Pa3HBIX paboTax (Sirova et al. 2011; Wang et al. 2012; Shah et al. 2019).

Tot dakr, uro meuTbiIa cama mo cede npoayuupyer NO (Bright et al. 2009; Fancy et al. 2017),
MO3BOJIMJIO TPEANOJIOKUTh, YTO 3TOT Ta3 MOI H3HAYaIbHO HBOJIOIMOHUPOBATh KaK CHUTHAN IS
OCYIIECTBIICHHS] MEKKIETOYHON KOMMYHHKAIIUY Ha dTare MpopacTaHUsi MHOKECTBEHHBIX TBUTBIIEBBIX
3epeH Ha phUIblie. M3ydas mpOIyKIMIO OKCHIA a30Ta B MPOPACTAIONICH MbUIbIE ONUBBI, Jimenez-
Quesada c coaBTOpamMu C TOMOILIBIO (IIYOPECIEHTHOH MHKPOCKOIIMUM C COOTBETCTBYIOIUM
OKpaIlIMBaHUEM TTOKA3aJli, YTO pacTyline mbuiblieBble TpyOKkH Boiaesitor NO (Jimenez-Quesada et al.
2017), mpuyem komudectBo NO yBenuuuBaeTcs 1Mo X0y MHKYOAIlMH, a B CIydae MbUIBIIEBBIX 3EpeH
KOPPEIUPYET C KU3HECTIOCOOHOCThIO. [IplIbIieBbIe TpyOKH, 0OpaboTanHbie noHOpamMu NO, ObuH HE
TOJBKO KOpOYEe, HO U HUMEIH HM3MEHEHHYI0 MOP(OJIOrui0, HampuMep I[AapOBUAHbIE KOHYMKH,
U30/IMaMETPUUECKUE PACIIUPEHUS MM JIEMOHCTPUPOBAIN OUIIONSPHOE MPOpACTaHUE; ITH IPPEKTHI

yacTU4YHO HeWTpanuzoBanuck TymurteaeMm NO c-PTIO.
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[TonoxuTenbHOE BIMSHUE OKCHA a30Ta Ha CKOPOCTh pPOCTa TPYOOK XBOWHBIX OBLIO M3Y4EHO
Ha HECKOIBKUX 06bekTax. Tax, qoop NO crumymuposan Bxog Ca’’ B HBUIBLEBYIO TPYOKY COCHBI U
YBEIIMYMBAJ KPYTH3HY allMKaJIbHOTO KaJbIIMEBOTO T'PAJTMCHTA, OH BIMSI TAaK)KE HAa OPraHU3AIUI0
akTHHa W Be3ukyasapHbii Tpancmopr (Wang et al. 2009). Uurubuposanme NO-CHHTa3bl WA
uHakTtuBanusg NO OKa3bIBAJIO MPOTHUBOIOJIOXKHOE ACHCTBHE: CHIDKCHHUE YPOBHS BHYTPHKJICTOYHOTO
NO B 3KcrepuMeHTE MPUBOAUIO K HAPYIICHUIO CTPYKTYPBI U COCTaBa KIIETOYHOW CTEHKH, IIPH STOM
poct TpyOku mpekpamancs. Takum o0Opa3oMm, y cocHbl NO KOHTpOJMPYET KOHPUTYpALUI0 U
pacripesieliecHie KOMIIOHEHTOB B CTEHKE TPYOKH, BJIHSISI HA TPaHCMEMOpPAaHHBIC IMOTOKH KaJbIUS U
oprauusaiuio F-aktuna (Wang et al. 2009). Ananorn4nbie JaHHBIC OBUIH MTOJYYCHBI U IS KAIIApUca:
uHTHOUTOp cuHTEe3a NO U ero TyImuTellb TakKe MOJABIISIIN POCT TPYOOK, BBI3bIBasi MOP(HOIOTHYECKUC
HapylieHust u paspymas urockener (Pasqualini et al. 2015). Yro kacaercst pactpenenenus NO, To
OHO TaKXe OTIMYAJIOCh B MBUIBIIEBBIX TPYOKaX XBOWHBIX M IIBETKOBBIX pacTeHHMU. Tak, y Kumapuca
ckomieare NO HabI04aI0Ch B SIpe M B almUKalbHOM yactu, Tam ke, rae 1 ADK (Pasqualini et al.
2015), a y Lilium longiflorum rtakoe ckomienue orcyrcTBoBasio, Bech NO ObLI JIOKQJIN30BaH B
nepokcucomax (Prado et al. 2004).

B menoii cepum pabOT KUTACKME YYCHBIC TIBITAIIMCh CBSA3aTh HHU3KOTEMIICPATYPHOE
WHTUOMPOBAHUE POCTA MBUILIEBBIX TPYOOK uaii ¢ NO-curnanmuarom. Mcxos U3 npennoiokeHus, Yto
NO s3zamumiaer pacTeHUss OT TOBPEXKJICHUS TPU  HHU3KHX  TEMIIEparypax, yBEIHMYHBas
AHTUOKCHJIAHTHYIO 3alllUTy W CHI)KAas BO3MOJXKHBIC TIOCJCJICTBUS OKHCIUTEIHLHOTO CTpecca, OHU
peunuin u3yunth MexaHusMm ydactus NO B kadecTBe CHTHajia B OTBETE IBUIBLIEBBIX TPYOOK Ha
X0J10710BO# cTpecc. [Ipu 3TOM JUtst BceX paboOT ObUT BBIOpAH MPAKTHUECKU 3HAYUMBIH OOBEKT - Yaii
(Camellia sinesis). B xome wuccinenoBanuit oHu oOHapyxwid, 970 NO MOXET TOI0KUTEIHHO
perymupoBath npoaykiuio AD®K 1 CHHTE3 IPOJIHHA, BBI3BIBATH 3aKHUCIICHUE [TUTOILIA3MBI M pa3pyniaTh
rpajiieHT KOHIICHTPAIlMK HOHOB KaJbllUs B MblablieBoU TpyOke (Wang et al. 2012, 2016b; Pan et al.
2016). B mocnenneit pabote onn cocraBuiu crnucok MUKpoPHK, 3aneiictBoBanHbIxX B oTBeTe Ha NO. B
oOmeit crnoxxknoctu 115 mumenelr Obuin aHHOTHpoBaHbl. OHU ToOKazanu, uyro NO perymupyer
AKTHUBAIMIO OOJIBIIIETO KOJMYECTBA TCHOB M PA3IMYHBIX OHOJIOTHYECKHX IPOIIECCOB M 3aCTaBIISCT
00JIbIIIce KOJTMYECTBO KJIETOYHBIX KOMIIOHEHTOB y4acTBOBATh B POCTE MBUIBIEBBIX TPYOOK C. sinensis,
10 CPaBHCHHMIO C BO3JCHCTBHEM HU3KUX Temreparyp. CorjacHo aHHoTanuu 0a3bl JgaHHBIX, NO
peryJimpyeT CBS3bIBAaHHUE KATHOHOB W OKHCIHMTEIHLHO-BOCCTAHOBHTEIBHBIA TPOIECC, B YaCTHOCTH,
KOTOPBI BKIIFOYAET aKTHBHOCTh KaJMEBBIX KaHAJIOB, CBA3bIBAHME KAJIBMOJYJIHNHA, CBA3bIBAHUE HOHOB
MEJIM, CBS3bIBAHME HOHOB MarHus, MEPOKCHIIA3HYI0 aKTHBHOCTh, AHTUOKCHJAHTHYIO aKTHBHOCTD,
JICTOKCUKAIMIO KJIETOYHOTO OKUCIIUTEIIS, OKUCIUTEIbHO-BOCCTAHOBUTEIIbHBIC MPOIECCH U OTBET HA
OKHCTUTENBHBIN cTpecc. B yacTHOCTH, TeH-MuIIeHs new _mir 37 00J1ajlaeT MOIITHBIMH OKUCITHTEIHHO-

BOCCTaHOBUTEIILHBIMU Bo3MOHOCTsIME (XU et al. 2021).
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Kpome xomomoBoro crpecca, OKCHA a30Ta NPUHUMAET y4yacTHE€ B  pEaKIUH
caMoHecoBMeCTUMOCTH. Tak, ObICTpBIil U KpaTKoBpeMeHHbIH noabeM ypoBHSI ADK u NO, kaxaprii u3
KOTOPbIX (OpPMHUPYET YHUKAJIbHYK «CUTHATypy», OblI HEIaBHO OOHapyXeH BO BpeMs
camonecoBmectumoro (SI) omronorBopenus y Papaver rhoeas (Wilkins et al. 2011). Kpome toro, atu
aBToppl mokazanu, uyro A®DK wu NO 3amyckaloT NPUHLIUIMAIBHO BaXKHBIE IPOLIECCHI,
NPEIIECTBYIONIME THOETH TPYOKH MpHU CaMOHECOBMECTUMOCTH, a HMMEHHO, ¢opmupoanue CH-
WHIYIIUPOBAHHBIX AKTUHOBBIX TOYEUHBIX 0YaroB U 3aIlyCK Kacma3ono 00H0H aKTHBHOCTH.

Okcup a3ota Takxke ornocpeayer HeratiHoe BiusiHue aAT® Ha meutbieBbie Tpyoku (Reichler
et al. 2009). ABtops! yoeauTenpHO mokasanu, 9to (1) yBennuyenue BHeKIeTouHOro AT®YS BBI3BIBAIO
MOBBIIIIEHUE YPOBHS BHYTPHUKIIETOYHOTO OKCH/IA a30Ta, (2) XUMUYECKHE arOHUCTHI CUTHAIBHOTO ITyTH
OKCHJIa a30Ta CHIDKAIM YypOBEeHb BHekJerouHoro ATPyS, koroperii uHruOmpyer mnpopacTtaHue
IbUIBLIBL, (3) aHTArOHUCT I'yaHUJIATLHKIIa3bl, KOTOPBIA MOXKET MHIMOUPOBAaTh HEKOTOPhIE CUTHAIbHBIE
IYTH OKCHJa a30Ta, OokupoBai BbizBaHHOEe AT®YS nonaBnenue npopacTaHus MbUIbLBI U YITTMHEHUS
nbUIBLEBON TPYOKH, u (4) apdekret ATDYS He pazBuBaiics y MyTaHToOB Nialnia2, koTopsie UMEIOT
cHkeHHy0 nponykiuio NO. Takum o0pazom, MOJABICHHE MPOPACTAHUS IMBUIBIBI M YIUTHHEHUS
IBUTBIIEBON TPYOKHM BHEKJIETOYHBIMH HyKJIeoTHaamu dactuuHo omnocpeayercss NO (Reichler et al.
2009). OaHako Kaky pojib UIPAeT STOT CUTHAIMHT B KH3HU MbLIbLIeBON TpyOKu? B 2003 roay Obu10
oOHapyxeHo, uTo no0aBnenue AT®, no ne AJID, B cpeny npopacTaHus MOAABIAIO KaK IPOpacTaHue
TBUTBIIBI, TAaK U poCT TpyOoK y Arabidopsis, Takoii sxe penorun Habmroqancs y myrantos apyl-1/apy2-
1 mo renam anmpas, APY1 u APY2 (Steinebrunner et al. 2003). B apyroii pabote ObLIO MOKa3aHO, YTO
IbLIbIIEBbIE TPYOKHU M STHOJIMPOBAHHBIE THIIOKOTUIIM, OBEPIKCIIPECCUPYIOLIHE anupasy, UMenu Ooiee
BBICOKHE CKOPOCTH POCTa, YeM y pacTeHWH AMKOro Tuma. B mporecce pocTa MBUIBLIEBBIE TPYOKH
Beiersin AT® B mUTaTenbHYIO Cpely, a TOJaBlieHHEe AaKTHBHOCTH amMpa3bl aHTHTEIAMH WU
MHTUOUTOpaMHU OJTHOBPEMEHHO YBEIMUYUBAIO cpefaHue ypoBHH AT® u momaBisyio pocT MbUIBLEBBIX
TpyOOK. DOTHU pe3ynbTaThl IOKa3ald, YTO BHEKJIETOYHBIE HYKJICOTUIBI SIBIISIOTCS HEraTUBHBIMU
peryasitopamu pocta y pacrenuit (Wu et al. 2007). ITo3xe 3aKkOHOMEPHOCTH Oblila OOHApy)KeHa U Y
rojioceMeHHbIX pacTeHud. C HCMOIb30BaHMEM OHWOIIOMHUHECIIEHTHOTO aHanu3a, JKoy ¢ coaBTopamu
OOHapYXWJIH, YTO TbUIbIIEBbIe 3epHa Picea meyeri Beimenstor anortactHelii AT® (aAT®d) Bo
BHEKJIETOUHBIA MaTPUKC /10 POPACTaHUs U B MpoLecce yUTMHEHUs TpyOKu. JJo0aBieHue 3K30reHHOTo
AT® wumum usruburopa anupassl (depmeHta, ruaposnusyromero aATd) K CycneH3UH NbUIbIBI
WHTUOMPOBAJIO TMPOpAacCTaHWE W Y/UIMHEHHWE TBUIBIEBBIX TPYOOK, J€30praHu3ysl CTPYKTYpY
mukpoduiaamentoB B Hux (Zhou et al. 2015). C pgpyroii CTOpOHBI, K30T€HHas amnupaza TOXe
OKa3bIBajla MHTUOMpYIOlee AeHCTBUE, KAK U MHTUOUTOPHI IMypuHouentopoB. AT® ycunuBail npuTok
Ca®* mocie mpopacTanus, KOTOPHIi MOJABISICS HHIHOMTOPAMH TTyPHHOIENTOPOB. TakiM 06pasoM,

ABTOPHI BBIJIBUHYJIM KOHIIENIIAIO ONTUMaIbHON KOHIleHTpauun aAT®d, nmeronieil KiiroueBoe 3HaYeHUe

S7



JUISL MHULUALMA [IPOPACTAHMS TIBUIBLIBL, @ TAKXKE I BXOIAIEro Toka Ca’’ B pacTyIIMX MBLIBLEBBIX
TpyOkax enu (Zhou et al. 2015).

B nbuiblieBbIX TpyOKax Tabaka SK30TE€HHbIC MOJIMAMHMHBI B HU3KHX KoHIeHTparmsx (10 MxM)
no-pasHomy Biusuin Ha poct (Benké et al. 2020): myTpecuH CHHIKAI CKOPOCTh POCTa, CICPMUIMH
NOBBIINIAN, a CIEPMHH HE OKa3blBaj BIHMSIHHUA. VMHTEpEeCHO, YTO 3TH BIUSHHS KOPPEIUPOBAIU C
spdpexktom Ha ypoBHu ADK w/mumm NO B koHumke TpyOku: Bbicokui ypoBeHb NO u Hu3koe
cogepxkanne A®K mHTEHCHPHUIMPOBAIM POCT, MPOTUBOMOIOXKHAS KOMOWHAIMS MHTHOMpOBana €ro
(Benko et al. 2020). IlomnaMuHBl MOTYT BJIMSITh HA MOHHBI TOMEOCTa3 B PACTHTEIIBHBIX KJIETKAX, BO
MHOTHX CJIydae, OIoCpeIoBaHHo, yepe3 Moayisnuio yposas ADK (Pottosin and Shabala 2014; Aloisi
et al. 2016; Benkd et al. 2020). Hanpumep, npu 06paboTke criepmuanHoM B koHneHTpanuu 100 MxM,
IBUIBIIEBBIE TPYOKH TPYIIM OTBEYAIM PE3KUM IOBBIIICHUEM [Ca2+]cyt, U3MeHeHue rpanuenta pH u
cmenoi marrepra pocra (Aloisi et al. 2017). AHaIOrHYHBIX TaHHBIX, MOJYYEHHBIX Ha KJICTKAaX KOPHEH,
3HAYUTENbHO Oosbine:. akTUBHOCT, H+-ATda3pl H3MeHsIach y HECKOIBKHX BHJOB PACTEHHIA,
BKJIIOYAs KaK aKkTuBaiuio (puc, MieHuIa), Tak u uaruouposanue (kykypysa) (Pottosin and Shabala
2014). B HEKOTOPBIX CiIy4asx, MOJHAMUHBI TOBPEKIAIOT MBUIBILY 32 CUET M30BITOYHOTO 00pa30BaHUSI
A®K, 3a KOTOpBIM CleAyeT aKTHBAIMs aHTUOKCHAAHTHOM 3amuThl, nerpaganus [JHK u kierounas
rubens (Aloisi et al. 2015).

OnvH U3 BOKHEHITUX MEXaHU3MOB PErYIISIIIUKA POCTA MBUIBIEBBIX TPYOOK IN VIVO - MENTHIHBIN
curHanuHTr. HemaBHO Ob110 0OHapyskeHo, uTo ADK yuacTBYIOT B CUTHAJIbHOM KacKaJie, 3ayCKaroIiemM
orBer Ha mnentuaHbii curHan (RALF4—RAPID ALKALINIZATION FACTOR 4), xkotopslii
IpeJCTaBisieT co00l KOHTPOJb pOCTa MbLIbLIEBOH TpyOKHM CO CTOpPOHBI mecTuka. BosnelicTBue Ha
TpyOKH, pacTyimyde INn Vitro, 3TUM TENTHIOM BBI3BIBAIIO pe3koe ToBbiieHUe ypoBHS ADK,
CTUMYJISIIMIO pocTa W mpemoTBpamano pa3peiB Tpyoku (Feng et al. 2019). C npyroii CTOpPOHBI,
TYIIUTENH TEPOKCHUIA BOJOPOJA MOAUA Kalus M MUPYBAaT HATPUs WHTUOMPOBAIH POCT TPYOKH U
BbI3bIBAIM €€ pas3pbiB. B Tex munHusax apabumoncuc 11g2,3, xoTopsie He CIOCOOHBI MPOIYIIHPOBATH
LORELEI-LIKE GPI-ANCHORED PROTEINS 2/3, BoBimeueHHBbIE B BOCHPHUSATHE IENTHIHOTO
curHana RALF, ypoBenr A®K Obl1 CyIIeCTBEHHO HUXKe, a pocT Obl1 HapyieH. JloGaBieHue
9K30T€HHOT'0 MEPOKCHUIa BOJOPOJIa YaCTUYHO BOCCTaHaBJIMBaio ATH Hapymienus (Feng et al. 2019).
OnuH W3 TMPEenyoKEHHBIX MEXaHU3MOB - PETyJslus MEXaHWYECKUX CBOMCTB KIETOYHOW CTEHKHU
(Zhang et al. 2020), nockonbky y mytanTa 11g2,3 ObuTO0 Takke HApyIIEHO OTIOXKEHUE KayIO3bl M
nektuHoB (Feng et al. 2019).

Pa3pbiB TBIIBIEBOM TPYyOKHM - HEXeNaTelNbHOE SBIEHHE HAa paHHUX JTamax pocTa, HO
HE00X0/IMMOE - Ha KOHEYHOM JTare, MOCKOJBKY CIYXUT JAJs TONaJaHUsl CIEPMHEB K >KEHCKUM
ramMeraMm. OTOT Mpolecc YETKO KOHTPOJIUPYETCS: HEOOXOAMMO Yy3HaBaHUE MbUILIIEBOW TPYOKHU

CHHEPTUIaMH U MOCJIeIyIOIIee MOIydeHHe B OTBET paspemiaromiero curaana (Li and Yang 2018; Ge et
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al. 2019; Vogler et al. 2019). CurnasibHbie MenTHIBI (HAIPUMED, IUCTCHH-000TAIlCHHbBIE MENTH/IBI) U
Maiile MoJieKyibel (Hanpumep, ADK), KoTopbie MO3BOJIAIOT CUTHEPTHIE Y3HATh MBUIBIEBYIO TPYOKY,
HAKaIUIMBAIOTCS B 00JIaCTH HUTYATOTO armapara. OH MpeacTaBisieT co00i CHITBHO YTOJIIEHHYIO YacTh
KJICTOYHOW CTEHKH CHHEPrujbpl Ha MUKporuisipHoMm koHIe (Epmakos et al. 2016; Lopes et al. 2019).
VY3HaBaHUE TBUIBIEBON TPYOKHM Ha 3TOM JTale SBISETCS BAXKHBIM 0apbepoM ISl MEKBHIOBBIX
CKpCIIMBAaHMU/, IIOCKOJBKY HEy3HAaHHas IbUIbLIEBAs TPyOKa HE TPEKpallaeT CBOW pPOCT U HE
BbIcBOOOXKaeT crepmuu (Johnson et al. 2019). B y3HaBaHuM y4acTBYIOT peIENTOpHAs KHHA3a
FERONIA (FER), 6enox u3 moacemeiictea CrRLKI1L (Catharanthus roseus receptor-like kinase 1-
like). Ou perymupyer 3askopuBanne B memOpane NORTIA (NTA) u B3ammopeiicteyer ¢ GPI-
anchored 6enxom LORELEI (LRI) ma moBepxnoctu cunepruanl (Zhang et al. 2020). OrcyrcrBue
y3HaBaHMsI U OCJICAYIOIIETo pa3phiBa («epepociinii GeHoTum») oOHapyxkeH B mectukax Arabidopsis
pistils co cumxenubiM ypoBHem A®K. B o6iacTu HHTYATOrO ammapara CHHEPIHIbl y PACTECHHIA
JIMKOro Thma Habmomaercs nuk mpoaykiuun ADK, a y myrantoB fer u Ire, a takke B mectukax,
obpaborannsix DU, o orcyrcTByer. Bo Bcex mNepeyuClIeHHBIX Ciydasix TpyOku (HOpMHUPYIOT
«mepepocunii peHOTUI» ¥ HE NMPUHUMAKOT ydactue B orutogotBopenuu (Duan et al. 2014). Takum
oOpa3om, penentopas kuHaza FER, xak u nmpyroit Genok, LRI, xotopslii ¢ Hell B3aumopeicTByer,
OTBEYAKOT 3a JIOKabHYI Tpoaykiui ADK, KoTopas BbI3BIBAET Pa3pbiB TPYOOK M BBICBOOOXKICHHE
cnepmueB. @erorun emé ogHoro myranta, amc (abstinence by mutual consent), Taxxe cxoaen ¢
TaKOBbIM y fer, HO OH SBJSETCS CTEPWILHBIM HPU CAMOOIBUICHHH, TO €CTh, YHICPOHBIA (HEHOTHIT
HaOJII0JaeTCsl TOJIBKO B TOM CJIydae, KOTJa MyTaHTHBIN ajulelib HECYT KaK MY)KCKOH, TaK M >KEHCKHH
rametoputsl . AMC KoaupyeT mepoKCHH, KOTOPBIH y4acTBYeT B MMITOPTE Oellka B IEPOKCUCOMBI U 3a
CUET ATOr0 MOXET TaKke ObITh HyKeH i nponaykimun ADK B mporecce y3HaBaHHS MEXIY
IBUTBLIEBBIME TpyOKamu U cuHeprugamu (Boisson-Dernier et al. 2008).

B mbutbnieBoit TpyOKM mpomyumpytoTcs sHuoreHHsile ADK, riaBHEIM 00pazoM, ¢ y4acTHeM
HAJI®H-okcunas (y Apabumoncuc RbohH u RbohJ). O6e usodopma depmenTa nokanu3oBaHbl B
1a3MaTHYecKoi MmemOpaHe, UMEIOT B cBoeil cTpykType EF-pyku 1 npu cBs3bIBaHNUN C MOHOM KaJlbLIKs
nepexosaT B akTuBHpoBaHHOe coctosHue (Kaya et al. 2014). ¥V Tabaka, TpaHC(EKIUS MBUIBIIBI
antucenc onuronykieorunamu (ODNS) mpoTtuB naHHOTO (hepMEeHTa MPHUBOAMIO K WHTHOUPOBAHUIO
pOCTa MBUIBLEBBIX TPYOOK, KOTOPBI MOT OBITh BOCCTAHOBIICH B PE3YJbTaTe JOOABICHHS 3K30T€HHOTO
H.0, (Potocky et al. 2007). Y apabumoncu Takke Obutd omucanbl MyTtanTsl FDOhH,J ¢ cepbesHbMu
HApYIICHUSIMUA PENPOAYKTUBHOK cdephl. [IblIblla 3THX pacTeHHH IEMOHCTpPHUpOBAJa HApPYyIICHHUS
MOJIIPHOTO POCTa M KajblieBoro romeocrasa (Kaya et al. 2014; Lassig et al. 2014). MuTepecHo, 9TO
IBUTBLEBON (DEHOTHIT ATUX MYTAHTOB OBLI NMPAKTUYECKH WACHTHYCH TAKOBOMY MYTAHTOB IO T€HaM
KaJbIMeBBIX KaHaaoB cngc7,8 (cyclic nucleotide gated, non-selective, Ca2+-permeable ion channels),

YTO yKa3bIBaeT Ha (QYHKIMOHAIBHYIO CBSI3b MY 3TUMH PEryasSTOpHBIMHU diiemeHTamu (Zhang et al.
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2020). CpoiicTBa 3TUX MYTaHTOB M3y4aiu u IN VIVO: y pactenust ArabidopsiS mukoro Tura mpoIyKuus
A®K B amomiacte B 30HE MEXKIY MOBEPXHOCTBHIO MbUIBIIEBOM TPYOKHM W MaNuUIaMH PbUTbLIa ObLIa
MOKa3aHa C MOMOIIBI0 TMCTOXUMHYECKOTo OKpamwuBaHus; y myTantoB ADK He HakarumBanmuch, a
poct Tpyoku Obu1 Hapyiren (Kaya et al. 2015). Takum o6paszom, sugoreHasie ADK, npoayuupyembie
¢ yuactueM HAJI®H-okcunasbl, HEOOXOMMBI Uil POCTa MBUIBLIEBOM TPYOKHM Kak In Vitro, Tak u in
Vivo.

Opnnako, 3T0oT (epMeHT - He eauHCTBeHHbIM ucToyHHK ADK B MyxckoMm ramerodwure:
nonunamutokcugasza (ITAO) B meiablie MokeT cuHTe3upoBath H202 u3 mommamuuos (Aloisi et al.
2016). V puca Obuto wuacHtuduiupoBano cemb uzopopm ITAO, um oana u3 Hux, OSPAO7,
cnenuduieckn sKkcrpeccupyercs B neutbHuKaX; OSPAQO7 cunatesupyer H202 npumepno B 100 pas
spdextuBHee, uyem apyrue uzodopmer (Liu et al. 2014). B HemaBHeM wuCCAeIOBaHUM ObLIa
oOHapy)KeHa CBS3b MEXJIy IOJIMAMHHAMH M TEPOKCHUIOM BOJOpPOJa B WBUIBIEBBIX TpyOKax
Arabidopsis (Do et al. 2019). Panbiie Takass CBsS3b OblIa BbISIBICHA I TPYIIN: TPATACHTHI
cymmapueix A®K u ciepMuauHa B TBUTBIEBOM TPyOKe COBMajgaiv, a B TpyOKax, oOpabOOTaHHBIX
9K30TCHHBIM CIICPMUIMHOM, YPOBEHb 3THUX BEUIECTB B IUTOILIA3ME M3MEHSUICS CXOIHBIM 00pa3om
(Aloisi et al. 2015). IIpu stom >ddexTsr Tex ke cambix moauamMuHoB Ha ypoBHH NO/ROS B
IBUIBIIEBBIX 3€pPHAX U TPpyOKax pazinuyaiuch. boyiee TOrro, HeJIaBHUE MCCIICAOBAHUS MMOKA3aJd, YTO
MIOJIMAMHUTHBI PETYIUPYIOT MPOPACTaHKE MBLIBLI TIABHBIM 00pa30M uepe3 Mooyt ypoBHs ADK,

B TO BpeMsl KaK yAJuHEHUe TpyOKH - uepe3 ypoBeHb okcua azota (Benkd et al. 2020).
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I'1aBa II. 06'beKTBI M METOAbI MCCJIEJOBAHUS

1. O0BbeKThI HCCJIeT0OBAHUA

B pabote mcnosp3oBanu HBETKH cpe3aHHbIX pactenwit aumuu (Lilium longiflorum Thunb.),
HekoTopble onbIThl DIIP mpoBogmnm Ha xuBbiX pacrenmsx yuiaud B ['BC PAH. Pactenus tabaka
(Nicotiana tabacum L. cv. ‘Petit Havana SR1’) BeipanBaiu U3 ceMsiH B KJIMMaTHYECKOW Kamepe TpH
25 °C, ¢oronepuone 16/8 1 Ha cmecu BepMuKyiuTa BermydeHHOTO (C-Bepan «Arpoy») ¢ MOYBOH B
cooTtHomreHun 4:1, monuBas pactBopoM MuHepaidbHbiX cosieii (Nitsch 1965). Jlns wccnenoBanus
9KCCy/laTa U OKpalIMBaHUS PbUICL MCIIOJIb30BAN PACTEHUS, LIBETYIIHE B MOCKBE B OTKPBITOM IPYHTE:
OapOapuc Berberis vulgaris L. (Ha tepputopun MI'Y), npeBoBuaHblii nmuoH Paeonia Xsuffruticosa
(Porannueckuii cax MI'Y Ha BopoObeBbix ropax), kupkazon Aristolochia manshuriensis Kom.
(borannueckuii can MI'Y «Anrtekapckuii Oropom»).

3penocTh phUIbIla OLIEHUBAIM 10 BHEIIHEMY BHAY I[BETKa U JIEIUIM Ha 3 cTaauu. 3aKpbIThie
[[BETKH, JOCTHUTIINE OKOHYATEIHHOIO pa3Mepa WM He MeHee 4/5 oT Hero, Kiaccu(UIUpOBAId KaK
IOBCHWJIbHBIC. [[BETKH, KOTOPBIE PAaCKPBUIHCH, HO UMENIM HEe3pelble MbUTLHUKH, KIacCU(DUIIMPOBATUCH
Kak mpen-3penbie. [[BeTKH C MOTHOCTBIO OTKPBITBIM OKOJIOIBETHUKOM M OTKPBITHIMU MBUTbHUKAMU
CUMTAIHUCH 3pesbIMU OMbUICHHBIC BPYUHYIO Ha 311 CTaJAUM [IBETKU HA CIEAYIONIMA JEeHb CUMTATUCH 4if
craguei.

Pruab1ieBbIit SKCCyaaT coOMpau ¢ BETKOB OAHOM CTaIMM B HAKOHEUYHUKH OT MUKPOTIMIIETOK B
KaIUTi0 JTUCTHJLTMPOBAHHOM BOJBI M\WJIM pAcTBOpa CHHHOBOW JOBYHmIKH. LlBeTkn 2 u 3 craauu
KacTpUPOBAIH, YTOOBI M30€KaTh MOMAJaHUS MBUIBILI Ha pbUIbLe. BpeMs MHKyOaluu 3aBUCENO OT
onbITa U cocTanisuio 30 nnu 60 MuH.

Jlnst cOopa ONBUIMTENBHBIX Kareldb HCIOJIb30BaIMCH pacteHus Tyu (Thuja occidentalis L.),
tuca (Taxus baccata L.), cocusr (Pinus sylvestris L.) u enmu (Picea pungens Engelm.). Tys, cocHa u
THC TIpou3pactaroT okoyio Kopmyca snektpoHHoi Mukpockonuu MI'Y, enum — B pa3HbIX MecTax Ha
tepputopun MI'Y. BeTBu €O 3penbIMH JKEHCKHMMH IIUIIKAaMU OBUIM Cpe3aHbl C paCTeHHH,
MpOM3pacTaBIINX Ha TeppuTOopuu U B boranmdeckom caxy MI'Y. Jlns coopa OK 10 ceMeHHBIX MIHIIIEK
(ClI) tuca, 2 CHI cocuel mnu 10 CLI Tyn norpyxanu B 300 wi IUCTHILTMPOBAHHOM BOABI M/HIN
pacTBopa CIIMHOBOTO 30HAa U WHKyOupoBanu 30-60 mun. [lIumku He cpe3anu co ctebreid, 4ToObl He
MPOBOLIMPOBATH J10NOJHUTENBHYIO reHepaluio ADK. C enoBoi MIKMIIKK KAl MEPEHOCUIINA MMUIETKOMN
WJIH UTOJIKOH B TaKOi 7K€ 00HEM BOJIBI.

Jlnst monmydeHuss MBUTBIBI OyTOHBI COOMpaNM HAaKaHYHE PACKPBITHUS W W3BJICKATH W3 HHUX
NBUTRHUKYA, KOTOpBIE 3aTeM mnomemanu B TepmocTtaT (25°C) He MeHee 4yeM Ha JBO€ CYTOK s
co3peBaHust U BbIChIXaHusa. CyXyro TBUIBILY COOMpAK C MOMOIIBIO0 CHEIHATBLHO O0O0OPYIAOBAHHOTO
HacronpHoro meutecoca (Princessa, KHP) B mpoGupku u xpauwau mpu -20°C. Bo Bcex ombITax

WCITOJTH30BAJIN TBUIBILY, MPEABAPUTENHHO YBIAKHEHHYIO 2 4 ipu 25°C.
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CranpmapTHas cpefa i WHKyOallMy MbLIbIBI [IBETKOBBIX pacTeHuil Iin Vitro skmovana 0,3 M
caxapo3y, 1,6 MM H3BOs, 3 MM Ca(NOs),, 0,8 MM MgSO; u 1 MM KNO3 B 50 MM MES-Tris -
oydepe, pH 5,9 (tabax) wau 5,8 (mumus) (Tushabe and Rosbakh 2021).

Jlia mosydeHus MpemnapaToB pacTyUIMX B IUIOCKOCTH MBUIBIEBBIX TPYOOK YBIa)XKHEHHBIE
IBUIBLEBbIE 3€pHA NOKpbIBaIU 1,5% nerkoruiaBkoil arapo3oil. [[ist 3TOro mpuiblly HAaHOCHJIM Ha
MOKPOBHOE CTEKJIO, CBEpXY MO KaruisiM Jo0aBisuin 90 MKII paciuiaBJIeHHOW arapo3sl (Temrmeparypa
renst He npesbimana 35°C) U HaKphIBAIM APYIMM MOKPOBHBIM CTEKJIOM JJIsi 00pa30BaHHsS TOHKOTO
cinos. [Tocne 3acThiBaHUS arapo3bl BEpXHEE CTEKJIO aKKypaTHO CHUMAJH, a HI)KHEE CTEKJIO C MbUIbIION
U arapo3oi MOMeIand B IuiacTHkoBble damku Iletpu (d = 40 MM) co cpemod mIpopacTaHusi Ha
HeOompiyro  motokky (Podolyan et al. 2019). [lng KONMMYECTBEHHOW IIMPOKOMOIOCHOM
MHUKPOCKONIUY Yallku HHKyOupoBaiu npu 29°C B Teuenne 1,5-3 4, 11t KoHPOKaIBHON MUKPOCKOIIUU
npu 25°C B Te4eHHe 2 4acoB.

[Tpu HeoOxoauMocTH (HITyOpeCEeHTHOrO OKpAIlIMBAaHUS PACTYIIUX MbUIBIIEBBIX TPYOOK Tabaka
U JIWIAA A JPYTUX SKCIEPUMEHTOB, TJIE JIMMUABI MOTYT HOMEIIaTh, MBUIBIY TEpel YBIaKHEHUEM
OTMBIBAJIM OT TOBEPXHOCTHBIX JIMIUAOB T€KCAHOM WJIM AMSTHIIOBBIM 3(DMPOM M BBICYIIMBAIH Ha
Bo3ayxe. OTMBITYIO MBUIBIY HE XpaHuwiu Oosiee 12 yacoB, Tak Kak B MpoIlecce JUIMTETLHOTO XPaHSHUS
OHA TepsieT CIIOCOOHOCTH K MPOPACTAHHUIO.

Taxxe B pabote ucmosib30Banu melIbily enu (Picea pungens Engelm.), kotopyto cobupainu ¢
JIEPEBHEB, PACTYIINX B OOTaHWYECKOM caay Ouosnornyeckoro gakynbrera MI'Y Ha Jlennnckux 'opax.
MuxkpocTpoOuiiel enu codupaiu B Mae — UiOHE (B 3aBUCHMMOCTH OT TOTOAHBIX YCIOBHUIl) B MEpUO]
aKTUBHOT'O NBUICHHS M BBIICPKHUBAIU B TepMocTarte mpu temneparype 25°C B Tedenue 3 nHel, nmocie
YEero CyXylo MbUIbIly COOMpaIN HACTOJIBHBIM MbLIECOCOM U XpaHuiu mipu -20 °C.

[Ipbny enu npopamuBanu npu 25°C B yamkax Iletpu, npobupkax wim mianike Ha Kadajike
Ha CaMOM HM3KOW CKOpOCTH B MUTATENbHOH cpene ciemyromiero cocraa: 0,3 M caxaposza, 1 MM
H3BO3, 1 MM CaCl; 8 50 MM MES-Tris 6ydepe, pH 5,5 (Maksimov et al. 2018). BaxxubiM ycioBrem
npopacTtaHus OblIO HaJM4ME B MPOOUPKE JOCTATOUHOTO CIIOS BO3AyXa JJIs JUIMTEIbHOW MHKYOAllUH.
MaccoBoro nopaxeHusi CycleH3ul TpuOHON U GakTepuaabHOU (uiopoil He HaOJI0aIoCh B TEUEHUE
HEPBbIX CYTOK MHKYOAIMH.

Jlnst BBIOENEHHUsS] MPOTOIJIACTOB M3 MBUIBLIEBBIX 3EPEH JIMIMH IPEIBAPUTEIBHO IMPOBOAMIH
MOJIHYIO PETUIpaTalliio MbUIBLEBBIX 3EpeH, MHKYOUpYys UX B CTaHJApTHOM cpee MpopacTaHus,
cieayromiero cocrasa (manee SM): 1,6 MM H3BO3, 3 MM Ca(NOs),, 0,8 MM MgSO4 u 1 MM KNO3 B
25 MM MES-Tris Oydepe, pH 5,8. [dononautensHo cpema coxaepxkana 0.3 M caxapossl. [lpum
perypaTaluy KOHIIEHTPAIlUs NBUIBIEBBIX 3EpeH cocTaBisia 2 MI/MiI. 3aTeM MbUIbIEBBIE 3EpHA
ocaxknanu mytem nentpudyruposanus (600xg, 1 MUH) U IEPEHOCUIIH B TUTIEPTOHUYECKYIO cpeny SM

¢ (epmeHTamMH, 00ECMEUMBAOIIMMHU THAPOIHN3 IOJIUCAXapua0B KieTouHou obomouku (0.175 M
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caxaposbl, 0.175 M D-mannurtona, 1% (w/v) memmonaza (MP Biomedicals, CIIIA), 1% (w/v)
Macerozyme (MP Biomedicals) i 2 mr M Gbrabero csiBopotouroro ans0ymuna (MP Biomedicals))
(Tanaka et al. 1987). MukyoupoBanue npoBoauind B TedeHue daca mpu 29 °C. 3aTeM mpoTOIIacThl
JIBX]IbI OTMBIBAJIM OT (hepMEHTOB IyTeM 1eHTpudyruposanus (600xg, 1 MUH) U pecyClIeHIUPOBAHHUS
B THUIEPTOHHYECKON cpeae SM 6e3 ¢epmenToB. CyclNeH3WIO NPOTOIIIACTOB HCIOJIB30BAIU IS
(iryopecleHTHOI MHUKPOCKONHMM W TITY-KIaMIT HMCCIEOBaHUS B TEYCHHE 2 YacoB C MOMEHTa
Boienienus (Breygina et al. 2016, 2017).

st BBIACTCHHUS CYONpPOTOIUIACTOB W3 TIBUIBLIEBBIX TPYOOK Tabaka CHayala IPOBOIMIH
MpopalIuBaHue MBUTBIEBBIX 3epeH. st aToro neuibily maKyoupoBam 1 1 npu 25 °C B cpene SM ¢ 0,3
M caxapo3bl. KoHIleHTpaIusi MbUIbIBI TP MPOpacTaHuu coctaBisia 2 mr/mi. [IbiiblieBbie TPYOKH
OCaXJIaJIu OJIHOKPATHBIM IeHTpudyrupoBaHueM B TedeHue 1 mun npu 3300%g, 3aTeM nepeHOCHIN B
rUnepToHuueckyo cpeny SM ¢ depmenramu (0.7 M caxaposza, 0,7 M D-manuuron, 2% (W/v)
nemwnosasza (Cellulase from Trichoderma viride, MP Biomedicals, ®panrus), 1% (W/V) mnekTuHaza
(Pectinase from Aspergillus niger, Sigma-Aldrich, CIIIA)) u uakyoupoBaiu Ha kayanke 1 yac npu 29
°C. CycneH3uo cyOonpoTOIUIacTOB OTMBIBAIM OT (DEPMEHTOB U ()ParMeHTOB KJIETOYHOW CTEHKH (IBa
nukiia nearpudyruposanus (30 ¢, 600xQg) / pecycrneHIUpOBaHUE B THIIEPTOHUYECKON cpeae SM Oe3
¢depmenToB). [lonmydeHHYIO CYCHEH3UIO CYONpPOTOIUIACTOB HCIIOJNB30BAIM U OKpAIIUBAHUS |
(bayopecieHTHOTO MUKpPOCKOn4Yeckoro uccnegopanus (Makcumos et al. 2015).

Jiist monmyveHus: GUKCHPOBAHHBIX CyOIPOTOILIACTOB CYCIIEH3UIO Ocaxaainu B Tedenue 30 ¢ mpu
600%Qg 1 3aMeHsUIN TUIEPTOHNYECKYIO Cpeay Ha (hukcaTop cieayromero cocrasa: 1% dopmanbaerus,
0,6 M D-mannuton B 100 MM Na-P 6ydepe pH 7.4. Ilepen okparmBanueM (pUKCHpPOBaHHBIE KIETKU
OTMBIBAJIM OT (PUKCAaTOpa OJTHOKpATHBIM HeHTpudyruposanueM (30 ¢ npu 600%g) u 3aMeHO cpebl Ha

TUTIEPTOHUYECKYIO cpeny 0e3 hepMEeHTOB.

2. OxpammBaHue pblien

OkpammBanre OeH3UIHHOM

B 1BerHOM peakipy y4acTBYIOT O€H3WAWH, (DEPMEHTHI C TEPOKCHIA3HONW AKTHBHOCTBHIO W
nepokcua  Bogoponaa. Jlast ompeaeseHuss oOIIedl OKHMCIMTENBHON CIOCOOHOCTH (BKJIFOYAs Kak
NPOAYKIIMIO TEPOKCHIa BOAOPOAA, TaK M aKTHBHOCTH mepokcuaas) (Josephy 1985) wa phutblia
Hanocwt 1% pactBop Oensuamna B 50 MM Tpuc-anerataom 0ydepe (pH 5,0) u ocraBmsum Ha 30
MuH. UTOOBI FapaHTHPOBATh, YTO COOCTBEHHBIC MUTMEHTHI HE BHOCAT BKJIAJ B HAOJII0aeMYIO OKPAcKy,
BCe TECTHKH (oTorpadupoBaid 10 M TOCIE OKpalluBaHWsA. Bce, KpoMme ONBUIEHHBIX MECTHKOB
KMpKa30Ha, K Hayally MHKyOanuu ObUIM MPaKTUYECKH HEOKpalleHHbIMU. [10CKOIbKY TpaBMUpOBaHUE
NeCTUKAa KOHYMKOM TIMIIETKM MOPUBOJIMIO K pe3koMy yBenuueHuto npoaykiun ADK w,
COOTBETCTBEHHO, K JIOKAJIbHOMY UHTCHCUBHOMY OKpAlIMBAaHUIO, PbLIbLA [IPU HAHECEHUU PACTBOpA HE

Tporanu. OKpaileHHble MecTUKH (hoTorpagupoBaay B OMHOKYISAP (A7 MEJIKUX MECTUKOB) W/WIM C
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noMoIei0 Qoroannapata (JUisi KpynHbIX). B mepBom cilyuae W3 IIBETKOB BBIpE3alid TMECTHKH U
NOMEIIAJIN BO BIJIAXHBIM I€COK; B IMPOTUBHOM Cllyyae pbUIbIIE HE momazano B (okyc. ITo

BMENIATEILCTBO HE MPUBOAWIO K runepnpoaykuun APK Ha peuible.

OxpammBaune NBT

Jns cneun(UYHON OIIGHKM MPOAYKIMU CYIEPOKCHI pajJuKalia Ha pbUIBLAX JIMIMU HUX
unkyoupoBaiu B pactBope NBT (10 uM, 10 mun) B 50 MM narpuii uutparHom 0ydepe ¢ pH 6.0,
nociie vero kunstwim B Tedenue 15 mun (Cui et al. 2022). [1yis tabaka, KOTOPBIH OKpAIIMBAIICS OYCHb
CHJIbHO, JJIUTENBHOCTh KHIITYEHHsS Oblla COKpamleHa 10 5 MHHYT, a KOHICHTPAIUs KPacUTENs

CHHIKCHA B JIBa pa3sa.

OxpammBaune DCFH

Jnst oueHku ypoBHs BHekseTOUHBIX ADK mcronp3zoBanu okpammBanue 25 uM DCFH-DA.
OO0bexThl okpammBanu npu 25 °C mpenBapuTenbHO AedTepupUIpoBaHHBIM Kpacutenem (10 MM

NaOH, 60 mun) B Teuenne 30 MuH u GoTorpadupoBaiu ¢ MOMOIILI0 MUKpocKoma AXioPlan.

3. OnpenejeHde CKOPOCTH TPOPACTAaHHSl WbUIBIBI IN VIVO #u 3¢ ¢deKTHBHOCTH

OIIOAOTBOPECHUA

Jlnisi OLIEHKHM CKOPOCTH TMPOpAaCTaHHWs Ha PHUIBLIA 3pENIbIX I[BETKOB Tabaka (MpeIBapHUTENIbHO
KaCTPUPOBAaHHBIX ), HA KOTOPBIX YK€ BBIACIHIICS PBUIBIIEBBIN SKCCYIaT, HAHOCHIIH 0 1.5 MT IBLIBIIBI
tabaka, XpaHuBIIeics npu Temmeparype -20°C ot 3 no 6 MecsueB (nanee — KOHMpOIUpyemoe
onviieHue).

[Ipy wm3ydeHWH BIUSHUS WHTHOMTOPOB Ha CKOPOCTh MPOPACTaHHWS HA PBUIBIE IECTHKA
HaHocumu JI®U (nudenunnennononus xmnopun) u aneropanwyion (mHruoutopsl HAJI®OH-okcuaasbr)
i LCS1 (uarudurtop Cu\Zn-cynepokcuaancMyTassl) B Karie AUCTUILIMPOBAHHOM BO/II 00bEMOM 2
MK Ha 10 MUHYT, 3aT€M IPOBOJIMIIA CTAHJAPTHOE ONBIJICHHUE.

UYepez 30 MHHYT mocje OINbUICHUS MECTUKU cpe3anu U QuxcupoBain B 70%-oM BOJHOM
pactBope atHioBoro crupta. Crycts 10 MUHYT TpH TTOMOIIM JIE3BUS JETalld TPOIOJIbHBIE CPEe3bl
¢ukcupoBaHHOro Marepuaiga. Ha HUX HaHOCHIM KpacuTelb aHWIMHOBBIM cuHMU (pactBop 0.1%
anunuHoBOro cuHero B 108 MM K3POy), koTopblil cienin(uyHO CBA3bIBAETCS U OKPAIIMBACT Kajio3y,
BU3YITU3UPYS MBUIBIIEBIC TPYOKH.

Cpe3sl WHKYOMpOBaM C KpacuTenem B TeueHue 30 MUHYT, TOCiIEe dYero HaOIomanu
OKpalllMBaHWE TMpU TMOMOUIM  (IYOpPEeceHTHOro MHKpockonma. B pabore wucmonp3oBaiu
MOTOpHU30BaHHbIM MHUKpockorn Axioplan 2 imagingMOT (Zeiss, I'epmanusi) ¢ NOpOrpaMMHBIM

obecrieucrrem AXioVision 4.5 (Zeiss), ocHameHnbIi nudposoit kamepoit AXioCamHRCc (Zeiss).
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CKOpoCTH IpOpacTaHusl OLEHUBAIUCH M0 KOJIUYECTBY MBUIBLEBBIX TPYOOK, IPOPOCIINX Yepes3
TKaHu nectuka 3a 30 munHyr. Kaxnplii BapuaHT ombITa (KOHTPOJIbHBIE pacTeHHs U 3 MHTHOUTOpPA)
npoBoauics o 10 pas.

Jns oueHkH 3¢ (EeKTUBHOCTH OIUIOAOTBOPEHUS HCIOJIb30BAJICS METOJl B3BELUIMBAHMS CEMSH.
KanuOpoBka, oTpaxaromasi JIMHEHHYIO 3aBUCHMOCTh Beca TPYIIBI CEeMSH OT HMX KOJIMYECTBa,
[I03BOJIMJIA 3aMEHUTh TPYJOEMKHI MOJCYET CEMSH Ha UX OTHOCHTEIbHO HECJIOXKHOE B3BEIIHMBAHUE.
[Tocine KOHTPOTUPYEMOTO ONBLICHHS KOHTPOJBHBIX I[BETKOB W IIBETKOB, IMECTUKU KOTOPBIX OBLIH
UHKYOUpPOBaHbI ¢ MHTHOUTOpaMH, B TeUeHUE 3 HeZelb MPOUCXOIUIIO co3peBaHne Kopobouek. [Jlanee,
U3 HHUX U3BICKAINCh CEMEHa M BECOBBIM METOJOM IpH IOMOLIM KaJMOpPOBOYHOW MpPSIMOIi

MPOBOJMIIACH OLIEHKA KOJMYECTBAa CEMSH. Bec 0JHOro ceMeHu COCTaBIIsLT 55 MKT.

4, IHoasiporpadus

[Tornomenue KUCIOpOAa CYCIEH3WEW MBUIBIBI €T HM3MEPSUIM C TOMOIIBbI0 moiisiporpada ¢
BCcTpoeHHBIM 3jekTporaoM Kiapka (Expert 001, Poccust). [lns momydeHus HEOOXOAMMBIX 3HAYCHUN
CHWJIbI TOKa B MKA HaBecKy mbuUibIbl (16 Mr) B HMHKYOalMOHHOM cpele TMOMeIlald B
nossiporpaduueckyto ssueiky. O0béM sueitku — 3,2 ML

B pesynbrare u3mepennii asist Kax 1o BpemenHou Touku (30 MuH, 2, 6, 9 u 14 1) Obu1 MOTyUYeH
pAI 3HAYEHMM CHUJIBI TOKA, OTPa)KAIOLIMX M3MEHEHHE COJEepXaHUs KUCIOpoJa B sueilke B TEUCHHE
nepBbIxX 12 ¢ (B ’TOM BpEMEHHOM JAMaIa30He 3HaueHUs! (PUKCHPOBAIM KaX[ble 2 ¢). DTOT BpeMEHHOU
MHTEpBAJI BBIOpAIN 110 MIPUYMHE TOCJIEAYIOIEr0 BCIUIBITUS U HEPABHOMEPHOTO pacrpeeseHus 3€peH
B siueiKe M3-3a BO3YIIHBIX MEIIKOB (rocie 12 ¢ 3épHa BCIUIBIBAIM M MPUIUNAIN K KPBIIIKE STUEHKH).
[TyreM sKCTpamosisiiMM pacCYMTHIBAIM HM3MEHEHHE CHIIbl TOKAa 3a MUHYTY. [lonyueHHOe 3HaueHHe
NepeBOoIMIM B YObUIb (TIOTJIOLIEHHME) KHcIopoJa B suelike 3a 1 MuH B MKMoib. [loriomenue
KHCJIOPO/a JUIs KaKI0i BPEMEHHON TOUKU M3MEpSUTH, KaK MUHUMYM, B 4-X OBTOpHOCTSX. [y Touek
6 1 9 4 ¢ GonbIIUM Pa3dpPOCOM 3HAYEHHM KOJIUUYECTBO MOBTOpHOCTEH yBennuunu 1o 7 (EBMenbeBa and

bpeiiruna 2018; Breygina et al. 2020).

5. diyopecueHTHAasl INHPOKONOJIOCHAS MUKPOCKOIHUS

B pabore wucmonp3oBaid MOTOPH30BaHHBIM MuKpockorm AXioplan 2 imagingMOT (Zeiss,
['epmanust) ¢ mporpaMMHbIM obecnieueHrem AxioVision 4.5 (Zeiss), ocHamieHHbIH IM(POBOit kKamepoi
AxioCamHRc (Zeiss) u Pro-08 (ADF Optics, KHP). ®nyopeciieHiuo Bo30yXIaJld CBETOM PTYTHOU
JIAMIIBI, UCTIONB3YsI CTAHAPTHBIC OJOKU (PHUIBTPOB.

JI1s KoM4ecTBEHHBIX M3MEpeHUi mpenapatsl (oTorpadupoBaiv ¢ GUKCHPOBAHHON BBIIEPIKKOMH,
UCIIOJNIB3Yysl aBTOMATHUYECKYIO 3aCJIOHKY, KOTOpas MO3BOJsUIa OCBEIIATh Mpernapar TOJIbKO B MOMEHT
cbeMku. [lonyueHHble GoTorpaduu aHaTM3UPOBAIM, UCIONB3Ys MakeT mporpamm AxioVision 4.7.1

(Zeiss, 'epmanust) unmun ADF Imaging (ADF Optics, KHP).
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Kosnn4yecTBeHHBIH aHAIM3 (PU3MOJIOTHYECKHUX TAPAMETPOB

Onenka cymmapaoro yposas ADK

Jlnst omeHkH ypoBHS BHYTpHKJIETOUHbIX A®K wcrmons3oBamum OOMIEIPUHATHIA  METOJ
okparmBanus 50 uM DCFH-DA (dichlorofluorescein diacetate acetomethylester, Sigma). O6bekThI

okparmmBany rpu 25 °C B TeueHue 5 MuH 1 poTorpadgupoBaiiv ¢ oMouIbo Mukpockona AxioPlan.

Onpenenenne pH 1nuToIuiasMel

Jns ompeneneHus IMTOILIa3MaTHyeckoro PH cyOmpoTomiaacToB W MBUIBIEBBIX TPYyOOK
UCIIOJIL30BAIM paTHOMETpU4ecKuil ¢uryopecueHTHbiii kpacurens BCECF (Feijo et al., 1999). B
criektpe Bo3OyxaeHus ¢ayopecieniiuu BCECF ects kak pH-4yBCTBUTENBHBIM yYacTOK, TaK M
n300ecTUUEeCcKast TOUKa, T.€. JUIMHA BOJIHBI, IPU KOTOPOH MHTEHCUBHOCTD (DIyOpECHCHIIMN HE 3aBHCUT
ot 3HaueHus: PH. JlanHas 0COOEHHOCTH MO3BOJISET ONPENENATh 3HaUeHHe PH, ucmonp3ys oTHOLIeHNE
MHTEHCUBHOCTEHN (uryopecueHunu B PH-uyBcTBUTENbHOM (l1) M1 pH-HEeuyBcTBUTENBHOM KaHaine (lz), a
3HAYUT, W30€XKaTh IOTPEIIHOCTH, CBS3aHHOW C BapbUPOBAHMEM KOHIIEHTPALMU KpAacuUTeNs B
IpOTOIJIACTAX.

OxkpammBanue cyonpororuiactoB BCECF AM (Molecular probes, Hunepnanabl) nmpoBoauiau
npu 29°C B TeueHWe 5 MHHYT B THIIEPTOHHYECKOW cpene 0e3 gepmentoB (Makcumos et al. 2015).
Koneunas koHueHTpauusi kpacurens cocraBisuia 10 uM. IleuterieBbie TpyOku okpamuBamu 10 pM
BCECF-AM B teuenne 10 muu npu Temmepatype 25°C (Podolyan et al. 2019, 2021). Ilocne
OKpaIINBaHUs CyOIPOTOIIACTHI OTMBIBATIM OT KPacUTENsl OJTHOKpATHBIM IeHTpudyrupoanuem (30 ¢
npu 0,6Xg) ¥ 3aMEHOM Cpelbl Ha THUIEPTOHUYECKYIO Cpelly 0e3 KpacuTessl. Arapo3HyrO TJIACTHHKY C
pacTyLIMMH B HEH MBUTBLEBBIMU TPYOKaMM TaKKe MOMELIATN B cpey 0e3 KpacuTess.

Jlns ompeneneHus nuToruiasMarudeckoro PH Oblia mocTpoena kaaubOposka in vitro (Feijo et
al., 1999). Uurencusnocth (yopecteniimn BCECF u3mepsuin B cpenie, UMUTUPYIOLICH ITUTO30J1b,
cnenyromiero cocraBa: 100 MM KCI, 30 MM NaCl, 0,5 M manuuT, 40% caxaposa B 25 MM MES (pH
6,0) mim 25 MM HEPES 6ydepe (pH 7,0 u 8,0). KanubpoBounsie pacTBopbl okpamunBaimu npu 25°C B
TedeHHue 5 MHHYT. {71 MOCTpOEHUS KaIMOPOBKH HCIOJB30BAIU KPAacUTETh B (OpPME KHCIOTHI —

BCECF Acid (Molecular probes); koneunas koHmeHTpanus kpacurels cocrapisiia 10 M.

OmnpenencHue MeM6DaHHOFO NOTCHIIMAaJIa

s ompeneneHus MeMOPaHHOTO TOTEHIIMANAa WCIOJB30BalM JIBa KpPacUTENsS C pPa3HBIM
npuniunom aeiictBus: MemieHHbIE DIBAC4(3) u Obictphiii Di-4-ANEPPS. TlepBblit 103BOIISIT
OTIpeIeIUTh a0COMIOTHBIC 3HAYEHUS TIOTEHIMANIA U MCCIEA0BaTh OONBIINE MOMYNISIIMHA TPOTOILIACTOB,
TOTJ]a KaK BTOPOM TO3BOJISUT WCCIICOBATh JWHAMHKY TOTEHIIMANA B OTACIBHOM IIPOTOILIACTE B

pealbHOM BpEMEHH, a TaK)Ke KapTHPOBATh MOTEHIMA BOJIb TPYOKH, BBISBIISS TPAJAUECHT.
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DIiBAC,(3). Omnpenencaue aOCOMIOTHBIX 3HAYEHHH MEMOpPAaHHOTO MOTEHIMANA POBOIWIN C
nomotieio ¢uryopectieHTHOro Kpacurenss DIBAC(3) (6uc-(1,3-1ubapOoutypoBoii KUCIOThI) TPUMETHH
OKCcOHOI). Pacnipenenenue oTpulaTenbHO 3apsHKEHHBIX MOJIEKYN KpPacHTeNs MEXIy LUTOIIa3MOM U
cpenoil omuchiBaeTcsi ypaBHeHueM Hephucra. B omnpeaeneHHoM jaMana3oHe  KOHLIEHTpauun
MHTCHCUBHOCTh (IyOpECLUEHIIMH JIMHEHHO 3aBUCHT OT BEJIMYMHBI MEMOpPAHHOTO MOTEHIMaja
(bpeitruna u ap., 2009). [ns ompexaesieHUs BEIWYMHBI MEMOPAHHOTO TMOTEHIMAlIa TPOBOIUIN
OKpaIlIMBaHUE JKUBBIX M (PUKCHPOBAHHBIX (IIOJHOCTBHIO JICMOJSPU3OBAHHBIX) CYONPOTOIIACTOB
DIBAC4(3), u3Mepsuii MHTEHCHBHOCTH (DJIYOPECIEHIIMH M PACCUNUTHIBAIM 3HAYEHHE MEMOpPaHHOIO

noreHuuana B MB no ¢popmyrne:

_RT I
E, = - X lng
rae R — yauBepcanbHas ra3oBas nocrosinuas, 8,31 JoxxK  xmonp™; T — aGeomorHas temriepatypa, K;
F — mocrossnnass ®apanes, 96.490 Z[)KXMB'lXMOJH{l; I, lp — uHTEHCHMBHOCTH (IyOopecHeHIIUN
TECTUPYEMOM KIIETKU U CPEAHsSI HHTEHCUBHOCTH (PUKCUPOBAHHBIX KJIETOK, COOTBETCTBEHHO.
OkpamrBanue KJI€TOK (Kak »KHMBBIX, Tak U (pukcupoBanubix) DIBAC4(3) (Molecular probes)

npoBoamwiu mpu 25°C B Tewenme 10 MuHYT, ogHOBpeMeHHO c BosaehictBueM H,0,. Koneunas

KOHIIEHTpaLus Kpacuress cocraBisuia 5 uM.

Di-4-ANEPPS. Jlns ucciieioBaHUsI UHAMUKA MEMOPAHHOTO MOTEHIMAAa M KapTUPOBAHUS
UCIIOJIb30BAIM PATHOMETPUYCCKHI MOTCHIMAT-1yBCTBUTENbHBIN KpacuTenb di-4-ANEPPS (Bpeiiruna
u 1p., 2009). bnarogaps cBoeil IMNOMUILHOCTH MOJEKYJIa KpPACUTENs BCTPAUBACTCS B JIMITHIHBINA
Oucioil 1iasmMareMMbl. DJEKTPOHHAs CTPYKTypa MOJIEKYNbl KpacuTelns, a, CJIeJOBaTeIbHO, U €&
CHEKTPBl BO30YXAE€HUS U (DIYyOpECUEHIUU 3aBUCAT OT BEIMYMHBI OKPYKAIOLIETO 3JEKTPHUUYECKOIO
nossi. [Ipu ucnonezoBanuu di-4-ANEPPS uHTeHCHBHOCTH (piiyopeciieHIMN U3MepsieTcss B KpacHOU
oOmacti mpu BO30OYXKIEHUM B CHHEM U B 3eneHoM obOnactu cnektpa. [loTeHuuman-3aBucuMon
XapaKTEepUCTHKON sBisieTcss oTHomeHume Fu/Fg, rme F, — WMHTEHCHBHOCTH (IyopecHeHIMH IIpu
BO30yXKIE€HHH CHHUM CBETOM, a Fy — MHTEHCHBHOCTB ()IyOPECICHIMH IPU BO30YKICHUH 3€IECHBIM
cseroMm. [Ipu runepnonspusanuu MmeMOpansl BennunHa Fy/Fy ymenbImaercs.

Jlnst oKpalMBaHMUs MPOTOIUIACTBI CYCIIEHAMPOBAIM B THIEPTOHUYECKOH cpele ¢ KOHEUHOM
koHmentparnueiit Di-4-ANEPPS 2 uM. K kamie cycreH3uw, cojaepskalleldl OKpalleHHbIC KICTH, Ha
crexie nobasmsum H,O, B rHmepTOHMYECKOW cpene, 10 KOHEeYHOW KoHmeHTparuu 10 uM. 3arem
npenapaTbl MUKPOCKONIMPOBAIM U MPOBOAMIM CHEMKY uUepe3 ONpe/eieHHbIe MPOMEXYTKH BPEMEHHU
(30 ¢) B Teuenue 5 mMuHyT. [IoCKOIBKY MPOJOIHKUTENBHOE HAXO0XIEHHE Mpernapara MmoJi MOKPOBHBIM
CTEKJIOM HE)KeNaTeNIbHO, JUIsl HcCieloBaHusl Oosee IMTENbHOM JMHAMUKH CTEKJIO C IpernaparoMm
HE00X01MMoe BpeMsi MHKYOUPOBAJIM BO BIAXKHOW KaMmepe, I0CJIe Yero HauuHaIN CheMKY. I1blibLieBble
TpyOkn emm Takke okpammBamun 2 uM Di-4-ANEPPS, mnocie wero B TeueHue 1-5 MuHYT

MHUKPOCKOTIMPOBAJIH.
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Orenka BHyTpukiaeTounoro [Ca®']

OnpeneneHre BHYTPUKIECTOYHOW KOHIIEHTPALMHM KAaTHOHOB KaJbIUs [Ca2+]cyt MPOBOMIIN C
oMot (ayopecrentaoro kpacutens Fluo-3 (Molecular probes) (Wang et al. 2004). Fluo-3
OTHOCHUTCSI K TPYIIE HU3KOMOJIEKYJISIPHBIX CHHTETUYECKHX MPOU3BOAHBIX KAaJbIUEBBIX XEIATOPOB,
TPH CBSA3BIBAHWM MOJNEKYTbl ¢ Ca’’ MPOMCXODMT 3HAYMTENBHOE YCHICHHE (IIyOpPEeCICHIHH. JTO
MO3BOJIIET HCIOJb30BaTh HHU3KWE KOHIICHTPAIIMM KPACUTENS, YTO CHIDKAET [HUTOTOKCHYHOCTb.
Baxwueiieii  XapaKTEpUCTHUKOMN Ca’*-30Hm0B  sBisiercss  KoHCTanTa  muccommammn K,
XapaKTepusyloImas cpoacTBo kpacutens k Ca’'. Jlns Fluo-3 Benmumza Ky B (H3HOIOTHYECKHX
ycnoBusax coctanisier 390 HM. D10 3HAYUT, YTO JUana3oH KOHIEHTPALMI Ca2+, B Mpeiesiax KOTOPOro
MHTEHCUBHOCTH ()IIyOpPECUEHIMH JTMHEHHO 3aBHCUT OT €ro KOHLIEHTpAIMH, cocTaBiseT oT 39 HM no
3,9 uM. TTo JaHHEIM JIUTEpaTyphl, KOHIEHTpawus Ca’’ B UTO30I1E MBUIBLEBON TPYOKH COCTABIISIET OT
300 um g0 3 uM (Hepler et al. 2006), yro mo3BossteT ucnoap3oBath FIUO-3 mist u3MepeHwmit [Ca2+]cyt B
HalieM o0beKTe.

3arpy3ka KpacuTels B MPOTOIUIACTHI W TMBUIBLIEBBIC TpyOKu mnpoucxonwna npu 37°C B
THIIePTOHHYECKOM cpene, coaepskarteid 10 uM Fluo-3 u 0,1% PluronicF-127, B teuenne 30 MuHyT
(Wang et al. 2004). ITocse 3arpy3ku KpacuTesst 00bEKT OTMBIBAIH OT KPACUTEIS U HMHKYOHPOBAIH B
teuenue 30 muH nipu 25°C 11t MOTHOM HedTeprpUKaIUH.

B kadectBe wuHruburtopa Ca’*-kaHaloB  MCIIONB30BAIHA Hupemunue (Sigma-Aldrich) B
KOHe4YHOM KoHueHTpauuu 100 pM. Taxxke nns UHrHOMPOBAHUS Ca2+-np0130z(smmx KaHaJIOB

ucnons3oBain xjaopu dantana LaCls (Sigma-Aldrich).

KauyecTBeHHBII aHAIN3 KJIETOYHBIX CTPYKTYP

OxpamuBaHue KISTOYHOU 000JI0YKH

JIns OKpalllMBaHWsT WHTHHBI TIBUIBIICBBIX 3EPEH €M HCIOJIb30BATH  (PIyOPECIEHTHBIN
kpacutenb Tinopal (Calcofluor white M2R, Sigma), cBs3bIBaroIIuiics, B MNEPBYIO OdYepeIb, C
eJUTION0301. DK3UMHY oKpammBanu JunopmisHeiM A®DK-uyBcTBUTENBHBIM KpacuteneM MitoSOX
(ThermoFisher Scientific) B koHeuHo# koHueHTpamuu 5 pM. Panee ObLIO MOKa3aHO, YTO ATOT
Kpacutenb 3G (HEKTUBHO CBsA3BIBAETCS co crioponosuieHnHoM (CmupHoBa et al. 2009).

OkpallMBaHe aMUJIOILIACTOB

AMUIIOIUIACTBI OKpaIIuBaIn KpaxMancnernuduueckon peakuueit ¢ I3~ (I, + Kl + aranon), dns
OKpaIlllMBaHUsl HAcTOWKy Hoja pazbasmsuin B 1000 pa3 cpemoit ans mpopamuBanus. KoHeuHas
koH1eHTpanus 6su1a 0,005% Iz, 0,0025% KiI, 0,43% sTanon. Bee okpamvBaHus MPOBOIMIN B TEUCHUE
5 muH mipu 25°C.

BrigasneHue snep

Jlns okpammBaHus sjep ucnonb3oBanu kpacurenb DAPI (Sigma-Aldrich). OkpammBanue

IIPOBOJMIIN B TEUEHUE 5 MUHYT, KOHEYHAsl KOHLEHTPALUSA KPacUTEIIs 107 mr/mm. CyOnpoToruiacTsl
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OKpaIllMBaJM >KUBBIMH, a TMbUIBLIEBBIE TPYOKM MpeaBapUTeabHO (ukcupoBamn B 1% pacTBope

9TUJIOBOTO CIIMPTA JJIA JIYUHICTO IPOHUKHOBCHU S KPACUTCIIA.

TecT Ha )KU3HECTIOCOOHOCTDH

B paboTe ucnonb30Bany TPaJAULUOHHBIA CIIOCOO OLEHKH KU3HECTIOCOOHCTH — OKpAlIMBaHKE
pH-uyBcTBUTENBHBIM (hiryopectenTHbIM Kpacuteniem FDA (Sigma-Aldrich) (Yang 1986). Kpacurens
B (popMe aneToKCUMMETHIBFHOTO 3(Upa MPOHUKAET B KIETKY Yepe3 IUIa3MajeMMy, TJie MOABEpraeTcs
SH3UMAaTUYeCKOMY ruaponu3y. OOpa3oBaBIIUICS 3apsKEHHBIN MPOIYKT MPU YCIOBUM LEIOCTHOCTH
I1a3MalieMMbl He MOKET MOKHHYTh KJIETKY U MPU HOPMAJIbHOM BeNMYMHE LUTOIUIa3MaTruueckoro pH
(~7,0) obmamaer spKoi 3eacHON (IIyopecIeHIMEeH, YTO SABJSIETCSA MOKa3aTeaeM »XH3HECITIOCOOHOCTH
KJICTKH.

CyOmnpoToruiactel OKpaluBaid B TeueHUEe 5 MUHYT npu koHueHtpauuu FDA 10 pM. 3arem
NPOBOAMIA OJHOKPATHYIO OTMBIBKY (umeHTpudyruposanue 30 ¢, 600xg / pecycrneHaupoBaHue B

TUIIEPTOHUYECKOH Cpesie) U MUKPOCKOIIMPOBAJIH.

6. KondoxkaabHas MUKPOCKONHSA

PabGory mnpoBogmmu Ha KoH(OKambHOM (ayopecrieHTHOM MuKpockorme Nikon Al,

yctanoByiieHHOM Ha BBC MI'Y u o6opynoBannom 488- u 514-uM nazepamu.

KaptupoBanue BHYTpUKIeTOUHBIX ADK

Jlns kapTUpoBaHUs BHYTPUKIETOYHBIX ADK WCMONB30BaiyM JBa KPACUTEINS: CYNEPOKCHU]
AQHMOH paJuKall, JIOKATHU30BAHHBI B MHUTOXOHIPHUSX, BBIABIUIM ¢ momoiieio MitoSOX (5 uM).
[Tepokcun Bomopoa BeissBIsuH nytem okpamuBanus PFBS (pentafluorobenzene sulfonylfluorescein,
Cayman Chemical) (10 pM). Oco0eHHOCTBIO JaHHOTO KpacuTels, pa3pabOTaHHOTO SMOHCKUMHU
YUEHBIMH, SIBJIIETCS €ro BbicOKas crnenuduyHocth kK HyO,, a Takke HEOKHMCIMTEIbHBIH MEXaHH3M
nepexoza Bo dyopecuentHyto dpopmy (Maeda et al. 2004). OxpamuBanue mpousBoauau npu 25°C B

Teyeuue 10 MuH.

AHann3 pacnoIOKEHUS M ABMOXKSHHS OpraHeiI

TpancnopTHBIE BE3UKYJIbI UIEHTUGUIIUPOBAIH IyTEM OKpaIIMBaHUs MbUIbLIEBBIX TpyOok FM4-
64  (muopomumom  (N-(3-rpudTHIaMMOHUitpoI )-4-(6-(4-( QI THIAMHUHO ) SHMIT ) rFeKCATPUESHII)
nupunuuus; Molecular Probes) (8 puM). B skcnepuMeHTax Mo MpoOBEpKe CIOCOOHOCTH TPYOOK K
sHounuto3y FM4-64 mpucyTrcTBOBad B MHKYOAIMOHHOM cpeie B TedeHHe mnocienHux 20 MUHYT
kyabTuBupoBanus (Podolyan et al. 2021). B npyrux ombITax OKpamiMBaHHE TPYOOK MPOBOAMIOCH B
teueHue 10 MUHYT.

MUTOXOHAPHH UACHTU(GHUIMPOBATIN ITyTEeM OKpallMBaHUS MbUIbIEBbIX Tpyook NAO (10-N

HOHWJIAKPUAMHOBBIN opaHxkeBbiii; Molecular Probes) (5 uM, 10 mun).
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7. IIbry-KIamMn

[I3Tu-KIamMn npeacTaBiIsieT coO0M IPyMITy AMEKTPOPU3UOTOTHUECKUX METOIOB, CIYKaIUX IS
uccnenoBanus ouonornueckux memOpan (Penner et al. 1995; Mexasenes 2012). OcHOBHasI CIIOKHOCTh
IPY IPOBEIECHUH U3MEPEHUN HOHHBIX TOKOB METOJIOM IATY-KJIAMI Ha PACTUTENBHBIX KJIETKAaX COCTOUT
B HAJIM4YME y HHUX PUTHIHOM LEJUTIOJO3HOW KOMIIO3UTHOM KJIETOYHOW 000JI0ukH. B cBsi3u ¢ 3TuM
MOJIEJIbIO JJI1 U3YYEHHS TOKOB CIy)KaT MPOTOIIACTHI, HAXOMAAILIUECS B rumeproHudeckoi cpene. K
CO’KaJICHHIO, MPOTOIUIACTHI JOCTATOYHO OBICTPO HAYMHAIOT PEreHEepUpPOBATH KIETOYHYIO OOOJIOUKY,
4TO HApyIIAET F’MTAaOMHBIM KOHTAKT IMUIIETKU C MeMOpaHo# u 3aTpyauser padory (Penner et al. 1995).

Metox maTU-KIamn ¢ (QUKcanued NOTEHIMana MPeanojiaraeT KOHTPOIb HaJ 3HAYeHUEM
MEMOpaHHOTO MMOTEHIMANA TPH IMOMOIIM yCcHiauTens ¢ obparnoit cesaspio (Delay et al.,, 2012;
Mensenes, 2012). Ilpu ¢ukcanuu noreHnuana Tok (l) oka3piBaeTcs MPSAMO MPOMOPIHOHATICH
IPOBOAMMOCTH MeMOpaHbl (R'l). Kpome Toro, c¢wukcamust moTeHIMada MO3BOJSET HANPAMYIO
KOHTPOJIUPOBATh (YHKIIMOHAILHOE COCTOSIHME MOTEHIMAI-4yBCTBUTENbHBIX KaHanoB (Delay et al.,
2012).

B mactosmeit pabore u3ydeHHE TpPaHCMEMOPAHHBIX HOHHBIX TOKOB IMPOBOIMIA METOJOM
JIOKJIBHOW (PUKCAIMM TMOTCHIMATa B KOHHTrypaiuu «uenas kietka» («whole cell»). B nannoit
KOHQHUTypanmuu coiepkuMoe nunerkn audyHaupyer B  IUTOIUIA3MYy, 4YTO  IO3BOJISIET
KOHTPOJMPOBaTh €€ cocTaB. [301MpoBaHHBIE NPOTOIUIACTHI MOMEIANHM B 3KCIEPUMEHTAIBHYIO
kamepy (RC-24; Warner Instruments, Hamden, CT, USA; o6bem 80 MKII) 3alOTHEHHYIO BHECITHHM
pactBopoM. B pabote mcnosbp3oBaiu MuneTku, u3rorosienusiena mymiepe PC-10 (Narishige, Tokyo,
Japan) u3 craHmapTHBIX CTEKISHHBIX OOpOCWIIMKATHBIX Kanmwuisipos (Sutter Instruments, Novato, CA,
USA). Ilocne ycTaHOBIIGHHsI KOHTAKTa C IUIa3MalIeMMOii rpoToriacta B koHurypauuu «whole celly
BKJTIOUATH Tepdy3uio pacTBopa B kamepe (0.5 Mmxmus").

DnekTpoPHU3HONIOTHIECKHE IKCIIEPUMEHTHI MIPOBOJAMIN B COTPYIHUYECTBE ¢ AOPaMOUYKHHBIM
J1. B. Jlns 3amucu Toka MCIONb30BaJIM YCTaHOBKY Kadeapsl PU3noorun 4enoBeka u KUBOTHBIX MY
um. JlomoHOcOBa, BKJIrOUaromlyro ycwimtens Axopatch 200A (Axon Instruments, Sunnyvale, CA,
USA), USB ycuwmurens EPC-800 (HEKA Instruments, Lambrecht, Germany), mnepcoHaabHbBIH
KOMIIbIOTEp ¢ mporpamMMmubiM obecnicuenuem Strathclyde Electrophysiological Software version 4.6.9
(University Strathclyde, Glasgow, UK). Ilpu 3ammcu TOka KOMICHCHPOBAIM EMKOCTH IHIETKH,
IPOTOIUIACTOB W CONpPOTHBIIEHHE KOHTakTa. Bce 3amucu TOKOB HOpPMalu30Bald K EMKOCTH
nporomacToB. CpenHss €MKOCTh INPOTOIUIACTOB cocTaBisuia 226+32 nd B 3KCHEpUMEHTax I10
yCTaHOBIIEHHIO perynstopHor pomn HpO, m 238432 nd B sKcnepuMEHTax ¢ TSHKEITBIMH METalIaMH.
[Tocie ycranoBnenus kondurypamuu «whole celly moxumanucs monHON mepdys3unm pacTBopa U3
NUIETKH B mpoTomiact B TedeHue 30-45 MuHyT. 3amucu TOKa BBINONHSUIM IPU KOMHATHOU

temmepatype (24 + 1 °C).
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Beixoaamuit K™ Tox (Breygina et al. 2016, 2017) BO30YKIaJIH OIS PU3YIOIIUMHU UITYIIbCAMU
MPOJIOJDKUTENIBHOCTRIO 3 €, C HWHTepBaIoM 15 ¢, OT crauMoHapHOro mnoTeHIuaza -58 wMB
(paccuntanneiii K* paBHOBeCHBINH TIOTEHIMAn TPH HUKETIPUBEJCHHBIX BHEIIHEM M BHYTPEHHEM
pacTBopax) Ao 3HaveHwuit: -40, -20, 0, 20, 40, 60 u 80 MmB. Buemnuii pacteop: 10 MM riyramat Kamusi,
10 MM CaCl,, 5 MM MES, 1 MM MgCl,, pH 5.8 (tutpoBanu TRIS), ocmonsuibHOCTE cocTaisuia 1.5
MOJEXKT ™ (JTOBOIHIIA D-copouronom). Buyrpennuii pactBop: 100 MM riayramat kanus, 1 MM MgCl,,
5 MM EGTA, 5 MM HEPES, pH 7.2 (tutpoBaimu TRIS), ocMonsuibHOCT coctaBisiia 1.5 MOJIBXKT
(noBoammu D-cop6uromnom) (Fan et al. 2003b). Jlns moxrsepxnerns K mpupomsl MOHHOTO TOKa
ucnonb3oBany naruoutop K'-nposomsmux xanano TEA(10 u 100 MM) (Sigma-Aldrich, USA).

Bxosmmii Ca®* Tok (Breygina et al. 2016) Bo3Gy»/1any MHIIEPIONSAPH3YIOUIIMA HMITYTbCAMHA

IPOJODKUTEIBHOCTBIO 2 ¢, ¢ uHTepBasioM 10 ¢, oT cranmonapHoro norenuuana 0 MB 1o 3Hauenwuii: -
20, -40, -60, -80, -100, -120, -140, -160, -180 u -200 MB (Shang et al., 2005). Buemnuii pactsop: 0.2
MM D-rmrokosza, 10 MM CaCl,, 5 MM MES, pH 5.8 (turpoBaiu TRIS), oCMONSIIBHOCTE COCTaBIIsIIA
800 MOcmonbxkr ™ (oBomuin D-cop6uronom) (Qu et al., 2007). Buyrpennuit pactsop: 1 MM MgCl,,
0.1 MM CaCl;, 4 MM CaCOg3, 10 MM EGTA, 2 MM MgATP, 10 MM HEPES, 100 mM CsClI, 0.1 MM
MgGTP, pH 7.3 (turpoBanu TRIS), ocmoumsubHOCTs coctaBmsiia 1100 MOcmons>kr™ (goBoguan D-
copoutonom) (Qu et al. 2007). Jlns moaTBEpKIACHHMS ca® MPUPOJBI MOHHOTO TOKa HCIOJIb30BATH

uaruGuTop Ca’*-mpoBosiix kamanos LaCls 10 u 100 MM (Sigma-Aldrich, USA).

Bexonsumit H' tox (Breygina et al. 2017) Bo36ykaanu Aenonspu3yonuMy THI000pa3HEIMHI
UMITyJIbCaMHU MPOJOJDKUTENBHOCTh 5 ¢, ¢ HHTepBaioM 15 ¢, ¢ mukamu -100 u +100 MB, npu
craunoHapHoM norteHnuaise 0 mB. Bremnuit pactBop: 50 MM NMG, 30 MM L-rmyramuHOBas
kucinora, 10 MM L-rmyramar xanenus, 15 mM TEA, 2 MM MgCl,, 10 MM caxaposa, 10 MM D-
roko3a, 10 MM L-manat, pH 7.0 (tutpoBamm HEPES), ocMomnsimbHOCTE cocTaBisiia 1.5MonBXKr ™
(moBoamnu D-manuuTonom) (Taylor and Assmann 2001). Buyrpennuii pactBop: 50 MM NMG, 50 MM
L-rmyramuntoBas kuciora, 15 MM TEA, 2 MM MgCl,, 10 MM caxaposa, 10 MM D-rmoko3a, 0.1
EGTA, 5 MM MgATP, 10 MM L-mainar, pH 7.0 (tutpoBasm HEPES), ocMonsimbHOCTE cocTaBmsuia 1.5
MonbXKr+ (zoBommwin D-manmuronom) (Taylor and Assmann 2001). Jins noxpreepxkmerms H

TIPHPO/IbI TOKA HCMOb30BaIl HHruouTop H'-ATdassr opropananar Harpus (NagVOy) 3 MM.

8. OIIP cnexkTpockonust

MeTo/ 3JEKTPOHHOTO MapaMarHUTHOTO Pe30HaHCa 00JIaJacT BHICOKON YyBCTBUTEIBHOCTBHIO H
MO3BOJIET MOJYKOJMYECTBEHHO OIIEHUBATh COJEP)KaHUE CBOOOTHBIX PAJAUKAIOB B XKHIKOCTH (Senesi
and Senesi 2005). O ocHOBaH Ha B3aWMOJCHCTBHU BHEIIHETO MArHUTHOTO MOJS C MArHUTHBIM
MOMEHTOM HECHapeHHOro JJeKTpoHa. Jlis craGuam3anuu CBOOOJHBIX paaMKajioB, KOTOPHIC B
OOBIYHOM COCTOSIHUH OBICTPO MEPEXOIAT APYr B ApPYyra, HEOOXOAWMO WCIIOJIb30BaTh CIMHOBYIO

noBymky (Haywood 2013). UcciienoBanust mpoBOAWINCH B coTpyanudectse ¢ JIynénoii O. T
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JInst peructTpauuy CyrnepoKCH] pajJuKaia UCIOob30Baiack cnmHoBas Jopymka DEPMPO ((5-
nutokcudpochopmn)-5-merun-1-nupponun-N-okeun)  (Sigma, Tepmanus), cneuuduynas — uist
cynepokcua-annoH pagukana. Crnektpel DIIP Obumn 3ammcaHpl MpU KOMHATHOW TeMIiepaType Ha
crnektpomerpe Re-1307 (MockBa, Poccus) Ha kadeape Omodusukum (coBmecTHas pabora ¢ JOII.
Jlynépoit O. I'.), npu MouHOCTH MUKpPOBOJIHOBOTO M3iydeHus 20 MB, dacrore 9.5 [T u nepuogom
kaganus | muH. Kaxaplii ucronp30BaHHbI B paboTe CHEKTp sABiIsgeTcs pedyiapTaraM 20 HaKOIUIEHUH
CUTHAJA.

OO0111yI0 OKHUCIUTENBHYIO CIIOCOOHOCTh KCCyJaTa OLIEHUBAIU C MOMOIIBIO CIMHOBOIO 30HIA
CATIH (auxmopun 1-ruapokcu-2,2,6,6-trerpameriii-4-(tpumerisn aMmmonuo)munepuauans (Dikalov
et al. 2011, 2018). Jlns KOJMUECTBEHHOH XapaKTEPUCTUKUA OKUCIUTEIBHOU CIIOCOOHOCTH M3MEPSUIH
MHTEHCUBHOCTh LIeHTpanbHOM nHUU B ciekTpax DIIP CATIH. Cnextpsl OIIP 3anuceiBanu npu 21-
22°C npu momtHoctu CBY 22 MBT u nocrostnHoi Bpemenu 0,1 c. Kaxaplil ciekTp, npeacTaBieHHbIN

Ha PUCYHKaX, IpecTaBisieT coboit cpeanee 3HaueHue 10 MOBTOPHOCTEH.

9. Cnexrpodoromerpus

Onpenenenue koHieHTpamu H,0,

ConeprxaHue MEPOKCHIAa BOJOPOJA OIEHHUBAIOCH C TIOMOIIBI0 KOJOPUMETPHUECKOTO METOAA
FOX-1, ocHOBaHHOTO Ha OKHCIeHHH HoHOB Fe" 1o Fe* B MPUCYTCTBUU KPACUTEIA KCHIEHOJIOBOIO
opamxeBoro (Li 2019). Dkccymar cobupand CTaHIApTHBIM CIIOCOOOM (CM. BBIINIE) B TEUCHHE
mosydaca, Jajgee ero pas0aBisuid B JBa pa3a JUCTHIIMPOBAHHOW BOJOW, M J100aBISIIM pPEaKTUB,
conepxamuit 500 uM (NHy4)2Fe(SO4),*6H,0, 50 MM H,SO4, 200 uM KCHIICHOIOBOTO OpPaH>KEBOTO B
200 MM cop6ute. IIpoOsl MHKYOMpOBaJIM C KpacuTeleM B TEYCHHE 5 MUHYT, Jajblle HU3MEPSIIH
ONTHYECKYIO IUIOTHOCTD TPH AnrHe BoiaHbI 560 Ha cniektpodoromerpe SmartSpec (BioRad, CIILA).

[To xanuOPOBOYHOMN TPSIMOM OMpPEAENSIIN KOHIIEHTPAIMIO EPOKCHIA BOJIOPOAA B PHUIBIIEBOM
IKCCYAATe Ha Pa3HBIX CTAIUSX CO3PEBAHUS MMECTHUKA U MTOCTIE OTBUICHUSI.

OHDGI[CJ'ICHI/IG aKTUBHOCTH I'BasSKOJIOBOM NEPOKCHUIAa3bl

Ceexxue ppUiblla Tabaka U JHIMKA HA PA3HBIX CTAIUSX TOMOTEHU3UPOBAIU Ha JbAy B 60 MM
docharaom 6ydepe (pH 7.0) ¢ 0.2 MM D/ITA. 'omorenar nentpudyruposanu mpu 10,000 g, 4 °C, B
tedenue 20 muH. {15 uccrnenoBaHus aquKBOTY cynepHaraHTa cmemuBanu ¢ 0.5% raaskonom u 1%
H.0, (Gechev et al. 2002). ITornomenne npu 470 HM U3MEPSIIM B TEYEHHH 5 MHHYT C MOMOIIBIO

cnetpodoromeTpa SmartSpec.

10. 3umorpaduyeckoe onpeneseHue aAKTHBHOCTH ()epMEHTOB

CyTb 3uMoOrpaduyeckoro MeTo1a 3aKJIl04aeTcsl B pa3aesieHuH OEJIKOB METOI0M 3JIeKTpodopesa
C COXpaHEHMEM HUX AaKTUBHOCTU (HATUBHBIA 3JIEKTpOdope3) M TMOCIEAYIOIIEM ONpEAETICHUN STON
aKTHBHOCTH HermocpeacTBeHHo B rene (Gamero-Sandemetrio et al. 2017).
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CBexue pbuIblia yIAIsUIH U3 IBETKOB U ToMoreHusupoBanu npu 0 °C B TpuriuHoBoM Oydepe
(100 MM, pH 8.0) ¢ mobaBnenuem 3 MM MgSO,, 3 MM EGTA, 1 MM DTT u 0.1% wunrudburopa
nporeas. ['omorenars! nerpudyrupoanu npu 10,000 g, 4 °C, B Teuenue 20 MuH.

BesIkoBBIil 9KCTPaKT pacTBOPsIM B cpeae cieayromiero coctasa: 200 MM tpuc-HCI (pH 6,8),
20% raunepun, 100 MM gutrorpeuton, 0,4% OpoMQeHONTOBBIN CHHUIN; COOTHOIICHHE OEIKOBOTO
OKCTpPAaKTa M CPEeAbl JJsi PACTBOPEHUsS 00pasloB CcOOTBETCTBOBaO 1:1 mo ob6wvemy. OOpasimbl
sarpyxkamd mo 20 pr (40 pr mns APX) oOmero pactBopuMoro Oenka Ha JIOPOXKKY Ha
MOJIMAKPUIIAMUIHBINA Tenb. DieKTpodope3 MpoBoAIKd 1Mo MeToay Jlemmnu ¢ ucnonb3oBanueMm 5%
noauakpuiaMuaaoro rejst Ha 0,5 M tpuc-HCI 6ydepe (pH 6,8) B kauecTBe KOHIIEHTPUPYIOIIETO TeJIst
u 10, 12,5 wim 15% nonuakpuiamuanoro renast Ha 1,5 M tpuc-HCI 6ydepe (pH 8,8) B kauectse
pazaensroniero reis. Jnextpodopes mpooawtd pu Hanpspbkernn 180 B B Teuenue 2 1 ipu 4 °C.

Konnentpanus Oenka B TromMoreHate oOlEHUBaiach Mpu mnomomu weroaa bpeadopaa.
Boinenenupiii GeNoOK ISl COXPAaHEHHS aKTHMBHOCTH XPAaHWIM B JKUJIKOM a30T€ M pPa3MOPaKUBaIU
HETIOCPEACTBEHHO Tepe] HATUBHBIM JIEKTPOPOPE30M.

JUia ucnenoBaHUs aKTUBHOCTU CYNEPOKCHUIAMCMYTa3bl B pbUIbLaX Hcnonb3oBain 10% wnu
15% mnonmakpunamuansii renp 6e3 nobaenenuss Na-/JIC; snextpoaHsiM OydepoMm chnyKuia TpHC-
iyl (25 MM tpuc, 192 MM riunun, pH 8,3). [Tocne npoxoxaeHus anekTpodopesa reib pa3aeisuig
Ha JIBE YacTH, OJHY M3 KOTOPHIX BbhIMaumBaiud B 0.5 MM pacTBOpe HHTPOCHHETO TPETPa3ojids B
TeMHOTE B TeueHue 30 MHUHYT, TOCie Yero nepeHocuan reib B 50 MM docdarusiii 6ydep (pH 7.8),
cogepxanmiit 28 pM pubodnasuna u 28 MM TerpamerTwidTHIIEHAMaMUHA HAa 20 MUHYT B TEMHOTE.
3areM Tenp MEePEeHOCHIIM Ha CBET, IJie MOCTENEHHO pa3BHBAIACh TEMHO-(DHOIETOBAs OKpacka, 30HBI
aktuBHOCTH COJ[ octraBanmch OecuBeTHbIMH. OCBEIICHHE OCTAHABIMBAIM, KOTJA JOCTUTAJICS
MaKCUMaJIbHBIM KOHTPACT MEXIYy OCCIIBETHON M OKpaleHHOW 3o0Hamu. s ompeneneHust uzohopm
depmenTa niepes 00pabOTKON HUTPOCUHUM TETPa30JIMeM refin 00padaTeiBaal HHIHOMTOpamMu — 3MM
KCN wumu 5MM H;0; — B Teuenne 30 MHHYT, 3aTeM MPOBOJAUIN BCE TO K€, YTO C KOHTPOJIbHBIMH
TeISIMHU.

Jlnia uccnenoBaHusi akTUBHOCTH ackopOat nepokcuaassl (APX) rens BoiaepxkuBaiu B 50 MM
docharnom O6ydepe (pH 7,0) ¢ 2 MM ackopbata Hatpus 30 MUH, pacTBOp MEHSUTH Kaxbie 10 MuH.
3areM renb MEPEeHOCUIIH B TY K€ Cpely, JOMOTHUTENbHO coaepxkaiyto 2 MM H;0,, nakybuposanu 20
MUH, TipoMbiBasid pocharaeiM Oydepom 1 mun u 3amaunBam B S0 MM dochataom 6ydepe (pH 7.8) ¢
28 MM TEMED u 2,45 MM NBT. Unky6upoBanu B Teuenue 10 MUH B TEMHOTE, a 3aTEM BBICTABIISIIU
Ha cBeT. Peaknuro octanaBnmuBanu 10% yKCyCHOM KHUCITOTOM.

Jliis ompeneneHuss akTUBHOCTH KaTanasbl renb Aepxand B 4 MM H,0, 10 Munyt, mocne 4ero
CTOJIACKUBAIM BOJOH W mepeHocwan B Oydep, comepxkamuii 1% (w/v) KClz u Ks[Fe(CN)s] u

OCBCIIAIN A0 IMOJIYUCHUA 4ETKUX T10JI0C.
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Jlns 3umorpaduu BCEr/ia UCIOIBb30BAIM OJHY YacTh TeJs, a BTOPYIO OKPAIIMBAIU KyMAacCH
(25% wusomponanon, 10% nensuas ykcycHas kuciora, 0,1% Coomassie Brilliant Blue R250) nns
IPOBEPKH PaBHOTO pacrpeesieHus OeKa 1Mo JOpoKKaM U OLEHKH 3(PGEKTUBHOCTH pa3/ieyicH s Oeka

B Ieiie.

11. Cnexrpoduyopumerpust

BEIX0J1 aHHOHOB M3 IBLIBIIECBEIX 3€PCH

BbIxo71 aHHOHOB M3 MBUIBIEBBIX 3€PEH B PACTBOP BBIABISUIA C MOMOLIBIO (hIyOpecleHTHOTO
unaukaropa MEQ (6-methoxy-N-ethylquinolinium iodide) (Molecular Probes), dayopectenmms
KOTOPOTO TYIIUTCS Cl Ges oOpa3oBanus ycroitunBoro komiuiekca ¢ monom (Verkman et al., 1989).
CranmapTHbIE HAaBECKM TNBUIBLIEBBIX 3EpPEeH WHKYOMpoBalu B cpexae, coiepxkameir 5 uM MEQ, B
teyenue 2 win 10 muH. 3ateM nbuiblly ocaxkaanu neHtpudyruposanuem (60 cex, 3000 g) u usmepsnu
MHTEHCUBHOCTh (pryopecuieHlnu Kpacutens. B pabore ucnonbp3oBanu crnektpodiayopumerp REF-
5301PC (Shimadzu, SInouwust). dnyopecueHuo Bo30yxanu npu 344 HM, peruCTpUpOBaIn npu 445
HM.

BI)IXOII AKTHUBHBIX d)ODM KHCJI0POAa U3 MbUILLEBEIX 3¢pCH

Bbixon akTHBHBIX (JOpPM KHCIOpOZIa M3 MBUIBIEBBIX 3€PEH B PACTBOP BBISBISUIA C IOMOIIBIO
neatepuduiupoantoit popmel kpacurens DCFH (10 MM NaOH, 60 mun) (CmupHoBa et al. 2009)
a1bo ¢ nomouisio Hecneruduueckoro kpacutens OXyBURST Green H;HFF, xonbroruposannoro ¢
BCA, uto mpenoTBpariano ero uatepHenuszanuio B kiaetku (Thermo Fisher Scientific) (Maksimov et
al. 2018). B xoje skcrneprMeHTa KJIETKHA ToMelaiu B pactBop kpacutens (10 uM), gepe3 3amanHoe
BpeMsl YISl myTeMm (QuibTpanuu, a (IIyOpecHeHIIMIO BHEKJIETOYHOTO pacTBOpa H3MEPsUTd B
MHUKpOKioBeTe. DiyopeceHnno Bo30yxaanu npu 488 HM, CeKTp 3anuchiBaiy B auanaszone 500-600

HM.

12. PenTreHo-crnekTpajabHbIii MUKPOAHAJIN3

[Tocne wHKyOanuu MbUTBIY (UKCHPOBATIM B OXJIAXKACHHOW cMecH abCOJIIOTHOTO 3TaHOJda U
areroHa, 1:1 mo obvemy (12 4, 6°C). 3arem oOpa3ibl MEPEHOCHUIU B alleTOH U CYIIWIA TPH
Kputnuecko Touke Ha mnpubope HCP-2 (Hitachi, fnonus). Ananu3 npo® mnpoBOaWId Ha
AHAIUTUYECKOM CKaHUPYIOLIEM OJJIEKTpOHHOM Mukpockone JSM-6380LA (JEOL, Smonwus),
OCHallleHHOM aHanuThueckoil cranumen JED-2300. CnekTpbl XapakTEpUCTHYECKOIO H3JIy4EHUs
3aMUCHIBAINCH IyTEM IIOMELIEHUs] MHUKpopacTpa B 00JIacTh amepryp, IIe 5K3HHa OTCYTCTBYET.

JnmurensHocTh cyeta cocrasisuia 100 ¢, yckopstomee Hanpsikenne — 20 kB.
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13. IInamennas poromerpus

BbIxon kanus u3 NblIbLEBBIX 3€PEH B PACTBOP BBIABIISUIN METO/IOM IIJIAMEHHOU (POTOMETPUM Ha
npubope FP 640 (LEKI, ®unnsguaus). KamuOpoBouyHbIE pacTBOPHI TOTOBHIIM, A00ABISS B Cpely

unky6anuu KC1, koneunas xounentpamus K B Hux cocrapisna ot 1.5 10 6 MM.

14. Ckanupymomas 3J1eKTPOHHAsT MUKPOCKONHS

[TeprieBbie 3epHa enu At COM uHKyOMpoBanu B TeyeHue 21 4 B CTaHIApTHOW cpele Ha
KBAJIPATHBIX TIOKPOBHBIX CTEKJIaX WU IUICHKE 24 MM, MOKPBITHIX MOiH-L-mm3uHoM, dukcupoBamm
2,5% tayrapanbaeruaom, pactBopeHasM B 0,1 M docdarno-coneBom pacteope, pH 7.3. (PBS tablets,
MP BiomedicalS) mpu koMHaATHO# TemIiepaType B TedcHHE | 9 ¢ MOCIEAyIOIIeH Aeruaparanueii B
CepHH CIIMPTOB M AIIETOHA W CYIIKOW B KpUTHYECKOW Touke Ha ycranoBke HCP-2 (Hitachi, Sinonus).
HccnenoBanne o00pa3noB mpo0 MPOBOAWIM Ha aHAIMTHYECKOM CKAaHHPYIOLMIEM 3JIEKTPOHHOM
mukpockorne JSM-6380LA (JEOL, Smonust) B jgabopaTopuu 3JEKTPOHHOM MHKPOCKOITHH
ouonoruueckoro (pakympreta MIY um. M.B. JlomonocoBa. Pabora Oblla mnpoBeneHa B

cotpynauyectie ¢ [Tonesooit C.B. (Breygina et al. 2019)
15. IIporounas nuurodayopumerpusi

H3ydeHune IpoTonaacTOB M3 MbLUIbIIEBBIX TDV6OK tabaka

MeMOpaHHBI MOTEHLMA MPOTOMJIACTOB oOleHuBanu okpamuBanueM 1 pM DiBACy(3) B
teueHue 10 mMuH Ha mpotounom 1uromerpe Gallios (Beckman Coulter), ananu3 mpoBoauiu ¢
nomotnbio nporpammbl FlowJo (TreeStar). Jlnst pa3iaudeHus: MOMyISIIIUN TPOTOTUIACTOB U KJIETOYHBIX
(parMeHTOB, CTEHOK MbUIbIBI W HHTAaKTHBIX 3€PEH HCHOJIb30BAIM OKPAIIMBAHHUE IIEIJUIIOI03bI
tuHonasioM (1 mr/m). Orta momymsuus Oblla eIMHCTBEHHOH, (iyopeciieHIns KOTOPOi U3MEHsUIach B
IPUCYTCTBUH areHTOB, BIUSIOUINX HAa MeOpaHHBIA NOTEHILIMAN, HallpuMep, MHruoutopa aeixanus NaNs;
(Mbl HaOMIOJANM 3aMETHOE YBEIMUYEHHE CHUTHaja Npu jaenosspusauuu). CTparerus redTHpoBaHUs
HOMYJSINY, OCHOBAaHHAs Ha a) MPSAMOM U OOKOBOM paccesHuu, 0) (ryopeclueHIud THHONA (KaHall
FL9, Bo30yxnenue 405 uMm, nonoca nponyckanus 450/40 HM) 1o cpaBHEHUIO ¢ ayTodayopecieHInen
B JlaJlbHEM KpacHOM cBeTe (kaHai FLS, Bo30yxnenue 488 HM, TeTEKITUs CBETA C JIMHOW BOJHBI > 755
HM) (Pucynox 106,8). IlpoTommactsl NObUIBIBI  JEMOHCTPUPYIOT  OTHOCHTEIBHO  HH3KYIO
¢duyopecueHIIMI0O B OOOMX KaHalax, TaK KakK JIUIIEHbl KJIETOYHOW cTeHKu. DiayopecueHuuto
DIBAC4(3) u3mepsuiu B 3eneHod vactu crnektpa (kaHanm FL1, Bo3Oyxmenue 488 HM, moioca

nponyckanus 525/40 um) (Pucynoxk 1r,n).
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Pucynok 1. OxpammBanne DiBAC4(3) u npoTouHas HUTOMETPHS MPOTOILUIACTOB M3 MBLIBIBI
tabaka. a — 00pa3oBaHUE MPOTOIUIACTOB U3 MBUIBLIEBBIX TPYOOK B (pepMEHTATHBHOM pacTtBope; 0, B —
cTparerusi CTpoOMpOBaHHA, OCHOBaHHas Ha (06) mpsmMom u OokoBoM paccesnun (FS u SS
COOTBETCTBEHHO), (B) (myopecueniimn tuHonans (kamanm FL9, Bo3Oyxaenme 405 HM, monoca
nponyckanust 450/40 HM [eTEeKTHpPOBaHMS) MO CPaBHEHHIO C aBTOQUIyOpeCLEHIMeH B JaJbHEM
KpacHOM auamnasone (kaHan FLS, Bo3Oyxnenue 488 HM, AIUHHBINA MPOXOJ AETEKTUPOBaHUS 755 HM);
r, 1 — mporomiaactsl, okpameHHsle DIBAC4(3) B cBere ¢uryopecueHuu () U cBETJIOM moje (1).
MacmrabHas nuHeika — 5 puwm (a), 10 um (T, ).

H3ydeHne cycneH3un M30JIMPOBAHHBIX MUTOXOHAPHUMA

MMUTOXOHIPUM BBIJEISUIM M3 MBUIBLEBBIX 3€peH Tabaka, KOTOpas MpopacTaid B TedeHue 2,5
4acoB (U1 yBEJIMUEHHUSI JOJM MUTOXOHIpHUaIbHOr0 Matepuana). [IsuibiieBsie Tpyoku codupanu Ha 40
UM HEHJIOHOBOM (MIBTPE C MOMOIIBI0 BAKyyMHOIO Hacoca U MpOMbIBaIU Oydepom ajsi MPOMBIBKU
(0,3 M mannwut, 2 MM OI'TA, 2 MM MQCl; B 25 MM HEPES 06ydepe, pH 7,2), 3atem nepeHocuiu B
oydep mis Beigenenus (0,3 M mannut, 2 MM DI'TA, 2 MM MgCl; 4 MM tucreunn, 0,4 MM PMSF, 1
WI/MJI MHTUOUTOPHBIA KOKTeinb Sigma B 25 MM HEPES 6ydepe, pH 7,5) (Bpeiiruna et al., 2010).
[TeuibIy paspyiimaau ¢ moMoinsio romoreanzaropa Diax 900 (Heidolph, I'epmanust) mpu 17000 06/mMuH
B TeueHue 45 c. CycneH3uIo OTIENSIM OT HEepa3pyLIeHHbIX KJIETOK M KPYHMHBIX ()parMEeHTOB MyTeM
JIByXCTymneH4yaroro uentpudyrupoBanus: 5 wmuH npu 15009, 3atem 10 mun npu  6000g.
Mutoxouapun ocaxaanmu B TeueHue 10 munyTt mpu 12000g. Ocamox pactBopsiiu B Oydepe st
BBIJICJICHHUS W HAaHOCWJIM Ha MEePKOJUL. [ pamueHT mepkoiiia BKirodai asa cios: 40% (avxHui) n 23%
(Bepxuuit). LlentpudyrupoBanne B rpaauveHte npoBoawiaun B TeueHue 30 mun mpu  12000g.
MuTtoxoHapuanbHast (ppakius o0pa3oBbIBala BUIUMYIO MOJIOCY B BepxHeM ciioe. E€ mepenocunu Ha

0,22 um memopannsiii punstp (Millipore, CIIA), ormbiBanu 6ydepomM ISl TPOMBIBKH, CMBIBAIH C
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bunbpTpa M XpaHwiu B Oydepe A IPOMBIBKM B T€UeHHE 2-5 4acoB. Bee omepainuu mpoBOAWIN TpU
4°C.

B pabote ucnons3oBanu nporounsiii uromerp FACSCalibur (Becton Dickinson, CIIIA). dus
uaeHTUGHUKAIIMA MHUTOXOHApHi ucmoib3oBanmu kpacuteas NAO (1 uM, 10 mun npu 4°C). B kaxgoi
npobe npocuutbiBaiu 10 000 wyactun, nomaBmIMX B 3aJaHHYl0 30HY. diyopecueHuus Bcex
MCIIOJIb30BAaHHBIX KpacuTenei cuuthiBasiack B kaHaie F-1 (530 = 15 um), Bo3Oyxmgaemom 488-uM
aproHoBBIM JazepoM. OOpabOTKy NaHHBIX MPOU3BOAWIM C Momolnbio nporpamMmel FlowJo (Treestar
Inc, CIIA). CpenHsis KOHIEHTpAIMs MHTOXOHIPHAILHOTO OejKa B HCCIAEIOBaHHBIX MMpoOax (Imo
meronay Jloypu) coctaBisina 114 mxr 6emka/mt.

N3menenus MGM6D21HHOFO INOTCHIIMAaJIa MI/ITOXOHILDI/Iﬁ BBIABIAJIN  C  HCIIOJIB30BAHUEM

kpacurens kpacutesnb DIOCs(3) (Molecular Probes, Hunepmanasi). CycrieH3ui0 H30JUPOBAHHBIX
MUTOXOHJIpHi okpammBau B TedeHue 10 muH mpu 4°C. B skcnepuMmeHTax ¢ pazoOmuTenem
neixatenbHoi e CCCP (carbonyl cyanide m-chlorophenylhydrazone) u uHruGuTOpaMu aHUHOHHBIX
kanaioB NPPB u DIDS »Ttr peareHTbI 100aBIsUTHM K CYCIICH3UH 32 5 MUHYT JI0 Havyajla OKpaIluBaHUs B
koHueHTpauusax 20, 40 u 80 uM, cooTBETCTBEHHO.

BrlsiBIeHHE aKTHBHBIX (bODM KHUCJIOpOoaa B MUTOXOHAPHAX ITPOBOJAHIIN C ITIOMOIIBIO KPpACHUTCIIA

DCFH-DA (2°,7’-dichlorodihydrofluorescein diacetate, Molecular Probes). KonuenTparust kpacures

cocraBisia 10 pM, cycrieH3uo MUTOXOHIpUNA okpamuBaiy B Tedernre 60 mun npu 4°C.

16. IIporeomHbIe HCCIEIOBAHUS

benku Beigensan mMeronoMm ¢enonbHoM skcrpakimu (Faurobert et al. 2007). PactutenbHbie
TKaHd TOMOTEHU3UPOBAIN B JICASHOM 3KcTpakiuoHHoMm oydepe (500 MM Tpuc-HCI, pH 8.0, 50 MM
STA, 700 MM caxaposel, 100 MM KCl, 1 MM denunmeruncynsdonmnpropun, 1 MM IATT) c
nocneayromeil nHKyoanueit Ha npay B TeueHue 10 muH. J[006aBIsaN paBHBI 00bEM JEASTHOTO TPHUC-
HCI (pH 8.0), HaceiieHHOro eHomna, cMech NepeMenInBail 1 HHKyOupoBaiu B Teuenue 10 MuH npu
BerpsixuBaHuu. [locne nentpudyrupoBanus (10 mun, 5500xg, 4°C) denonbHyo ¢a3zy cobupanu u
PEOKCTPArupoOBAIM AKCTPAKIIMOHHBIM OydepoM. benku ocaxmanu u3 KOHEUHOU ¢eHombHOU (a3bl
Tpemst obvemamu senasHoro 0,1 M amerata amMMoHUST B MeTaHoile B TedeHue Houu mpu -20°C.
I'panysnel npoMeiBasiu ieasHbM 0,1 M arietaToM aMMOHUS B METAHOJIE TPU pas3a U OJIUH Pa3 JICISTHbIM
aleToOHOM, a 3areM cymnin. [lomydeHHbI ocaiok pacTBOpsu B 8 M Mo4eBUHBI, 2 M THOMOYEBHHBI U
10 MM Tpuc. benku omnpenensnu KOJIMUYECTBEHHO C TOMOIIBIO aHanmu3a Oenka o bpsadopay (Bio-
Rad, Hercules, Kanudopuus, CIIIA). 100 mxr 6enkoB BoccranaBimuBanu 5 MM JITT B teuenue 30
MuHYT npu 50°C m ankunmupoBanmu 10 MM HopaneramuaoM B TedeHne 20 MHUHYT IpH KOMHATHOM
temriepatype. benku pactBopsiim B 40 MM OukapOoHaTa aMMOHHMS M pacHIeIuBsuid B 1 MKT
MOJU(HUIIMPOBAHHOTO TPUIICHHA CUKBeHC-KiIacca (Promega, Manucon, Buckoncun, CIIA) npu 37°C

B TEUYCHHE HOUYHW. Peakiuio ocraHaBnuBaiu qo0aBieHHUEM TPUPTOPYKCYCHOM KUCIOTH 10 1%. ITo 20
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MK KaXKJ0T0 00pasia JBaKAbl 00€CCONMBAIIN YKCTPAKIIMOHHBIMU auckamu Empore oktanmenun C18
(Supelco, CIIIA) u 3atem cymwiu B BakyyMHOM KoHiieHTpaTope (Breygina et al. 2021b).

Macc-creKTpoMeTpuiecKiil aHaIu3 MPOBOMIIN B TPEX HE3aBUCHUMBIX OMOJIOTHYECKHUX U TpeX
TeXHUUYECKUX MoBTopax. OOpaieHHO-()a30Byl0 Xpomarorpaduio BBIIOJHIN C HCIOIb30BAHHEM
cuctembl Ultimate 3000 Nano LC (Thermo Fisher Scientific, Poxsenn, WMnmunotic, CIIIA), koropas
Obla coenmuHeHa c¢ Macc-cnektpomerpom Q Exactive HF (macc-cmextpomerp Q ExactiveTM HF
Hybrid Quadrupole-OrbitrapTM, Thermo Fisher Scientific, CIIIA). [lenTuasl pa3aeisiin Ha KOJOHKE
C18 mmuHoit 15 cm ¢ BHyTpeHHUM auamerpoM 75 MM (Acclaim® PepMap™ RSLC, Thermo Fisher
Scientific, PoxBemn, Unnunoiic, CIHA). Ilentunsl smoupoBanu rpagueHToM oT 5-35% Oydepa B
(80% aneronutpun, 0,1% wmypaBbuHasi KUCIOTa) B TEUYeHHE 65 MHUH Npu CKOpocTH mnotoka 0,3
mii/mMuH. OOmiee BpeMsi aHajim3a, BKIOYas HadanbHble 10 MHHYT ypaBHOBEUIMBAHHS KOJIOHKH C
oydepom A (0,1% mypaBbUHON KHCIOTHI), 3aTeM TpaaueHT oT 5-35% Oydepa B B Teuenue 65 Munyr,
5 muHyT 1o goctwxkeHus 99% Oydepa B, mpombiBKy 5 MuHyT 99% Oydepom B. m S-munyrtHOE
peypaBHoBemmBanue Kk 0ypepy A cocraBmwio 90 munyt. MC-aHnann3 npoOBOJIWIH 110 MEHbBIIIEH MEpe B
TpeX OHK3eMIUIApax ¢ TOMONIbI0 Macc-criektpomerpa Q Exactive HF (macc-cnextpomerp Q
ExactiveTM HF Hybrid Quadrupole-OrbitrapTM, Thermo Fisher Scientific, Poksemn, WMimunoiic,
CIIIA). Macc-cniektpsl ostydanu ¢ pazpemenuem 120 000 (MC) u 15 000 (MC/MC) B nuana3zoHe m/z
300-1500 (MC) u 100-2000 (MC/MC) cootBercTBeHHO. [l 0oTOOpa mMpeAIIecTBEHHUKA OBLT
onpezeneH nopor uzonsuuu B 100 000 orcueros; 1o 20 nydmux OpeKypcopoB ObUIM BBIOpaHbI A
(dbparMeHTaIMH C TOMOIIBIO BEICOKOOHEPTETUUYECKOM CTONKHOBUTENbHOU nucconuanuu (HCD) mpu 29
NCE u Bpemenu HakoreHus: 100 mc. [Ipexypcopsl ¢ 3apsiskeHHBIM cOCTOsTHHEM +1 0TOpaKOBBIBATHUCH,
a BCE M3MEpPEHHBIE MPEKypCOphl HUCKIOYANWCh u3 u3Mepenuit Ha 20 c. Jlpyrue HacTpouku:
UCKJTFOUEHNE HAYMCICHWH - HE Ha3Ha4deHo, |, >6; coBHaJeHUE MENTHIOB — MPEATNIOYTUTEIHHO;
UCKJIFOUUTh U30TOIBI — BKJIFOUEHO; IMHAMHUYECKOE UCKIIoueHHe - 20 ¢ ObUIO BKIIIOYEHO.

JlaHHBIE Macc-CHEKTPOMETpUM 00OpalaThIBaIM C MCIOJIb30BAaHHMEM OECIJIaTHO JIOCTYIHOTO
nporpammuoro ooecrnieuennst MaxQuant (v1.6.6.0). Cnexktpst MC/MC Obutn HaiiieHbI B 0a3e TaHHBIX,
cojepxarieit 0einkoBbie nocienoBarenbHOCcTH 13 Uniprot (73066 3ammceii) U MoCie10BaTeIbHOCTH U3
0a3bl TaHHBIX pacrnpocTpaHeHHbIX OenkoB-pumMeceit (Tyanova et al. 2016a). KosddurnueHnt noxHoro
obHapyxenus (FDR) mnsa npentudukanum nentunoB u 6enkoB O6bu1 ycraHosiieH Ha ypoBHe 0,01. J{ns
noucka OBUIM 3aJaHbl (UKCHpOBaHHas Moudukanus (kapOaMUAOMETHIMPOBAHHE IMCTEUHA) W
BapuaOenbHas Moaudukanus (OKUCIeHWEe MeTHOHMHA M N-KOHIEBOe aleTuiupoBaHue). Bce
OCTaJbHBIC TapaMeTpbl OCTAIUCh CO 3HAYEHUSMU MO YyMON4aHwuio. JIJig KOJIWYECTBEHHOTO
ompezeneHuss Oenka wucnonb3oBaics amroputm LFQ MaxQuant, koTopbelii 00BeAMHSET U

KOPPEKTUPYET HHTCHCUBHOCTD IICITUAOB B 3HAYCHUC NHTCHCUBHOCTHU Oenka.
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NurencuBnoctu LFQ OenxoB w3 anamm3za MaxQuant ObUTH HMMIIOPTUPOBAHBEI B CBOOOHO
IOCTymHOE TporpammHoe obecriedenne Perseus (Bepcus 1.6.0.7) u mpeoOpa3oBaHbl B
JorapupMHUECKYIO MIKaly ¢ ocHoBaHueM jaBa (Tyanova et al. 2016b). O6parubie momnaganus B 6a3y
JTAHHBIX U 3arpsi3HeHUs ObUIM yAalleHbl Mepe]l BHIIOJIHEHUEM JIBYCTOPOHHEro kpurepus CTbioIeHTa U
npoBeieHa Koppekiusi ommbok (3Hauenue p <0,05) ¢ ucnosb3oBaHueM Metoja benmxamuHu-
Xoxb6epra. TpeboBamoch MUHUMYM 2 H3MepeHHs Ha Tpynmy. Bce Te Oenku, KOTOpbIE MOKa3bIBAIU
KpaTHOCTh W3MeHeHHs He MeHee 1,2 u ymomnerBopsuin p <0,05, cumranuch audQdepeHInanTbLHO
JKCIIPECCUPYEMbBIMHU.

Ananus oboramenus: onrosioruu reHos (GO) MpoBOAMIICS € UCIIOJIB30BAHUEM OHJIAH-CEpBUCA
KapThl perynasaTopHoi TpaHckpumimu pacteruii (http://plantregmap.cbi.pku.edu.cn) (Jin et al. 2015,
2016).

17. AHAJIU3 JKUPHOKHUCJIOTHOTO COCTABA NMbLIbIBI

Okcrpakiusg aunujoB. [loBepxHOCTHbIE TUNUABI (TPU(PUHY) CMBIBAJIM C HBUIBLBI JWIMU U

Tabaka rekcanoM (2 pasa o 1 MHUH) U aHAIM3UPOBAIIU OTAEIHHO. OOpa3Ibl MBUIBLEI (C TPUGUHON UITH
0e3 Hee) (PMKCUPOBAIIU OTAEIBHO B KUIAILIEM U30MPONIIOBOM CIHUPTE B T€UEHHE | 4 ISl COXpaHeHUs
HAaTUBHOI'O JMMIMJIHOTO cocraBa. Jlo 3kcTpakuuu oOpasupl XpaHwiu npu +4 C. Jlns skcTpakuuu
JUTIAIOB W30MPOTIAHOI OTACNSUIN uyepe3 cTekssHHbIN GuibTp LlloTrTa B MepHyIO KOOy emkocThio 200
MJI, & PACTUTENbHBIA MaTepuan rOMOTeHH3UpOBaIH B (Gap(opoBoil CTymke W HKCTpArupoBaju, Kak
omucaHo panee ¢ Hebompmmmu Momudukamusmu (Voronkov and Ivanova 2021). Jlunwast
AKCTPArupoOBaIIM TPIHKIBI TIOCTEA0BATEIbHO cMechio Xxstopodopm/mMeranon/H,0 (30:20:1,7 mo o6bemy)
u xaopodopm/meranos/HNO3 (20:10:0,1 mo o6bemy). Bee sKCTpakThl IEPEHOCUITH B MEPHYIO KOJIOY,
HelTpansueli pH moBomunmu ¢ momompbio NH4OH u oOmmii o6bem poBoaunu go 200 i
usonpomnanonom, coaepxairum 0,001% wmoHona (OyTHIHMPOBaHHBIN rHAPOKCHTOIYOI, Sigma-Aldrich,
34750) B kauecTBe aHTHOKCHUJIAHTA. DKCTPAKThI XpaHuiH mpu +4 °C. CrieayeT OTMETUTb, YTO JIpyrue
CYIIECTBYIOIINE METOJIbI AKCTPAKIIMH JIMIHI0B 0€3 HMCIIOIh30BaHUs XJI0podopMa He Beeraa CoCOOHBI
MOJTHOCTRIO M3BIIEYh MX U3 TKAHEW pACTeHWid, MMOITOMY METOJ OKCTPaKIUU BHIOMpaeTcs B
COOTBETCTBUH ¢ 3amauamu uccienosanus (Nekrasov et al. 2021).

[lonyyeHre W aHANIW3 METUJIOBBIX Y(PHUPOB KHUPHBIX KHUCIOT. MeTUIOBble 3(PHUPHI KUPHBIX

kucior (MDXKK) monyuanu mo paHee ONMMCAHHOW METOJWKE C HEOOJbIIUMHU MOAU(PUKAIUIMHI
(Voronkov and Ivanova 2022). AnukBoty (50 M) akcTpakTa (WIM JIMITUAOB O00OJOYKH B T'CKCAaHE)
yImapuBaal JO0CyXa Ha POTOPHOM HCIApHUTEe B CTAHJAPTHBHIX YCIOBUSX M MPOBOAMIU OMBLICHHE B
kursimeM  pactBope 4% NaOH B merwnoBom crmpte/Bome (1:1 mo obOwvemy). 3atem oOpasern
ymapuBaiu jgocyxa. K BeicymeHHoMy o0pasiy mo6asmsuim H,O (1-2 i), u Heombuisiembie KK
HECKOJIBKO a3 MPOMBIBATH TEKCAaHOM JO MPO3PAYHOCTH. 3aTe€M K OCTaBIICHCS BOJOPACTBOPHUMOU

dpakun 100aBISIIN HECKOJIBKO Kamelb METHUJICHOBOTO OpaHKeBoro W momkuciasum ee 20%-HbiM
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pactBopoM H,SO,4 10 po30BOro 1BeTa. 3aTeM KUPHBIE KUCIOTHI SKCTPArupoOBalii MIECTh Pa3 FreKCaHOM.
CoOpaHHBI TeKCaH ymapuBaIM, K o0pasmy nobapisuii 3 MJI METaHOJIa W HECKOJIBKO Karelb
aneTHwIxJopuaa U Kumsatuian 1 ygac. 3arem oOpasenl cHoBa ymapuBanu, nobasisuin 1-2 mu H,O u
HECKOJIBKO Karelb METHJIOpaHka M HIECTUKPAaTHO SKCTParupoBald METHIIOBbIE 3(UPBI KUPHBIX
KuCIOT rekcaHoM. Ilocie storo rekcan BeimapuBanu U gobaBisin 500 pin GeH3onma. DKCTPAaKT B
O€H30JIe HAaHOCWJIM MHUIETKOH Ha XpomarorpaduyecKkyro IUIACTHHKY, B KadeCTBE MOJIBIKHOM (hasbl
UCIIONIb30BAI CMECh TeKCaH/AMATUIOBBIN 3dup/nensHas ykcycHas kuciota (8:2:0,1 mo odbemy).
Korna ¢ponT nepexoaut k Bepxy MIACTUHBI, JJACTUHY CHUMAJIU U CYIIMJIM Ha BO3JyXe B TeueHHe 1—
2 muH. 3areM macTuHKy obpabatsiBaiu 0,001% pactBopom 2°,7’-auxiopdiayopecienta B 3TaHoJIe U
CYIIUJIM Ha BO3JlyX€ B TeueHue 5—7 muH. 30HbI, coaepxanirne MIXKK, BuzyanuzupoBanu B Y D-cBere
(A=365 um). 3arem copOeHT u3 30HBI XpomaTorpaduveckoil MmIacTuHkKH, coxaepxkamed MDXKK,
yAAJISUIM CKaNblieNleM W TMepeHocuiIn Ha cTekIsHHbIA (unstp Illorra, a MIXK smioupoBanu ¢
copOeHTa IIecTUKpaTHOM mpombiBKO# rekcanoM (Voronkov et al. 2019).

MD2XK ananu3upoBaim METOJOM Tra3oBoi xpomaro-macc-cnekrpomerpun (I'X-MC) nHa
razoBoM xpomarorpade Agilent 7890A c¢ kBaapymonbHbIM Macc-aerektopom Agilent 5975C,
OCHaIIeHHBIM 60-MEeTPOBOI KanLIsIpHON KooHKoi DB-23 (BHyTpennuii qruametp 0,25 MM, TONIIMHA
HenoaBrkHON (asbl -( 50%-1aHonponmI)-MeTHINOIMCHIOKCaH — 250 Mkwm). IloaroroBieHHbIE
MDXK pazpensnu mpH CIEIYIONIMX YCIOBUSX: Ta3-HOCUTENb — TeJIUi, CKOPOCTh | MJII/MHUH; 00BeM
obpasma — 1 wmxi; koddduiument pasgenenus 4:1 (BO MHOTHMX aHaIM3aX UCIOJIB30BAJICS
Oe3pa3enbHbI BIPBICK); TeMreparypa ucmaputens 260°C. [Iporpamma TemmepaTypsl meuu Oblia
cnenyromeii: ot 130 mo 170 °C co ckopoctbio 6,5 °C/mun, 1o 215 °C co ckopoctsio 2,75 °C/mMun
(BBLIEpKKA ITPHU ATOM Temnepatype 25 Mun), 10 240 °C co ckopocthio 40 °C/mMuH. (Bbinepkka 30 MUH
npu 240°C). PaGouast TemmnepaTypa Macc-nerekTopa Obliia ycraHoBieHa Ha ypoBHe 240 °C, a sHeprust
noHm3an — Ha ypoBHe 70 »B. Jlns unentudukanuu otaenbHbix BugoB FAME wucnons3oBanu
nouckoBbie oubmmoreku NIST u Wiley u mporpammuoe obecniedenne ChemStation, a mis kaxmoro
[IUKa PACCYUTHIBAIIA OTHOCHUTEIILHOE BpeMs yICPXKHBaHHUS W 3HaueHWe paBHOW mmHbl 1ienu (ECL)
(Ilvanova et al. 2019).

KpuBblc MOTJIONICHUS METHUIOBBIX 3d)I/IDOB KHUPHBIX KHCJIOT. I[Ba MUJUIATpamMma MOXK

pacTBOPSIIA B 1 MJ rekcana u HU3MCEPSJIU CIICKTPBI MMOTJIOMICHUS NPUTOTOBJICHHBIX PACTBOPOB IIPHU 200—

500 am ¢ momorsio criekTpodoromerpoB UV/Vis (Shimadzu UV-2700 unu Hitachi 557, Anonus).

18.  PeareHTbl, CIBHTaIOIIME PEIOKC-TOMEOCTA3

H,O, (mepokcua Bomopoja) — MOJSpHAs MOJICKyJa CO CTCIeHb OKHUCICHUs Kuciopoga -1:
KaXbIii aTOM KHCJOpOJa CBS3aH C COCCIHMM W C aToMOM Bojopona. Takas CBs3b SIBISCTCS

OTHOCHUTEIBHO HECTAOMIBHOM, HO 1O cpaBHEHUIO ¢ Apyrumu ADK nepokcu craOuiieH, Tak Kak He
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ABIIAETCS paAMKaIbHOM wyacTHLeW. Jlas m[purortoBieHuss pacTBOpoB ucnoias3zoBaics 30%
crabunusupoBanubiii H,O; (Panreac, I'epmanus).

Cucremsl i redepamun O, @ (1) 8 MkM pubGodaasuna u 1 MM DTA B 50 MM kanuii-
docdarnoro Oydepa (pH 7,4) obnydanu ynbrpaduonerom (365+12 um) B TedueHue | MUHYTHI IS
sanycka peakinud  (Beauchamp and Fridovich 1971; CwmmpaoBa et al. 2009); (2)
cBexkenpurotroBiaeHubii 50 MM  pactBop kcantmHa (K) cmemmBamu ¢ 1 Ex/mim pactBopom
kcanTrHOKcHa3bl (KO) (Zhu 2016) 1o koHeuHO# KOHIICHTpALMU B cpelie MHKyOanuu mbuibiibl. 0.25
MM K/0.005 Ex/mn KO.

OHe renepupoBaim B peakiuu denrona, nodasmsas 100 wmm 500 uM H,0, u 100 uM FeSO4
(Kukavica et al. 2009).

Mn-TMPP — cuntetnyecknii Mn-mopdupun (Merck, ['epmanus), >pQPeKTHBHBIN TYHIATENb
IepoKCcHJIa BOAOpPOJAa M CYNEpOKCHI-aHMOHA, umuTHpyromui nedcteue COJ] u  karanassl.

Hcnonp3oBaics B pa60Te KaK aHTHOKCHIOAHT.

19. CratucTHueckasi 00padoTKa JaHHBIX

Bce onbIThl MPOBOAMIN HE MEHEe 4eM B TPEX OMOJIOTMUYECKUX MOBTOPHOCTSX. JJocToBEpHOCTH
paznuuuii onpeaensiu no kpureputo CterogeHTa npu ypoHe 3Haunmoctu 0.05 u 0.01. Ha pucynkax
yKa3aHbl Cpe/IHNE 3HAUYEHUS U CTaHAapTHbIe omMOKkH. [Ipu 06paboTke MITU-KJIaMI SKCIIEPUMEHTOB, a
TaK)K€ HEKOTOPBIX JIPYTHX JaHHBIX, IJie ObLJI0O Majo MOBTOPHOCTEH, MCHOJIB30BAIM CTaTUCTHUYECKUE
KPUTEPHH JJIi MajiblX BBIOOpOK (kpuTepun Bunkokcona u ManHa-YutHn). s XapakTepUCTUKU
ypoBHsI HeHachImeHHocTH Junuanbix KK paccunteiBanu unaeke HenaceimeHnocta (MH) (Lyons et
al. 1964). CraTuCTHYECKMII aHaNIW3 TPOBOIWICS C  HUCIOJIB30BAHUEM  OJHO(AKTOPHOTO
JUCIIEPCUOHHOIO aHaju3a C MOCIENYIOIMM aloCTEPUOPHBIM aHAJIU30M C HCIIOJIb30BAHUEM UYECTHOU
3HauuMoi pasHuilbl Tetoku (HSD) ans mepaBHbix N-TecToB. Pa3sHbie OYKBBI U CHMBOIBI HMEIOT
CYLIECTBEHHO pa3Hble 3HaueHHs. CpelHue 3HAueHUs CUMTAIUCH 3HAYMMO OTJIMYArOLMMUcS npu P
<0,05. 151 5KCIEpUMEHTOB 110 IPOPACTAHUIO MBUIBIBI IOCTOBEPHYIO PAa3HUILY OLEHUBAIN C ITOMOIIBIO
nporpammHoro obecrneuenust OriginLab (Hoprtremnron, CHIA) nmo xpureputo MannHa-YutHu, P

<0,05.
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I'naga III. Poans A®K B peryisuuy npopacTaHus NbLIbLEBOro 3epHal
II1.1. HayasibHbI€ 3Tanbl NPOPACTAHUA Y €JIU.

Penokc-perymsnus npopacTaHdsl MbUIBLEBBIX 3EPEH K HACTOSIIEMY MOMEHTY HEIUIOXO
U3y4eHa, B TOM uucie, O6narogapsa padore Hamei rpynmnbl. OnHAKO, O TPaIWlMU, OCHOBHAs Macca
KJIACCUYECKHUX HMCCIIEIOBAHUM NPOBOJAMIACH HA NbUIBLIE MOJEIBHBIX LBETKOBBIX PACTEHUM, IJIaBHBIM
oOpa3om, Tabaka u muun. [lo3xke, koraa B (hOKyc HCCiIe0BaHUI BOIUIH PETyIATOPHBIE OENKH, a i
nerekuun A®DK crtamum npuMeHSAThCS OEIKOBBIE CEHCOpHI, HCCIEIOBAaHMA B 3HAYMTEIBHON Mepe
COCpPEIOTOYMIINCh Ha JIPyroM MojelibHOM oObekTe — Arabidopsis, KOTOpbIi MO3BOJISUT BBIMOIHSTH
Takue paboThl OJaroaapsi M3y4eHHOCTH T€HOMa, JOCTYIMHOCTH TpaHC(hOpMaluy U OOIIMPHOMY CIHCKY
MyTaHTOB. HanMeHee n3y4eHHbIMU B 3TOM OTHOLIEHUH ObUIM U OCTAIOTCS TOJIOCEMEHHbIE pacTeHus. B
TO K€ BpEMs, OCOOCHHOCTH pEAOKC-PETYJIALIMM Yy HUX MPEACTABISAIM HECOMHEHHBIH HHTEpEC,
MOCKOJIBKY N VIVO MbUIbLIEBBIC 3EPHA MPOPACTAIOT COBEPIICHHO B JAPYIOi cpeie, YeM Yy IBETKOBBIX:
OTCYTCTBYIOT TKAaHM IE€CTHKa, KOTOpble MOriH Obl mponayuupoBaTh ADPK WM aHTHOKCUIAHTHI, a
3HAYHT, MBUIBIA B 3TOM CIy4ae MOXXET OKa3aThCs OBITH 0O0Jiee aBTOHOMHOHM, TO €CTh IOJAJICPKHBATDH
ONTUMAIBHBIA Oananc mpoaykuuu U JukBuganuu ADK camocrosrensHo. B cBsI3u ¢ 3TUM BaKHBIM
OTJINYMEM Mbl HPOBOJWIM Ha MbUIbIIE TOJIOCEMEHHOI'O PACTEHHUs HMCCIEIOBAaHUS, CXOJHBIE C TEMH,
KOTOpbIE paHee ObUIM BBINOJHEHbI Ha Ta0ake, U CPaBHUBAJIN MOJTy4YE€HHbIE pe3ynbTaThl. [lonydyeHHble

PE3YIbTATHI HC IMOATBECPAUITIN TUIIOTE3Y 00 aBTOHOMHOCTH ObLUIBIBI €I U 6YI[YT MpEaACTAaBJICHBI HUXE.

! HpI/I IOATOTOBKE NAHHOI'O pa3ciia JUCCCPTAlU UCIIOJIb30BAHbI CJICAYIOIINE Hy6J'II/IKaI_lI/II/I, BBITIOJTHEHHBIC aBTOPOM
JIMYHO WJIN B COABTOPCTBEC, B KOTOPBIX, COTJIIACHO [Tomoxenwuio o MPUCYKACHNHU HAYyYHBIX CTEIICHEH B MFY, OTPpa’KCHbI
OCHOBHBIC PE3yJIbTAThI, [TOJOKEHHNA U BbIBOIbI UCCIICTOBAHU (B cKoOKax HpI/IBGI[éH PIMHaKT-(l)aKTOp JKypHaJa, 00BEM
Hy6J’II/IKaHI/II/I B I€YATHLIX JIUCTaX / BKJIaJl aBTOpA B IECYATHBIX J'II/ICTaX):

1. Maksimov N.M., Evmenyeva A.A., Breygina M.A., Yermakov I.P. The role of reactive oxygen species in pollen
germination in Picea pungens (blue spruce). // Plant Reproduction. —2018. — Vol. 31. — Ne 4, — P. 357- 365 (IF =3.4,
0,8/0,6)

2. Breygina M.A., Maksimov N.M., Polevova S.V., Evmenyeva A.A. Bipolar pollen germination in blue spruce (Picea
pungens). // Protoplasma.— 2019. — Vol. 256. — Ne 4, — P. 941- 949 (IF =2.9, 0,75/0,5)

3. Podolyan A.O., Maksimov N.M., Breygina M.A. Redox-regulation of ion homeostasis in growing lily pollen tubes. //
Journal of Plant Physiology.— 2019. — Vol. 243 (IF =4.3, 0,85/0,6).

4. Breygina M.A., Klimenko E.S., Shilov E.S., Podolyan A.O., Mamaeva A.S., Zgoda V.G., Fesenko I. Hydrogen
peroxide in tobacco stigma exudate affects pollen proteome and membrane potential in pollen tubes. // Plant Biology. —
2021.-Vol. 23. — Ne 4. — P. 592- 602 (IF =3.9, 0,85/0,7)

5. Podolyan A.O., Luneva O.G., Klimenko E.S., Breygina M.A. Oxygen radicals and cytoplasm zoning in growing lily
pollen tubes. // Plant Reproduction. — 2021. — Vol. 34. — Ne 2. — P. 103-115 (IF =3.4, 0,8/0,6)

6. Breygina M.A., Voronkov A.S., Ivanova T., Babushkina K.O. Fatty acid composition of dry and germinating pollen of
gymnosperm and angiosperm plants. // International Journal of Molecular Sciences. — 2023. — Vol. 24. — Ne 11 (IF =5,6
1/0,7).
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1.1 Boiaenenue A®K Bo BHEK/IETOYHYIO CpeAy NbLIbLON e/1U

B xauectBe oObekTa ObUTa BBIOpaHA €lIb KOJIIOYAs, MBUIBIYY COOHMpanu C JEpEeBbEB Ha
TEPPUTOPUN YHUBEPCUTETA, XPAHWIN U PETYISIPHO MPOBEPSUTM HA JKU3HECIIOCOOHOCTh M TPOICHT
npopactanus. OTIMYHME €MM OT JAPYroro pacrnpoCTpaHEHHOro o0bekTa u3 cemeiicrBa COCHOBBIX,
COCHBI, 3aKJIFOYaeTcs B 0ojee UIMTEIHbHOM MPOPACTaHWU TBUIBIEBBIX 3EPEH MOCIEIHEH, KOTOPOe B
CBS3M C OTUM HYXJACTCA B CTEPHIBHBIX YCIOBHUSX U CTEPUIIU3AIMU JIO BBHICHIIAHUS M3 IIHIICK.
[TeuIbIIa €1 mpopacTaeT OTHOCUTENLHO OBICTPO, JIEMOHCTPUPYET BBICOKHH YPOBEHb IMPOpPACTaHUS U

MOJKET OBITH coGpaHa M3 3PCJILIX HIUIICK HEMMOCPEACTBCHHO C ICPCBLEB.

Pucynok 2. /luHamMuka mbUIbLIEBOI 000JIOUKM TpU 3allyCKe NMpOpacTaHUs MbUIBLEBBIX 3€pEeH
Picea pungens. Dx3unHa okpaimieHa ruapodoOHsiM KpacuterseM MitoSOX (kpacHblil), HWHTHHA
BU3yaIM3UpOBaHa KpacurteneM Tinopal (cuuuit). a — 2 4. HHKYOAluK, pa3pbIBOB 3K3MHBI HET; O-T — 6
Y.: €IMHUYHBIE Pa3pbIBbl MOXKHO YBHIETh BO MHOTHX 3€pHax; J-K — IbUIbIEBBIC 3€pHA uepe3 9 uacos:
UMEIOT OJIMH OTHOCHTEJBHO OOJBIION pa3pbIB, 1Ba pa3pbiBa Ha KOHIAX OOpO31bl, Oojiee UM MEHee
pacuIMpeHHbIE MHOXECTBEHHBIE pa3pbIBbl. bUNONIsipHOE IpOpacTaHWe NMPOUCXOAUT Y 3€PEH C JIBYMs
WJIM MHOYKECTBEHHBIMHU pa3pbIBaMU Ha JIBYX KOHIAX O00po31bl (3, 1). Macmradnas muHelika — 50 pm.
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Jlo Hamield paboTBl aKTHBALMS TBUIBIBI XBOMHBIX PACTEHUH MPAKTHUYECKH HE H3ydyallach,
IIO3TOMY HE0OX0IUMO ObUIO ONKCaThb BPEMEHHBIE MapaMeTpbl NPOPACTaHUs MbUIBLEBBIX 3EPEH eIy,
KOTOPbIE MOKHO OLIEHUTh MUKPOCKOIIMYECKUMH METOJAMH.

[Tocne 2 yacoB uHKyOanuu y 99% 3€peH B 3K3uHE HE HAOIM0MAN0Ch pa3pbiBoB (PuUcyHOK 2a).
W3ydyeHne NTMHAMUKU pa3pblBOB 3K3MHBI II0KAa3ajl0, YTO OHM Yallle BCEro 0Opa3yloTcs B sIMKax Ha
KOHIIE 00p03/1bl OT 6 10 9 yacoB mHKyOaruu N Vitro. [Tocne 6 yacoB Ha MHOTUX 3€pHAX B CYCIICH3UU
HOSABIISAIOTCS. €IMHUYHBIE MEJKHE pa3phblBbl, 3a KOTOPHIMU yJOOHO HAOIIOAATh C IOMOLIBIO
(IIyOpeCIEeHTHOrO OKpaIluBaHUS MHTHHBI (roiay0oii) ¥ 5Kk3uHbI (KpacHbIii) (PucyHok 206-r). ITosxke
MEJIKUE Pa3pbIBbI MOT'YT CIMBAThCS, 00pa3ys OJHO WM JBa KPYIHBIX OTBEpCTHS B 3k3uHE (PUCyHOK
2r). [Tocne 9 yacoB MHKYOAIMK MOSIBIISIFOTCS TICPBBIE MBUIbIIEBbIC TPYOKH («HOCHKMY) (PUCYHOK 21-K),
a Toyka 14 4yacoB COOTBETCTBYET MEPUOIY HMOJISIPHOrO POCTAa B 3HAUUTENBHON YacTH MOMYISILUU. DTH

BPCMCHHLIC TOUYKH 6y,HYT HCIIOJIBb30BAaHLbI B z(anLHeﬁmeﬁ pa60Te.

Cotpynnuua ngaboparopun AnHa CMHpPHOBA C cOaBTOpaMHU OOHApYXKHIIa, YTO MbUIbIA Tabaka
Opyd  TMOATOTOBKE K mpopactanuto in  Vitro mnpoayrmmpyer A®K, KoTOpble MOTyT OBITh
3aJJOKyMEHTHPOBaHbI criekTpodryopumerpudecku (CmupHoBa et al. 2009). Brixox mnepokcuaa
BOJIOPOJIa B Cpely MHKYOAIMu ObUT 1Mo31Hee oOHapyKeH IS MBLUIBIEBBIX 3¢peH kuBu (Speranza et al.,
2011). AHamOrHYHBIH OMBIT C MBLIBIION €11, OJHAKO ¢ MPUMEHEHHEM 0oJiee COBPEMEHHOTO KPacHUTEJIsI
(nenponukarommii B kieTku BCA-cBsizannbiii AOK-uyBcTBUTENbHBIN 3001 OXYBUrst), Obu1 mpoBeneH
mamu B 2020 romy (Maksimov et al. 2018). Oxka3zanoch, YTO MBUIBIIA €M TaKKe MPOAYIHPYET
3HaunTenbHble KonmmyecTBa ADK, onnako Beimenenne ADK B cpemy wuHKyOanum ObLIO
3aukcupoBaHO  em€  paHblle, YeM IMOTEHIMaJIbHOE Hayajo UX CHHTE3a. B  Cpeje,
KOHJWIIMOHUPOBAHHON IBUIBLIEBBIMU 3€pHAMM B TE€YEHHE | MHUHYTHI, YK€ COAEpXKATCs 3aMETHbBIE
kosmyectBa ADPK 1o cpaBHeHHio ¢ yucToit cpenoii (PucyHok 3a), mprueM MpHUCYTCTBHE WHTHOUTOpA
HAJI®H-okcunassl audenunennononuym (JIDPU) Hukak He BIMUIIO Ha 3TOT mporecc. OHAKO, B X071
MHKYOAIIMi KOHTPOJBbHOU cycrneH3nu konmuectBo ADK mpomomxuno yBenndauBathes (Pucynok 30),
npuyeM B npucyrctBuu JI®U Takoro yeenuueHus He mpoucxoauisio. Takum oOpa3oMm, MHTHOUTOP
dbepmenTa O6mokupoBan nanbHeiee nopeimenrne yposHs ADK. Jloruuno npeanonoxuts, uto ADK,
BbIJIETISIEMbIE U3 TBUIBLEBBIX 3€pEH B IMEPBYI0 MUHYTY HHKYOallMW, HE CBS3aHbl C AKTUBHOCTHIO
HA/I®H-okcuaasel 1, cys 10 BCEMY, BBIMBIBAIOTCS M3 LIUTOIIA3MbI WUIM CTEHKHU MBUIBLBI B IIPOIIECCE
runparaiun. JlansHeiimee Boinenenne ADK npenmymecrsenno obecneunsaercss HA JIOH-okcupazoit
I1a3MaleMMbl. AHaJOTHYHBIN mporecc y Tabaka Takxe nogasisuicad 0.1 MM JIOU (CmupHosa et al.
2009). Msl MokeM 3akii04nTh, 4To padorta HAJI®H-okcumasbl, MPUBOAAIIAS K 3KCTPAKICTOYHON
npoaykuuu A®K, B mporecce akTHUBallMM MbUIBLIBI IPOMCXOAUT KaK y LIBETKOBBIX, TAK U y XBOMHBIX

pacTeHui.
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Pucynok 3. Baexierounsie ADK, BoiesieMble MBUTBIION HA pPaHHEH CTaJAWH MPOpPACTaHUS. & —
penpe3eHTaTuBHas 3anuch crektpa ¢uyopecuenunun ADK-cencopa OXyBurst B KOHTpONBHOM cpere
10 (0 mun) 1 mocne 1 u 10 mMunyT MHKYyOaruu nmbUTbIel; 0 — 3ddext JPU Ha Beinenenne ADK
(cpenHue Ha OCHOBaHMM 5 cycneH3uil). B KoHTonmpHOUW cycneH3uu (TOdyOble CTOJOUKH)
¢ryopecieHIus CYIIeCTBEHHO BhIpociia B mHTEepBaie oT 1 mo 10 mumyr (P < 0.01, t-xpurepuii
CrrprozienTa), a B cycrnieHsuu ¢ JJ®OU (opankeBble CTONIOMKH) CTATUCTUYECKH 3HAYMMOIO BO3pacTaHUs
HE Ha0II0JaI0Ch.

UccnenoBanus mponaykuuun ADK B Oonee MUPOKOM BPEMEHHOM HMHTEpBAJIe MPOBOIUIH
metonom OIIP cmekrpockomuu. Ilpu 53TOM HCMONb30Bald CHHHOBBIM  30H7, 00NamarOIIUN
HEeCHeIU(PUUYECKUM CUTHAJIOM, TO €CTh AETeKTHpYoImuid cymmapHbiii ypoBenb ADK. 3onn obnanaer
CIIOCOOHOCTBIO IPOHUKATH Yepe3 IUIa3MalleMMy, TaK 4YTO, TEOPETUYECKU, OH MOXKET JIETeKTUPOBATH
KaK BHE-, Tak U BHyTpukieTounsle ADOK. Mel n3mepsinu nponykuuto A®K nsuibns! nocie 2, 6, 9 n 14
yacoB MHKYyOalnu, a Takxke cpaBHuUBaIM nuHamMuky A®K B koHTposie u cpene ¢ karanazoit (100
enuaun akTuBHOCTH/MI) (BaOymikuna u Jlynéra 2023).

[Tocne 2 u 6 yacoB unkyOaruu reneparuss ADK Obuta crabuiabHa Ha OTHOCUTEIHLHO HU3KOM
ypoBHe. K 9 gacam xonnentpanus ADPK pesko Bospacraer (PucyHok 4), 4yTo cornacyercsi ¢ JaHHBIMU
O TOSIBIICHWW TIBUIBIIEBBIX TPYyOOK Ha JeBsiTOM dacy npopacranus (Pucynox 2). K 14 uacam
MHTEHCUBHOCTh CUTHaIa BHOBb CHI)KAeTCs A0 0a3alibHOTO YpoBHA. TakuMm 00pa3oM, mpeicTaBisercs
JIOTUYHBIM, YTO HAa4YaJlo pocTa TPyOOK COBIAAAET ¢ MUKOM KoHLeHTpauuu APK.

OOpaboTtka katana3oi cHmxkana ypoenb ADK Ha 18% (9 4) u Ha 45% (14 u) (Pucynok 4).
[To-Buaumomy, Ha nuke reHepauuu ADK mnepokcua BOAOpoAa COCTaBIseT HEOOJBIIYIO YacTh
CYMMAapHOTO YBPOBHS, B TO BpeMSl Kak B pacTylled TpyOKe OH COCTaBJSE€T MPUMEPHO MOJOBUHY

cymmapabsix ADK. D10 cormacyercs ¢ JaHHBIMA O CHWKEHUU 3(P(HEKTUBHOCTH TPOPACTAHHS IO

neiicteuem CO/] (cm. nanee).
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Pucynok 4. [lunamuka coxepxkanuss A®DK B cycneH3uum MBUIBLIEBBIX  3€pEH,
3apeructpupoBarHas metooMm D[P criekTpockonuu ¢ HecnenuduuHbIM CIUHOBBIM 30H10M TMT-H.
Karanaza no6asnena B konnentpamuu 100 E/mo.

1.2 3HayeHue reHepanuu APK a4 npopacTtaHus NbLIbLEBBIX 3éPEH eIy

HeoOxonuMo ObLIO MpOBEpUTH, HACKOIBKO NpoAykuus sHIoreHHblx AdK Baxkna s
3¢ PEeKTUBHOTrO MPOPACTaHUs MBUIBIEBOTO 3epHa eu. J{JIsl pelieHns 3Toi 3aaui Mbl HCIIOJIb30BaIN
pa3JInYHbIC peareHThl, MOIYJIHpYrole Oananc oOpa3oBanus w/wim aukBuaaiun ADK B cycneHzuu
nbUTbIEBBIX  3épeH: Mn-TMPP, pasnaratommit O;" u HpO; cymepokcummuemyrazy (COJ),
karanusupyromyo nepexoq Oy B HyO,; POBN, crnenmduunsii tymmrens OH (Smirnova et al.,
2013); u ackopOMHOBYIO KHCIOTY. [ToCImeHsAs CayXiiia BHEKJICTOUHBIM aHTHOKCHIAHTOM, TIOCKOJIBKY
npu pH 5.8 monekymna ackopbara mpencraBiseT co00 aHHOH (pKa1 = 4.2, pKa2 = 11.6) u, 3a cuér
OTPHIIATEJILHOTO 3apsjia, He mponukaeT B kieTky (Maksimov et al. 2018). IIpomomkuTebHOCTh
WHKYOAIlMK MBUTBIICBBIX 3¢peH OblIa BBIOpaHa TakK, YTOObI OOHAPYXHUTh KaK CTUMYJIMPYIOIIUE, TaK U
UHTHOHpYIone YPPEKTH: B KOHTpOIEe d3PPEKTHBHOCTh MPOpACTaHus cocTaBisuia mpuMepHo 50% ot

MaKCHUMAaJILHOIA.
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Pucynok 5. Dddexrsr antnokcunantoB nu IOU Ha nmpopacTanue NbUIBLEBHIX 3EPEH €IH. a —
3¢ peKTUBHOCTD MpOpacTaHus B KOHTPOJIE, B IPUCYTCTBUU ackopOuHoBoi kucnotel, POBN + sTanona
u CO/l nocne 13 gacoB nukyOanuu. Ackopounosas kuciora u POBN He okassiBatot addexra, COJJ
noctoBepHo (P < 0.01), HoO He cuiIbHO CHUXaeT 3(PPeKTUBHOTH MpopacTanusi; 6 — 3(HPEKTUBHOCTD
popacTaHvs B CYCICH3USX, OOpaOOTAaHHBIX pa3TUYHBIMU KoHIeHTpaiusmu JIOU u MnTMPP
(Hopmanu3oBaHO K KOHTpOJ). O0a BemiecTBa OJOKUPYIOT MpOpacTaHue, B OOOUX CIydasx
HaOJI0TaeTCsl KOHIICHTpaoHHas 3aBUcuMOocTh. P < 0.01.

AckopounoBas kxucnora (0.1 wm 1 MM) u POBN ne Bmmsnm na mpopacranue, COJl (100
en/mn) cHmkana 3ddexruBHOCTh Mpopactanusi (PucyHok 5a). Haumbosee 3¢hQekTUBHO moOmaBIsii
npopactanue Mn-TMPP, npudyem HaOmronanach yeTkas KOHIEHTpPAllMOHHAS 3aBHUCHMOCTh, U mpu 1
MM nosiBiIeHHE TPYOOK OBLIO MOJHOCTHIO 3a00KupoBaHo (PucyHok 56). Takum 0Opa3oM, HEKOTOpBIE
A®K, a umenno, O, u H,0,, aBnsrorcs 3HaunMbIMK Ul Tpopactanus y Picea pungens; ‘OH, no-
BUJMMOMY, HE TMPHCYTCTBYET B CYCIIEH3MM B 3aMETHBIX KOJMYECTBaX. DTU PE3yIbTaThl XOPOLIO
cornacyrotes ¢ aeiictuem JIOU Ha npoaykimio skcTpakierounbix ADK (Pucynok 3).

B oTimume OT MBUTBIEBBIX 3E€PEH €M, aHAJOTHYHBIC ONBITHI HAa Tabake IEeMOHCTPHPOBAIH
3¢ ()EeKTH MPAKTUYECKH BCEX BEIIECTB, CIBUTAONINX OanaHc oOpazoBanus/mukBuaanuun ADOK, npuuem
JeicTBUE Ha TMPOPACTaHUE MOTJIO OBbITh pa3sHOHANpPABIEHHBIMH B 3aBHCHMOCTH OT KOHIEHTpalUu
(Smirnova et al., 2013; CmupnoBa u np., 2009; Speranza et al., 2011).

Tak, ackopOumHOBass kucinorta u o0e koHmeHTpammu POBN wHrHOMpoOBamM mpopacTaHue
nbeUIbIEl Tabaka (Smirnova et al., 2013; CmupnoBa u ap., 2009), HO He oka3pIBaNIM JIEUCTBUS Ha
neublly enu. HampotuB, COJl cTumynupoBana mnpopactaHue y Tabaka, HO CHHXKala €ro
3QPEKTUBHOCTh Yy €nu. A TJIaBHOE, CHJIbHeWIne uHruoupyoomue 3(QeKkTsl Ha NBUIbIYY elu
okazpiBait MNTMPP u JI®U (Pucynox 5), B TOo Bpemss Kkak y Tabaka HHU3KHE W CPEIHUE
KOHIICHTPALIUH ITUX K€ BELIECTB CTUMYJINPOBAJIH, a BRICOKHE HHIHOMpOBaIM npopactanue (Smirnova
et al., 2013; Cmupnosa u ap. 2009). Hanbomnee npocroe 0o0bsICHEHHE 3aKIII0OYAETCS B TOM, YTO YPOBEHB

npoaykuuu A®K npuibleBbIMH 3€pHAMH [IBETKOBBIX PACTEHUM 3HAYUTENIBHO BBILIE, YEM Y XBOMHBIX.
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Opnako s kuBH 3Pdextsl AByx wmoaynsatopoB — HO®U u MnTMPP — 6bumn cxomHsl ¢
obOHapykeHHbIME y enu (Speranza et al.,, 2011), a apyrue BeliecTBa B JaHHOM OIBITC HE
TecTupoBaiuch. [IpnunHa 0OHApYKEHHOTO CXOJACTBA MOXET KPBITBCS KaK B pa3Mepe IBUIBIEBBIX
3épeH (y KMBU OHU 3HAYUTEIBHO KpyIHEe, 4YeM y Tabaka, U CXOIHBI B 3TOM OTHOLICHHH C €IIbIO)
(Mangalore et al. 2017), tak u B ¢unorenernueckom mnosokenun Actinidia deliciosa (kuBu) u
ocobenHocTsix ADK-perynsinuu npopactaHus MbUIbIBI Y JAHHOW TPYIIBI pacTeHui IN VIVO, KOTOpbIe

OyayT oOcyxaaTbesi B IOCIIETHEH TI1aBe.

1.3 A®K u 6uUTYyOy /IApHOE NpopacTaHue

OcraHoBUMCS Ha €€ OJHOM BaXHOM acleKTe, OTJIMYAIOIIEM IbUIbIY T'OJOCEMEHHBIX
pacTteHuil OoT IBETKOBBIX pacteHuil. Ob0mas 3pPeKTUBHOCTD MpopacTaHust y TOIXyOOH €l JJOBOJBHO
Boicoka (Oomee 70% mocie 21 yaca uHKyOammu In Vitro), mpu 3ToM i He€ XapaKTEPHO SBIICHHE,
KOTOpO€ MBI OIUCAIM B CTaThe TEPMHUHOM «OUIOISIPHOE MpopacTaHue» (XOTS MOKHO Ha3BaThb U
MHa4ye, Hampumep, OUTyOynspHOE MpOpacTaHWe), U YacToTa KOTOPOrO B CPEIHEM COCTaBISET, MO
HAIIIUM JJaHHBIM, 0KO0JI0 25% Bcex mpopociiux 3epeH (Breygina et al. 2019). O6HapyuB 3TO0 SIBJICHHE,
MBI MICKQJIM CBEACHHUSA O HEM B JIMTEPAType, OJHAKO OHO NMPAKTHYECKH HE YINOMHHAJIOCh B CTaThsX,
HIOCBSIIIEHHBIX TPOPACTAHUIO TIBUIBIBI TOJOCEMEHHBIX pacTeHuil. [Ipm sToM Ha wTOCTpanusX B
CTaThsIX MBUIBIIEBBIC 3€PHA C JIBYMs TPYOKaMH MOXKHO BCTpeTUTh aoBosibHO yacto (Chen et al. 20009;
Cui et al. 2015).

VY 300M10TaMHBIX CEMEHHBIX PACTEHHA, TAKMX KaK CarOBHUKH M THHKTO, BBIPOCTHI MY>KCKOTO
rameTo(uTa, yCIOBHO Ha3bIBAEMbIE MBUIBLIEBBIMU TPYOKaMH, (YHKIIMOHUPYIOT KaK rayCTOPHH, T.€. Ha
UX JUCTAJIbHOM KOHIIE MOSIBJISIIOTCS MHOKECTBEHHBIE OTBETBIICHUS, KOTOPbIE IPOHUKAIOT B HYILIEIUTYC
JUIS TIOTJIOIIEHUS] BOJBl M MMTATENbHBIX BELIECTB, HEOOXOAMMBIX JJIS PA3BUTHUS CIIEPMATO30U[IOB
(Fernando et al. 2010). DTo sBICHUE, O-BUIUMOMY, SBJISETCS aJalTalliell My>XCKOTO rameTodura K
nepexo/y OT CBOOOJHOKUBYIIETO CYIIECTBOBAaHHS K POCTy B TKaHsx crnopoduTta (Lora et al. 2016). B
Oosiee AMBEPTEHTHBIX T'PYIIAX, Y XBOMHBIX U THETOBBIX, KEHCKUN CIOPOGUT CIIOCOOCTBYET POCTY U
Pa3sBUTHIO TBUIBIEBONH TpPyOKH, MOATOMY, KaK CUMTAeTCs, BETBIEHHE MYKCKOTO TramMeTogpura
yMeHbimiioch win ucuesio (Lora et al. 2016). Tem He MeHee, pa3BETBICHHBIC MbLUIbIIEBbIC TPYOKH
BCTPEYAIOTCS y pa3IMYHBIX XBOWHBIX PACTEHHH, XOTS OTO SIBIICHHE MEHEEe BBIPAKEHO U
pacnpoCTpaHeHo MO CPAaBHEHHUIO C TAKOBBIM y caroBHUKOB 1 ruHkro (Owens et al. 1998).

bunonspaoe (6uTyOynsipHOE) MpopacTaHUe MpPeICTaBlIsIeT COOOH APYryl0 Ppa3HOBHIHOCTH
MYJIBTUIIOJIIPHOTO POCTA M, IOMUMO MpejcTaBuTenieii Pinaceae, takxe ObUIO OMKMCAHO y HEKOTOPHIX
MOKPHITOCEMEHHBIX PACTEHHI, TAaKWX KaK aBCTpalnuickuii sHAeMuk CONOSPermum u HEKOTOphIe
npexacraButenu Dipsacaceae u Morinaceae (Blackmore and Cannon 1983; Stone et al. 2004; Hesse et
al. 2009). MHoecTBeHHBIE TPYOKH («MIHOBEHHBIE IBUIBIIEBBIC TPYOKH») MOSIBISIOTCS B TOCIIEIHEM

ciIydac €ume€ a0 BbIXOJa M3 IIbLJIBHUKA WU B 3pCHOI>'I NbUIBLE Cpa3y IIOCJIE KOHTAaKTa C BO,Z[OI\/'I; ux
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NOSIBIICHHE MHTEPIIPETUPYETCS KaK MpoIece, MPeaIeCTBYIOMUI TPOpacTaHnIo, U €ro (PYHKIUS YETKO
He ycranoiiena (Hesse et al. 2009).

OO6cyxas 5BONIOIUIO POCTa MBUIBLEBBIX TPYOOK, aBTOPHI psla MyOIMKAIUil MOCTYIUPYIOT
«rayCTOPHaIbHYIO» IMPUPOJY MHOXKECTBEHHBIX TPYOOK, IO KpaitHelr mepe, y xBoitHbix (Johri 1992;
Rudall and Bateman 2007; Lora et al. 2016), HO, ¢ Opyroif CTOPOHBL, pa3 yTpauuBaeTCsi BETBICHHE,
raycropuajibHasi poiib MbUIbIIEBBIX TPYOOK XBOHMHBIX B JydlneM ciiydae BropuuyHa (Fernando et al.
2010). Moskert s OBITH Jpyrasi pojib y OUIOISIPHOTO MPOpacTaHKs U KaKOBa €ro pupoja y eiu?

N3yyast 3T0T (heHOMEH, MBI OOHAPYXWIHU, YTO 00€ TPYOKH BBIXOAST M3 MBUIBLEBOTO 3€pHA
OJIHOBPEMEHHO, OOBIYHO C JBYX IPOTHUBOMOJOXHBIX KOHILIOB JentoMmbl (Pucynok 6a). Ilpu
YHHUIIOJIIPHOM TIPOPACTaHUU TPYOKa MMEET BUIMMYIO LUTOILIa3MAaTUYECKYI0 30HAIBHOCTH (PucyHOK
6r): yeTko paznMuMMasl anMKaIbHAs 9acTh («IpO3padHasi 30Ha»), CKOIJICHHE aMUJIOIUIACTOB BOKPYT
BEreTaTUBHOIO S/Ipa B LIEHTPE TPYOKH M Bakyodu Onmke K MbuiblieBoMY 3epHy. [Ipu OumnonspHoM
npopactaHud 00e TpyOKM OOBIYHO COJAEpXKAT MPO3PayHyl0 30HY U BaKyOJIMd, HO AaMMJIOILIACTHI
HAKaIJIMBAIOTCS INIABHBIM 00pa3oM B OJTHOM U3 TPYOOK, a apyras Bakyonusupyercs (PucyHok 68), nin
K€ aMHJIOIIACThI HEPAaBHOMEPHO pacIipe/ielieHbl MKy IByMsi TpyOkamu (PucyHok 61).

Mpb1 00HapyXWIH, YTO MPH OUTYOYJISIPHOM MPOPACTAaHUHM BETETATHBHOE SIAPO (SAPO TPYOKH)
BBIXOJHT M3 MBUIBLEBOTO 3€pHA OUYEHb MMO3IHO 0 CPABHEHUIO C YHUIIOISPHBIM MpopacTanuem. [locie
21 yaca WHKyOanuu BCE OJMHOYHBIE TPYOKHM UMEIOT B cpemaHed yactu sapo (Pucynok 7a,0), B TO
BpeMs Kak y 75% MbUTBIEBBIX 3€PEH ¢ OUTONSPHBIM MTPOPACTAHUEM PO B ATO BPEMsI HAXOAUTCS €Ile
BHYTPH MbLIbIIEBOTO 3¢pHa (PUCYHOK 7B), y IpyruX OHO HaXOAWUTCS B ycThe TpyOkHu (PucyHok 71). B
CpeIHEeM IyTh, MPONACHHBIN SApOM B OUTYOYISIPHBIX 3€pHax, ObLI B JECATh pa3 MEHbIE, YeM B
YHUTYOYISIPHBIX 32 TO k€ Bpemsi. [Ipn OUIOssipHOM MpopacTaHUM SAPO BHIXOIWIO B OoJiee JTMHHYIO
TPYOKY («BeAylIyto TpyOKy») BO BceX HAOIIOAAEMbIX CIyYasiX, HO IpyIrUM TpeOOBaHUEM ObLIO, YTOOBI
Beaynas TpyOka Obuta kak MUHUMYM B 1,5 pa3za nnuHHee BTOpod TpyOku. Ecnu nBe TpyOku mmenu
MOYTH OJUHAKOBYIO [UIMHY, SIIPO OCTaBAJIOCh BHYTPH 3€pHA. DTOT (PaKT yKa3blBaeT Ha MPUPOIY
OTCPOYEHHOTO BBIXOJA SApA: BEPOSATHO, NUTOIDIa3Ma, TEKyIlas B HAIpPaBICHUU BTOPOH TpyOKH,
3aTpyIHSET ABIDKEHHE sipa B TMPOTHUBOIOJIOXHOM HampaBieHUH. J[JmHa BTOpO TpyOKH MOXKET
OTpakaTb UHTEHCUBHOCTH ATOTO JTBUKCHHSI.

ITockonbKy NIBHXEHHE sipa HEOOXOIUMO MJsl JUIMTENILHOTO pocTa B TKaHAX cnopodura u
OIUIOIOTBOPEHHMSI, B Clydae MPOpacTaHus iN VIVO OUTYOyJSpHBIA MATTEPH MOXKET PacCMaTPUBATHCS
KaK HEeJI0OCTAaTOK, CHIYKAIOIINI CKOPOCTH OIIIONOTBOpeHHs. OTHAKO MOYKHO OBIJIO MPENOI0OKHUTh, YTO
OWMOJNSPHOE TMpOpacTaHWE MOMOTaeT MbUIbIE Ha OoJiee paHHEW CTaAWM IMOJIydaTh MHUTATEIbHBIC
BEIIECTBA MOAOOHO TOMY, Kak 3TO JAETAIOT Pa3BETBIIIOUINECS TPYOKH 300MIOTaMHBIX CEMEHHBIX
pacrenuii (Lora et al. 2016). B »sToM ciydae NpOLEHT OHWIOJSPHOTO MPOPACTAHHS JTOJIKEH

YBEJIMYUBATHCS TMPHU IMEPEeHOCEe Ha MeHee MHTaTeNbHylo cpeny. Hampumep, akTHBaIUsi BETBJICHUS
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raycTopuil HabmOanach B raMeTo(ure TMHKIO MpU CHHU)KEHUHM KOHILIEHTPAIIMHM caxapo3bl B Cpesie ¢

2x10™ t/m o 2x10° r/n (Friedman 1987b). MbI mpoBeprIIy 5Ty PHITOTE3Y JUTS MBLIBIEBBIX 3EPEH CITH.

&

B
r

Pucynok 6. ITsutbiieBbie 3¢pHa u TpyOku Picea pungens. a, 6 — koH(pOKaIbHbIC H300paXKeHHs
NBUIBLEBBIX 3€peH nocie 9 yacoB MHKyOauu. J[Ba «HOCHMKa» B OMIOJISPHO MPOPACTAIONIUX 3€pHAX
HOSBISIOTCS OJHOBPEMEHHO; B — pacHpeleNeHHe aMUIOIUIACTOB (BU3YaJU3UPOBAHO C IOMOIIBIO
OKpalllMBaHUsl Kpaxmaja ioJoM) BO BpeMsl YHUIIOJSPHOro (T) WM OUnossipHoro (B, 1) IpopacTaHus
nocie 20 yacoB MHKyOAluu, B, 1 — B BeAylIed TpyOKe BHJIHA YUCTas 30HA, 3Ta TPyOKa COACPKUT
0O0JIBIIYI0 YacTh aMHJIOIJIACTOB, BTOpasi TpyOKa BaKyoOJIM3UPOBaHA; T — €AUHCTBEHHAs TpyOKa MMeEeT
YUCTYIO 30HY, COAEPXKHUT BCE AaMMJIOIUIACThL, OKpYXAloIIMe BEreTaTMuBHOE SAPO (OTMEYEHO
3Be310ukoi ). MacmrabHast nuaetrika — 30 um (a, 6), 50 um (B-m).

[IpopamrBanye Npou3BOAMIN Ha cpelie TPEX COCTaBOB: 0e3 caxapa, C HU3KUM COJEpKaHUEM
caxapa M C BBICOKMM cCOfep)KaHHeM caxapa (ontumaiibHas). OCMOJSPHOCTh COXpaHsIach BO BCEX
ciydyasx 3a cu€r ngo0amieHuss MaHHMTA. Okazanoch, 4YTO 3PPEKTUBHOCTH MPOPACTAHHUS CHUIBHO
CHIDKAETCSI MPHU CHIDKCHUHU JIOCTYIMHOCTH caxapo3bl (PucyHok 8a), kKak W MpPOIEHT OHUMOJIIPHOTO
npopactanus (Pucyrok 80): MBI MOXeM BHJIETBH, YTO Cpeld TPYOOK, pacTylIuX B Cpele ¢ HU3KUM
coJiepKaHueM caxapa, 95% SBISAIOTCS OAMHOYHBIMU TpyOKamH. YpOBEHb MpOpacTaHus Ha cpene 0e3

caxapa oueHb HU3KHI (PucyHok 8a), OutyOynspHbIX 3épeH He HaOmronanu BoBce. Mexay Tem, eciin

OBI TIPEANOJIOKEeHHE O Tpohuueckor (YHKIMH ObUTIO OB BEPHBIM, OMIOISIPHOE MPOPACTAHKUE TOJDKHO
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OBLIIO MMPOBOLUPOBATLCA YIJICBOJAHBIM T'OJIOJaHHUCM WJIH, IO KpaﬁHeﬁ MEpC, OCTAaBaTLCA Ha TOM IKC

yposue (Fernando et al. 2010).

o]

—

MNonoxeHue aapa B TpyGke

]

1 Tpybka I 2 Tpy6KM

r

Pucynok 7. [IBwkenue supa B TpyOke Picea pungens. Sapo kinetku TpyOku (OTMEYECHO
CTpeJIKaMH) BBIXOJUT M3 3€pHA 3HAUUTENIBHO paHbllle B OJUHOYHBIX TPyOKax (a), ueM B BEAYIIMX
TpyOKax OMUIOJISIPHBIX 3€peH (B, I'). 75% NBUIBLEBBIX TPYOOK B ATHX 3EpHAX €II€ HE colepKar sfapa
nocne 21 u uHKyOauuu (B, r) B To Bpems kak 100% OOMHOYHBIX TPYOOK comepikar sipo (a); 6 —
OTHOCHUTEIIbHOE paccTosiHue B TpyOke (0,5 = monoBuHa TpyOKH), KOTOPOE SAPO MPOILIO B OJMHOYHBIX
TpyOKax, B IecsiTh pa3 OoJiblile, YeM B BeAYIIUX TpyOKax OMIOJSPHBIX 3epeH. MaciitabHas JTuHelKka —
50 um.

AnbpTepHaTHUBHAs TUIOTE3a COCTOSUIA B TOM, YTO OWUTYOYJSIpHOE MpPOpAcTaHHUE SBISETCS

CIENCTBUEM OTCYTCTBUS A(G(EKTUBHBIX CHCTEM MEXaHHUYECKON pEerynsiuu KIETOYHOW CTEHKH,
MIOCKOJIBKY TYpropHO€ JaBJ€HUE, KAK HEHAINpPAaBJIEHHAs CHJIA, IEUCTBYET OJMHAKOBO BO BCEX TOYKAX
MOBEPXHOCTH 3epHA. /[l TpOBEpKHM HSTOM THUIMOTE3bl MBI HKCIOJIB30BAIM JBa THIA CPEIbI
HU30TOHHYECKYIO (B KOTOPOW TYpropHOE JIaBJIEHHE ONTHMAIBHO) M THIEPTOHHYECKYIO (B KOTOpOM
TypropHoe JaBlieHHE HIDKe). B oboux cimyudasx cojepaHue YIIeBOJOB OBLIO OJWHAKOBHIM. B
TUTNIEPTOHUYECKON Cpelie YpOBEHb MPOpAcTaHUs M TPOIEHT OUIOISIPHOTO TPOpacTaHUs ObLIU
3HAYUTEIIFHO HIDKE, 9eM B U30ToHWYeckoi (PrucyHok 8B, 1).

Takum 00pa3om, BTOpas TUIIOTE3a, B OTJIMYME OT IEPBOM, TMOJITBEPKIACTCS pe3yabTaTaMu
OKCIIEPUMEHTA: BO3MOXKHOCTh TOSIBIICHUS JIBYX TPYOOK ompenesseTcss OalaHCOM MEXIY TypropHbIM
JABJICHUEM U JKECTKOCTHhIO CTEHKH. UTOOBI Ty4Ille OHITHh POJIb KIETOUYHOW CTEHKU B 9TOM IpOIEcCe,
MBIl TPOAHAIM3UPOBAIM MOP(OJIOTHIO TBUIBLEBBIX 3€peH ¢ 000MMH THUIAMHU MPOPACTAHUS, YIEINss
0c000e BHUMaHUE pa3pbIBY IK3UHBI U MOSBICHUIO TPYOKH, a 3aTEM HCIOIb30BAIN aKTUBHBIE (OPMBI

KucJjopoaa, yTOOBI ITOBJIMATH HA MEXAaHUYECKHE CBOICTBA HbIJ'IBLIGBOﬁ 000JIOUKH.
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Pucynox 8. BnmsHue IOCTYMHOCTM NHUTATENBHBIX BEIIECTB W OCMOJSIPHOCTH Ha oOImee
npopacTaHue U OMIOIApPHOE MpopacTaHue. a, 0 — Ooyiee HU3KOE COJEpXKAHUE Caxapos3bl B cpene
IpOopacTaHus MPH CTaHAAPTHOW OCMOJIIPHOCTH CHIDKAeT 0OLIyro 3((EeKTHUBHOCTh MpopacTaHus (a), a
TaKXKe MPOIEHT OWIOJSAPHOTO MpPOpacTaHusi cpeau mpopocmmx 3€peH (0); B, T — Ooyee BBICOKAS
OCMOJISIPHOCTB CpEJIbl IIPU CTaHIAPTHOM COJIEPKAHUHU caxapo3bl OKa3bIBAeT TOT ke AP PeKT Ha oduiee
U OUIOJIIPHOE MPOpAcTaHHE COOTBETCTBEHHO. [IpOIEHT OMMONAPHOro mpopacTaHus, a TaKkXke o0Ias
3 PEKTUBHOCTh MPOPACTAHUS SBISAIOTCS CaMbIMU BBICOKUMH B ONTHUMAJIBHBIX OCMOTHYECKHX U
TPOPUUECKUX YCIOBHSIX.

C mnoMOIIBbIO CKaHMUPYIOUIEH 3JEKTPOHHOM MHMKPOCKONHMHM MBI BBISIBUJIM MOP()OJIOTHIO,
TUMIUYHYIO JUISl MEIIKOBBIX HBUIBLEBBIX 3€pEH: SK3MHA CIUIOIIHAs, MEXAY BO3IYIIHBIMH MEIIKaMH
OTUETJINBO BHJIHA 00JacTh Oojiee TOHKOM 3K3MHBI — JenToMa. Jlemroma mmeer ¢GopMy BBITIHYTOU
60po3/bl, IpUUYEM 3Ta 60po3aa TIyOke B €1a00 THAPATUPOBAHHBIX MBUIBIEBBIX 3epHax (PucyHok 9a)
u Oojiee ymjolIeHa B IOJHOCTBIO T'MIApAaTUpOBaHHBIX 3epHax (PucyHok 90). B KoHIEBBIX yacTsIx
JENTOMBbl BHJIHBI PAaCHIMPEHUs TPEYroJbHOM (OpPMBI; 37€Ch, KaK Mbl BBIICHWIM, 4Yallleé BCEro
MPOUCXOAT pa3pbiBbl Ha MOBEPXHOCTH IMPOPACTAIOIIMX 3€PEH, 4acTO JIBa OJHOBPEMEHHO C JBYX
cropoH (PucyHok 9B). B HEKOTOPBIX cilydasx W3 JIByX pa3pblBOB 0Opa3yrorcs 1Be TpyOku (PucyHok
Or). B nmpyrux ciydasx paspbeIBBI MOTYT YAJIHHSTBCS B CTOPOHY LEHTPAJIBbHOM YacTH JIENTOMBI,
o0pa3sys eIMHYIO IIeNib, U3 KOTOPOH 3aTeM mosiBisercs onHa TpyOka (Pucynok 9m). B HekoTopbix
3epHax 0o0pa3zyercss TOJIBKO OJWH Pa3phiB, U3 HETO TaKKe BHIXOMUT oaHa TpyOka (Pucynok 9e).
[Tockonbky MbI HaOJIIOAAJIH, YTO MOSABICHUE OJAHOM WM BYX TPYOOK 3aBHCHUT OT CIIMSHUS Pa3pbhIBOB,
MBI MIPENOJIOKHIN, YTO MPU CHIKEHUH NMPOYHOCTH OOOJIOYKH MPOLEHT OUIOISPHOTO MpOpacTaHUs
U3MeHHUTCsA: OyzneT OoJibllle CIUIOIIHBIX Pa3pblBOB M, COOTBETCTBEHHO, OJMHOYHBIX TpPYOOK,
aQHAJIOTUYHO TOMY, KaK IPH CHMKEHMM TYPrOpHOTO JaBiieHHs. B kauecTBe (akropa, M3MEHSIOIIErO

MEXaHUYECKUE CBOMCTBA KJIETOYHOM CTEHKH, MBI BHIOpAIM TUIAPOKCHIBHBINA paaukan. Panee Obu1o
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YCTAHOBJICHO, 4YTO O3TOT PCArcHT JIOKAJIbHO pPasMArdact O60JIO‘-IKy NbUIBLCBOTO 3CpHA (FHaBHBIM

00pa3oM, HHTHHY), pa3pe3asi CIIUBKUA MEX/y CTCHOUHBIMU TouMepamu (Smirnova et al. 2013).

S B}-lh'l

Pucynok 9. COM mnpopacraronux 3epeH mbuibiisl Picea pungens. IlsuibiieBbie 3epHa: a — caabo
THJIpaTUPOBAaHHOE; O — TMAPAaTUPOBAHHOE; B — IIPOpACTAIOIIEe; T, € — IPopocIIee ¢ OJHOW TPYOKOH; 11 — ¢
IBYMsI TPyOKamMH. a — MEXIYy IBYMsS MEIIKaMd OTYETIMBO BHAHA Oopo3na — Jenrtoma (OTMEYeHa
cTpenkoit). TepMuHanbHast 4acTb 00p03/1bl 00pa3yeT TOHKYIO 30HY (OTMEUEHa 3BE3/I0UKOil), T/Ie 9K31Ha B
OOJIBPIIMHCTBE CIy4aeB pa3phIBaeTCs. AHAIOTUYHOE PACHIMPEHHE HAXOJUTCS Ha TPOTHBOIOJIONKHOM
KOHIIe; O — mociie ruaparanui 60po3Ja CTAaHOBUTCS MEHEEe BBIPAKEHHOM; B — pa3pbIBbl 00pa3yioTcs B
KOHIIE 0OpO3/IbI C OJTHOM MJIM ¢ 00EMX CTOPOH (3BE3JI0UKH); T — Y MHOTHX 3€PEH pa3pbIBaeTcs Bcsi 00po3aa
(cTpenka) U U3 pa3pbiBa MOSBISIETCS OJHA TPyOKa; I — BO MHOTHX 3€pHaxX JiBa pa3pbiBa o0pa3yroTcsi Ha
KOHIIaX JICITOMBI, M JBe TPYOKH PacTyT B pa3HbIX HAIIPABICHHSX; € — B HEKOTOPBIX 3€pHAX 0Opa3yercs
TOJILKO OJIMH Pa3phIB, a BEIXOAUT OJHA TPYOKa.
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Pucynok 10. BnwusHue pa3MArdeHusi CTEHKM Ha 4YacTOTy OHIOJSPHOTO MpPOpacTaHMUs.
O0paboTKa MBUIBLIEBBIX 3epeH cMechio st mpoaykiuu *OH (FeSO4/H,0;) B Teuenun 1 u B 2 pasa
CHIJKAET MPOLIEHT OUIIONAPHOTO MPOPACTaHUA. & — CPEJHHMM NMPOLEHT OT OOLIEro Yuciia 3epeH U OT
YHClIa MPOPOCIINX 3epeH mocie 13 4 B kouTpose (0enbie croyidonkn) u B cycnensuu ¢ *OH (uepHbie);
0-1 — IbUIbLIEBbIE 3€pHA C TUMMYHBIMU pa3pblBaMH 3K3UHbI mocie 10-11 yacoB mHKyOanuu: oauH
KPYIHBII pa3pblB MPUBOJUT K MOSBIEHUIO OJHOW TpyOku (0, B), IBa paspbiBa HPHUBOIAT K
ounosspHOMY IpopacTanuto (T, 1). O6a TUIa NPUCYTCTBYIOT B KOHTPOJIBHBIX U ONBITHBIX CYCHEH3UX,
HO mocie BozzaeiicTBusi *OH MpOIeHT OJMHOYHBIX Pa3phIBOB CYIIECTBEHHO BO3PACTAET, MPUBOISI K
npeoOiajlaHiio  YHUIOJSPHOTO  NHpopacTaHus. OK3MHA  oOkpameHa TuapopoOHsiM — ADK-
qyBCTBUTENBHBIM KpacuTeieM MitoSOX, untuna — Tinopal. Maciitabuas nuneiika — 50 pm.

Mpbl MHKYOHMpOBalIM MbUIBLIEBBIE 3€pHA €IM C KOMIIOHEHTaMM peakiuun @DeHToHa, B Xoje
KoTopoii mpoxymupyercs *OH. Mx mobGaBmsuii K CyCcleH3WH B MOMEHT, KOTJa HadWHAETCs
dopMupoBaHue pa3pbIBOB B Sk3uHE (6 yacoB). Bpems mpoaykiuu pajukaia ObUio OrpaHUYeHHBIM — 1
4ac, MOcCJie Yero MbUIbIly OTMBIBAIM OT CMECH U MOMELIATH B YUCTYIO cpeay. Mbl 0OHapyXUJIH, YTO
pasMsrdeHue CTEHKHM B 3TOT KPUTUYECKMH MEPHOJ| CYLUIECTBEHHO CHM3MJIO MPOLEHT OHIOISIPHOIrO
IpopacTaHus, HEe MOBIUSAB Ha OOIIYI0 3PPeKTUBHOCTH NpopacTtanus (47+4% B koHTpoie, 44+5% B
npobax ¢ *OH nocne 17 4 uakyOanum). OayopecieHTHOe OKpalTiBaHUE MOKAa3ai0, 4TO B CYCIICH3UU
1ocjae BO3JACHCTBUS THIPOKCHII-paguKana OOJBIIMHCTBO HPOPACTAIONMX 3E€PeH HMMEN0 KpYIHbIE
OJMHOYHBIE pa3pbiBbl B dk3uHe (Pucynok 10), B To BpeMs Kak B KOHTPOJBHBIX NMPOOAax IOBOJBEHO
YacToO BCTpeUaarch 3€pHa ¢ IByMs HeOosbmu otBepetusmu (Breygina et al. 2019).

MOXHO 3aKJIIOYNTh, YTO OCHOBHAS NMPHYMHA OWTYOYJISIPHOTO IMPOpAacTaHUs 3aKI0YacTcs B
OTCYTCTBUHM YETKO YCTAHOBJICHHOTO MECTa IMOSBIECHUS TPYOKHM M, CIEI0BaTEIbHO, B BO3MOXKHOCTHU
paspbIiBa K3MHBI B pa3HbIX MecTax 0e3 )KeCTKOTO0 KOHTPOJISI CO CTOPOHBI CTEHOUHBIX (DepMEHTOB. DTO
HArJSITHO JIEMOHCTPUPYET OTIMYWE TIBUIBIBI €M W JPYTUX BHJOB XBOWHBIX C OHITOISAPHBIM
IPOPAacTaHWEM OT OOJIBIIMHCTBA I[BETKOBBIX PACTEHUH C 4E€TKO O(QOPMIICHHBIMM amnepTypamu, Jis
npopacTaHusi KOTOpPBHIX He TpeOyercst pa3pwiB 3k3uHbl (Stone et al. 2004; Hesse et al. 2009).

[TosryueHHbIE TaHHBIE TAK)KE MOKa3bIBAIOT 3HAUMMOCTh ADK (KOHKPETHO, THIPOKCUIILHOTO paJuKaa)
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JUId OIpENeNIeHUsl MAaTTepHA MpOpacTaHus, B JAHHOM CIydae 4Yepe3 IOCPEACTBO MEXaHMYECKHX
¢daxTopoB. 3HaunMocth Apyrux A®K s OuTyOymspHOro mpopacTaHus OyAeT pacCMOTpeHa B

CIIEZIyIOIIEM pa3elie.
1.4 BiimsaHue 3k30reHHbIX APK Ha mpopacTaHue MY>KCKOro rametropura

[TockonbKy peareHTbl, cHkKaompe npoaykuuio ADK (JADU), a Takke TyIIUTETH
skcTpakiaeTounsix AOK (Mn-TMPP, COJ/l) mopaBnsinu mpopacTaHue, Mbl MPEATONIOXKUIH, YTO

nob6asiieHue Sk30reHHbIx ADK MoXKeT, HanpoTUB, €r0 CTUMYJIMPOBATh.
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Pucynok 11. Crumynsinusi mpopactanusi mbuiblibl Picea pungens in vitro H,O, (100 uM) u
O’,", CreHepupoOBaHHLIM B CHCTEME KCAHTUH/KCAaHTUHOKCHAa3za: a, 0 — oOmas 3P eKTHBHOCTE
npopactanus (a) U JOJsl MpopacTaHusi OUIMONSIPHOW TBUIBIEI (0) uepe3 9 u 14 yvacoB mHKyOanuu
(kaxnapiii  pe3ynbraT 1Mo 3()QPEKTUBHOCTH MpopacTaHUs HOpMHpoBaH K KoHTpoiwo (100%),
OTMEUEHHOMY MYHKTUPHOU JIMHHUEW, TTOCKOJBKY OMBITHI MPOBOIIIKNCH B Pa3HOE BpPeMsl U KOHTPOJH
pasnuuanuck). [lpuBeneHbI cpenHUe 3HAYCHHWS W CTaHAApPTHHIC OIIMOKH, 3HAYMMOCTh yKa3aHa IO
kputeputo Crterogentra: * P < 0,05, ** P < 0,01; B, T - [0As YHUIOJSIPHOTO W OHIOJSPHOTO
npopactanus nocie 14 4 uHKyOauu B KOHTPoJe (B) U B CPEA€ C CUCTEMO TeHepaluu CYMepOKCHT
panukana (T).

UTo0Obl MPOBEPUTH, KaK MbUIbLIEBBIE 3epHa pearupytoT Ha ADK, OblIM B3STHI JBE TOYKHU, I/IE

MNPpOHOCHT NpopacTaHusA B KOHTPOJIC HJOCTATOYHO HHBKHﬁ, C ICIBKO BbIABJICHHUSA BO3MOXHOI'O

cTumynupytomiero d¢dexra. Mbel 00HAPYKWIH, YTO MBUIBIA €M YyBCTBUTENbHA Kak K HyO,, Tak u k
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O, , HO CTHMYJIHMPYIOIIECE ICUCTBUE TOCIEAHEr0 ObUIO 00Jiee BBIPAKCHHBIM, XOTS M MPOSBISIIOCH
no3ke (JAocToBepHbIE H3MEHeHUus oTMmedanuch mnocie 14 4) (Pucynox 1la). Ilpu mnoncuere
IPOPACTaHUsl YYMTHIBAIM HE TOJBKO €ro oO0myr 3((eKTHUBHOCTh, HO M JOJI0 OWIIOJISPHOTO
IpopacTaHus CpeAu Bcex Mpopocimux 3€épeH. BosgelicTBue mnepokcuia BOAOpoAa HE H3MEHUIIO
COOTHOIIICHUE JBOWHBIX U OJMHOYHBIX TpyOOK (Pucynok 116), B To Bpemst kak B cpene ¢ O, mporeHT
outyOynsipHOTrO mpopactanusi yBenuuwics Oonee uem Basoe (Pucynok 11 6-r). Ilockonbky panee
OBUIO YCTaHOBJIEHO, YTO OWIIONSPHOE MPOpAcTaHHE 3aBHCUT OT YCIOBUH HMHKYOauuu (TMPOLEHT
MakKCUMaJICH B ONTUMaJbHBIX YycioBusax (PucyHok 8)), maHHble O CTHUMYJSIHMH OUTYOYJISIPHOTO
[pOpacTaHus IOKAa3bIBAIOT, 4YTO Cpeia Ui Tpopacranus ObUblbl ¢ O,  sBisiercs «boiee
ONTUMAIILHOW» II0 CpaBHEHHIO €O craHmaptHoil cpemoir 6e3 ADK. BrraBneHHbili 3QdexT ObLT
o0bsicHeH mo3aHee, B xoie uccienoBanus APK B cocraBe ompumTenbHbIx Kamenb (Cm. VI.6.

Copepxannie ADK B ONBUIMTENBHBIX KaIUIAX XBOWHBIX PACTEHUN M3 Pa3HBIX (PUIOTEHETUYECKUX

rpyim).
1.5 A®K 1 )KMPHOKHMCIOTHBIH COCTAB NbLIbLEBLIX 3épeH

B sT0#i 9acTtu pabOTHI, BEIIOJHEHHON B COABTOPCTBE ¢ OMOXMMHKAaMH, MBI BIEPBBIC W3Yy4aH
BIIMSIHUE 3K30T€HHOIO IEPOKCUIA BOJOPOJA HA KUPHOKUCIOTHBIA COCTaB IPOPACTAIOLIECH IBLIbLIBI
enn (a Takxke Tabaka, HO TaM U3MEHEHHUH BBIABUTH HE Yal0Ch). MBI HCHOIB30BAIN CYXYIO MbUIBLLY B
KauecTBEe KOHTPOJISI U 2 BpEMEHHbIC TOUKU — 9 u 14 dacoB MHKyOanuu — Jyuisi HAOMIOACHUS U B3SITHS
npo6 Ha KK (unum yer takoe, Hy Opaiu mbUIbIYy mociie N yacoB M Kak-To u3 Hee KK TsaHynn) ogHy
TOYKY KaK KOHTPOJIbHYIO (CyXas MbUIbLIA) U JIBE BPEMEHHbIE TOUKH i1 HAOIIOACHMS 3a MPOLIECCOM
popacTaHus MbUIbLEI enu. O6e TOYKU ObLIM BBIOpPAaHBI B COOTBETCTBUU C HAIIUMH HAOIIOJCHUSAMHU U
COOTBETCTBOBAJIM ONPEICIECHHBIM (U3UOJOITMUECKUM MpoleccaMm. Yepe3 9 4 B 3k3MHE 00pa3yroTcs
OJIH WM JIBa OOJIBIIMX pa3pbiBa, Yepe3 KOTOPhIC BHIXOIUT MbLIbIIeBas TpPyOKa (TpyOku) (PucyHok 2).
TakuMm oOpa3om, JEeBSATh YaCOB MOKHO CUMTAaTh TOUKOW IpopacTaHus (3amycka mojisipHoro pocrta). K
14 yvacam meUTBIIEBas TpyOka (B CpeIHEM) JOCTHUTaeT B JJIMHY JuUameTpa 3epHa — 3TOT MOMEHT
YCIIOBHO COOTBETCTBYET MPOLIECCY MOAAEPKAHUS MOJIIPHOTO POCTa.

B mepByro odepenb Mbl CpaBHUJIM >KUPHOKHUCIOTHBIM COCTaB CyXOH MbUIBIBI y HAIIMX JABYX
OCHOBHBIX 00BeKTOB (Tabaka W enu). [IbUIblIa UMK, KOTOpPast, XOTS mpopactaeT in Vitro 10BOJBHO
IUI0XO, a TAaKXKe UMEET OTHOCUTENIFHO C1a0yro peakIiio Ha MepoKCcH] BoJopoa (4to OyaeT noapooHo
ONKCAHO Jaliee), Takxke Oblla BKIIOYEHA B HCCIICOBAHUE HA CTAUM CyXOro Marepuana C LEeIbio
CpPaBHEHHs COCTaBa, ITOCKOJIBbKY SBISETCA MPEACTABUTEIEM JAPYrod KpPYHNHOM CHUCTEMaTHYECKON
rpyIIbI IBETKOBBIX pactenuii (Breygina et al. 2023Db).

IIpuTBLIEBBIE 3€pHA COJEP)KAT HECKOJIBKO JIMIMIHBIX CTPYKTYp, KOTOPBIE UIPAIOT KIHOYEBYIO
poib B MX pa3BUTUHU. ToJCTas HapyxkHas 000JIOYKAa MBUIBIBI, 3K3MHA, B 3HAYUTEIBHON CTENEHH

CUHTEC3UPYCETCA M3 AWIIIMIIMAOB W MNPEAIICCTBECHHHUKOB @eHHHHpOHaHOI/II[OB, KOTOPBIE BMECTC
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00pa3yIoT UCKIIIOYUTEIBHO CTa0MIbHBIN OnomnouMep crioponosuienud (Shi et al. 2015; Li et al. 2016).
JIOTIOSTHUTE IbHBIN BHEKJICTOUHBIA JIMMUIHBIA MaTpukc, nosuieHKuT (y Brasssicaceae — mpughuna),
MOKPBIBAET HEPOBHOCTHU K3UHBI U BBHITIOJIHSICT (YHKIIUH, CBA3aHHBIC C PACIIPOCTPAHEHUEM TBLIBIIBI U
pacrio3HaBaHHeM B cucteMe «mbUIbLbI-peuIbiie» (Piffanelli et al. 1998). V rojgoceMeHHBIX MOJJICHKHUT
He oOpasyercs (maxxe y Gnetum gnemon ¢ ero OTHOCHUTENIBHO MPOABHHYTOH pEnpOayKTHBHOMN
CHCTEMOM, BKJIFOUaroIiei aBoriHoe omogorsopenue (Hesse 1980; Carmichael and Friedman 1996)).

JIunuel HeOOXOAUMBI HE TOJBKO JUIs 3aIUThI MBUIBIIEBOIO 3€pPHA HA CTAJMH BBICHIXaHUS H
OIBUICHUSI, HO TAKXKE JUTS aJre3Ud TbUIBIBI Ha PBUIBLE, MOCICAYIONIETO MPOPACTAHHUS U PeaTh3aiun
curnanbHbix mpoueccoB (Pacini and Hesse 2005; Firon et al. 2012; Ischebeck 2016). V¥
HOKPBITOCEMEHHBIX MPEAICCTBCHHUKU CIIOPOIIOJUICHHHA M TIOJUICHKUTA CUHTE3UPYIOTCS B TaleTyMe
— CHCHUAIM3UPOBAHHOM CJIO€ IHUTATENIbHBIX KICTOK BHYTPU NBUIBHUKA — TMOJ KOHTPOJEM
Ccopo(UTHOrO reHoMa, HO Ha pas3HbiX cramusx passutus (Li et al. 2016). IlpeamecTBeHHUKH
CIIOPOTOJUICHUHA JKCIOPTUPYIOTCSI W3 KJIETOK TameTymMa W OTKJIAJbIBAIOTCS Ha IOBEPXHOCTH
nbutblieBoro 3epHa (Ischebeck 2016). Ilo3xe, BO Bpemsi pa3BUTHS NbUIBLBI, KJICTKH TaleTyMa
pa3pymiaTcs, BBICBOOOXK/1asi HAKOIUICHHBIC JIUMU/BI U OCJIKU; 3T BEHISCTBA MOKPHIBAIOT YK3UHY U
00pa3yloT MOJUICHKHUT. B mocnemHuii mepuoa pa3BUTHS TbUIbIIA TAKXKE HAKAIUIMBACT KJICTOYHBIC
KOMITOHEHTBI, B TOM YHCJIC MOJIIPHBIC JIUIH/IBI B BUC IUIOTHO YIIAKOBAHHBIX MEMOpaH U HEHTpaJIbHbIC
JMITU/IBL, Takue Kak Tpuarmaruiepuabl (TAT) B aumuaneix kamsx (MacistHbix Tenblax) (Ischebeck
2016). CuHTe3 BHYTPHUKJICTOYHBIX JIMMHUIOB B TBUIBIICBOM 3€PHE KOHTPOJIUPYETCS TaMeTO(PHUTHBIM
renomom (Piffanelli et al. 1998). CnenoBarensHo, 3penasi MbUIbIIA COJACPKUT JABa THIA JIUIH/IOB:
JIMITU/IBI-KOMITOHEHTHI TTIOJUIEHKUTA, UMEIOIIIE CITOPO(UTHOE TPOUCXOXKICHHE, U BHYTPUKIETOYHbIE H
MeMOpaHHbIC JIUMH/bI, CHHTe3upoBaHHble B rameropute (Ischebeck 2016). Ilpu mnpopacranuu
COOTHOIICHUE O3TUX TPYNI MEHIETCS: YBEIUYMBACTCS OIS MEMOpPAHHBIX JIMIIUIOB, KOTOPBIC
TpeOyroTcss B OONBIIMX KOJNWYECTBaX Juis pocta meuiblieBoii TpyOku (Ischebeck 2016). V
HOKPBITOCEMEHHBIX PAaCTEHHH YTJIEBOJBI TOTJIOMIAIOTCS MPOPACTAIOIIUM MYXCKUM TraMeTOQUTOM W3
aroruiacta TKaHel rmectuka u merabommsupyercs B aunuasl (Mellema et al. 2002). B meuibiie Tabaka
KOJIMYECTBO OEJIKOB, YYaCTBYIOIIMX B CHHTE3€ JXHPHBIX KHCIOT, YBEJIMYHMBACTCS MO Mepe pocTa
TpyOku, moka He npocturHer ~1% Bcex OenmkoB (Ischebeck et al. 2014). Omnako wu3MeHeHHe
KUPHOKUCIIOTHOTO COCTaBa MYKCKOro ramerodura HpW NpopacTaHHM HE H3ydaloch. BakHBIMHU
BOINPOCAMH, KOTOPBIC MBI MOJIHSUIA B 3TOM HCCJICIOBaHHM, ObUTM (a) aHAJIOTHYHA JIM JUHAMHKA
YKUPHOKHCJIOTHOTO COCTaBa B MBUIbIIC XBOMHBIX M I[BETKOBBIX pacTeHuil; u (0) moryt mu A®DK,
CTUMYJIMPYIOIIUE MTPOPACTaHHE, BIUATH HA COCTAB XHUPHBIX KUCIOT MPOPACTAIOUICH TTBUIBIIBI?

JInst cyxol TBUTBIBI HA0OP OCHOBHBIX JKHUPHBIX KUCIOT OBUT BIIOJIHE TUIHYCH ISl MBLIBIIBI

IpeCTaBUTENIEH COCHOBBIX: KUCIOTHI 16:0, 9-18:1 1 9,12-18:2 (
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Ta6nuua 1). [lns cpaBHeHHMsI, OCHOBHbBIE KOMIIOHeHTHI y Pseudotsuga 6simu 16:0, 9-18:1 u 9,12-
18:2, Torma kak y Pinus sto obutu 16:0, 18:0. 9-18:1 u 9,12-18:2 kucnoter (Ching and Ching 1962).
[Tpu cpaBHHUTEIHPHOM aHAIU3E JUIUAOB M KUPHBIX KUCIOT MSATH BUIOB COCHBI, THHKIO U OJIBXH OBUIH
0oOHapyXeHbI CXOHbIE 3aKOHOMEPHOCTH: 0 HachIeHHbIX 16:0 kucmoT u MoHOEHOB 9-18:1 Bo Bcex
Buaax Pinus Obuta mpuMepHO B JiBa pa3a BhIIIE, YEM B MbUIBLIE MOKPHITOCEMEHHOTO pacTteHus (Alnus
japonica); 9,12,15-18:3, nanpoTus, OblJla MUHOPHOU B IbLIbIIE BCEX BUIOB COCHBI (1-11%), a y onbxu
Ha e€ 1010 puxoauitock 6osee 26% (Chung and Lee 1977).

U3 menee npeacrasiacHubix JKK B mbuibie Picea mbl oOHapykumm 5,9,12-18:3 — onny u3 Ab
KHCIIOT, KOTOpasi paHee Obuia OOHApy)KeHa B MbUIbIE IPYTHX T'OJOCEMEHHBIX pacTeHui, B T.4. Pinus
yunnanensis (Mei et al. 2021) u Cycas revoluta (Sidorov et al. 2016), npruem B niepBOM ciydae ee
COJICp’)KaHUE YMCHBINATIOCh IMPU XPaHEHUH W CTCPUIIM3AIMU MapajuIebHO C TIOTEPeH KadecTBa
nbutbiel (Mei et al. 2021). Ins TunuaoB ceMsiH TOJOCEMEHHBIX PACTCHUHN TaKXKe XapaKTePHO HaTUIHUe
CBOCOOpA3HBIX JKUPHBIX KUCJIOT ¢ ADS-3THICHOBOW  CBSI3bIO, PEIKO  BCTPEYAIOUIUXCS Y
nokpbitoceMeHnbix (WOoIfT et al. 1997). [Tonosuny u3 takux JKK, onucanHbIX paHee, Mbl OOHAPYKUIN
B TIBUIBIIC €JTH, KOTOpasi 3TUM SIBHO OTJIMYAjgach OT MbLIbIBI Tabaka W JMIHA. [[IOKPHITOCEMEHHBIC, 3a
HEKOTOPBIMH HMCKJIIOUCHHSMHU (HampuMmep, mpeacraBureneii Ranunculaceae), yrpaTuin crocoOHOCTh
cuntesupoBath Takue JKK. OOCyxkIeHre NaHHBIX [0 KUPHBIM KUCIIOTaM B IbUIbIC Ta0aKa W JIWINU

noJpoOHO OMKCaHBI B OpUTHHATIBHOM yOaukanuu (Breygina et al. 2023b).

Tabmumna 1 JXupHOKHUCIOTHBIN COCTaB MBUIBIIBI €)M, Tabaka u Jmn (Mac. % OT CyMMBI METHJIOBBIX
3¢upoB xupHbIX kucnot (MIXKK)).

Tabax Anavs

No KK IIp1ap1ia ean

Leaas OtmbrTast IK Heaas OrtmbiTas TIK
1 10:0 - 0.01+0.01 - 0.08+0.0213 trace’ - 0.19+0.01a
2 12:0 0.10+0.01A  0.03+0.01b  0.06+0.02B  0.29+0.043  0.22+0.08a  0.04+0.01B  2.97+0.04«x
3 13:0 - 0.01+0.01 0.01+0.01 0.02+0.01a trace - 0.03+0.01a
4 14:0 0.53+0.06A  0.49+0.05b  0.42+0.07A  1.22+0.143  0.75+0.08a  0.44+0.08A  5.56+0.27«x
5 15:0 0.30+0.03A 0.36+0.05a  0.29+0.06A  0.26+0.02a  0.10+0.01b  0.08+0.01B  0.28+0.01«
6 16:0 23.12+#1.57C  24.91+0.10b 26.93+0.76B  11.65+1.123 30.25+#1.09a 37.35+3.00A 23.68+1.01x
7 7-16:1 0.57+0.05A 0.53+0.14a  0.42+0.06B  0.50£0.06ac  0.25+0.01b  0.17+0.05C  0.55+0.01«
8 9-16:1 0.23+0.01A  0.14+0.01b  0.12+0.01C ~ 0.13+0.033  0.23+0.01a  0.19+0.01B  0.25+0.02«x
9 14-16:1 0.44+0.04A 0.0740.02a  0.02+0.01B  0.12+0.01a  0.01+0.01b - 0.04+0.01p
10 7,10-16:2 0.01+0.01A trace 0.03+0.01A - - - -
11 10-17:1 0.09+0.02A - - - 0.02+0.01 0.01+0.01B 0.07+0.03
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12

13

14

15

16

17

18

19

20

21

22

23

24

25

26

28

29

30

31

32

33

34

35

36

37

38

39

40

41

42

18:0

9-18:1

11-18:1

5,9-18:2

9,12-18:2

10,13-18:2

10,12-18:2

9,11-18:2

5,9,12-18:3

9,12,15-18:3

9,11,13-18:3

9,11,13,15-18:4

19:0

20:0

11-20:1

11,14-20:2

5,11,14-20:3

8,11,14-20:3

11,14,17-20:3

21:0

22:0

13-22:1

13,16-22:2

23:0

24:0

25:0

26:0

27:0

28:0

30:0

3.48+0.26A

21.47+0.94A

1.21+0.28A

0.33+0.10

33.79+3.74B

0.05+0.01

0.58+0.09A

0.73+0.09

3.56+0.49

2.53+0.28C

0.26+0.16A

2.71+0.15A

0.48+0.05B

0.36+0.06A

1.05+0.14

0.01+0.01

0.86+0.14A

0.76+0.12A

0.07+0.03A

0.16+0.03A

0.15+0.12

0.01+0.01

1.75+0.23b

4.32+0.83b

0.83+0.03a

47.47+1.80a

0.07+0.02a

0.60+0.75

10.68+1.64b

trace

trace

0.13+0.01a

0.92+0.21b

0.25+0.15b

0.37+0.03a

0.12+0.09a

trace

3.77+0.73a

0.20+0.05

0.16+0.01a

1.59+0.40a

0.09+0.06a

0.13+0.07a

0.01+0.01a

1.68+0.17C

1.36+0.09C

0.86+0.03B

54.10+0.50A

0.36+0.06A

10.97+0.51B

0.02+0.02A

0.10+0.03A

0.30+0.05B

0.05+0.03A

0.87+0.09A

0.08+0.03A

0.93+0.08A

0.01+0.01B

0.01+0.01C

4.82+0.073
11.82+0.91p

0.61+0.09p

17.46+1.540

0.79+0.10

6.92+0.39a
0.08+0.01cx
0.02+0.01
0.06+0.0113
2.70+0.14c
0.38+0.0183

1.11+0.14a

0.35+0.02a
0.77+0.09a

29.77+1.81a

0.75+0.08a
1.40+0.16«x
5.29+0.55a
0.13+0.01ax

0.47+0.08cx

0.030.01p

2.89+0.37a

7.68+0.53a

0.68+0.19a

23.97+0.68b

0.04+0.04a

trace

27.69+0.80a

trace

0.07+0.01b

2.40+0.41a

0.71+0.02a

0.15+0.02b

0.03+0.01a

0.10+0.05

0.87+0.31b

trace

trace

0.14+0.01a

0.42+0.11b

0.05+0.05a

0.08+0.06a

trace

0.14+0.24a

0.02+0.01

2.61+0.14B

4.75+0.26B

0.65+0.05C

24.04+1.44C

24.80+0.84A

0.02+0.01A

0.04+0.02B

2.57+0.34A

0.62+0.01A

0.15+0.03B

0.02+0.01

0.09+0.03A

0.89+0.19A

0.06+0.01A

0.35+0.07B

0.02+0.01B

0.04+0.01B

11.98+0.90c

25.11+1.18«x

0.91+0.11x

10.99+0.07

trace

0.13+0.01

5.79+0.42cx

0.13+0.05a

0.13+0.02cx
2.83+0.17a
1.19+0.05a

0.25+0.088

0.08+0.028
0.18+0.03p
3.710.16B
0.140.01
0.11:0.01p
0.47+0.08B
1.3420.07B
0.09:0.01B
0.54+0.04cx
0.01x0.01
0.230.050x

0.04+0.01
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Tabmumia 2 JXupHOKUCIOTHBIN COCTaB MBLIBIIEI Ta0aKa U €71 P IpopaimuBanuu ¢ 1 6e3 HyO;
(mac. % ot cymmbl MOXKK).

100

CraH.cpeaa Cran.cpeaa+H202
No KK Bug,
Cyxas IIpopacranue Pocr IIT ITpopacranne Poct IIT

Ean - - - - -
1 10:0

Tabak - 0.03+0.03a - 0.01+0.01 -

Ean 0.10+0.01a 0.06+0.04a 0.05+0.02b 0.01+0.01A 0.04+0.02A
2 12:0

Tabax  0.06+0.02a 0.04+0.01a 0.01+0.01b 0.06+0.04A 0.03+0.01A

Eap - - - - -
3 13:0

Tabax 0.01+0.01a 0.01+0.01a - - -

Ean 0.53+0.06a 0.67+0.26a 0.60+0.19a 0.34+0.06A 0.40+0.06A
4 14:0

Tabax  0.42+0.07b 0.41+0.04b 0.32+0.04a 0.42+0.18A 0.36+0.03A

Ean 0.30+0.03a 0.50+0.23a 0.40+0.15a 0.21+0.02A* 0.22+0.05A
5 15:0

Tabax  0.29+0.06a 0.29+0.03a 0.24+0.02a 0.29+0.07A 0.27+0.03A

Ean 23.12+1.57a 23.13+1.18a 23.21+1.21a  21.35+0.56A  20.31+2.80A
6 16:0

Tabak 26.93+0.76a 27.62+1.25a 2590+1.59a  27.24+0.69A  26.75+0.37A

Ean 0.57+0.05a 0.93+0.51a 0.80+0.39a 0.37+0.07A 0.39+0.09A
7 7-16:1

Tabax  0.42+0.06a 0.87+0.48a 0.30+0.01b 0.39+0.07A 0.36+0.05A

Ean 0.23+0.01ab 0.20+0.02b 0.25+0.01a 0.19+0.01A 0.21+0.02A
8 9-16:1

Tabax  0.12+0.01a 0.12+0.01a 0.12+0.01a 0.13+0.03A 0.14+0.03A

Ean 0.44+0.04a 0.42+0.06a 0.40+0.02a 0.36+0.02A 0.37+0.01A
9 14-16:1

Tabax  0.02+0.01a 0.02+0.01a 0.02+0.01a 0.02+0.01A 0.03+0.01A

Eap 0.01+0.01b 0.10+0.01a 0.03+0.01b 0.04+0.02A* 0.01+0.01A
10 7,10-16:2

Tabax  0.03+0.01a 0.03+0.01a 0.02+0.01a 0.02+0.01B 0.04+0.01A

Ean 0.09+0.02a 0.18+0.11a 0.13+0.04a 0.02+0.01B* 0.06+0.02A
11 10-17:1

Tabax - - - - -

Ean 3.48+0.26a 4.33+0.45 3.41+0.17a 3.36+0.07A* 3.34+0.84A
12 18:0

Tabax 1.68+0.17a 1.7240.20a 1.96+0.16a 3.24+2.22A 1.71+0.11A

Eap 21.47+0.94a 19.64+1.03 21.23+0.76a 22.47+0.56A* 21.77+0.30A
13 9-18:1

Tabax  1.36+0.09a 1.2540.16a 1.45+0.06a 2.21+1.29A 1.37+0.09A
14 11-18:1 Eap 1.21+0.28a 1.10+0.20a 1.29+0.07a 0.89+0.06 A 1.01+0.33A
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15

16

17

18

19

20

21

22

24

25

26

27

28

29

30

5,9-18:2

9,12-18:2

10,13-18:2

10,12-18:2

9,11-18:2

5,9,12-18:3

9,12,15-18:3

9,11,13-18:3

19:0

20:0

11-20:1

6,11-20:2

11,14-20:2

5,11,14-20:3

8,11,14-20:3

Tabax

Ean

Tabax

Ean

Tabax

Ean

Tabax

Ean

Tabax

Easp

Tabax

Ean

Tabax

Ean

Tabax

Eap

Tabax

Eap

Tabak

Ean

Tabak

Eap

Tabax

Ean

Tabax

Eap

Tabax

Eap

Tabax

Eap

0.86+0.03a

0.33+0.10a

33.79+£3.74a

54.10+0.50a

0.05+0.01a

0.58+0.39ab

0.36+0.06a

0.73+0.41a

3.56+0.49a

2.53+0.28a

10.97+0.51a

0.02+0.02a

0.26+0.16a

0.10+0.03a

2.71+0.15a

0.30+0.05a

0.48+0.05b

0.36+0.06a

1.05+0.14a

0.01+0.01c

0.83+0.07a

0.53+0.16a

31.32+2.28a

53.29+0.28a

0.11+0.01b

0.07+0.04b

0.50+0.21a

0.36+0.05a

1.09+0.54a

3.56+0.61a

2.55+0.38a

11.01+0.40a

0.05+0.01a

0.23+0.07a

0.11+0.02a

3.67+0.09a

0.30+0.06a

0.63+0.14ab

0.46+0.13a

0.83+0.05b

0.08+0.02b

0.87+0.03a

0.43+0.04a

34.15+1.30a

54.66+1.53a

0.16+0.02a

0.15+0.01a

0.19+0.07b

0.39+0.10a

0.02+0.01b

3.73+0.15a

2.76+0.11a

11.04+0.35a

0.04+0.02a

0.25+0.11a

0.11+0.01a

2.63+0.45b

0.32+0.03a

0.65+0.02a

0.04+0.01

0.39+0.09a

0.05+0.01

1.05+0.09a

0.19+0.01a

1.33+0.95A

0.46+0.01A

35.60£0.53A%

50.97+5.00A

0.12+0.02A

0.10+0.03B

0.20+0.05A*

1.10+1.01A

0.17+0.03A*

3.93+0.21A

2.74+0.16A

10.02+0.85A

0.09+0.02A

0.13+0.01B*

0.11+0.01A

2.85+0.11A*

0.33+0.08A

0.79+0.06A

0.06+0.01A

0.45+0.05A

0.06+0.02A

0.91+0.61A

0.06+0.01B

0.86+0.06A

0.52+0.09A

35.31+1.60A

53.92+1.09A

0.10+0.01A e

0.24+0.08A

0.21+0.04A

0.46+0.06A

0.02+0.01B

4.26+0.77A

3.06+0.33A

10.92+0.26A

0.07+0.02A

0.21+0.04A

0.13+0.02A

2.80+0.54A

0.29+0.04A

0.49+0.12Be

0.11+0.03A

0.42+0.04A

1.16+0.09A

0.15+0.01A e




Tabax - - - - -

Eap - - - - -
32 21:0

Tabak  0.05+0.03a 0.04+0.01a 0.03+£0.01a 0.03+£0.01A 0.04+0.02A

Ean 0.86+0.14a 1.20+0.51a 0.59+0.13a 0.68+0.06A 0.88+0.24A
33 22:0

Tabak  0.87+0.09a 0.83+0.14a 0.93+0.03a 0.87+0.01A 1.01+0.26 A

Ean - - - - -
36 23:0

Tabax  0.08+0.03a 0.06+0.02a 0.07+0.03a 0.05+0.02A 0.03+0.01A

Ean 0.76+0.12a 1.11+0.49a 0.66+0.09a 0.78+0.07A 1.39+0.79A
37 24:0

Tabaxk  0.93+0.08a 0.61+0.35a 0.99+0.09a 0.91+0.18A 0.97+0.22A

Ean 0.07+0.03a 0.16+0.07a 0.02+0.01b 0.08+0.01A 0.13+£0.08A
38 25:0

Tabaxk  0.01+0.01a 0.01+0.01a 0.01+£0.01a - -

Eab 0.16+0.03a 0.24+0.08a 0.19+0.07a 0.15+0.05A 0.28+0.14A
39 26:0

Tabak  0.01x0.01a 0.02+0.01a - - -

Ean 0.15+0.12a 0.47+0.40a 0.10+0.04a 0.22+0.02A 0.34+0.20A
41 28:0

Tabak - - - - -

Eap 0.01+0.01 - - 0.01+0.01A 0.03+0.01A
42 30:0

Tabak - - - - -

JlaHHBIe TIpeACTaBA€HBI B TabAULIaX U Ha rpaduke B Brge cpeaHero + SEM. Crartnucruaecknit aHaan3 ObLA BBIIIOAHEH C
MCII0Ab30BaHNeM ogHocropoHHero ANOVA ¢ 1mocaeayiomiyuM aIllOCTEPMOPHBIM aHaAM30M C MCIOAb30BaHMEM 4YeCTHON
sHaunMon pasHmiel Teioku (HSD) aas nepasubix N TectoB. Pasamynble OyKBBI M CUMBOABI IIOKa3bIBAIOT CYIIIECTBEHHO
pasHble 3HaueHms. CpeJHue 3HaYeHMs CYMUTAANCh 3HAYUTEABHO OTAMJaomumuca mnpu P <0,05. Araams mposoaman

OTAeABHO AAs1 cpeapl, cpeabl+H202 1 cragum mpopacTaHms AU POCTa.

[Tpu mpopacTaHuy ¥ POCTE MBUTBIBI €M B CTAHAAPTHOM CpeJie KyIbTUBUPOBAHUS JIOCTOBEPHBIX
pas3InYMii 10 COAEPIKaHUIO0 OCHOBHBIX KUPHBIX KUCIIOT HE 3a(pUKCHPOBAHO, JOCTOBEPHO BHIIIE TOJIBKO
cogepxanue 20:0 B MoMeHT mpopactanus (9 4). BeIABIEHBI JOCTOBEPHBIE PAa3NUYUs B COACPKAHUU
MUHOpHBIX kucioT: 12:0, 9-16:1, 9,11-18:2, 11-20:1, 5,11,14-20:3, 8,11,14-20:3, 25:0 kwucuor
(Tabmuma 2). Kpome Toro, B pacTynmMx MbUIBLEBBIX TPYOKaX 3aperuCTPUPOBAHO MPHCYTCTBHE IUC-
6,11-siiko3aanenoBoit  kucnoThl (6.11-20:2); mpu mnpopacTaHuM U POCT€ MBI HE OOHAPYKUIH
MenrccoBoit (30:0) KHCIOTHI, KOTOpast OblJIa B CyXOW MBLIBIIE.

[Tpu moGaBieHUM TEPOKCHIA BOJOPOIA B CPENy KYJIbTHBHPOBAHUS KHUPHOKHUCIOTHBIN COCTaB
JUMUAJOB IBUIBIBI €M JOCTOBEPHO MEHsCS. Tak, cpelld OCHOBHBIX >KUPHBIX KHUCIOT 3HAYMTEIBHO

yMeHbIINIach 107 HachleHHbIX 18:0 u 20:0 n yBenuuniock cofepxaHue HeHachIeHHbIX 9-18:1 u

9,12-18:2. Hy0O, 3HaumTenbHO CcHU3WI coiepxkanue 15:0, 7,10-16:2, 10-17:1, 10,12-
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OKTajekaaueHoBou (mpanc, yuc-10,12-18:2), 9,11-18:2, 19:0 kwucnor. 3aperucTpupoBaHbl U
KaueCTBCHHBIC U3MEHEHUS: B 00pa3iax, 00pabOTaHHBIX MEPOKCHIIOM, 0OHapykeHbl 6,11-20:2 u 30:0
(Tabsuma 2). Ilpu 3TOM Bee m3MeHeHus, Bbi3BaHHbIe HyO), HEe OKa3anu CyleCTBEHHOIO BIUSHUS Ha
WHJIEKC HEHACBIIIEHHOCTHU, KOTOphIM coctaBwi 1,123 u 1,214 11 KOHTPOJIBHOTO U OMNBITHOTO
00pa3IoB COOTBETCTBEHHO.

[Tpu no6asnenun HyO, B cpeny KyJbTUBHPOBaHHMS B IPOLECCE POCTA IMBUIBLEBBIX TPYOOK
WU3MEHEHHUsl KacaJuCh TOJIbKO MHHOPHBIX JKMpHBIX KHcIOT. OTHOcuTenbHOe conepkaHue 10-17:1,
10,13-18:2, 11-20:1 u 8,11,14-20:3 KUCIOT 3HAYUTEIBPHO YMEHBIINUIOCH, B TO BpeMs Kak mons 6,11-
20:2 u 25:0 3HaumTenpHO yBenuumwinuch. Taxxke HyO, maunmmposan mosisnenue 30:0, koTopoit He
ObUTO B KOHTPOJBbHBIX OOpasnax (Tabmuia 2). MHIEKC HEHACHIIIEHHOCTH HA STOW CTaAMH TaKKe
cymectBeHHO He uamenumics (1,188 B kontpose u 1,236 B omebite).

[Tetbia Tabaka mpopacTaer ropa3zo ObICTpee, YeM IMbUIbLIA €M, T03TOMY COOTBETCTBYIOIIHE
BpPEMEHHbIE TOYKHM OBbLIM CABUHYTHI: 1 4 11 mpopacTtanust U 3 4 [j1sl pocta TpyOok. [locToBepHbIX
pa3nuYMii B KA4eCTBEHHOM WM KOJIMYECTBEHHOM COJICP)KAHHH OCHOBHBIX M MUHOPHBIX YKHPHBIX
KHCIIOT MEXIY BCEMH BPEMCHHBIMU TOYKAMH, a TaKXKe MEKIY KOHTPOJIHHOW M 00paboTaHHOM
nbUIBIONH OOHapyxeHo He Obuto (Tabnuma 2). BiusHue ymanoch OOHApYKUTh TOJBKO Ha YpPOBHE
CYNEPMHUHOPHBIX KUPHBIX KHCIIOT: CyMMapHO Takue U3MEHEeHUs 3aTpoHynu He O6onee 1% ot obiiero
JUIHIHOTO COCTaBa.

N3yuas muHaMUKy >KUPHOKHUCIOTHOTO COCTaBa B XOJI€ TPOPACTAHUS MBUTBIIBI, & TAK)KE BIUSTHUE
H>0; Ha KUPHOKHUCTIOTHBIM COCTaB, Mbl OOHAPYKHUIW MPUHIIUIHAIBHBIE PA3IUYUS MEXKAY MBUIBION
enu u Tabaka. OCHOBHOE OTIIMYHE COCTOSIIO B TOM, UTO YKMPHOKHUCIOTHBINA COCTAB MbUIBIIBI TabaKa Kak
B KOHTPOJIBHBIX, TaK 1 B 00pabotanHbix H2O;2 0Opasiax Opu1 aOCOMIOTHO cTaOUIIBHBIM. B TO ke Bpems
PO HIIb )KHUPHBIX KACTOT B MBUIBIIEC €JIM MEHSUJICS KaK B KOHTPOJIBHBIX 00pasiax, Tak U IpH JIeUCTBUU
H,O, B KOHIIEHTpanuu, CTUMYJIHpOBaBIIeil mpopactanue. Cpend OCHOBHBIX JKUPHBIX KHCIOT
3HAUUTENBHO YMEHBIINUIOCH OTHOCUTEIHHOE KOMUYECTBO HACBHIIIEHHBIX M YBEIHYUIIOCH COJIEpKAHUE
HEHACBHIIICHHBIX KUPHBIX KUCIOT. YBEJIMYCHHUE JOJIM HEHACHIIIEHHBIX >XUPHBIX KHCJIOT XOPOIIO
corjacyercsi ¢ yBeIMYeHHEM CKOPOCTH MPOPACTaHUS — CTUMYJISIIUSL BCEX CUHTETUYECKUX MPOLIECCOB,
MO-BUJIMMOMY, 3aTParuBacT U MeTabOoJIM3M JIMMHIOB, BKIIOYAs AECaTypalldi0 dKUPHBIX KUCIOT. UTo
KacaeTcsi CTaOMIBHOCTH >KUPHOKHUCIOTHOTO COCTaBa MBUIBIEI Tabaka, TO €€ CHEKYJISATHUBHO MOYKHO
CUMTATh DBOJIIOIMOHHBIM TPUOOPETEHHEM, XOTS OTO YTBEpKICHHE TpeOyeT JalbHeHImMX
uccienaoBanuii. Jlaiee B 9TO# I1aBe Mbl paCCMOTPHUM BIIOJTHE siBHBIC (P EKTHI MePOKCHIa BOJIOPOIa B

TOM K€ WId Ha IOopAI0K 0oJiee HU3KOM KOHIOCHTpAWH, 4eM IMPUMCHCHHAs 31CCh.

210:0 perucTpupoBaNach TONBKO HA CTAAMH POPACTaHus, 13:0 OTCYTCTBOBAIA PH IPOPACTAHHH B CYCICH3HSX,
obpaborannsix H,O,, u ipu pocre tpy6ok, 10,13-18:2 orcyrcTBOBa)a B CYyXO0# NBUIBLE U MPOSIBIISUIACH ITPU MPOPACTAHUH U
pocrte BO Bcex oOpasmax, 11,14—20:2 Obuta 3adgukcupoBana mpH mpopactanuy mbuibiisl ¢ HoO, v pu pocTe B KOHTPOJIBHOK
cpene, 25:0 oTcyTCTBOBANIA TIPH MTPOPACTAHUH TBLIBIEI U pocTe TpyOok ¢ H,0,, 26:0 mpucyTcTBOBaIA TOIBKO B CYXOM
MbUIBLE U MIPH CTAHIAPTHOM [IPOPACTAHUH.
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I11.2. Haya/ibHBIE 3Tanbl IPOPACTaHUs y TabakKa

3nauyeHnue sHA0reHHbIx ADK 1715 npopacTanus MbUIbIBI TOKPHITOCEMEHHBIX PACTEHUH OBLIO B
o0mux 4veprax omnucaHo Ha tabake m kuBHM (CmupnoBa et al. 2009; Speranza et al. 2012), mHOTHE
napaMeTpbl CXOJHBI C TAaKOBBIMM y €JM: OKa3ajgoch, yTo 3HAoreHHsle ADK HeoOXxoaumsl i
npopacranus u npoayuupytorces npeumyiiectsenno HAJ[OH-okcunazoit Ha miazmanemme, a Takxe B
MUTOXOHApHsX. Jlokanu3oBanbl BHekjJeTouHble ADK mpenmyliecTBEHHO B amepTypHBIX 00JacTax
UHTHUHBI, OHU TAKXKE BBIIENIAIOTCA B OKPYXKAWOIYy0 cpeny (kak u y enu, cM. 1.1 Beinenenne ADK Bo
BHEKJICTOYHYIO CPE/y MbUIBLON en). DK30reHHbIH TePOKCH BOAOPO/a, OJHAKO, JACHCTBOBAN HHAYE:
HHU3KUE KOHIICHTPAIIMK CTUMYJIMPOBAIIM, a BRICOKME HHIMOMPOBaIU popactanue tabaka (Smirnova et
al. 2013). [MoxpoOHee 3Tu naHHBIE paccMOTpeHbl B O030pe TUTEepaTyphl.

HeusyuenHblM ocTaBaicsd MexaHu3M JeiictBus sk3oreHHbIx A®K. YroObl BBIABUTH
BO3MOYKHBIE MEXaHU3MbI OTBETA HA MEPOKCU BOJIOPOJIA, Mbl U3yUHJIM U3MEHEHHs IPOTEOMA IbLIbIIbI
Tabaka, KOTopasi MoBepraiach IeHCTBUN CTUMYIHpYOIIel kornenTpanuu H,O, Ha HavamsHOM JTarne
npopactanus (100 uM H,0,, 30 munyr) (Breygina et al. 2021b). C nomomisio 0e3MeTOYHOM
KBaHTH(UKAIIMK HaM yaanoch uaeHtuumuposats 1540 6enxos (Pucynok 12).

YroObl MOBBICUTH TOUHOCTh aHAIN3a, Mbl CKOHLIEHTPUPOBAJIM BHUMAaHUE Ha OElIKax, KOTOphIe
ObUTM MACHTU(HUIMPOBAHBI 1O KpaifHEW Mepe B JIBYX OMOJIOTMYECKHX MOBTOPHOCTSX IO MHUHUMYM 2
YHUKQJIbHBIM MENTUAAM; B 3TOM ciiyyae peub nuia o 733 Genkax. M3 Hux 20 OTHOCHIUCH K TpyIIe
muddepennmanbHo npeacraBieHHbIx Oenkos ([I1b), 50 Obun yHUKanbHbI Ui Ipo0, 00paboTaHHbBIX
HNEPOKCUIOM, U 4 i KOHTpoJbHbIX cycrneH3uit (Pucynox 12, Tabmuua 3). Cpemnm [AIIb, 11 B
NPUCYTCTBUH TEPOKCHIa HAKAIUIMBAIKNCH B OONBINIMX KoimdecTBaX, 9 — B MeHbmmX. [IpoBeneHHBIN
anaimm3 GO (Gene ontology enrichment) 6bu1 cienan uis Bcex Tpymm, ¥ Hanboliee HHPOPMATUBHBIC
pe3yNbTaThl ObLIN MOIYYEHBI )11 YHUKAJIBHBIX O€JIKOB B 00pabOTaHHOW MBLIBIIE.

IIpoTeom mpopacTaromieil MbUIbIBI MOKPHITOCEMEHHBIX PAcTEeHHH, MO JaHHBIM JIMTEPaTyphI,
BKJIIOYAaeT 3 YacTH: IMPECHHTE3UPOBAHHbIE B MPOIECCE CO3PEBAHUS NBUIBLIBI, TPAHCIUPYEMbIE B
npollecce aKTHBAIlMM MbUIBIBI W3 TpecuHTe3upoBanHbix MPHK u Tpanckpubupyembie de novo
(Holmes-Davis et al. 2005; Noir et al. 2005; Dai et al. 2006; Zou et al. 2009). /laBas AD®K-curHan B
NEepUOJT AKTUBAIMU TBUIBIBI, MBI IIPEIIOIaraji NOBIUATh HAa BTOPYIO U TPETHIO IPYIIIEL, T.€. YBUACTH
aKTUBAIMIO TpaHCAuuu onpeaeneHHbx MPHK, koTopbie B KOHTpOsie MOTYT OBITH 3aIlyILEHbI MO3XKeE,
Y TPAHCKPUILIMY T'€HOB, BOBJICYEHHBIX B 0TBET Ha ADK-curnai.

benku ObuUM CrpynmmupoBaHBl MO OMOJOTHYECKUM IPOIECCaM, KIECTOYHBIM KOMIIOHEHTaM M
MOJIEKYJISIpHOM (DyHKIMH. MBI OOHApY UK, YTO CPEIH «YyHUKAIbHBIX» OenkoB B mpucyrcTBuu 100
uM HyO, ObputM mpencTaBiIeHbl TPH OCHOBHBIX TPYIIBI OHMOJOTHMYECKHX MPOIECCOB: METab0JIM3M
TPHK, metabonusm opranmdeckux kucior, amuHoanmwimpoBanue TPHK (Pucynok 12). Tlo kpaiineit
Mepe, BE U3 3TUX IPYMI BXOIAT amnnapar OeJKOBOTrO CHHTE3a, YTO YKa3bIBA€T HA €r0 CYIIECTBEHHYIO
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CTUMYJSIIUIO B MPUCYTCTBUH A®DK. Meraboauzm OpraHN4YCCKUX KHUCIOT SBJISACTCA Ba)XKHOM 4YacCTbhIO

CUHTCTUYCCKUX MPOLECCOB, TAKNX, KAK HepeCTpOﬁKa YIJICBOAHBIX CKCJICTOB U CUHTC3 AMUHOKHCJIOT.

MerabommM
OPraHAJecKHX KACHOT

MeraGommm TPHK

Hapyxmans MmemGpana
MHTOXOHNDHH

0 1 2 3 4 5 6
H9{FDR)

Pucynok 12. Jluarpamma Benna u oboramenue neuibiieBbiMu 6enkamu GO (gene ontology) B
npucyrctBur 100 uM H,0; (Bo3aeiictBue B Teuenue 30 MuH). a — AuarpamMma BeHHa rmepBoHavaIbHO
oOHapyKeHHBIX OeNKoB; 0 — nquarpamMMa BenHa OenkoB, WACHTU(UIIMPOBAHHBIX HE MEHEEe YeM 1o 2
nentugam; B-1 — GO oOorameHue yHUKaIbHBIMH OelkaMH B 00paOOTaHHOW TBUIBIIE,
KJIacCU(UIUPYEMBIX Kak OMOJOrMYecKre MpOoLecchl (B); KIETOYHBIH KOMIOHEHT (T); MOJIEKYJspHas
}yHKOwS (1).
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Krnerounsie KOMITOHEHTHI, HauOonee BoBiedeHHble B orBer Ha 100 uM H;0,, — sto0
muToruiasMa  (TpaHCHAIUs, MeTaboNM3M) W BHEIIHAS MeMOpaHa MHTOXOHIpui  (mepeHoc
CHHTE3UPOBAaHHBIX OenkoB B MuTOXOHApuH) (PucyHoxk 12), uTo Takke yKa3biBaeT Ha
UHTECHCU(UKAIMIO CHHTe3a 0eKOB (B TOM YMCIIe MUTOXOHIPUAIBHBIX). B KaTeropuu MoJeKyIsapHON
dbyHKIIMM HanboJiee MPECTaBICHHBIMU OBUIA CBSI3BIBAHHE YTJICBOJHBIX MPOU3BOJHBIX, CBSI3BIBAHUE
HyKJIe03u1 PochaToB U JIMTa3Hass aKTUBHOCTH B OTHOIIeHUH amuHoaimi-TPHK (Pucynok 12).

UTo0Bl TPOSICHUTH (PYHKIIMM YHUKAITBHBIX OETKOB, MBI MPOBEIN JOMOJHUTEIBHBIN aHaIn3
«BpY4HYIO» (06€3 MpuBJeUEHUE CIEIUATHHOIO IPOrPaMMHOI0 0OeCreYeH s ). Y HUKaIbHbIe OCITKU Mbl
pa3feNuial Ha HECKOJBKO TPYII B COOTBETCTBUM C aHHOTAIMSIM K 3THUM Oeikam B 0a3e JaHHBIX
Uniprot. Takue GpyHKIIMOHATBHBIC TPYIIIBI HHTYUTHBHO MOHATHEE, T.K. HEMOCPEACTBEHHO YKa3bIBAIOT
Ha Ty paboTy, KOTOPYI «yHHUKAIIbHBII» OEJOK BBIMOJHSAET B KieTke. Hambomee mpencTaBlIieHHBIMH
rpynnamMu ObUIM DHepreTuka (rimkonus, nukia KpeOca, OKUCIEHHE >KUPHBIX KHCIOT, JIBIXaHUE),
Mertabou3M (CHHTE3 aMHHOKHCIIOT, IEPECTPOKa YIIICBOAHBIX CKEIETOB, MEHTO30(ochaTHBII HUKII),
laneponsr, Tpancmsumss u Perymsropubie Oenku (Pucynox 13). IlepBeie 1nBe rpymibi,
MIPEITOJIOKUTEIIFHO, AKTHBUPYIOTCS U YCKOPECHHS TPOpPACTaHUS W MOOMIIU3AIMU YIIICBOIHBIX
PECYPCOB, PEryiasTOpHbIE OEIKU, TPAHCISLIMS W MIANEPOHBI MEPerpeICcTaBICHbl, BUAUMO, B CBS3H C
yCHUJIEHUEM OEIKOBOTO CHHTE3a M €ro Peryisiuu, 4YTo XOpoIlIo cornacyercs ¢ naHHbiMu GO-aHanuza

(Breygina et al. 2021b).

Tabnuma 3. YHukanbHble OeNKH B MbUIbIIE 1Tocsie 00padoTku H0s.

ID 6enka HasBanmue DyHKIHA
AOAL1S4APR3 TOBAC luminal-binding protein 4-like Oobieryaet cOOpKyY OEITKOBBIX KOMILJICKCOB
B DIIP
AOAL1S4AUN8_TOBAC NADH dehydrogenase [ubiquinone] OcHoBHas cyobeannuna HAJIH-
iron-sulfur protein 7, mitochondrial-like | merumporenassr AbIXaTeNbHON HETH
MUTOXOHJIpUH
AOA1S3XTB8 TOBAC heat shock cognate 70 kDa protein 2- nrarnepoH
like
AO0A1S4D3H6_TOBAC triosephosphate isomerase, cytosolic- KoMIMOHEHT TIIMKOIN3a U TIIFOKOHEOTeHe3a
like (oOpatumas peakiusi H30MEepH3aLUK)
AO0A1S3X6A4 TOBAC pyruvate kinase Karanusupyer mocieIHIO0 peakiino
TIIMKONK3a (HeoOpaTumast)
AO0A1S3WYM6_TOBAC actin-101 aKTHH
AOA1S3YIE9_TOBAC S-formylglutathione hydrolase Jerokcukanus Gpopmanbaernaa
AOA1S4ALJ9_TOBAC glucose-1-phosphate Cunre3 kpaxmana. Karanusupyer cuares
adenylyltransferase AKTMBUPOBAHHOTO JIOHOPA IIIIOKO3HBIX
OCTaTKOB
AOAL1S4AJF9 TOBAC serine-tRNA ligase-like Karanusupyer nprucoeJuHEHNE CEPHHA K
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TPHK

AOA1S3YDT5_TOBAC

At2939795, uncharacterized protein,
mitochondrial-like

[on0XXnTETBHBIN PETYISITOP TPAHCISALNN

B MUTOXOHOPHUAX

AOA1S4BBVS8_TOBAC

ATP-dependent Clp protease proteolytic
subunit

Jerpananus HeNpaBUIBHO CBEPHYTHIX

0OEeIKOB

AOA1S4A0HO_TOBAC

FAM10 family protein At4g22670-like

Jumepusanus 6emKoB, IepeCcBOPaINBaAHIEC

C y4acTHEM IIanepoHOB-KO(GaKTOpoB

W8R6T6_TOBAC Cys

cysteine synthase

BbuocunTes nucrenHa u3 cepuHa

AOA1S3XVM3_TOBAC

20 kDa chaperonin, chloroplastic-like

Ko-manepon

AOA1S3XU77_TOBAC

heat shock cognate protein 80-like

IManepox

AOA1S4CRI6_TOBAC

26S proteasome non-ATPase regulatory

subunit 4 homolog isoform X2

Kommonent MMPOTCaCOMBI

AOA1S4DMJO_TOBAC

uncharacterized protein At2g34160-like

IIponeccunr pPHK

AOAOM4ING5_TOBAC

NADH dehydrogenase subunit 7

OcnoBHas cyobenuuuna HAJTH-
ACTUAPOTCHA3bI Z[bIXﬁTeHLHOﬁ nenu

MUTOXOHAPUI

AOA1S4CAG8_TOBAC

60S ribosomal protein L38

CTpyKTypHBIH KOMIIOHEHT pHOOCOMBI

AOA1S3ZJS3_TOBAC

NADP-dependent D-sorbitol-6-
phosphate dehydrogenase-like

Cuntes copbura

AOA1S3XVZ1_TOBAC

carbonyl reductase [NADPH] 1-like

HAI®H-3aBucumas peaykrasa c

IIMPOKOHN cyOCTpaTHOH crienn(pUIHOCTHIO

AOA1S4B9Y3_TOBAC

uncharacterized protein At2g27730,

mitochondrial-like

CyObenuHuIa IpIXaTeIbHOTO KoMILiekca |

AOA1S4AVE3_TOBAC

leucine aminopeptidase 2,

chloroplastic-like

IIpoueccuHr u KpyroBopoT

BHYTPHUKJICTOYHBIX OEIKOB

AO0A1S4CJ13 TOBAC

pyrophosphate-fructose-6-phosphate 1-

phosphotransferase subunit alpha

I'mukonu3 (perynsTopHas CyObequHUIIA)

AOALS3XSTO_TOBAC

rho GDP-dissociation inhibitor 1-like

Perynupyer oomen GDP/GTP B Rho
I'T®azax

AOA1S3Y729_TOBAC

malic enzyme

Kommnonent UTK

AOA1S3Z2Y1_TOBAC

H/ACA ribonucleoprotein complex

subunit 1-like isoform X2

Burorenes pubocom, nporeccunr

AOA1S4BT67_TOBAC

UBP1-associated protein 2C-like

Perynupyer oomen MPHK B snpe

AOA1S4DNE8S_TOBAC

peroxisomal fatty acid beta-oxidation

multifunctional protein AIM1-like

[-oKkuCIIeHHNe TUIMHI0B

AOA1S4CUN3_TOBAC

2-dehydro->deoxyphosphooctonate

aldolase 1

BuocunTes nunonoaucaxapuion

AOA1S4B4V0_TOBAC

coatomer subunit zeta-1-like

Tpaucnopt 6enxoB u3 OI1P uepes
Tonbmxu u Tpanc-I onbKU-ceTh

(YynaxkoBka Be3UKyJI)

AOA1S3Z1B3_TOBAC

pectinesterase

I[eMeTI/IJ'II/IPOBaHI/Ie IMEKTHHOB KJIICTOYHOM
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CTCHKU

AOA1S4AIS0_TOBAC

mitochondrial-processing peptidase

subunit alpha-like

Co3peBaHue Mpe/IIeCTBCHHUKOB OCIKOB B

MUTOXOHIAPUIX

AOA1S3XD32_TOBAC

guanine nucleotide-binding protein

subunit beta-like protein

KomnoneHT prbOCOMBI

AOA1S4C023_TOBAC

DEAD-box ATP-dependent RNA

helicase 56-like isoform X1

Crunaticunr npe-MPHK. Bemmoc MPHK u3

sapa

AOA1S3ZDB0_TOBAC

probable ADP-ribosylation factor
GTPase-activating protein AGD8

Tpaucnopt Be3ukyn u3z DI1P B ['omsmkxu

AOA1S3YBCO_TOBAC

COP9 signalosome complex subunit 5b-
like

Perynsrop npucoenuHeHus yOUKBUTHHA

AOA1S3ZK66_TOBAC

dihydroxy-acid dehydratase,
chloroplastic-like

buocuHTe3 aMMHOKHUCIOT

AOA1S3ZZR4_TOBAC

ATP phosphoribosyltransferase 2,

chloroplastic-like

buocuHTe3 aMMHOKHUCIIOT

Q9S820_TOBAC NTG

NTGP2

Hepe/:[aqa CUrHaJia ¢ IOMOIIBIO

majeHpkux ['Tdaz

AOA1S4DA91_TOBAC

translationally-controlled tumor protein

homolog

CBs3pIBaHUE KaIbIH U CTa6I/IHI/ISaHI/I${

MHUKPOTPYOOUeK

AOA1S3YD94_TOBAC

mitochondrial import inner membrane

translocase subunit TIM10-like

BryTtpumeMOpaHHbIi MIanepoH

MUTOXOHJIpUH

AOA1S4C718_TOBAC

B-galactosidase

I'maponus ocrarkoB B-D-ramakro3st

AOA1S4CDD3_TOBAC

fumarylacetoacetase-like

Jerpananust aMMHOKHUCIIOT

AOA1S4D3E9_TOBAC

ubiquitin carboxyl-terminal hydrolase
12-like isoform X2

JleyOMKBUTHHUpPOBaHNE

AOA1S4C210_TOBAC

60S ribosomal protein L31-like

CTpyKTypHBIIf KOMIOHEHT PHOOCOMBI

AOA1S4ASH4_TOBAC

xylulose kinase-like

MeTtabonu3M KCHIIO3bI

AOALS3XAI9_TOBAC

ADP/ATP carrier protein, mitochondrial

MemOpaHHBIN TPAaHCIIOPT

Crircok

YHUKAJIbHBIX

oenmkoB  (Tabmuma  3)

JEMOHCTPHUPYET

WHTEHCU(PUKAITUIO

HHEPTeTUYECKOro MeTaboimM3Ma Ha BCEX JTamax, BKItoudas Tiukonu3 (2 Oenka), mukia Kpebea (1),
JIBIXaTeIbHYIO 1IeTh (3), a TaKKe aKTHBAIMIO CHHTE3a Oellka U TPaHCIOKAIlMK OEJIKOB B MUTOXOHIPUU
(2). Crincok BKIIOYAeT OETKH, KOTOpPBIE y4acTBYIOT B PEryISIUH KIETOYHBIX (DYHKIMWH, Hampumep,
unruoutop auccorpaiuun [ JI® (GDI-like) 1 NTGP2 (unen cemeiictea RAC/ROP I'Tdas3), koTopsie
BXoaT B cuctemy [ Tdasnoro curnamunra (Kost 2008). Manenbkue ['Tda3br u3 3Toro cemeiicraa
NPE/ICTaBISAIOT COOOH BaKHBIE PETyNISATOPbl POCTa TBUIBIEBOH TPYOKH, KOOPIUHHUPYIOIIUE
MHOTOUYHUCIICHHBIE CHUTHAIBHBIC TYTH, BKJIIOYash TUHAMHUKY aKTHHA B aleKce M KaJbIIMEBBIA TPAJHECHT
(Kost 2008; Zhang and McCormick 2010). IMokazano, uto Nt-RhoGDI2 ko3kcmpeccupyercs c

['Tdazoit Nt-Rac5 B mbuiblieBbIX TpyOKax Tabaka, B3auMOJCHCTBUE NIBYX OEIKOB B TOH ke paboTe

nokazaHo B ruOpumHoi cucteme Ha aposxokax (Klahre et al. 2006). Ilpennonarator, uto HAJIdH-
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OKcuaa3a B mbUIblle KoHTposnmpyercss ['Tdazamm Rac/Rop, T.Kk. B MBUIBIEBBIX TpyOKax cC

osepoakcnpeccueit NtRacS nukoro Tuma 0bi1 0OHapYy»eH MOBBIIICHHBIH YpoBeHb 3HI0reHHbIX ADK, a

¢ oBepakcnpeccueit dominant-negative NtRac5 — cumxennsiii ypoenb ADK (Potocky et al. 2012).

Takum oOpazom, nBa ydactHuka ['Tda3Horo curHamumira oOpas3yroTcs MpH MOMEUICHUH MbUIbIY B

PEAOKC-aKTUBHYIO Cpely U, B CBOIO Oouepelb, MOTyT MoayiupoBarh npoaykuuto ADK B mbuiblle,

MOJIJICPIKUBAsI CUCTEMY OOpPaTHOM CBSI3H.

Crout OTMCTHUTB, UTO aHTUOKCHUAAHTHBIC q)epMeHTLI CpCan YHUKAJIIbHBIX OCIIKOB OTCYTCTBYIOT,

MOKa3bIBas, YTO MbUIbLA, MOdy4arowmas «yMmepeHHblil» ADK curhai, HaXxoguTcs B HOPMAaJIbHOM

(bU3HOIOrMYecKOM COCTOSIHUM U HE HYX/aeTcsl B cHIbKeHun ypoBHs ADK.

Pucynox 13. ®yHKunoHambHAS
obOpabotannoir 100 M mepokcuaoM BOJOPOAA, B COOTBETCTBHHM C aHHOTAIUSIMU B 0a3e JaHHBIX
Uniprot.

B Metabonu3m (cunte3 AK, MeTabonmu3M yrieBoioB,

neHTo30¢ocdaTHBIN HIYHT)
B DHepreTuka (riukonan3, nuki Kpedca, B-okucneHue

KK, OTLI)

B Crpeccosble 6enku (LEA, benku ¢ponaunra,
[lanepoHsl, XUTHHA3HI)

B PerymnstopHbIe OETTKU

B [lentuaa3bl

B CopTupoBKa (B TOM YHCJI€ SK30IIUTO3) U
MOCTPaHCISAIIMOHHBIC MOAU(UKAIMK OEITKOB

B Tpanckpunmws u nporeccur mpe-PHK

B [IpoTreocoMHast cucTeMa (Ierpaganus OeIKOB)

OTpancisanus

B KneTouHasi CTEHKa

B [{uTockeneT U BHyTPUKIECTOUYHBIN TPAHCTIOPT

O TparcMeMOpaHHEIH TPAHCIOPT

Knaccn@m(aum[ YHUKAJIBHBIX 0eIKOB B IIBLIJIBIIC,

Tabnuna 4. benku, KOTU4IeCTBO KOTOPBIX M3MEHsUI0Ch B ipucytctBun HyO; (AI16).

HCIIOHpeIlCTaBJIeHHbIe OeJIku

Protein IDs FC Ha3Banmue
tr|AOA1S4AEJO[AOALS4AEJ0_TOBAC 0,63 | uncharacterized protein At4g13230-like
tr|AOA1S3YWJ5/A0A1S3YWJI5 TOBAC 0,64 | alpha-1,4-glucan-protein synthase 2-like
tr|AOA1S3YSCB8JAO0AL1S3YSC8_TOBAC 0,65 | uncharacterized protein At4g13230-like
trfAOA1S4CJD2|A0A1S4CID2_TOBAC 0,72 Peptidylprolyl isomerase
tr|AOA1S4CH81|A0A1S4CH81_TOBAC 0,73 glycine-rich RNA-binding protein-like
trfAOA1S3YMF9JA0ALIS3YMF9_TOBAC 0,76 protein transport protein SEC13 homolog B
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tr|AOA1S4ADLP4|AOAL1S4DLP4_TOBAC 0,76 uncharacterized protein LOC107831122
tr|AOA1S4A451|A0A1S4A451_TOBAC 0,77 | 60S ribosomal protein L36
tr|AOA1S3XQR5|A0ALS3XQR5 TOBAC 0,83 Fructose-bisphosphate aldolase

IlepenpencraBiieHHbIE OeJKH

Protein IDs FC Ha3zBanmue
tr|AOA1S3YAO02|AO0ALS3YA02 TOBAC 1,21 | subtilisin-like protease SBT4.15 isoform X2
trAOAOSONG610|JAOAOSON610_TOBAC 1,25 | Tubulin beta chain

trlAOA1S3YMG69|A0ALS3YM69 _TOBAC 1,29 | eukaryotic initiation factor 4A-9-like
tr|AOA1S4BEAS5|A0ALS4BEAS TOBAC 1,30 phosphoenolpyruvate carboxylase 4-like
trJAOA1S3XQI7|A0AL1S3XQI7_TOBAC 1,31 | aspartate--tRNA ligase 2, cytoplasmic-like
tr|AOA1S4D3T4|A0A1S4D3T4 TOBAC 1,39 | T-complex protein 1 subunit beta
tr|AOA1SAANT6|A0ALISAANT6E TOBAC 1,43 Proteasome subunit alpha type

glucose and ribitol dehydrogenase homolog
tr|AOAL1S4C5G5|A0A1S4C5G5_TOBAC 1,48 | 1-like

Acetyl-coenzyme A carboxylase carboxyl
tr|AOA140G1S4|A0A140G1S4_TOBAC 1,50 | transferase subunit beta
tr|AOA1S4DJT5|A0AL1S4DJT5 TOBAC 1,60 60S ribosomal protein L18-2-like
tr|AOAL1S3YPVO|AOALS3YPVO_TOBAC 1,69 | polcalcin Nic t 1-like

Pacemorpum  JII1Ib  (Tabnuma 4). Cpemu 9 0O€lIKOB €O CHHDKCHHBIM — ypOBHEM 3
HEOXapaKTEPU30BaHbI, OCTABIIUECS 6 BOBJCUEHBI B MOAM(DHKAIMIO KICTOYHOW CTEHKH, TPAHCIIOPT
MPHK, momndukammio GemkoB, oOpasoBanue u mponeccur PHK, ctpykrypy pmbocom, HO H3-3a
MaJIOTO KOJHMYECTBa KIacCH(UIIMPOBATh WX KaK CIEeIyeT HEBO3MOXHO. 11 mepe-mpeacTaBiIeHHBIX
OCJIKOB SIBIISIOTCS TPEICTABUTEISIMH TeX e (YHKIMOHAJIBHBIX TPYII, KOTOPbIC BBIICISINCH B
MaccuBe OCJKOB, «yHHUKAIbHBIX i 00pabOoTKW»: DHepretuka, MetabomusMm, TpaHcnsauus u
@onaunr. B 1enom, cnmcok OeNKOB Takke yKa3blBaeT Ha IMOBBIINICHHOE MOTPEOJICHUE DHEPIHU U
AKTUBAIMIO CHHTETUYECKHUX TPOIIecCcOB. MBI TakkKe OOHAPYKHUIIN CHIILHO TIepenpeACTaBICHHBIA OSIOK
U3 CEeMEHCTBAa TBUIBIIEBBIX  a/UIEpPreHOB  (MOJNKANBIMH). OTH  OCIKH  cojep)kar  mapy
BBICOKOKOHCEPBATUBHBIX EF-pyk M XapakTepHbI JIsi MHOTHX OJHOIONBHBIX M ABYAOJIBHBIX PACTCHHI
(Rozwadowski et al. 1999). ITonkaabIMHBI U3YYaOT MPEUMYIICCTBEHHO B CBSI3U C MEIMIUHCKUMHU
npobiemamu (Magler et al. 2010), Ho UMMyHOIOKAIM3aIMS B PSJIE MOJCIBHBIX 0OOBEKTOB IMOKa3aa,
YTO 3TO HU3KOMOJICKYIISIPHBIE OCJIKH IIUTO30JIs], JTOKaTH30BaHHBIC HAa MIOBEPXHOCTH TBUIBLIEBOM TPYOKH
win 6mms3ko k Hedt (Rozwadowski et al. 1999). CessbiBast Kanblinii, OHM MEHSIOT KOH(GOpPMAIIHIO; B

CBSI3U C ATMM UM IPUIUCHIBAIOT PETYISATOPHYIO (YHKLHUIO; BOZMOXKHO, OHU SABISIOTCS Y4aCTHUKAMHU
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BAXHBIX JUIA MpopacTaHus curHanbHBIX myteit (Ledesma et al. 1998). AxTuBHpYsiCh B MPHUCYTCTBUU
H20,, monkanbluH MOXET WUrpaTh pojb nocpenHuka mexay APK, kamplueM U HOCIETYIOUTUMH
s deKxTopamu, peryaupys CKOpOCTb IPOPaCTaHHUS.

Takum 0Opa3oM, OCHOBHBIE IPYIIITBl YHUKAIBHBIX U TIEPETIPECTABICHHBIX OEIKOB OBUIH TE Ke,
KOTOpBIC YYaCTBYIOT B HOPMaJIbHOW aKTHUBAIIMK MeTabosM3Ma U 3amycke noisipHoro pocta (Dai et al.
2006; Zou et al. 2009). M1 npeamnonaraem, uto H202 mipu OTHOCHUTENBHO JTUTEILHOM BO3CHCTBUN
HNPUBOJUT K YCKOPEHHIO IPOIECCOB, KOTOPBIC TOTOBST MBUIBIYY K IPOpACTaHHIO, 3a cueT OoJjee
pPaHHEro CHHTE3a COOTBETCTBYIOMINX OEJIKOB, HO HE BBI3BIBAIOT CHHTE3a KAKUX-JINOO aHTHOKCHJIAHTOB,
0€JIKOB MOHHBIX KaHAJIOB WIHM KaKUX-INO0 Ipyrux (akTopoB cneuuduyueckoro orsera. Iloxoxe, 4to
cnenuduyecknii  nokaneHeId  oTBeT Ha A®MK  ¢QyHKuMOHHMpyeT TIaBHBIM 00pazom  Ha
HOCTTPAHCIIIIMOHHOM YPOBHE, 4Yepe3 aKTHMBHOCTh MOHHBIX KAaHAJIOB, M 3Ta TeMa OyaeT Moapo0HO

paccmoTpena B ['mase V.

I11.3. PocT nbL/I1bLEBOY TPYOKU JIMJIUU U €JIU
3.1 3HaueHUe IHAOTeHHbIX U 3K30reHHbIX ADPK A1 pocTa nbUIbLEBbIX TPYGOK

Maptun IloTonku ¢ KojuleraMu IOKa3ajld, YTO POCT MbUIBLEBOH TpyOkH Tabaka TpeOyeT
aktuBHOCTH HAJI®H-okcunassl minazmanemmsl, mpoussosmieii ADK (Potocky et al. 2007). B atoii
pabote Obu10 oKa3aHo, yTo TymuTesb AOK Mn-TMPP u uaruburop gepmenta JJ®U nunruduposanu
POCT TIBUIBLIEBOM TPYOKH, CHUXKasi ypoBeHb reHeparun ADK 1mo TaHHBIM OKpalIMBaHUS HUTPOCHHUM
terpazonueM (NBT). Ymenbiienue kommdectBa NtNOX ¢ moMomnipio aHTHCEHC-OJMTOHYKICOTHIOB
MHTUOMPOBAJIO pocT TPyOKU M mofaBisuio okpammBanue NBT. DTu pesynbraTsl MOATBEPIMIH, YTO
3HaunTenbHyl0 YacTh ADK B amekce pactymux Tpyook Tabaka mpoxyuupyetr HAJIDH-okcupaza
tazmaieMmsl (Potocky et al. 2007). B aToii e pabdoTe ObII0 M3ydeHO BIusiHUE dk30reHHoro HyO; Ha
IbLIBIIEBBIE TPYOKH, U 0OHAPYKEHO, YTO OH BOCCTAHABIIMBAET POCT, OJABICHHBIN U3-3a BBIKJIIOYEHHUS
(depMeHTa. DTO TO3BOJIUIIO MPENNONI0KNUTh, uTo Oz, KoTophi npoxyupyer HAJI®H-okcnnaza Ha
MeMOpaHe TBUIBIEBOW TPYOKH, IUCMYTHPYET JO TIEpPOKCHAAa BOJIOPOJA, YTO HEOOXOAMMO ISt
osicTporo nogsipHoro pocta. Poias HAJI®H-okcunazsr OeRbohH Obiia 6osee nmoapoOHO u3yyeHa Ha
IBUTBLE OJIMBBI €BPONEHCKON. DKCIIEpUMEHTHI IN VItro u in VIVO moATBepInIiv, 4TO JAaHHBIH (EpMEHT
JIOKAJIM30BaH B IUIa3MaTHYECKOW MeMOpaHe KOHUMKa TPYOKH OJIMBBI C MOMEHTa €€ MOSBICHHMS, a
TakXe B IUTOIJIa3Me M MeMOpaHax 3H0IuIa3MaTuueckoro petukyinyma (Jimenez-Quesada et al. 2019)
(peur uaer o Oenke, BCTPOGHHOM B MEeMOpaHy M TPEOJI0JICBAIOIIEM 3Tambl ceKpeTopHoro mytu). C
nomotsio NBT 6buto nmokazano HakoruieHne APK B KOHUMKE TPYOKH, a C TIOMOIIbIO a3u/a HATPHUs
(uaruOuTOpa aKTUBHOCTH nepokcunas) u DU 6bu10 nokazaHo, yto ooHapyxkeHHble ADK (rmaBHbBIM

obpazom, cynepokcua paaukan) npoayuupyetr HAJI®H-okcuaasza, a He mepoKCHIa3hI.
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[Tockonbky B 00mux ueprax BaxkHOCcTh ADK s pocta TpyOOK yxe Obula MoKa3zaHa, MbI
peLIIN AeTAIN3UPOBATh CBOE MCCIEI0BAaHUs, MpUMeHss pasnuyable ADK, u onpeaenuTs, Kakue U3
HUX 00JIaJaf0T CTUMYJIMPYIOUINM JEHCTBUEM, KaKHEe — HHTHOUPYIOIINM, a TaKXKe KaKHe SHIOTCHHbBIE
A®K naunbosnee BaxHbI U1 pocTa TpyOOok. B kauecTBe 00ObeKkTa Obliia BRIOpaHa JIMUIAS U PSJ] BEIIECTB,
U3MEHSIONINX PEIOKC-Cpey, B KOTOpoi pactyT TpyOku: Mn-TMPP, snuMuHUpYIOMINNA 3HIOTEHHBIC
O, u H0,, sk3orennsii H,0, O (pudodaaBun/YD ob6ayuenue), OHe (H,O,/FeSO,). Bce
KOMITOHEHTHI MTPUCYTCTBOBAJIM B Cpe/ie MHKyOaluu B TeueHue nocieanux 15 munyr (Podolyan et al.

2021).
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Pucynok 14. Dddexr paznuunbix APK Ha pocT HbUIBLEBBIX TPYOOK JMIMU. & — CKOPOCTh
pocTa MBUIBLIEBOM TPYOKH B KOHTpOJE, B pucyrctBur Mn-TMPP, kotopsiii Tyt sugorenssie O
u HyO,, a rtaxke sk3orennsix H,Op, O  (puboduasun/VY®) u OHe (H,0,/FeSO,) (abcomorHble
3HAYEHHsI HOPMUPOBaHbI K KOHTpO0). HyO, (100 uM) He oka3biBaeT ACHCTBHS Ha CKOPOCTh POCTA,
OHe u Mn-TMPP ero 3amemnstor, O,  CTHMYJIHMPYET POCT MBLILLEBBIX TPYOOK; 0-€ — opMa TpyOOK,
Ha KOTOPYIO BIHSET M3MEHEHHE DPEIOKC-CTaTyca: 0 — CpeJHHe 3HAYeHHs IS TMOIMYISIUN TPYyOOK
(romy6oit — HOpMallbHble TPYOKH, KpacHbBI — YTOJIICHHBIM KOHYUK, OPAaH)KEBbIM — IIapOBUIHBII
KoHYMK); © MN-TMPP, u OHe BrusitoT Ha (opmy arekca TpyOKH IO CPAaBHEHHUIO ¢ KOHTPOJIEM (B), HO
HanOoJiee pacpOoCTPaHEHHBIH TUI KOHYUKA B cycrieH3uu ¢ TMPP — «pacummpenHsiit KoHUuK» (€), a B
npobax ¢ OHe — “rrapoBuHbINH KOHYHMK™ (J1); %K — CpEIHSSI TOJIIMHA MBUTBIIEBBIX TPYOOK. B KOHTpoOIIE
u cycrnensusix ¢ O, W3MepsUTH TONIIUHY BCEX TPYOOK, YTO MO3BOJMIIO BBISIBUTH «yTOHYAFOIIHII
s ekt COP (mpumep TpyOku — r); B cycneH3usx ¢ OHe-u3mepsii TOJBKO HE pacHIMpEeHHBIC YacTH
TpyOKH; pa3ayThie U MAPOBHIHBIC KOHUYMKH PACCMOTPEHBI B tuarpammax (0). MacmraOHas TuHelka —
20 pMm.
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Pucynox 15. Pacmpenenenue opraHeul B TBUTBIEBBIX TPYOKaX € HM3MEHEHHBIM pEIOKC-
crarycoM. A, T, )X — TbUIbLIEBbIE TPYOKH Mociie 2 4acoB HMHKyOauuu, okpamieHHble FM4-64 na
MeMOpaHHBIA MaTepuai; 0, 1, 3 — okpammBanrne NAO Ha MUTOXOHJIPHH; B, 3, M — KOJOKAIU3AIHS
opraHe/sl. B KOHTponbHOW TpyOKe MOMKHO HAONIOAATh TUIMYHOE OKpamvBaHue (a-B) BE3HWKYN B
anMUKaJbHOW YaCTH M MHUTOXOHJPHHU, pacmpeieieHHbIX BaoJIb Tpyoku. Mn-TMPP (15 mun) Menser
dopMy TpyOKH, OJHAKO BE3UKYISIPHBIA TPAHCIIOPT OCTACTCS AKTUBHBIM (T), MHUTOXOHIPUH PEXKe
BCTPEUAKOTCS B alMKaIbHOM 30HE (1), B 11€J0M, MATTEPH paclpeeieHUs] OpraHeil He U3MEHeH (e).
OHe momHOCTRIO TOJABNSET BE3UKYISAPHBIA TpaHCIOPT (K), MHUTOXOHAPHH pPAaCIpeNelieHbl B
IIUTOIJIa3Me PAaBHOMEPHO, BKJIFOYAs MIApOBHIHBIN KOHYMK (3). Komokanu3anusi mokasbiBaeT MOTEPIO
noasipaoct (n). Macmrabuas muHerka — 20 pM.
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bbb oOHapysxeHbI pazianyHbie 3Q(eKT 0T MpuMeHseMbIX Bo3aelicTBuil (Pucynok 14a). OHe
1 MNnTMPP cumxanu ckopocts pocra Tpyook, a O,  ero yckopsur. H,O, (0.1 MM) moctoBepHO He
JIEHCTBOBAJ HA POCT, YTO COTJIACYETCs ¢ pe3ybTataMu Juis Tpyook Tabaka (Potocky et al. 2007).

HHuTepecHo, uTO TpyOKH, Ha KOTOPbIE BO3JEHCTBOBANI CYNEPOKCUI-PaJAMKall, ObUIM HE TOJIIBKO
JUIMHEee, HO W TOHbIIE, yeM B KoHTpose (Pucynok 14x). Bosee monoBuHBI TpyOOK, pacTymux B
npucyrctBur OHe nmn MnTMPP, naoGopot, oOpa3zoBbsiBanu pa3ayrsie KoHunku (B 1.1 — 1.5 pa3
Tosie 0a3albHOM YacTH) WK JIaXke apoBUAHbIe KOHUMKH (Ooiiee ueM B 1.5 tomnmie) (Pucynok 14): B
o0enx cycneH3usax Bcero okoso 35% tpyOok mmenu HOpMalibHYIO (opMy IO cpaBHeHHUIO ¢ 92% 10
o0paborku. Takum ob6pazom, pazaumunble ADK Moryr paccMaTpuBaThCsl KaK aKTMBHUPYIOLIME WIN
WHTUOHMPYIOIINE POCT MBUIBIEBON TPYOKH, UTO BIIOJIHE MOKET UTPATh BAXKHYIO POJIb IIPU POPACTAHUU
in vivo, rne A®K MoryT BeICTynath B KQueCTBE MPOCTHIX JIOKATBHBIX CUTHAIIOB OT CIIOpPOQHTA.

Mpsb1 00HapyX WM, YTO Ha MEPBbIM B3I MPOTUBONONIOXKHBIE BIUSHUS (H00aBienue OHe u
tymenne ADK) Moryr okas3biBaTh CXOJHOE ACUCTBUE HA POCT MbUIbLEBBIX TpyOok. Ho Ha camom nerne
oMMHAKOBBI N 3TH 3pdexTri? LluTomornyeckuii aHamu3 MO3BOJWI TIIYO)XKEe MPOAHAIM3UPOBATH
HAPYIICHUS MTOJSIPHOTO pocTa. MBI HCTIONB30BAIH TUNOGHIBHBIN KpacuTenb FM4-64, aro0bl OIICHUTH
MeMOpaHHBI TpaHCHOpT (PHAO0- M AK301KUTO3), © NAO (CBA3BIBAIONIUICA ¢ KapAUOJUITMHOM) IS
OKpAaIIMBAaHUS MUTOXOHJPUHN U BU3yalIM3allMU MX paclpesieleHus B MbUIbLEBBIX TpyOKaxX. TUIMUHBIN
NaTTepH OKpAIIMBAHUS ABYMS KPACUTEISIMU HaOIt0/1aeTCsl B KOHTPOJIbHBIX TpyOKkax (Pucynok 15a-B).
FM4-64 oxpamnBaer miaazMaieMMy 10 JUIMHE TPYOKH U alMKalbHBIA KOHYC CEKPETOPHBIX BE3UKYI, a
MHUTOXOH/IPHH PACIIONIOKEHBI 110 AJIMHE TPYOKH, KpOME alMKaIbHOIO IOMEHA, C MEHbIIEH MI0THOCTHIO
B anukanbHOM yactu. B mpucyrctBun Mn-TMPP anukanbHas 30Ha TpyOKHM pacIIUpeHa U COAEPIKUT
MHOTOYHCIICHHbIE MUTOXOHAPUH, XOTS JIMITh HEMHOTHE M3 HUX BXOJAT B CAMBIil KOHYMK ATHMKaJIbHOE
CKOIUIGHHE BE3MKYJ] Jaxe Oojiee BBIPAKEHO, YEM B KOHTPOJE, YTO YKa3blBa€T Ha AaKTHBHBIN
MeMOpPaHHBIA TPAHCHIOPT U IK30IUTO3, KOTOPBIH, O-BUAMMOMY, U BBI3bIBAET PACHIMPEHHE KOHUMKA. B
1IeJIOM, pacipe/ielieHne OpraHeill B 3TUX TpyOKkax He HapymieHo (Pucynok 15r-¢).

B TpyOkax, obpaboranHbix OHe, KOHUMK Tak)Ke YBEIMYEH, & MHTOXOHIPHUH PaBHOMEPHO
pacnpeznenensl B nutorazMe. OkpammuBaHue FM BbISBISET cepbe3Hble HapyUIEHHs] MEMOpPaHHOTO
TPaHCIOPTa BO BCEX OTUX TpyOKax: OKpalleHa TOJbKO IUIa3MaTuyeckas meMmOpana. Her Hu
UHTEpHATN3AIMM, HU PELUKIMPOBAaHUS KpacuTens. Takum oOpa3oM, 30HHPOBAHHE IUTOILUIA3MbI y
ATUX TPYOOK OTCYTCTBYET: KOHYMK HUYEM HE OTIUYACTCS OT JUCTanbHOU yacTu (PucyHok 15x-m).

Mpb1 ucnonb3oBamm  OIIP  crekTpockomnuio, 4YTOOBI OICHUTH COJEPKAHHE pATUKAIOB B
CYCHEH3UHM TMBUIBIBI C IMOMOIIBIO CHUHOBOM JoBymkn DMPO. Mbl oOHapyXwWiu, 4TO peakuus
@DeHTOHA JaeT XOpOIIWHM CUTHAd, a MpH J00aBICHUHU JIIOOOW M3 CYCIEH3WiH, Tabaka WM JIWINH,
npoucxoauT TtymieHue curHana (PucyHok 16), 4TO mMOKa3bIBaeT AHTHOKCHIAHTHYIO aKTHBHOCTB

nbuTbIbl. Kpome Toro, Mel mpoBepuiu, unet ju oopazoBanue OHe uz 1 MM H,0, B mpucyrctBumn
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OBUIBIBI JIWIMKA. MBI OOHApYXHIH, 4yTO B OoTcyTcTBUM FeSO, curHan He peructpupyercs naxe Ha
BBICOKOW YYBCTBUTENBHOCTH. 3HAUWT, NbUIbLA crocoOHa TymuTs OHe, HO He MOXeT ero
00pa30BBIBATH B 3aMETHBIX KOJIMYECTBAX.
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Pucynok 16. Ypoenr OHe B cpeie MHKyOAanMu W CYCHEH3MSX NBUIBIBI, H3MEPEHHBIN C
nomotipto OIP cnextpockonuu. A — tunuuseiii curHan JIIP ot agmykta OHe, momyuennoro c
noMOIIbI0 ciuHOBOM JoBymkn DMPO. Bhemnue 1Ba mWKa OTHOCATCS K ATaJOHY Mn?*
(crangaptuzanus). B cpene 6€3 NbUIbIBI MBI MOXKEM BHUJIETh OTHOCHTEIBLHO BBHICOKHI YPOBEHb CUTHANA
B npucyrctBun 500 uM H,O,/FeSO,; nbiiblia Tabaka ¥ JIMIMKA CHH)KAIOT CHUTHAJ, JEMOHCTPUPYS
AQHTHOKCHUIAHTHBIE CBOWCTBA. B mpucyrcTBuu mbuibilpl (0e3 o6aBienust FeSO,) 3aMETHBIX KOJIMYECTB
OHe u3 H,;0; He obpasyercs; 6 — ycpemHenuwiid curHan OIIP ot amgykroB OHe co cnmHOBOM
noBymkoit DMPO. Bee curnansl HOpMUPOBaHbI MO aMILIUTY/IE€ K CUTHAITY OT 3TajlOHa Mn?*,

3.2 Jlokanusanusa APK B nbLIbLEeBBIX TPYOKax

Cybxnerounyto snokanuzannio ADK Mbl u3ydanu B TBUIBIEBBIX TPYOKax IWIMH U €IH C
UCIIONIb30BaHNWEM KOH(OKaNbHON Mukpockonuu. CpaBHuTh pacnpenenenue aByx ADK B kierkax
MO3BOJIMJIO  TpPHUMEHEHHe  JBYX  (UIYOPECHEHTHBIX  KpacHWTelel:  BBICOKOCTICIU(HIHBIN
neHTaduryopobensen cyibhormipayopectiens (PFBSF) wucnonb3oBamu mis Busyammsaruu  HpO»
(Maeda et al. 2004), a MitoSOX mapkupoBan cynepokcua anuoH paaukai (COP), npoayuupyemslii B
mutoxoHapusix (Robinson et al. 2008). B nienom, pacnpenenenne ADK B TpyOkax IBYX BHUIOB HMEJO
MHOT0 00IIIero, HO OBLTH U pa3Nuyus. PaccMOTpuM cHavama mbIIbIEBBIE TPYOKH JIMIIHH.

H,0, B OCHOBHOM JIOKQIW30BaH B IIUTO30JIE W KPYIMHBIX COHEPUIECKUX OpraHeiuiax
(mpennonoXkUTeNbHO, nactuaax) (Pucynok 17a, r, ). YpoBeHb HUTO30JILHOTO TIEPOKCHIA BOJIOPOJIA
Y KOJMYECTBO IJIACTH]I MOTYT Pa3jN4aThCs B OTACTBHBIX TPYyOKax, HO KapTHHA JOBOJHHO CTaOMIIbHA:
B OosbmuHCTBE TPyOOK H,O, KOHIEHTpUpYETCs B anmuKaibHOM o0acTu. ClieyeT OTMETHTD, 94TO MPH
U3YyYEHUH HECKOJBKUX TOMYJSAIHA TPyOOK HaM BCTPEYAINCh AK3EMIUISIPHI C PAaBHOMEPHO BBICOKHM
ypoBHeM H,O; oT koHumnka 10 npumepro 50 um ot koHuuka (Pucynok 17x).

Muroxouapuu, npoayiupyromme O , pacrmojaraiuch BIOJNb TPYOKH, 32 HCKIIOYCHHEM
anukansHoro gomena (Pucynok 176, 1, 3). Mbl 0OHApyKWJIH, 94TO B MBUIBLEBBIX TpyOKax H,O; cimabo
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KOJIOKJIN3YEeTCsl ¢ MUTOXOHIApHAIbHBIM O, , TakuM 00pa3oM, MHTOXOHIPHU SIBIISIFOTCS MHHOPHBIM

UCTOYHUKOM IIUTO30JIbHOTO Mepokcua Bogopoaa (Podolyan et al. 2021).

Pucynok 17. Jlokamuzanus H,O, u mutoxonapuansHoro O, B MBUIBLEBBIX TPYOKaX JIMJIMU.
Tpu ciydaiitHO BeIOpaHHBIE MBUIBIEBBIE TPYOKH IMOcCie 2 4acOB MHKYOalMU: a, T, & — OKpaIleHHbIE
PFBSF; 0, 1, 3 — okpamiennsie MitoSOX; B, e, u — mokanuzaius 18Byx A®K npyr oTHOCHTENBHO
npyra. TpyOka Ha (B) umeer Oosiee Bbicokuil ypoBeHb ADK, uem TpyOka Ha (€) (MHAMBUIYaJIbHBIE
paszuuds MEXIy KIETKaMH), HO JIOKAIW3allks Ta jKe: MUTOXOHIpHH, mpoxayrmpyromue O |
HaKaIUIMBAIOTCs B cyOamukaiabHOM uactu, HyO, ciabo kosokanusyercs ¢ MHUTOXOHIPHUSIMH, HO
3HAYUTENBHBIE YPOBHU TMEPOKCHAA Takke OOHApYKMBAIOTCS B aNnWKaJbHOW LUTOIUIa3ME H B
iactuaax. TpyOka Ha (1) uMmeeT camblil BeIcokuil ypoBeHb ADK, u anukanbHoe HakoruieHue HoO; He
BbIpakeHO. MaciirabHas auHelka — 20 um.

JIBoiiHOE OKpamMBaHUE TPYOOK €M BBIABHIIO cXoAHOE pacrpeneneHue APK: Mmuroxonapuu,
npoayuupyromue O’ , GbUIM JOKAIW30BaHbI BIOIbL BCEH TPYOKH, 32 MCKIIOYEHHEM AalMKaILHOIO
JIOMEHa W 30HbI, 3aHsATON amuioruiactamu (Pucynok 186, n). B ortinuuue ot nwmum, B y enu Hy0;
YaCTUYHO KOJIOKamu30BaH ¢ O’y , U4TO yKa3pIBa€T Ha MEUTOXOHJIPUH KaK OJMH M3 BAKHBIX HCTOYHHUKOB
rutoruiazmMatuaeckux AD®K (Pucynok 18, €). Ho Mbl MokeM BuzieTh H2O; 1 CHapyku MUTOXOHJIPHIA,
B TOM YHCJIC, 3HAYUTEIIbHBIC KOJMYECTBA B aleKce TPYOKH. AMMIIOILIACTBI TAKXKE COJIEPIKAT MHOTO
H.0, (Pucynok 18a, r) (Maksimov et al. 2018).

UTo0OB! BBIICHUTH, MPOUCXOMUT N HakoruieHue H;O, B anmkanbHOW 30HE HA JdTame 3amycka
MOJIIPHOTO POCTa, WIJIM OHO TPOSBISETCS Ha Ooliee MO3JAHEW CTaJAWH, MBI OKPAIIMBAIU MBLIHICBBIC

3épHa JAWJIMA W €JIM Ha HAYaJIbHOM 3Tall€ IOJAPHOI0 pocTa. VYV aunmu Kak B HOCHKaX, TaK U B OUYCHb
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KOPOTKHUX TpyOKax amuKallbHas 4acTh TPYOKH SIPKO OKpallieHa, YTO CBUACTEIBCTBYET O BBICOKOU
konueHrpauun HpO, (PucyHok 19a, 1, e). B KOpPOTKMX TpyOKax CyIEpOKCHI-PaJnuKal,
IPOAYLHPYEMBIH MHUTOXOHAPHAMHE, okpammBaan MitoSOX, u mpu 3ToM OBLIO OOHAPYKEHO, YTO
konokanu3anus H,O, ¢ mutoxonapusimu otcyrcrByer (Pucynok 196, B). Takum oOpa3oM, B MBUIBIIE
mwmn e dHAoreHHble A®K mpoaynupyroTcs W HAKalUIMBAIOTCS B Pa3HBIX CYOKIJIETOYHBIX

kommaptmentax (Podolyan et al. 2021).
.
] . e

Pucynok 18. Jlokamusanus H;O, u muroxonapuansHoro O B MBUILLEBLIX TPYOKax eju
(Picea pungens). [IBe ciay4aifHO BBIOpaHHBIC MBUIbIIEBBIC TPYOKH Tocie 18 dacoB MHKyOauu: a, T —
okparirennsie PFBSF; 6, 1 — okpamenasie MitoSOX; B, € — HaloXeHHEe JBYX KaHAIOB W YaCTHUUHAS
konokanuzanuio aByx ADK. TpyOka B mepBom cTonbIe nMeeT 60siee BRICOKUN YPOBEHb dHIOT€HHBIX
A®K, yem TpyOKa BO BTOPOM (MHAMBHUAYaAJIbHbIE PA3IUUMsI MEXAY KIETKaMH), OJIHAKO JIOKAJTU3alus
BIIOJIHE COBMazaeT. Muroxouapuu, npoussojsume O , HAKAIUIMBAIOTCA B CyOAlMKalbHON YacTH,
H,O, YacTHYHO KOJOKATU3yeTcs ¢ MUTOXOHJAPUSMH, HO 3HAYUTEIBHBIA YpPOBEHb TaKXKe BHUJICH B
anyMKaJIbHOM JIOMEHE M B aMuiomiactax. Macmrabnas muHeika — 20 pm.

VY ey B MHUIUAISIX MBUTBIEBBIX TPYOOK M OYCHHb KOPOTKUX TPYOKaX HAKOIICHHE KPACHTENS B
anMKaJIbHOW 30HE TaK)Ke OBLIO SPKO BBIPAKEHO, YTO YKA3hIBAET HA PAHHEE CTAHOBJICHHE I'paJICHTA
H20, (Pucynok 20). B ciyuasx OWMIIONSPHOTO MpOpacTaHusi, HAKOIUICHHE MOXKHO BHJIETh B 00EHX
uaumanax (Pucynok 20r), 4ro cormacyercss ¢ HamuM TpeACTaBICHHEM 00 OJHOBPEMEHHOM

dbopMHpOBaHUN TOYEK POCTA U UX MOTEHIMAIbLHOM paBHompaBuu (Maksimov et al. 2018).
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Pucynox 19. Jlokammzamuss ADPK B HMHUIMANAX MBUIBIEBBIX TPYOOK MMM W KOPOTKHX
OBUIBIEBBIX TPYOKax. a-B — THIHMYHAs KOPOTKas MbUIbLEBas TPyOKa; r-e — MHULHUAIb TbUIBLEBON
TpyOku, okpamennsie PFBSF (a, r, e¢) u MitoSOX (6). PFBSF neMoHCTpupyeT amnukaibHOE
Hakoruienne H,O; B nuromnasmMe o0eux CTPYKTYp; (B) MOKA3bIBAET OTCYTCTBUE Komokanuzanuu HyO-
¢ MUTOXOHIpUAILHBIM O’ B KOPOTKOM TBUIBIEBON TPYOKe. B MHMIMANSX TBUIBIEBBIX TPYOOK HE
npuBoauTcs okpammBanue MitoSOX u3-3a Manoro KoJuuecTBa MHUTOXOHIPHIA; JI IMOKa3bIBaeT
cooTBeTcTBYMOLIee n3oopaxxenue DIC. Macmrabnas nuneiika — 20 um.

Pucynox 20. Jlokamuzanmuss H;O, B HMHHMIMANAX M KOPOTKHUX TBUIBLIEBBIX TpPyOKax enu.
WMunnmany nsUTbLIEBBIX TPYOOK B MpOIecce: a — YHHUIIOJISIPHOTO; T — OumosisipHoro npopacranus (13
yacoB MHKyOanwu), okpameHHsie PFBSF. Buano nakomnenne H,O; B muroruiasme B anmuKaibHOU
30HE. 0, B — aHAJIOTMYHOE paCIpeielicHHe MEPOKCHIa B ABYX CIy4ailHO BBIOPAHHBIX IBIIBLIEBBIX
TpyOkax (15 yacoB unky6auumn). MacmrabHast nuHerika — 20 uM.
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Ha ocHOBaHUM ONMCAaHHBIX PE3YABTATOB MBI MOXKEM CAETATh TPU 3aKIIOYCHHUS MO JOKATH3AIUN
AO®K B mbUIBLEBBIX TPYOKaXx:

1. AnukanpHoe ckorieHue H,O, oOHapyXuBaeTcs B MBLILIEBON TPYOKE MPEACTABUTEICH Kak
HOKPBITOCEMEHHBIX, TaK M TOJIOCEMEHHBIX PAaCTCHUH.

2. CkoluleHHE TEpOKCHAAa BOAOPOAa B alMKaJbHOW 30HE MOSBISAETCS YK€ INpPHU 3aIycKe
HOJISIPHOTO POCTa U COXpaHseTcs Ha OoJiee MO3IHUX ero 3tanax. Panee nakomnenue H,O; Taxke ObU10
HenaBHO nmoka3zaHo st Arabidopsis (Do et al. 2019).

3. ¥V nwimu MHUTOXOHAPHM HE SIBISIOTCS 3HAYMMBIM HCTOYHMKOM MEpPOKCHAA, XOTS OHH
npoayuupyior O .

Jlokanm3anus 3ameTHBIX KommdyectB HyO, B amekce, TIe MUTOXOHAPUM TOYTH HET,
CBUJIETEJILCTBYET O TOM, YTO OCHOBHOM HMCTOYHMK LMTO30JbHOTO nepokcuna — HAJI®H-okcunasza
IIa3MajeMMbl,  MPOAYLMPYIOIIAS  CYNMEPOKCHJ  pajuKal, W/WIM  amnoIulacTHBIH  (epMeHT
nonmuamuaokcuaaza (Wu et al. 2010), mo-BHIZUMOMY, JIOKAJHW30BaHHBIC IPEHMYIICCTBEHHO B
aNMKAJIbHOW 30HE TPYOKH.

CxonctBo B pacnpenenean ADK y munuu v enu yka3plBaeT Ha KOHCEPBaTUBHBIN XapakTep UX
nponykuuu U HakoruieHus. CpaBHuBas rpaauentsl H,O;, B amekcax TpyOOK ABYX BHUJIOB, MBI MOXKEM
HaOmoaaTe Oosee OOMIIBHOE HAKOIUICHHE MEPOKCHAA Y JIWINU, KOTOPOE MOXKHO CBSI3aTh C BBICOKOH
CKOPOCTBIO pOCTa M KPYTHIM KaJbIIMEBBIM TPAJAUEHTOM Yy JAaHHOrO BHJa. OIHAKO MOIHOCTHIO
KOPPEKTHOE CpaBHEHHE HEBO3MOXKHO M3-3a KPATHO OTJIMYAOLINXCS Pa3MepOB MBUIBIIEBBIX TPYOOK, /1a
U Bpsi/l JTIX UMEET CMBICH, TIOCKOJIbKY alMKalbHble KOMIAPTMEHThI Y XBOMHBIX U I[BETKOBBIX PACTEHUH
yCTpOEHBI MO-pa3HoMy. Takxke cpeu OTINYMNA MOXHO YKa3aTh ydacTHE MHUTOXOHJPHUHA B MPOJTYKIIMU
AODK B TpyOKax enu, KOTOPOe, OMATh JKe, KOPPEIUPYET ¢ X HATHMYNEM B alTUKATBHOM KOMIApTMEHTE,
B OTJIMYME OT JIMJIHMH, T/I€ CKOIUICHHWE TMEPOKCHAA COBMAJaeT C MPO3pavyHON 30HOW, B KOTOPYIO
MHUTOXOH/IPHH MIPAKTUYECKH HE 3aXO0JIAT.

[Tnactunel B TpyOKax 000MX BHJIOB ObUIM MapKHUpPOBaHBI KpacuTeneM, crnernuuaabM k HyOo,
YTO YKa3blBaeT Ha TNPOAYKIMIO B HHUX TMepokcuaa. KpyrmHbele aMHIIOIIIACTBI XapaKTEePHBI IS
IBUTBIIEBBIX TPYOOK TOJOCEMEHHBIX, BKIIIOYAsl €J1b, @ IPO WX POJIb B MBUIBIEBBIX TPYOKaX IIBETKOBBIX
pacTeHHl M3BECTHO MEHbIIE, OJHAKO, 10 MHOTOYMCICHHBIM MHKPOCKOIMUYECKUM JaHHBIM, OHHU
SBJISIFOTCSL HanOoJsiee KpynmHbIME opraneiamu B Hux (Southvvorth and Dickinson 1981; Staff et al.
1989; Fujiwara et al. 2012). Cunre3 nepokcuia BOAOPOJAa MOXET OBbITh MOOOYHBIM PE3yTbTATOM
IPOMCXOSNINX B IUIACTUIAX CHHTETHYECKUX mporeccoB. JlroGombitHO, yro O, Tpu 3TOM HE
obpasyercst, xoTst MitoSOX crnioco6en BeisiBisTe ADK B moosix JJHK-conepkamux opranemiax. [lo-
BUAMMOMY, IIEPOKCU 00pa3yeTcst B pe3yabTare padoThl HEPOKCHIA3.

Panee 1o mOBOAY WBIIBLEBBIX TPYOOK ITOKPHITOCEMEHHBIX BBICKA3BIBAINCH PA3IMYHbIC

npeanonoxenus: HakorieHne ADK B amekce (Potocky et al., 2012) mnm ux KoJokamu3amusi C
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MUTOXOH/ApHsIMH B cyOanukanbHoi 30He (Céardenas et al. 2006). Panee MHUTOXOHApHAIBHOE
npoucxoxaenne APK mocTynupoBanoch Takke s NbUIbLEBBIX 3€peH Tabaka (CmupHoBa et al.
2009). [oxyueHHBIC ITUMH aBTOPAMH JIaHHBIC, KaK M TOYKH 3PEHHs, Ka3alI0Ch, IPOTUBOPEUMIIH APYT
Ipyry. B Hacroseii pabore Mbl oka3anu, 4To, O KpaltHEeH AJI U3y4YEeHHBIX HAMU BHJIOB, 00€ TOUKH
3peHHs BEPHBI, OJJHAKO peub uaeT o pasHbix ADK: ecinu 3a npoaykiwio O, 0TBEYaOT MUTOXOHJIPUH,
to HakoruieHue HyO; mpoucxomuT B 00MaCTH anMKaJbHOW LUTOIUIA3MbI, a TaKXKe IUIACTHI W
MUTOXOHJIpUM (y e€nn). ODTU JaHHbIE XOPOLIO COTJIacylOTCSl C paHee ITOKAa3aHHBIM CYMMAapHbBIM
nakoricaneM ADK B tpyOkax emu Meiiepa (Liu et al., 2009), ogHako MpOSCHSIOT U YTOYHSAET 3TH

JAaHHBIC, ITIOKa3bIBasi, UYTO Pa3HbIC aKTHBHBIC (bOpMH pacrpeaciiCHel II0-pasHOMY.
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I'maBa IV. Po/1b HOHHOI'O TPAHCIOPTA B peryJisdiiuv NpopacTaHUus MY»KCKOT0
rameTodura3

[lo naHHBIM JUTEpaTypbl, OJHUM M3 OCHOBHbIX MumieHed mni ADPK Ha mnnazmanemme
COMATHYECKUX KIIETOK SIBJIIFOTCSI HOH-TPAHCIIOPTHBIE CUCTEMBI. Il yCTaHOBJIEHHS BO3MOXKHOM pOJIU
MOHHBIX KaHaJoB B BocipusTuu curHaga APK B MykckoM ramerodure HeoOX0IUMO ObUIO U3YYUTh

JAUHAMHUKY UX pa60TBI 1 3HAYCHUC JJId aKTUBAIIMU IIBUILICBOTO 3CPHA.

IV.1. HayaipHble 3Tanbl NPOPACTAHUSA YV IIBETKOBBIX PAaCTEHUI

JIi1st mbLIbLEBBIX 3E€peH Tabaka, MPOXOSIIMX THIPATAIMIO U aKTUBAILIMIO B CyCIieH3uH iN Vitro,
METOJIJaMH CIIEKTPO(QOTOMETPUM IO TYLICHUIO (hIyopecleHInN BHEKJIETOYHOro ceHcopa MEQ),
KOTOpBI pearupyer Ha yBenuuenue Kouientpanun Cl /aHHOHOB B pacTBOpe TYIICHHEM
¢uyopecueHIIMM, W IUIAMEHHOH ()OTOMETPUH OLEHHMBAIM, COOTBETCTBEHHO, BBIXOJ CyMMapHBIX
AQHMOHOB M MOHOB KaJIksl B Cpe/ly MHKYOAIlMK B IPOLIECCEe aKTUBAIMU MbUIbLEBBIX 3€peH (bpeiiruna et
al. 2012). Oxka3zayioch, 4TO Ha HAYaJbHBIA ATAall AKTHBALUKM MPUXOIUTCS MAaCCHPOBAHHBIM BBIXOJ KaK
AQHMOHOB, TaK W KaJIHsl.

B KOHTpONBHBIX TpemapaTax MOCIE MEPBBIX 2 MUH HMHKYOAllMM MbUIBLBI B IPUCYTCTBUH
KpacuTenss HaOMIoJamy CyHIEeCTBEHHOE CHM)KEHHE WHTEHCHBHOCTH ero (uryopecueHuun. B
nocjenyonme 8 MUHYT WHTEHCHBHOCTh (iyopecueHnmu pactBopa MEQ He wu3MmeHsiachk, T.e.
HpOIIECC BBIXO/1a aHUOHOB ObLT yxe 3aBepiueH (PucyHnok 21a). B mpucyrcteun 0710KaTOpa aHHOHHBIX
kaHaioB NPPB tymenus ¢uyopecueniuu He npoucxoauio (bpeiiruna et al. 2012). Dtu nanHble

MO3BOJIAIOT  cnenarb BbIBOA 00 yuactun NPPB-uyBCTBUTENBHBIX aHHOHHBIX KaHAJOB B

3 Ipu MOArOTOBKE AaHHOTO pa3jielia TUCCePTALUU HCITOIb30BAHBI CIICYIOIIHE MyOINKAI[UH, BBIMOJHECHHBIC aBTOPOM
JIMYHO WM B COABTOPCTBE, B KOTOPBIX, COrNIACHO [10JI0KEHHUIO O MPUCYKICHUU HAYYHBIX cTeneHeidl B MI'Y, oTpaskeHsbl
OCHOBHbIE PE3YJIbTATHI, MMOJOXKEHUsSI U BBIBOJIBI MCCIIEe0BaHUs (B CKOOKaX MPHUBEAEH UMIAKT-(PaKkTop KypHaia (pu
HAIIM4HHN), 00BEM ITyONMKANK B IIEYaTHBIX JIFCTaX / BKJIA aBTOPA B TICYATHBIX JINCTAX):

1. Bbpeiiruna M.A., Marseesa H.II., Epmakos WL.II. Pois Cl B mmpopacTaHuiu MbUIBLEBOTO 3epHA U POCTE MBUIBIIEBOM
TpyOku // Onrorene3.— 2009.—Vol40. —Ne3.—P. 199-207 (0,8/0,7)

2. Bbpeiirmna M.A., CmupHoBa A.B., Matseesa H.I1., Epmakos W.I1. I3MeHeHns MeMOpaHHOTO TTOTEHIIMAIA B IIpoLiecce
NPOPACcTaHus MBUIBLIEBOTO 3epHA M POCTA MbLIbLEBOH TpyOKH. // Llutonorus. — 2009.— Vol 51. — Ne 10. — P. 815-
823 0,75/0,6)

3. BpeiirunaM.A., CmupuoBaA.B., MacnennnkosM.B., MatseesaH.I1., Epmakosl.I1. JlelicTBre HHTHOUTOPOB
anroHHbIX kKaHaoB NPPB u DIDS Ha cocTosiHre MUTOXOHIPUI M POCT IbLIBIIEBOM TPyOKH Tabaka. // Iluromorus.—
2010.—Vol. 52. — Ne 4. —P. 334-341( 0,8/0,6)

4. BpeiirunaM.A., MatseesaH.I1., Auaperox/].C., EpmakoBU.I1. Tpancmem6pannsiii nepenoc K u CI™ B mporecce
AKTHBAIMHU TBUIBIIEBOrO 3€pHa iN Vivo u in vitro. // Ourorene3. — 2012. — Vol. 43. — Ne 2. —P. 103-112 (0,8/0,6)

5. Bbpeiirmna M.A., CmupHoBa A.B., Martseesa H.I1., Epmakos N.I1. Eme pa3 00 n3sMeHeHnsIX MEMOPaHHOTO MOTEHIIAIIa
B pacTyuieil meuibleBoi Tpyoke. / Lutomorus. — 2012. — Vol 54. —Ne 1.—P. 85-88 (0,4/0,3).

6. Breygina M.A., Klimenko E.S., Podolyan A.O., Voronkov A.S. Dynamics of pollen activation and the role of H*-
ATPase in pollen germination in blue spruce (Picea pungens). // Plants.— 2020. — Vol. 9. — Ne 12. ( IF =4.5, 0,9/0,7).
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TpaHCMEMOPaHHOM NEPEHOCE aHWOHOB B MPOLIECCE TUPATAIIMU MBUIBLIEBBIX 3epeH. Pe3ynpTaThl 3THX
skcniepumerToB (PucyHok 21a) xopotio cornacyrorest ¢ qanubiMu 0 Beixoze Cl | monmyuenHbMu panee
C TIOMOIIBI0 HMOHOCENICKTHUBHBIX 3JekTpoaoB (MarBeeBa et al. 2003b). Takum oOpa3om, AByMs
HE3aBUCHMBIMH METOJaMH ycTaHOBieH (akrT Bbixoma Cl  u, BO3MOXHO, IpyrMx aHHOHOB W3
NBUIBLEBBIX 3epeH depe3 NPPB-uyBcTBuTENbHbIE aHUMOHHBIE KaHalbl IIazManeMmbl. Crenyer
OTMETUTh, 4YTO Kpacuteab MEQ 4yBCTBUTENEH HE TOJIBKO K XJIOPUI-UOHY, HO M K OpraHMYECKUM
AHUOHAM, KOTOPBIE TAKKe MOTYT BHOCHTH CBOW BKiaja B 3ToT mporecc (bpeiiruna et al. 2009a). C
MOMOIUIbIO TJIaMEHHOW (OTOMETpUH OBUIO YCTaHOBJIEHO, YTO BMECTE€ C aHMOHAMH W3 MBUIBIEBBIX
3épeH B cpeny MHKyOarmu BeixomuT K. JIuHamMuka BRIX0Ja He OTJIMYAJIACh: OH TAKXKe MPOUCXOINT B
HIepBbIC MUHYTHI TOCiie Havana uHKyoaruu (Pucynok 216). B ciydae Bbixona Kanusi OJIOKHpOBaHHE C
nomomsio uHruOuTopa TEA He ObUTO MONHBIM, HE3aBHCUMO OT KOHIEHTpanuu. [lo-BuaumMomy, B
BBIXOJI€ KaJllusl yYaCTBYIOT Pa3IUYHbIEC HOH-TPAHCIOPTHBIE CUCTEMBI.

Habmroienus 3a nbUIbIIEeBBIMU 36pHAMU, B KOTOPBIX C IMMOMOIIBI0 HHIMOUTOpA MO/IaBIIEH BBIXO/
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Pucynok 21. Beixox armonos (a) u K* (6) B cpefy mEKyOamuy n3 MBUIBIEBBIX 3epeH iNn Vitro
(Touka 2 MHMH COOTBETCTBYET CTaJMM TMOJHOCTHIO THAPATUPOBAHHOM MBUIBII): a — TYIICHHUE
bayopecuenuun MEQ, oTpakaroniee BbIX0 aHHOHOB: KPaCHBIE CTOJIONKH— KOHTPOJIb, CHPEHEBBIE — B
cpeny f106aBiIeH HHTUOUTOp aHMOHHBIX kKaHanos NPPB, 40 uM; 6 — Beixoa K': KOHTponb — KpacHslit

(1); maruburop xmopuansix kaHaioB NPPB (40 puM) — ¢uoneroBbiii (2), HHrHOUTOpP KaJlMEBBIX
kaHayioB TEA: 10 MM — cepsiii (3), 20 MM — cunwii (4).

+ +
Tak, okazanoch, 4To uHruéuTop K'-nmpoBomsmmx kanano Ba®* Hapymaer ocMoperyisimo B

nbUTBLEBBIX 3epHax (PucyHok 22): mbUiblieBbIe 3€pHAa B IMPHCYTCTBHU Ba** TUAPATUPOBAIINCS,
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JIOCTHUTasi TAKOTO Jk€ 00beMa, KaK M MbUIbIa B KOHTPOJIE, HO YKe uepe3 1 MUH HaunHanu ckumatbes. C
YBEIIMYEHUEM BpPEMEHHM HHKYOaruu 3TOT 3((EeKT CTaHOBWICS elie Oosee BhIPaKEHHBIM. AHAIHN3
NOKa3al, 4YTO C)KaTHe NBUIBLEBBIX 3€pPEH, I0-BUANMOMY, OOYCIOBJICHHOE BBIXOJAOM W3 HHX

+
OCMOTHYECKH aKTHBHBIX BEIIECTB, pexke Bcero K, 3aBepiaercs B cpennem 3a 2 mut (Pucynok 23).

a 6 - B -

PucyHok 22. YMeHblIeHHe 00beMa MbLIBLEBOro 3epHa moj jeiictBueM Ba’': a — mbuibleBoe
3epHO, TUAPATUPOBAHHOE B cpere Oe3 Ba* (1 Mun); 6, B — I3MEHEHHE 00'beMa MBUILIIEBOTO 3epHA TIPU
€ro TuJpaTaluu B MPUCYTCTBUU 5 MM Ba®* B Teuenue 1 mMun (6) u 5 muH (B). MacmrabHas TuHelKa —
10 pm.

25000 -
T I Pucyrok 23. Jleiicteie Ba®* Ha 06beM MBUIBIEBBIX 3¢PEH B
20000 " «x  KyaeType in vitro. I'omyGbie cTONOHKN — KOHTPOIIb, 3€EHBIE —
. T T 5 MM Ba®".
g
= 5000 -
ae)
=
3
2 )000 1
©
=)
5000 A
O T 1
2 MuH 10 Mun

HpeHCTaBHﬂHOCB MAJIOBCPOATHBIM, YTO IIbLIbIA, MNPETCPICBIIAd TAaKHUEC H3MCHCHHSA, MOXKCT
MPUCTYNHUTh K aKTUBAIMKU MeTabonu3ma. [IpoBepka Ha KHU3HECTIOCOOHOCTh C TOMOIIBIO CTAaHAAPTHOTO
®JIA-TecTa TOKasana, YTO HA Ipemaparax, o6paGoTaHHbIX Ba’’, momasisomee GOJIBLIMHCTBO
COCTaBIIAIOT CJIabo (iyopecnupyomue NbUIbIeBbIe 3epHa (Pucynok 246,r). Jlns cpaBHEHHS
npeacTaBJICH CHUMOK KOHTpOJ'IBHOI\/’I CyClI€CH3UH, I'aAc IocCiec 2 MHUHYT I/IHKY6aHI/II/I JO0CTAaTOYHO MHOI'O
spko Quyopeciupyoomux kietok (Pucynok 24a). TEA He BbI3bIBANT OBICTPOTO CKUMAHHS KIIETOK,
OJIHAKO TOCJIe 2 MUH WHKYOAIlMH J0JISI MHTEHCUBHO (DIyOpecHUpYIONUX KIETOK Obla HMXKE, YeM B

koutposie (Pucynok 24s,r) (bpeiiruna et al. 2012).
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Pucynok 24. JleficTBue WHTHOMTOPOB KaJIHEBBIX KaHAIOB Ba®* u TEA Ha (byopeceHIuto
IBUIBIEBBIX 3€peH, okpameHHbIX PJIA, koTopas oTpakaeT MX (QYHKIMOHAIBHOE COCTOSIHME: a —
. 2+.
KOHTpPOJIbHAsI CyclieH3ust 0e3 uHruouropos; 6 — 5 MM Ba“™; B — 10 MM TEA; r — npoueHTtHoe
COJIepKaHNE B CYCIIEH3MHU MBUIBLEBBIX 3€peH, NPUCTYNHUBIINX K AKTUBAI[MM: TOIyOble CTOJIOMKU —
2+
KOHTpOJIb, opanxkeBble — 10 MM TEA, 3enensie —5 MM Ba™".

3nauenne xounenTparuu K B cpene muky6armm s 3GOEKTHBHOCTH TPOPACTAHHS THUIBIIBI
in vitro Osuto mokaszano naBHO (Weisenseel and Jaffe 1976). Ilosxe ObUIO TIOKa3aHO, YTO
konnentpamuu K* B cpene > 1 MM MHTMOUPYIOT HpOPAcTaHUE MBUILIBI, XOTS ISl POCTA THUIbIIEBOM
TpyOKH ONTHMAJIBHOM AByIseTcs konmenTparms K* 30 MM (Fan et al. 2001). Mcxoas 3 3THX JaHHEIX,
a TaKKe TPUHAMAs BO BHUMAHHE BBICOKYIO ITMTO30bHYI0 KoHIeHTpamuio K B 3penoM HeLTbIeBoM
3epHe, CHIDKEHHE KOTOpOi HeoOXoauMo Juis 3amycka cuHTe3a Oenka (Bashe and Mascarenhas 1984),
Fan ¢ cotpyaaukamu (2001) mpeanonokuu, 4To BXoaHble MoToku K Hy:KHBI IS peryisiuu pocTa
NBUIBLEBON TPYOKH, HO OHU MOTYT MOJABIISITh MPOLIECC aKTHUBAIMH IMbUIbLIEBOrO 3epHa. Hampumep,

Takoi 3(PPEeKT MOKET JOCTUTATHCA 3a CUET CHIDKCHMSI JIBWOKYIIEH CHIIBI JUIS BBIXOJAIIETO TOKA. DTO
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TIPENONOKEHHE KOCBEHHO HOATBEPKIAETCS TONydeHHBIMU NaHHbIME: K NeficTBUTENbHO BBIXOANT 13
nbUTBIEBBIX 3¢peH (Pucynok 2106).

Jlo Hayana Hamieil paOGoThl ObUIO YCTAHOBJIEHO, YTO CHEHU(UYHbIE MHTUOUTOPHl aHUOHHBIX
KaHAJIOB OJIOKHPYIOT MPOpacTaHKe IbUIBIIEBOTO 3€pHA U POCT MbLIbIEBOM TpyOKku (Zonia et al. 2002;
MartseeBa et al. 2003b). Bputo BBICKA3aHO NPEANONIOKEHHE O TOM, YTO BAXKHYIO pPOJIb B ITHX
nporeccax urpaer tpaHcmeMmbpannbiii mepenoc Cl . TTOCKOJNIBKY aHHOHHBIC KaHAIbI HE O0JIAIAt0T
BBICOKOW CHEIM(PUUHOCTHIO, YTOOBI IPOBEPUTH 3TO MPENNOJI0KEHNUE, Mbl aHAJTH3UPOBAIIN TOBEACHUE
IBUTBIIEBBIX 3€PEH M TPYOOK B YCIOBHUSX M30HparenbHOro OmokupoBanus Beixoma Cl m3 kierok. C
9TOM IENBI0 B CPEAy Ul KyJIbTHBHPOBAHUS KJIETOK 100aBsim Cl B Takod KOHIIEHTPAIMH, YTOOBI
BBIPOBHATH 3JICKTPOXUMHUYECKUI TOTEHIMAT I STOrO0 HMOHA 1O 00€ CTOPOHBI IIa3MaTUYeCKOM
MeMOpanbl. [l pacueroB BHekaeTounoi kouunenrpamun Cl - (Coyt) HCIIOIB30BaIM ypaBHEHHE:

Ap=Lin - pout = RT In [Cin/Cou] " ZFE,

13 KOTOpOTo mpu yciaoBuu Ap= 0 momyyaem:

Cou= Ci @ FERT

TZe Win, Moyt — 3HAYEHUS DJICKTPOXUMHUYECKOTO MOTEHIMAajia JUii HOHA MO0 00€ CTOPOHBI
MeMOpanbl, Cj, — KOHIIGHTpanmuu HoHa B muroriasme (M), E — snexrpuueckmii moTeHIManN Ha
memOpane (B); R — razoBas nocrosinnas; T — abcomotnas temmeparypa (K); F — uucno ®@apanes; z —
3apsi/ MOHa.

3HaueHuss MeMOpaHHoro mnoreHuuana (E) Obuim momydeHbl B [peABapUTENBbHBIX
AKCIIEPUMEHTAX M COCTABIISLIN -37 u -77 MB 17151 mbUTBIIEBOTO 3epHA HA HAYAIBHOM JdTale aKTUBAIUU U
TpyOKH, COOTBETCTBEHHO. BHyTpuKkierounas koHueHtparus Cl B T'MAPaTHPOBAHHOM IBUIBIIEBOM
3epHe Tabaka coctasisiia npumepHo S0 MM (Anaperok et al. 2001), Ay TpyOKu dKCTIEpUMEHTATBHBIC
JTAHHBIE OTCYTCTBYIOT, IIO3TOMY, OCHOBBIBASICh Ha JTAHHBIX JIJIS APYTHX PacTUTENBHBIX KieTok (Taiz et
al. 2015), 66110 BeIOpano 3HaueHue Ci, = 5 MM. Pacuérsl mokasaiu, 9ro s moaasieHus Boixoma Cl
U3 MBLUIBLEBOTO 3epHa HY:KHO Hanmnuue B cpeae 200 MM Cl ; i nbuibiieBoi Tpyoku gpocrarouno 100
MM. DTH KOHIICHTpAIMu OBLUTH IPOBEPEHBI B JKCHEpPUMEHTaX. YUTOOBI HCKIIOYUTh W3MCHCHHE
OCMOTHYECKHMX YCIIOBHii, B CpellaXx ¢ paBHOBECHOW KoHIleHTpanueir Cl  yMeHbIIami KOHIIEHTPAIHIO
caxapossl. [Ipu 3TOM B KOHTPOJBHBIX MPOOaX TaKKe CHUXKAIM €€ COoAep)KaHue, M00aBlsis MaHHUT.
Takum o00pa3oMm, BO BCeX BapuaHTaxX Cpelbl CyMMapHOE COJep)KaHHEe YIIIEBOJOB M OCMOTHUKOB
CTaBaJIOCh Ha OJTHOM YpPOBHE.

NPPB, B cOOTBETCTBUU C paHee MOITYYEeHHBIMU JTaHHBIMU, TTOJHOCTHIO MOJABIISIT IPOpacTaHue
(Martseena et al. 2003a). Tak xe neiicTBoBano 100aBIEeHUE XJIOPUI-HOHOB: IPOPACTAHUE CHIKATIOCH C
YBEIMUYCHHEM WX KOHICHTPAIMHA W JOXOJAWIO MPAaKTHYECKd 10 Hyist B npucyrctBud 200 MM Cl
(Pucynok 25a). Poct TpyOoK ObLI MONHOCTRIO THoxasieH B mpucyrcteuu NPPB  u 100 MM CI

(Pucynok 250).
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Pucynok 25. BimsHue OJOKMpOBaHWSI BBIXOJAa AHMOHOB W W30MPATENBHOTO IOJABJICHUS
TpancMeMOpanHoro nepeHoca Cl Ha pocToBBIC MPOIECCHl B MYXCKOM rameTodute Tabaka in Vitro: a
— KOHIIEHTPAI[MOHHAs 3aBUCUMOCTS jieiicTBusi CI Ha 3 (heKTUBHOCTD TPOPACTAaHUS MBUILIEBBIX 3epEH
(XJIOpUI-HOHBI NPHUCYTCTBOBAIM B Cpel€ NpPOpacTaHHUs Ha MPOTSHKEHUH Bce HHKyOamuu); 0 —
CKOPOCTh POCTa TIBLIBIEBBIX TPYOOK B mpucyrcTBud 40 uM NPPB, 20 uM DIDS wmu 100 MM CI
(me#cTByrOIMME BEIIECTBA JOOABIISIIMCH MTOCTIE TPOPACTAHHS).

a 6
512 * Kk 50 -
= 9 = =
3 = - = 40
£ 6 =3
o £ 30 1
o 3 o
= =
g Z204{ =
= 0+ T | =
e Qc" QQ’ E 10 1
<& NN K = %
Q_G 0 >

20 40 60 80 100
[DIDS], tM

Pucynok 26. BnusiHre 6710KkaTopoB aHMOHHBIX KaHAJIOB HA OCMOTHUYECKHI 0OajaHC MBUTBIIEBBIX
TpyOOK: a — JuaMeTp AanMKaIbHOM YacTH MBUIBLEBBIX TPYOOK, KOTOpBIE KpPaTKOBPEMEHHO
uHKyOupoBanu B npucyrctBur 40 uM NPPB wmmu 20 uM DIDS; 6 — yBenwueHue uncia TpyOOK C
pa3pbIBaMH IUIa3MaTHYECKO MeMOpaHbl C yBennueHueM konueHtpamu DIDS B cpene nnkybarum.

Jlpyroit HHrUOUTOp aHUOHHBIX KaHaoB, DIDS, B koHmenTpamuu 20 uM He CHUXaJl CKOPOCTh
pocra Tpybok (Pucynok 250), HO MpH 3TOM BBI3BIBAJI HaOyXaHUE, TO €CTh, YBEIUYHUBAI JTHAMET]
TpyOok (PucyHok 26a). T0 nmpuBOAMIO K pa3pbiBy MEMOpaH 3HAUYUTEIBHOW YacTh TPYOOK, IIPH 3TOM
HaOJIr0/1a1ach KOHIIEHTpaIlMOHHast 3aBUCUMOCTh (PucyHok 260). NPPB u Xyopua-uoHbI He BBI3BIBAIN
HaOyxaHus u pa3pbiBa TpyOok (bpeiiruna et al. 2009a).

Takum 00pa3oM, u3ydast pa3InIHbIE BO3JCHCTBHS HA aHUOHHBIA TPAHCIIOPT, MBI YCTaHOBUIIH,
4TO JUIS MPOpAacTaHHs HEoOXoJuMa HE TOJIBKO aKTHMBHOCTh AHHMOHHBIX KaHAJIOB, T.€. CyMMapHBIH
TPaHCIIOPT aHWOHOB, HO B TIEPBYIO OYEPEIb BBHIXOJ XJIOPHI-MOHOB U3 MbLIbLIEBOrO 3epHa (Breygina et
al. 2010a). Msr Ttaxxe npeamonokuian, uto DIDS B mbutblieBOM TPyOKe AEWCTBYET Ha ApPyrue

muienu, Hexxenu NPPB, mpuyem 310 mMornm ObITh Kak aHHOHHBIC KaHAIBI IUIa3MaJIEMMbI, TaK H
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KaHaJbl, JIOKAJIM30BaHHbIE B MeMOpaHaxX oOpraHeil. JTO MPEANOIOKEHHEe OBUIO TPOBEPEHO B
AKCIIEPUMEHTAX C BbIAeIeHHBIME MUTOXOHIpUsiMU (bpetiruna et al. 2010).

a 6 B

=S
N
1

_

OTH. y1cno vyacTtuy
OTH. Yncno YacTuy,

BbokoBoe paccesiHue

10 T ’..,...,I s T T T T T Ty

10° 10" 102 10° T 10' 102 10° 10° 10' 102 10°

ManoyrnoBoe paccesiHne N®, oTH. eq. NP, oTH. en.

Pucynok 27. Beigenenue nomyssiid MUTOXOHIPHIA, aHATM3UPYEMOW C MTOMOIIBIO IPOTOYHOM
[IUTOMETPHH, U OLIEHKA )KM3HECTIOCOOHOCTH OpPraHesll: a — MOIYJIALMS MUTOXOHIPHIA, BbIJICIICHHAS Ha
qyarpaMMe MajlOyIJIoBOTO M OOKOBOro paccessHUs; O — pachpeneneHue 10 HHTEHCHBHOCTH
dyopecueniuu (M®) HeokpameHHbIX MUTOXOHIpH (1) u MuTOoXoHIpwHiA, okpameHHbIX NAO (2); B —
nenosipu3amnus (2) mo cpaBHEHUIO ¢ KoHTposieM (1) B oTBeT Ha J00aBICHHUE PAa300IIUTENS SICKTPOH-
tpancnoptHoi nenu CCCP.
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Pucynok 28. JleiicTBe WHrHOMTOPOB AHMOHHBIX KaHAJIOB HAa MEMOpaHHBIH IOTEHIHANT
U30JMPOBAHHBIX MUTOXOHIPUN, UMEHEHHS KOTOPOrO HMHTCHCHUBHOCTh MX okparmBanus DiOCs(3).
Pacnipenenennss MUTOXOHIPUIA 110 HHTEHCUBHOCTH (uryopecueHnu (Md) B koHTponbHBIX npobax (1),
B npucyrctBun 40 uM NPPB (2) nnm 80 pM DIDS (3).

[Tomynsiuio vacTull AJi aHaJIM3a BBIACISIM C HCIOJIb30BaHHWEM IoKa3aTesed OOKOBOrO M
npssMOTO (MaJIOYTIIOBOTO) paccesHus, a TakKe CHrHajla OT MHTOXOHapuanbHOro Kpacurens NAO,
HEYYBCTBHUTEIHFHOTO K M3MEHEHHUSIM MOTeHIHana (

Pucynok 27a,0). Ilomynmsuust W30IMPOBAaHHBIX MHTOXOHJAPHH oO0Jiafana oOnpeaeICHHBIMH
napaMeTrpaMH, CTaOWJIBHBIMH BO BCEX aHaIM3UpyeMbIX mpobOax. O (QYHKIHOHAIBHOM COCTOSIHUM
OpraHe/sl CyAWIM TO WX OKpAIIUBAHUIO TOTEHIMaI-3aBUCHMbIM Kpacuteiem DiOCs(3) u mo
JSTIONISIPU3AIMK B OTBET Ha J00aBieHe pa3oomuTens apixatensHoi e CCCP (20 uM) (

Pucynox 278).
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Pucynok 29. Jleiicteue DIDS na conepxxanne AD®K B M301MpPOBaHHBIX MUTOXOHAPUAX (a) U
BeIxol n3 HUX A®K B okpyxkaromuii pactBop (0): a — BHyTpuMuTOXOHApUanbHbie ADK BeIBISIHN €
IIOMOIIBIO0 TPOTOYHOM nutoMerpun (okpamuBanre DCFH-DA): (1) — pacnpeneieHue MUTOXOHIPUI
no wuHTteHcuBHOCTH (QuyopecueHimu (MU®D) B mpucyrcrun 80 puM DIDS, (2) — pacnpeneneHue
MUTOXOH/ApHH B KoOHTpose; © — Bbixog A®PK B pacTtBop OOHapyKUBIM IO YBEIUYEHUIO
uaTeHcuBHOCTH (uryopectieHmn DCFH MeToom kroBeTHOM piryopumerpun.

Omnpenenuth 3HAYEHHE AHMOHHBIX KaHAJIOB MUTOXOHAPUH A1 (YHKUHOHMPOBAHUS 3TUX
OpraHe y/ajioch ¢ IOMOIIBI0 MHTMOUTOPHOIO aHanu3a. M3BeCcTHO, YTO mpoleccsl, MPOTEKaoLIie B
MUTOXOHJIPHUSIX, CONPSDKEHBI C CO3JaHUEM Ha UX BHYTPEHHEW MeMOpaHe OTpULATENIbHOTO 3apsja, a
takke ¢ rerepanueii ADPK, 4ro ocoOEHHO Ba)KHO AJIs BBINOJHEHUS MPOPACTAIOLIUM IbUIbLIEBBIM
3epHOM reHepatuBHbIX yHkiuii (Deng et al. 2012; Nie et al. 2020). O noreHimane Ha BHyTpEHHEH
MHUTOXOH/IPHATIBHON MeMOpaHe CyAMJIM IO HWHTEHCUBHOCTH (PIIyOPECUEHIIMH MHUTOXOHJIPHH,
okpameHHbIx DIOCs(3) 1 00HapyXHJIH, YTO 3TOT MOKa3arellb He u3MeHsuics B npucyrcteuu NPPB, a
DIDS  BbI3BIBaM  yBENMMYEHHWE  HMHTEHCHMBHOCTH  ()IYOPECHEHIIMM  MHUTOXOHIpPUH,  T.€.,

runeprosipusanuio MemOpansl (PucyHok 28). OxpamnBanue Mutoxonapuii ADK-uyBCTBUTENBHBIM

kpacureneM DCFH mnoxazano, yto B mpucyrctBun DIDS cymiecTBeHHO H3MEHsUIOCH COJiEpKaHHE

ADK KaK B M30JIMPOBaHHBIX MHTOXOHJIPUAX (
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Pucynok 296), yro rosoput 00 aktuBHOW reHepannu APK M MOXeT yka3plBaTh Ha HX
BBIJICTICHHC B IUTOTUIA3MY TIPH M3MECHEHUN aKTUBHOCTH aHWOHHBIX KAaHAJIOB OPTaHEILI.

B 1menoM nmonydeHHbIE Ha HM30JMPOBAHHBIX MUTOXOHJPHSIX JAHHBIC YKa3bIBAIOT Ha
NPUCYTCTBUE B 3TUX opraHeiiax DIDS-uyBCTBHTENBHBIX aHMOHHBIX KaHaloOB. B To e Bpewms,
MOJTYYCHHBIA PE3yJbTaT IMO3BOJMJI HWCKIIOYUTH YYaCcTUE AHHOHHBIX KAaHAJIOB MHUTOXOHIPHHA B

peamu3zanun d¢p¢pexro NPPB nHa nbutbnieBsie 3épaa u TpyOku (bpeiiruna et al. 2010).

[TosrydeHHBIE HAMU PE3YJIBTATHl CBHJICTEIBCTBYIOT O TOM, YTO THJApATAIHS MBUIBIIEBOTO 3€pHA
conpoBoXaaeTcs BEIxoaoM 13 Hero noHoB K* u CI™ (11, Bo3MOXHO, Ipyrux aHHOHOB). BakHyio ponb B
3THX mnpoiieccax urparoT NPPB-uyBcTBUTENBEHBIE aHMOHHBIE KaHAIIBI, a TAK)KE KallieBble KaHanbl. [Ipu
9TOM aKTHBHOCTh KaK KaJlMeBBIX, TaK W AaHWOHHBIX KaHAJIOB HeoOxomuMma i 3PGHEeKTHBHON
OCMOPETYIISAIIAN M TePeX0/a MBUIBIIEBBIX 3€PEH U3 COCTOSHHS IMOKOS K aKTHBHOMY METa0OJIM3My U
MONIIPHOMY pocTy. BakHoe 3HaueHHWe Takke HMeeT aKTHBHOCTh BHYTpukieTouHbix DIDS-
YYBCTBUTEIHHBIX AHHOHHBIX KaHAJIOB.

B coBokxymHOCTH mepemenienue uepes mMembpany K™ u Cl™ cosmaeT amekTpoxMMmUecKmit
MOTEHIINAJ, KOTOPBIA MOXKET, COOTBETCTBEHHO, U3MEHATHCS B X0 MMPOPACTAHUS MBUIBIIEBOTO 3EpHA.
[Tockonbky MeMOpaHHBIM TMOTEHIUAN SIBISETCS BAXKHBIM (PU3MOJIOTUYECKUM IOKa3aTeleM, a Takke
JIOCTYIEH JUIS W3Y4YeHHs, Mbl aHAIM3UPOBATH W3MEHEHHS ITOr0 MapaMerpa B XOJe aKTHBAIMH U
NPOpPAacTaHus MBUIBIEBBIX 3E€peH IN Vitro.

B skcmepuMeHTax 10 W3yYEHWIO aKTHBAIIMM IBUTBIBI Tabaka MBI WU3MEPSUIH MEMOpPaHHBIH
MOTEHIIMal B JIByX TOYKaX, COOTBETCTBYIOIIMX Hayally aKTHBAIlMM TbUIbIIEBOrO0 3epHa Tabaka (10
MUHYT UHKYOaIuu in Vitro) u ee 3aBepuieruto (30 munyT). J{jist 3TOM 1€7TM MCIIOIB30BAJICS MEICHHBIN
kpacuresib DIBAC(3), KOTOPBIH MO3BOJISET BHIYHMCIATH a0CONMIOTHYIO BEIYHMHY MOTEHIMAla, HO HE

nNpe€aHa3sHAa4YCH JIs1 KapTUPOBAHHA W BBLISABJICHUA 6I>ICTpBIX CABUI'OB, TaK KaK IPHUHOUII €TO pa6OTI)I
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OCHOBaH Ha mpoueccax aupdysuu. BenmmunHa MeMOpaHHOrO MOTEHIMANa B XOJ€ AaKTHBALUU

JIBUTaJIach B CTOPOHY oTpularenbHbx 3HaueHuid (Pucynok 30) (bpeiiruna et al. 2009b).
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Pucynok 30. T'mnepnonspuzanus Iuia3MaTMuecKoil MeMOpaHbl BETreTaTUBHOW KIIETKH B
Ipoliecce aKTHBAIMK IMbLIbIIEBOro 3epHa Tabaka (mocie 10 u 30 MUH MHKYOAIMu MbUIBLEL IN VItro),
BBISIBIICHHAs C IOMOIIBI0 MemaeHHoro kpacureias DIBAC4(3), u ee momaieHue moj IeiCTBHEM
NPPB. E — BenmuunHa moTeHMana Ha IIa3MaTH4eckoil MeMOpaHe BEereTaTUBHOW KJIETKU MBUIBIIEBOTO
3epHa. 3eJIeHbIe CTOJIOMKHN — KOHTPOJIb, MaTuHOBBIE — qo0aBieH 40 uM NPPB.

BrbisiBieHHBIE HM3MEHEHMsT MEeMOpPaHHOTO MOTEHIMaja B IPOIeCcCe AKTUBALMHM MbLIbLIIEBOTO
sepHa (Pucynox 30) MOKHO CBf3aTh ¢ yBenumdyeHueM akTuBHOCTH H'-ATdasbl mmasMaTHueckoit
meMmOpanbl (Sze et al. 2006; Falhof et al. 2016). B mons3y 3TOro mpeanoIoKeHus: CBUACTEIbCTBYIOT
JaHHBIE JUTEpaTypel 00 mM3MeHeHHsX pH B Xole aKTHBAaUWU TMBUIBLEBOrO 3epHa. IlokazaHo, 4TO
BHYTPUKJIETOUHBIA pH BereraTuBHON KJIETKU CIBUTaeTcsl B CTOPOHY IIIE€JIOYHBIX 3HaueHui (MarBeeBa
et al. 2002), a BuexseTounsii pH — B cropony kucibix 3HaueHuii (Rodriguez-Rosales et al. 1989).
VYCcTaHOBIEHO TakXe, YTO BO3ACUCTBUS, HMHIHOMpyouMe (OpTOBaHAaT) WJIM CTHUMYJIUPYIOLIME
(pysukokimu) pabory H'-ATdasbl, cooTBETCTBYIOIMM 00pasoM H3MEHSIOT d()(EKTHBHOCT
npopacranus nbUTbIB (Rodriguez-Rosales et al. 1989).

ITon neiicteBuem NPPB B ruapaTHpoBaHHOM W aKTUBHUPOBAHHOM IBUIBIIEBOM 3€pHE
npoucxoawia aenoispuzauus MemOpansl (Pucynok 30), a rumepnosisipusanus, COINYTCTBYIOIIAS
aKTHBAIlMM METa0oJM3Ma B KOHTPOIBHBIX 3€pHax, orcyrctBoBana (bpetiruna et al. 2009a). Ckopee
BCETO, JAHHBIA YPQEKT SBISAETCS OIMOCPEIOBAHHBIM, MOCKOJIBKY OJOKHMPOBAHWE BBIXOAAa AHHOHOB,
HaNpoTHB, MOTJ0 Obl BBI3BaTh TUIeEpnoysipuzanuioo. [lo-BuaMMOMY, B YCJIOBUSAX MOJHOTO
OJIOKMPOBaHMS BBIXOJIa AHMOHOB OJIOKMpYETCSl aKTHBAaLMU MeTabosii3Ma B TBUIBLIEBBIX 3EpHAX, a
JETIONSPU3AIHSL SIBIISIETCS. MApKepOM 3TOro HapymieHus. CIeICTBUEM )K€ SBISIETCS TO, YTO IMBbLIbIA HE

popacTaer.
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Ta6muia 5. BennunHa MeMOpaHHOTO MOTEHIIMAIA BET€TATUBHON KJIETKH IMBLIBIIEBOIO 3epHA,
ofpeesieHHas ¢ moMoIibio MeieHHoro kpacutesst DIBAC,(3).

OO0mbexT Bennunna MmemOpaHHOTO

nmoTeHIana, MB

Henpopocuiee neuibiieBoe Tabaka -37+1,5
3epHO TR -23+£1,0
anyKaibHas 4acTh -61 £3,0
[TeipieBas TpyOka Tabaka Ha pacCTOSAHUU 25 UM OT
-80 £ 4,0
KOHYHMKa

IIpoBeneHHBIE HaMU CpaBHUTENbHBIH aHAIN3 MbUIBLIEBBIX 3€peH Tabaka M JIMIUM, a TaKkKe
npororuiactoB (Tabmnuua 5), BBISBUI BUAOBBIC pa3inyusi, KOTOPbIC, OHAKO, MOTYT OBITh CBSI3aHBI H C
Oosee MeNJIEHHBIM IPOLIECCOM AKTHBALMHU Yy JWINKM — TPYOKM y HEE MOSBISIOTCS IMO3JHEE, YeM Yy
tabaka, XOTs U pacTyT ObicTpee. KpoMe Toro, y MMy HU3KUI NPOLEHT NPOpacTaHUsl, IOITOMY 4acTh
3épeH 3aBeloMO He npopactér. B mbuibLeBoil  TpyOke MemOpaHa Obiia eme  Oosee
THIEPIIOISIPU30BaHa, YeM B MbUIbLEBOM 3epHe (Tabmuna 5), mpudem 3HaYCHUs U pa3HBIX 4YacTei
TPYOKH pa3IM4aicCh. amuKalbHAas 4acTh ObUIA JEMOJISIPU30BaHA OTHOCHTEIBHO CTEP)KHEBOW YACTH.
OtoT (akT OBLT OOHapyXeH BIEpPBble, W Mbl PEUIMJIM H3YyYUTh paclpeesieHne MeMOpaHHOIo
NOTeHIMaIa BA0Jb TpyOkH mnoapobHee. C 3TOH 1eNbio OBIJIO MPOBEAECHO KapTHPOBAHHUE C MOMOIIBIO
Jpyroro MeToja, a MMEHHO OKpalluBaHHs ObICTPBIM PAaTHOMETPUUYECKUM IOTEHIUA-3aBUCHMbIM

kpacuteneM Di-4-ANEPPS, xotopoe 0yner paccmorpeno B Paziene 1V.3. PocT nmbutbiieBoii TpyOKu.

IV.2. Haya/sibHBI€ 3Tanbl NpOpacTaHus y eau

JIns w3ydeHus AMHAMUKA HMOHHOTO TOMEOCTa3a B MBUIBLIEBBIX 3EpHAX €M NPUMEHSUIM B
OCHOBHOM T€ )K€ IOJXOJbI, KOTOPBIE paHee TO3BOJMIN M3YYUTh aKTUBAIMIO y Tabaka. OqHUM U3
OCHOBHBIX IIOKa3zaTtejei aKTHUBallun MeTadou3Ma  SIBISIETCS YPOBCHL JbIXaHUA. HOFHOI]_[eHI/Ie
KHUCIIOpOJia TBUIBIEBBIMA 3E€pHAMH €1M HE perucrpupoBaioch mnociae 30 MHUHYT HWHKyOaluw,
HE3HAYMTENIFHO BO3pAcTalio TOCHE 2 4acoB, CHIBHO BO3pACTajlo Mocie 6 4acoB W JOCTUTAIO IMUKa
nociie 9 4acos, a Jajnee HeCKOJIbKO CHMYKAIOCh, OCTaBasich Ha ypoBHe 6 yacoB (Pucynok 3la). Takum
0o0pa3oM, HauOOJbIIEr0 MOTPeOsIeHNs KHUCIopoia TpeOdyeT MpolecC BBIXOJA MBUIBLEBON TPYOKH U3
3epHa, Korjaa 00pa3yroTCs KPYITHbBIC pa3phIiBbI M MPOUCXOIUT 3aImyck mossspHoro pocta (Breygina et al.
2020).
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Pucynok 31. /lunamuka akTHBAIMK B NBUTbIIEBBIX 3€pHax enu (Picea pungens): a — u3MeHeHHs
CKOPOCTH TOIJIOIIEHHS KMCIOPO/ia 10 JaHHBIM nojsiporpaduu; 6 — u3sMeHeHue BHyTpukiierounoro pH
[0 pe3yjbTaTaM OKpallMBaHus patuomerpuueckum kpacutenem BCECF B cycnensum mbliblieBbIX
3€epeH.

WHTepecHO cpaBHUTH 3Ty AMHAMUKY C TaKOBOM JUIsl MOKPHITOCEMEHHBIX PACTEHUH, HAIpUMeEp,

JUISL JTWIAW: 'y JIAJIMA TIOTJIOIICHHE Kuciopona Qukcupyercst mocie 10 MUHYT WHKyOaruu, pe3ko
BO3pacrtaeT npumepHo a0 30 MuHyT, a 3aTteM 3amemisercs (Dickinson 1965). Ilpu 3ToM MbLIbIEBbIE
TPYOKH Yy JHJIMU TOSBISAIOTCA mpuMepHo mocie 50-60 MUHYT WMHKyOaluu, TO €CTh 3aMeJJICHHE
MPOUCXOJUT JI0 Hadajia pocTa TpyOOok. [IpoTHBOIONIOKHAS TEHACHIHWS OblIa OTMEUEHA y TOPHOU
cocusl (PinUS mugo), koTopas, Kak W JPyrHe COCHBI, XapaKTePU3yeTCs OuYeHb MEJICHHBIM
npopactaHueM Jaaxke o cpaBHenuio ¢ enpto (Nygaard 1969): moryomieHne KHCIOPOAa TaKKe
MPOUCXOJMIO C PAa3HOW CKOPOCTHbIO, HO JO TOSBIEHHUS TPYOOK OHO OBLJIO MEHBIIE, a MOocie —
ycruBaiock. [Toxoske, maTTepH MOTJIONICHHS KUCIIOPOAA IOCTATOYHO CHIJIBHO OTJIIMYASTCS Yy PACTCHUN
pasHbIX BUAOB. [0 JMaHHBIM JIUTEPATYphI, HA 3TO CHILHO BIMSIET KJICTOYHBINH COCTaB MBLIBIICBOTO
3epHa, T.e. CTaJus Pa3BUTHSA, HAa KOTOPOH HAXOAUTCA MYKCKOH TaMeTOQUT: y TPEXKIETOYHOU W
JIBYXKJICTOUHOW TBUIBIBI IBETKOBBIX PACTCHUHM TUHAMHUKA JBIXaHUS Pa3IM4yacTcsi OYCHb CHIIBHO
(Hoekstra and Bruinsma 1975).

[TapamiensHo ¢ aKkTUBAaNMEW JBIXaHHUS y €M MPOMCXOMAT u3MeHeHus pH murormnasmer. K
COKaJICHUI0, U3MEPUTHh BHYTPUKIETOUHBIA pH 0 MOSIBICHUS Pa3pbIBOB SK3WHBI HE MPEICTABISICTCS
BO3MOXKHBIM H3-3a IJIOTHON 00OJOYKH M OTCYTCTBUS alepTyp, HO OKpAIIMBAHKUE MO3BOJIMIIO OIICHUTH
WU3MEHEHUs, KOTOpPbIE MPOUCXOJAT IOCNIE TOSBICHUS MEPBHIX pa3pbiBoB. Okaszaaock, 4To mociie 6
yacoB pH eme HaxoauTtcs ganeko B Kucion obnactu (6.0), HO K 9 yacaMm MPOUCXOIUT CYIIECTBEHHOE
3amenaynBanue, u mocie 9 u 14 wacos pH mocruraer 7.2 u 7.0, coorBercTBeHHO (Pucynox 316), T.e.

3Ha‘-IeHI/H>'I, TUIIMYHBIX AJIA IHUTOIIIa3MBbI paCTHTGHBHOﬁ KJIETKH B COCTOSIHMH aKTHBHOI'O MeTaboIn3Ma
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(Taiz et al. 2015). Ha TabGake nuHamuKa BHYTpHKIETOUYHOro pH ObLia mMcciieoBaHa COTpyAHUKAMH
Hameil snaGoparopun Oonee 15 ner mHasanm. [ns Tabaka TakkKe XapaKTEpHO 3allelladlBaHUE
IIUTOIJIa3Mbl, KOTOPOE MPOUCXOIUT MApAIUICTbHO C aKTHBAIMEH JBIXaHUS M TAKXKE CBHUJICTEIbCTBYET
00 mHTeHcHpukanuu Meradosm3ma (MatseeBa et al. 2003a). OCHOBHBIMH yYaCTHHKaMH JaHHOTO

nponecca cuntarorcss H'-AT®da3a mia3maneMMsl U anbTepHaTUBHAs okcunasa (Marseesa et al. 2002).
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Pucynok 32. JleiicTBre Ha 3 dekTHBHOCTL mpopacTanus enu (Picea pungens) unruéutopa H'-
AT®a3b1 oproBanagara HaTpus (OB). Bpems unky6auun — 20 4.

OO0 u3MEHEHMIX BHYTPUKJICTOYHOT'O pH B IIbIJIBIEC T'OJIOCEMCHHBIX paCTeHI/Iﬁ JAaHHBIX B JIMTCPATYPC
JIATCPATYPEC HET. YT00BI IMPOBCPUTH 3HAYMMOCTBH BKJIaJa HpOTOHHOfI IIOMIIBI B paHHUC U3MCHCHUIA
HOHHOTO TOMEO0CTa3a, MNpCAMICCTBYIONIUEC MPOpaCTaAHUIO, MBbI I/IHKY6I/IpOBaJ'II/I IbUIBIY €JIN B

npucyTtcTBuM uHruouropa ATda3 P-tuna oproBanasara HaTpus (

Pucynok 32). Ilpm »>TOM OBIJIO BBISBICHO HWHTHOMpYIOIIee JEHCTBHE OpTOBaHamaTa C
KOHIIEHTPAIIMOHHOI 3aBUCHMOCTEIO, KOTOPOe J0Ka3ano ponb H'-ATda3sl B IpopacTaHHH HLTHIEBBIX
3¢épeH. JlanpHelIe Hallld SKCIEPUMEHTHI, JOKa3bIBaloIIue e€ yJacTHe B POCTE MbUIBLEBON TPYOKH,

Oynyt oocyxaensl B Paznene 1V.3. PocT nmbuibiieBoii TpyOKHu.
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Pucynok 33. J/luHamuka: a — MEeMOpaHHOTO MOTEHIIHANA; O — BHIXO/Ia AHMOHOB W3 IBUIBIIEBBIX
3¢peH elIM B Ipolecce aKTHBalMud. MeMmOpaHHBIN IMOTEHIIMAd HM3MEPEH ONTHYECKUM METOJOM C
kpacutenieM DIBAC4(3), aHMOHBI — ¢ HCIOJB30BaHHMEM BHEKJIeTOYHOro ceHcopa MEQ. Bpewms
MHKYOAlUU MbUTBIE €71 — 2, 9 1 14 yacoB (CUHMIA, KpaCHBIN U 3€JIEHBIN CTONOIBI, COOTBETCTBEHHO).

T[TockobKyY MapajuieNbHo ¢ 3alienaunBanyueM muTomnasmbl H -ATdasa niasManeMMbl co3aeT
¥ MEMOpaHHBIN MOTEHIIMAII, MBI IPEATNOJIArail YBUAETh THIEPONONIAPU3AIINIO, KOTOPas MPOXOoauiIa Obl
B T€X K€ BPEMEHHBIX paMKax. JleMCTBUTEIbHO, OKa3ajoCh, YTO B MBUIBIEBBIX 3€pHAX B Ipoliecce
AKTHUBAIMW TIPOUCXOUT TUIEPIIONIIpU3anus miasMaieMMbl (Pucynok 33a): 6 gacoB — mepBas TOUKa,
KOTOPYIO YAAJIOCh HU3MEPUTh M3-3a PAa3pbIBOB B JK3MHE, — COOTBEeTCTBOBaNa -46 MB, Ha 9 wyacos
NoTeHLMan yxe aocrurai -73 mB, nocie 14 yacoB cocrasisn -82 mMB. CpaBHuBas 3Ty IMHaMUKY C
TakoBOH y Tabaka u mwuu (Pucynok 30, Tabmumna 5), MBI BHIUM, 9TO Y €M TOTEHITHAT MEHSCTCS
CHWJIbHEE [0 BBIXOJA TPYOKH, XOTSI 3HAUEHUsS OTHOCUTENbHO Oyn3ku. ComocTaBUB HaOII0/IaeMyro
JUHAMHUKY C U3MEHEHMSAMH BHYTPUKIETOUYHOrO pH, MBI MOXEM 3aKIHOYHUTH, YTO €CIM IMOTEHLHUA
BO3pacTaeT B nHTepBasie 9-14 yacos, To pH yxe He MeHseTcs, a AbIXaHHUE J1aXKe HECKOJIbKO CHM)KAETCS
B 9TOT nepuojl. MHTepecHass 3aKOHOMEPHOCTh, KOTOpasi Takke HabojaeTcs y Tabaka M JIWINH, T0-
BUJUMOMY, CBHJIETEJIbCTBYET O KOMIUIEKCHOM XapakTepe peryjasiud MeMOpaHHOro MOTEHLHuana,
KOTOPBIN MpeICTaBIseT coO0N CyMMY aKTUBHOCTEW LIEJIOr0 psifa MOH-TPAHCHOPTHBIX CUCTEM, OJTHOU
U3 KOTOPBIX, M0 KpaitHEN Mepe, B MbUIbLIE IBETKOBBIX PACTEHUH, SIBJISIFOTCSI aHUOHHBIE KaHAJIbI.

BHyTpeHHUM W3MEHEHUSM, THUIWYHBIM JUIS aKTHUBAllMM METaboNM3Ma, IpeaiecTBOBAIN
WU3MEHEHUs HOHHOTO cTtaryca. C MOMOIIBI0 BHEKJIETOUHOTO (hiryopeciieHTHOro uHankaropa MEQ Obut
oOHapy’KeH BBIXOJl AaHUOHOB U3 INBUIBLEBBIX 3€PEH, NMPENIIeCTBYIOMMI akTuBanuu: uyepe3 30 MUHYT
YPOBEHb BHEKJIETOUHBIX AHHOHOB OBUI yXe€ CYIIECTBEHHO BBINIE, a IOCIE 2 YacoB HMHKYyOanuu

BO3pacTal emie B 2 pasza, u jnanee He uaMensuics (Pucynok 330). Takum obpa3om, y enu, Kak U y
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tabaka (PucyHok 21), BbIX0O/1 aHHOHOB 3aBepIIacTCs O Hadasla IpOpacTaHus. ITO CBUACTEIBCTBYET O
NPUHIUIHAIBGHOM CXOACTBE MOHHOTO TPAHCIOPTa B IMPOIECCE aKTHBALUHU MYXKCKOTO rameTodura y

IIBETKOBBIX U XBOMHBIX PACTCHUU.

IV.3. PocT nbUIbLEBOM TPYOKHU

[TebrieBass TpyOKa — MOJISIpHAS CTPYKTypa W HEPABHOMEPHO pACHpPEACICHHBIMH HOHHBIMHU
tokamu (Guan et al. 2013; Malho et al. 2015). IlpenmonoxeHus O CyIIECTBOBAHMH TI'PaJMCHTA
MEMOpaHHOrO TOTCHIMANa BbiCKaspiBanuch B jmreparype (Holdaway-Clarke and Hepler 2003;
Robinson and Messerli 2003), mockoyibky K TOMy MOMEHTY yX€ OBLJIO U3BECTHO O HEPAaBHOMEPHOM
pacrpesielieHU HEKOTOPbIX HOH-TPAHCIOPTHIX OENKOB M KIIOYEBBIX HOHHBIX TOKOB, OJHAKO
9KCIIEPUMEHTAIBHOTO TIO/X0Aa K MPOBEPKE 3TOT0 MPEANOI0KEHHs TOrJa HE HAlUIM. MBI BIEpBbIC
OOHApY)XWIM TpPH3HAKM TAaKOro TPaJUeHTa B XOJE aHajHM3a IbUIBIEBBIX TPYOOK, OKpaIIeHHBIX
DIBAC,(3) (Tabnuua 5): anvkaibHast 4acTh ObLIa IEMOJISIPU30BaHa OTHOCHTEILHO CTEPIKHEBOM YacTH.
[TockonbKy mbUTbIEBast TPyOKa — MOJSPHAS CTPYKTYpa, B OTIMYME OT MPOTOILIACTA, U B TO K€ BpeMs
OHA TOKPBITA JKECTKOH KJIETOYHOH CTEHKOH, pa3pblB KOTOPOW HEM30EKHO BENET K MPEKPALICHHUIO
pocTa, M3MepeHHe NOTEHIMajda ONTHYECKHMM METOJOM — CIUHCTBCHHBIH aJeKBaTHBIA IOIXOM K
pEIIeHUIO TaKoTo poja 3axavd. s SKcrepuMeHTaTbHOW MPOBEPKH CYIIECTBOBAHUS MEMOPaHHOTO
MOTEHIMAIa HaMu OBLT pa3padOTaH METOJ] «MEMOPAHHOTO KApTUPOBAHHUSI» C TOMOIIBI0 OBICTPOTO
PaTHOMETPHUYECKOr0 TMOTEHIUAN-4yBCTBUTENbHOTO Kpacutens Di-4-ANEPPS, kortopeiii panee He
IOPUMEHSUICSA JJIsl UCCIelOBaHMs KIETOK pacTeHuil. [lepBbIM MOAETbHBIM OOBEKTOM CTal MY>KCKOM
rametroput Ttadaka. [logpoOHO MeTon omucaH B pazzaene MarepuanaoB U MeToa0B «DiayopecieHTHas
HIMPOKOIOJIOCHAST MUKPOCKOIIHS», BKpATIle: KpacHas (uryopeciieHIus Bo30yxaaercst B cuiem (Fb) u
kpacHoM (FQ) nuana3oHe, OTHOIIEHHE OJHOTO KaHana K apyromy Fb/Fg npomopunoHanbHO BennvnHe
MeMOpPaHHOIO0 MOTEHIMajla, 4YTO OBLIO HEOJAHOKPATHO IIOKa3aHO HaMU B IPEIBAPUTENIbHBIX
uccienoBanusx Ha npotoruiactax (bpeliruna et al. 2009b).

Otnomenne Fb/FQ Ha mazmanemme MbUTbIIeBOM TPYOKH CYIIECTBEHHO CHUKAETCS HA YUacTKe
3 — 20 puM OT anMKaJbHOW YacTH, YTO JAEMOHCTPUPYET I'PaJMEHTHYIO THIIEPIOJIAPH3ALMIO (CaMblil
anekc 0 — 3 UM MBI HE U3MEPSUTH, TaK KaK OBICTPBII SHIOIUTO3 MEMOPAHHOTO MaTepuaa He MO3BOJISIT
MIPOBECTH M3MEPUTENBHYIO KPUBYIO YETKO 110 MeMOpaHe). B cienyromeit 30ne, Ha paccrostanu 21 — 35
M OT ameKca, mokasareib BbIxo i1 Ha iaTo (PucyHok 34). [TonydeHHBIH pe3ylbTaT COOTBETCTBOBA
HaOJNIOJICHUSIM, paHee CIeNaHHBIM Ha TpyOkax, okpameHHbIX DIBAC4(3) (Tabnuua 5). JlanHsre,
MOJIy4eHHbIE HE3aBUCHMBIX MOJIX0I0B, YOEIUTEIHHO MOKA3aJIl CYIIECTBOBAaHHUE B MBIIBIIEBBIX TPYOKax

Tabaka rpajueHTa TpancMeMOpanHoro noteHnuana (bpeliruna et al. 2009b).
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paccTofiHUe OT KOHYMKa TPYDKM, UM paccTosiHUe OT KOHYMKA TPYGKH, IM
Pucynok 34. IlpononpHBI TpagiueHT TPaHCMEMOPAHHOTO MOTEHIMAIa B IBUIBIEBON TPyOKe

Tabaka, BBIABICHHBIM C TMoOMoOIIbl okpamuBanus Di-4-ANEPPS. a — BiausHue Ha TpaaueHT

MoyasaTopoB akTuBHocTH H'-AT®aser (1 MM oproBananar, 1 uM ¢y3ukokunun); 6 — BIUSHHE Ha
rpagueHT WHruOMTOpoB aHWOHHBIX KaHamoB (20 uM DIDS, 40 uM NPPB). Ornomenue Fb/Fg
NPOTIOPIIMOHATIFHO BEJIMYMHE MEMOPAaHHOTO TIOTEHIMANa, MpHYeM Oojiee BBICOKHE 3HAUYCHUS
COOTBETCTBYIOT JCHONSpU3aliKU, a Oonee HU3KKME — runepnoispusanuu; Fb u Fg — uHTEeHCHBHOCTH
bayopecieHIIuY pu BO30YKIEHUN B CHHEH U 3€JICHON 00JIaCTSAX CIEKTPa, COOTBETCTBEHHO.

[lockonbKy OYEBMAHO, UTO OOHApyXEHHBIH TpajMEHT MeMOpaHHOro MOTEHLHaNa

nojaaepKuBaeTcs Onaronapsi paboTe HOH-TPAHCIOPTHBIX CUCTEM, MbI POBEPUIIN BKJIAJ IBYX U3 HUX,

+
yY4aCTuC KOTOPBIX B PEryjiiiuu 3TOr0 II0Ka3aTeIIsd ObLIO HamOolIlee BCPOATHO: H -AT®a3n1

miasMajJicMMbl W AHHWOHHBIX KaHAaJIOB. CnenyeT OTMCTUTL, YTO PACHPCACICHUC Ha MeM6paHe

IBUIBLEBON TpyOKkH Oenka MPOTOHHOM IOMIBI XOpOILIO COOTBETCTBYET OOHApYyKEHHOMY HaMu

rpanuenty (Certal et al. 2008), kak u onucanromy panee rpaaueHty pH (Feijo et al. 1999). O BnusHun

K€ aHMOHHBIX KaHaJIOB Ha MCM6paHHBIﬁ NOTCHIUAII MbI YK€ MOIJIM CYIUTb HAa OCHOBAHUU OIIBITOB C

nbuTbLeBbIME 3épHamMu (Pucynok 30).

+
Jlnst yeranoBnenus Bkiaagaa H -ATda3b1 B mogaepxanue rpaueHTa MeMOpaHHOTO TTOTeHITHATA

MBI U3y4aJl BIIUsHUE Ha Hero ¢y3ukokuuHa (1 uM), cTumynupytomiero paboTy IpOTOHHOMN TOMIIbI, U

ee uHruouropa opropanaaara (1 MM). OGa Bo3zaelicTBus u3MeHsuM popmy kpuBoii (PucyHok 34a).

(DYSI/IKOKI_II/IH BbI3bIBAJI TUIICPIOJAPU3AINIO B 30HC, HanOoJjiee OJIM3KOM K aliCKCy M3 TCX, UYTO MbI

MorJK npoaHanu3upoBaTh (p<0.05), opToBaHaAaT — ACTIOIAPHU3ANNIO B CYOANTUKAILHON U CTEPKHEBON

yacTu TpyOKHU 710 BbIxoja Ha miaTo (p<0.05); mo 1aHHBIM JUTEPATYpPHl, ITIOTHOCTh MPOTOHHBIX MOMII B

cybanukansHOU 30He Hambosee Benuka (Certal et al. 2008). I'paguieHT moTeHIMAa COXPAHSIT CBOIO

136



dopmy B 000uX ciaydasx. DKCIEpUMEHTHI ¢ foOaBineHneM Kk TpyOkam NPPB B koHIIeHTpanuu, KoTopas
MOJaBIIsAIa TUIIEPIIONIAPU3ALIMIO B XOJ€ aKTMBALMU MbUIbIEBOTO 3epHa, 1 DIDS B KOHUEHTpaimu,
BBI3BIBaBINICH HaOyxaHwe TpyOok, moka3anu, uro NPPB monHOCTEIO HUBenupyeTr TIpaaueHT
MemOpanHoro moreniana, a DIDS Ha Hero mocroBepro He BiuseT (Pucynok 340).

OTu faHHbBIE TOATBEPKAAOT ydacThe NpoToHHOU oMbl 1 NPPB-uyBcTBUTENBHBIX aHHOHHBIX
KaHAJIOB B PEryJSIMH MEMOPaHHOTO MOTEHLMANA B MBUIBLEBONW TPYOKe, MpUYeM aHWOHHBIC KaHAJIbI
BBICTYIAIOT B KAa4eCTBE KIIOYEBOro (pakropa moanepxkanus rpagueHta. Orcyrcrsue Biausaus DIDS
CIIYXKHUT €€ OJHUM MOATBEPKACHHEM Toro, 4to mutneHsmu i DIDS u NPPB B nbuiblieBoii TpyOke
ABIIAIOTCS Pa3IMUHbIC 110 PYHKIMSIM U, BOZMOXKHO, JIOKAIU3AIIMH AHUOHHbIE KaHAJIbI.

B mbUibLIeBBIX TpyOKaxX JIMIMHM TPAJAWEHT MEMOPAHHOTO MOTEHIMAala Takke ObUl OOHAapyKEeH
(Podolyan et al. 2019), on ObUT CXOJHBIM C TAaKOBBIM y Tabaka W OyIeT pacCMOTPEH HIKE B CBSI3HU C
perynaropubiMu 3Qdexkramu ADOK (V.4 [eiictBue paznuunsix ADK Ha rpagueHT mMemMOpaHHOTO
MOTCHIIMAJIA B IBUIBLIEBOM TPYyOKe IN Vitro).

Tpernii 00BEKT, B KOTOPOM MBI OOHApYXWJIM TPaJueHT MEMOPaHHOTO TIOTCHLIHANIA —
nbUIbIeBas TpyOka enu. [1ockonbKy enb — 00BEeKT ¢ OoJiee APEBHUM TUIIOM MOJSIPHOTO pOCTa, OBLIO
HEOUYEBUIHO, IPUCYTCTBYET JIU B HEM TPaJAMEHT MEMOPAHHOTO MOTEHIINANa, U €CJIU J1a, TO KaKhe HOH-
TPAHCIIOPTHBIE CHUCTEMBI y4YacTBYIOT B €ro mnojjaep:kanuu. Okaszanoch, 4TO T'PaJUEHT B PACTYIIUX
TpyOKax elM MPHCYTCTBYET, MPUYEM OH 3HAYUTEIHHO MEHEe KpyTOil, 4eM y Tabaka, U B IIEJIOM €ro
dopma otmuuaercs (Maksimov et al. 2018); kak u y mocieaHero, 0JHaKo, KOHUUK JCMOIIPU30BaH
OTHOCHUTEJIBHO CTep)kHeBo# dactu TpyOku (Pucynok 35). Ha ocHOBaHHMHU MOJYYCHHBIX pPE3y/IbTATOB
MBI MOXKEM 3aKJIIYWUTh, YTO TIpaJUeHT MEMOpPaHHOTO TOTEHIMaNa SBISETCS JIOCTATOYHO
KOHCEPBAaTHBHON OCOOEHHOCTBIO TMOJISIPHO PACTYIIMX KIETOK, KOTOpas TOSBUIACH B SBOJIOIHU
OTHOCHTEIJIEHO JIABHO.

YroOBbl BBISICHUTD, KAKME HOH-TPAHCIIOPTHBIE CUCTEMBI YYaCTBYIOT B MOJIIEPKAHUU TpaIUEHTA,
Mbl TPUMEHUIM WHTUOUTOPHBIA aHAIW3 M Te OJOKAaTOpbl, KOTOpbIE paHee HCIOIb30BAIN IS
BO3/JICHCTBUSL HA MYXCKOH TraMeTo(uT IBETKOBbIX pACTEHMH: XJIOpPHJA JlaHTaHa IS KaJbIUii-
npoBosimux kaHainoB, NPPB nns annonHbsix kananoB, TEA nid kanumeBbIX KaHAJIOB, OpPTOBaHAJAT
HaTpUs AJis H'-AT®a3b.

MpblI mokasajiau, 4To BCe MHTMOMTOPHI JACWCTBOBAJIM HAa BEIMYMHY MEMOpPAHHOIO MOTEHLHMAIA,
IpuYeM BCe, KPpOME OpTOBaHAJaTa, MOJHOCThIO HuBeaupoBaiu rpamueHt (Pucynok 35). Kak u y
Tabaka, OpTOBaHamaT HaTpus BbIBbBaN  Jenosipu3anuio; NPPB, HaobGopor, BbB3BIBaI
runepnoispusanuio. Takoit sxe apdekr BerbBam TEA u LaCls, xotopple He HMCHONB30BAUCH C
OTBITaX C MEMOpaHHBIM MOTEHIHAIOM y Tabaka. OOHAapyKEeHHbIE 3aKOHOMEPHOCTH YKIJIAJbIBAIOTCS B
CYILIECTBYIOIINE MPEJCTABICHNS: HHIMOMPOBAHNE BXOAHBIX KAJMEBBIX TOKOB M BBIXOIHBIX aHMOHHBIX

TOKOB CIBHUTAcT MEMOpaHHBIN MOTEHIIMA B CTOPOHY 00Jiee OTpUIIATENbHBIX 3HauYeHWd. Kambrwmii-
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MPOBOJISIIINE KaHAIIBI, TI0 TAHHBIM JINTEPATYPHI, U3-32 HEOOIBIIOTO CYMMapHOTO TOKA HE PETYIUPYIOT
MEMOpaHHBIA MMOTSHIIMAT HAMPSMYIO, OJHAKO, €CJIM YUYUTHIBATh UX (PYHKIIHIO B KA4€CTBE PETYNIATOPA
MOHHOTO TPAHCIIOPTA U KIETOYHOTO MeTaGoim3Ma, shdekt La® MoXKHO 0GBSCHUT OMOCPEI0BAHHBIM
nericreueMm (Feijo and Wudick 2018). ITockonbky mist Hamiero oobekta 3¢ ¢GeKTbl MHTHOUTOPOB
KaJbI[UEBbIX M aHWOHHBIX KAHAJIOB OYEHBb CXOJIHBI, MOKHO IMPEJACTaBUTh, YTO B peann3anuu dpdhexra
JIAaHTaHA 3aJICHCTBOBaHBl AHMOHHBIE KaHAJIBI, KOTOPHIE, KaK OBUIO TTOKA3aHO, PETYIUPYIOTCS YPOBHEM

kasibius (Tavares et al. 2011).
1,7 A

15

Fb/Fg

11

0,9

Paccrosinue ot koH4MKa, UM

Pucynok 35. IlpomonsHBINA TpagueHT TPaHCMEMOPAaHHOTO TOTEHIMAla B TBUIBIIEBOI TpyOKe
€M KOIoueH, BBISBICHHBIM ¢ moMmomblo okpammBanus Di-4-ANEPPS. Brnusnue Ha rpagueHT
UHTUOUTOPOB MOHHOTO TpaHcmoprta: 100 uM oproanamar, 40 uM NPPB, 10 MM TEA, 100 uM
LaCl;. Ornomenne Fb/Fg mponopunoHalsHO BETMYMHE MEMOpPAHHOTO MOTEHIMANa, MpuYeM Oojee
BBICOKHE 3HAUCHHSI COOTBETCTBYIOT JICTIONIApU3aIiK, a 00Jiee HU3KUe — runepnoispusammu; Fb u Fg —
UHTCHCUBHOCTH ()IyOpEeCUEHIIMN MpH BO30YKICHHHM B CHHEW M 3€JI€HOW O0JIacTIX CIEeKTpa,
COOTBETCTBEHHO.

[Io naHHBIM MHTHOWTOPHOTO AHANM3a, KOTOphle OBUIM paccMoTpeHsl Bbime, H'-ATdasa
IUIa3MajieMMbl BBICTYNAET B KAueCTBE BAKHOTO PETYJIATOPA, MOJJIEP)KUBAIOIIETO HEPAaBHOMEPHOE
pacrpesiesieHie MEMOPaHHOTO TOTEHIHa A, Kak y Tabaka, Tak W y end. Ha IBETKOBBIX pacTEHHSX
OBUTO MOKa3aHO, YTO 3TOT (ePMEHT JIOKANIU30BaH B crepskHeBoi vactu Tpyoku (Certal et al. 2008;

Hoffmann et al. 2020), y HekoTopbIX BUIOB — IPEUMYILECTBEHHO B cyOanukanpHoii 30He (KoBanesa et
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al. 2016), urto cornacyeTcs c pacrpeaeliecHHeM MPOTOHHBIX TOKOB, rpagueHToM pH (Feijo et al. 1999;
Podolyan et al. 2019) u HammMu naHHBIME IO MeMOpanHOMY noteHimany (Pucynok 34). Omnako,
HHYETO U3 3TOro He OBUIO MOKA3aHO JUIS TOJIOCEMEHHBIX PACTEHUH, Y KOTOPBIX paclpeesieHne HOH-
TPAHCIIOPTHBIX CHCTEM Ha IUIa3MajieMMe TPYOKH MOTJIO OBITh NPUHINIHAIBHO HHBIM.

BaxHocTh mpoTOHHOM mommbl st 3()()EKTUBHOTO TMpOpacTaHUsl MYKCKOro rameropura y
TOJIOCEMEHHBIX PAacCTeHUU paHee He M3ydasnach. Ha Hamem MoAenbHOM O0OBEKTEe — MBUIBLE €U — MBI
NPOBEPWIIM, HACKOJIBKO CHHXKAETCS NPOIEHT MNpOpOoCIIMX 3EpeH B MNPUCYTCTBUM OTOBAaHAZATa.
CunbHBIN OTpUIATENBHBIN 3()(EKT ¢ BEIPAKCHHOW KOHLIEHTPALIMOHHOW 3aBUCHMOCTBIO TOKa3all, YTo
akTuBHOCTH H'-AT®a3p! BaskHa IS IPOPACTAHUS MBLILIEBBIX 38PEH, U3yUEHHBIX HA JTaHHBI MOMEHT,

BKJTI0Yas ennb (PucyHok 36a).
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Pucynok 36. Buyrpukierounsiii pH B mbuibIieBbIX TpyOKax enu (Picea pungens). a — BiIusHuUe
opToBaHajaTa Ha 3((EeKTUBHOCTh MpopacTaHus; 0 — pacnpeneneHue pH B TUIOMYHBIX MBUIBLEBBIX
Tpyb6Kkax, oOpaboTaHHbIXx uHTHOMTOpoM H'-AT®a3er oproBamamatom (OB) u  akTHBATOpPOM
¢y3uxkokuunom (PK); B — pacnpenenenue pH B mbuiblieBbIX TpyOkax, obpadorannHeix OB u K.
Kaxxgas kpuBast mpencraBisieT coboit cpeanee 3HaueHue s 21-53 npuiblieBbIX TpyOOok. CTaTucTHKA
nokazana st 2 Touek — 10 u 50 um ot koHuynka. MacmrabHas auaelika — 20 um.

Mbl ucnonb3oBanu pH-uyBcTBUTENBRHOE paTHoMerpuueckoe okpamuanue BCECF  mis

OLCHKN BHYTPHUKJIICTOYHOI'O PACTPCACICHUA pH B IbLIIBICBLIX pr61<ax 1 BBIABJIICHHA BO3MOXHBIX

s¢dexTop uHruduTOpa 1 aktuBaropa H'-ATda3s1 Ha 3T0 pacnpenenente. Mbl 0OHAPYKUIH IPATHEHT
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pH ¢ MmakcumyMom B anukaibHOU oOnactu (7,36 £ 0,10) u HEHTpanbHBIM TUIATO B CTEP)KHEBOW YaCTH
(7,03 £ 0,11) (Pucynok 360). Yyactue NpPOTOHHOW TMOMIBI B TOIACPNKAHUH TPAJAUCHTA OBLIO
MPOJEMOHCTPUPOBAHO C HUCIIOJIb30BAHUEM OPTOBaHaAaTa U (Py3UKOKIMHA: 00a BO3ACHCTBUS U3MEHSIIN
dbopMy rpaauenta. Banagar BbI3bIBaN 3aKMCIICHHUE IIMTOIUIA3Mbl MBUIBIIEBONW TPYOKH, KOTOpoe ObLIO
3HAYUTEIBHBIM B anukanbHOU obnactu (10 um or koHuMKa); o6e xKoHueHTparuu (500 uM u 1 MM)
umenu cxoaubli 3¢ ¢pext. K BrI3bIBAI TPOTHBOIOIOKHBIN AP PEKT — 3alienaunBaHue, KOTOpoe ObLIO
Oosee BBIPAXKEHO B AUCTANBHOW yacTu TpyOku (50 um ot xoHumka). OOa NEHCTBUS NMPUBOIWINA K
BbIpaBHUBaHMIO pH 1o [nuHEe TpyOKM, TO €CTh K JUCCHMNAIMM TpagueHTa. Takum o0pazom,
TOJIepKaHie TPaleHTa B 3HAYUTENLHOH CTETeHN sABJIAETCS Pe3yibTaToM akTuBHOCTH H'-ATdasml

(Breygina et al. 2020).

Pucynok 37. mmynonokanusamus H'-AT®a3bl B mbuUIbleBBIX TpyOkax Picea: a — kopoTkas
IBUIBIIEBAsT TPYOKa ¢ (IIyOpPECIEHTHBIM CUTHAJIOM, JIOKJIM30BAaHHBIM B allMKaJIbHON 30HE; O — Ta ke
TpyOKa B CBETJIIOM IIOJIe; B — CyCIIeH3usl ¢ OoJyiee JAJIMHHBIMH NbUIBLEBBIMU TPYOKaMU; T — THIIMYHAS
NbUIbIEBass TpyOKa C BbIPaXEHHBIM (IIYOPECUEHTHBIM CHTHAJIOM BOJIM3M KOHYMKAa TPYOKH.
MacmrabHast nuaelika — 20 um.

Usyuenue pacnonoxenus H'-ATdasbl B NbUIbIEBOH TPyOKe €M ¢ MOMOLIBIO (IyOpecleTHO-
MEUEHBIX aHTUTEJ MOKA3aJI0 €€ NMPEUMYILECTBEHHO alMKaJIbHYIO JOKAJIU3AIHI0 B KOPOTKHX U Ooliee
JUIMHHBIX MBUTBIEBBIX TPyOKax (PucyHok 37). DTa KapTHHA XOpOIIO coriacyercs ¢ npodmiem pH B
MBUIBIICBBIX TpyOKax Toi ke nnmuHbl (PucyHok 36): miemodHass 4acTh TPYOKH COOTBETCTBYET

MaKCHUMaJIbHOM TJIOTHOCTHU (I)CpMeHTa Ha IUIa3MaJieMMC, 3a HCKIIIOUYCHHUCM IICPBLIX 3 um, rAc,
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MPEANOJIOKUTEIIBHO, aKTUBHOCTD H'-AT®a3bl MOMaBISETCST BBICOKOM KOHLEHTpauuen kaiblusa. B
TpyOKax, 00paboTaHHBIX (Y3UMKOKIIMHOM, 3Ta 30Ha OTCYTCTBYET, TaK Kak Ojaronaps TOKCHHY IOMIIA
CTaHOBUTCS HEBOCIPUHUMYHBA K MHTUOUPYIOIINM JIEHCTBUSIM.

B cooTBeTcTBUM €O CTaHAApTaMH SKCIEPUMEHTOB 110 MMMYHOJOKAIHU3AHNH, CHEIUPUIHOCTh
MIEPBUYHBIX aHTUTEN ObLIa MPOBEPEHA B OIBITAX C «IPE-ChIBOPOTKON»: MBIIBIEBBIC TPYOKH U3 TOH XKe
CyCIleH3WH 00pabaThIBAIM OJTHOBPEMEHHO CBIBOPOTKOW KPOBH KPOJIMKOB J0 UMMyHHU3anuu (Pucyrok
38a, 6) u UMMYyHHOIl chIBOpoTKOM TpotuB H'-AT®askl, a 3aTeM B 00OMX CIIydasx BTOPHYHBIMH
aHTuTenamu. B mepBom ciydae duryopecueHIUs B MbUIBIEBBIX TPyOKax HE OOHapy>KMBallach, a BO
BTOPOM CJIy4a€ Mbl BHUJWM OKpalllMBaHUE IOYTH BO BCEX MBUIBIEBBIX TpyOkax (Pucynokx 38B).
OKCHEpUMEHTBl C  IJIa3MOJIM3MPOBAHHBIMU ~ TIBUIBICBBIMA ~ TPYOKaMH  IMOKa3alld  OTCYTCTBHE
OKpaIllMBaHUs arnoruiacTa/kiuetodnor creHku (PucyHok 38r, a) W okpammBaHHe IIa3MaTHYCCKOU

MeMOpaHbI 1, BO3MOJKHO, SK30IIMTAPHBIX BE3UKyM, coaepxkamux H -ATdazy (Breygina et al. 2020).

Pucynox 38. IlpoBepka aHTHTENn Ha CHENU(UYHOCTb. a — CYCIEH3Us IBUIBIEBBIX 3EPEH,
o0paboTaHHasi MPEUMMYHHOM KpOJIUUbEH CHIBOPOTKOI + KO3BMMH BTOPHMUHBIMU aHTUTENIAMH NPOTUB
Kposnka, MedeHbIMu AlexaFluor, curnan B mbUlbLIeBBIX TpyOKax He OOHApy»XeH, TOJbKO cialas
aBTO(IIyOpECIEHIIUS AK3UHBL, O — Ta K€ MbUIbIIA B CBETJIOM IOJE; B — CYCHEH3Hs, 0OpaboTaHHas
TIEpPBUYHBIMH KPOJTHYBUME aHTHTenaMu npoTuB H'-ATda3sl + KO3bMMH BTOPHYHBIME AHTHTETAMH
NpOTHB Kposinka, MmeueHbIMU AlexaFluor. @iyopecleHTHBII CUTHal MOXHO YBHJETH IOYTH BO BCEX
MBUIBLEBBIX TPYOKax; T, 1 — IJIa3MOJIM3UpPOBaHHAs MbUIbIEBas TpyOKa, B KOTOPOM BHUIHA JOKAIU3aLUs
CHTHAJIa Ha IUIa3MajeMMe TPYOKHM B alUKalbHOM 4acTH ((OKyc Ha KIETOUHOW cTeHke). MacmtaOHas
munelika — 50 uwm (a-B) u 20 pwm (1, 1).

Takum oOpa3zoM, Mbl OOHapyXWJHM, YTO TpaaueHT pH B MBUIBIEBBIX TPyOKax eIu HMMeeT
Ba)XKHbIE OTJIMYMA OT TAKOBOTO Y IIBETKOBBIX PACTEHMIA: €CIIM Y MOCIEAHNUX HETO XapaKTepHa JOBOJIbHO
cinoxkHasi gopma: pH Ha KOHYHMKE KHCIBIH, B CyOamMKaJbHOW OOJNIacCTH — MIeNOoYHas Tojoca, B
OoCTaJIbHOU yacTu TpyOku pH Omm3ok k HewtpansHbM 3HaueHusM (Feijo et al. 1999; Podolyan et al.
2019), To y enu MmakcuMyM pH mpuUMBIKaeT K anuKalbHOW 00JIaCTH, a B CTEP’KHEBOM yacTtu Tpyoku pH
HeHTpanbHEIH. DTO pasjiuyde corimacyercs ¢ HaOmonaeMoi noxanmsaunuein H'-ATdaswl y Picea:
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camasi BBICOKas IUIOTHOCTh OeJika HaOJtoJalach B aluKaabHOM 30HE, B TO BpeMs kak y Arabidopsis u
tabaka Oenok Obul uckimroueH u3 konumka (Certal et al. 2008; Hoffmann et al. 2020), a y nerynun
MaKCHUMaJIbHOE HaKOTUIeHHE ObLTO B cyOanukansHOM ob6nactu (KoBanesa et al. 2016).

JlanHbie 110 pacnpeaeicHuto pH, MeMOpaHHOTO MOTEHIMAala ¥ OeKa IMPOTOHHOM MTOMIIBI Y €JTH
XOPOILIO COMIACYIOTCS JPYr C IPYrOM U C YyBCTBUTEIBHOCTHIO O0OMX IMOKAa3aTelieid K OpTOBaHAIATY
(Maksimov et al. 2018; Breygina et al. 2020). Takum 06pa3oM, B bLIbIEBOH TpyOkH e H -ATdaza
IIa3MaTHYECKOM MEMOpaHbl BBINIOJHICT T€ e OCHOBHBbIC (pyHKIMM (momnaepkanue rpaaueHTa pH B
IIUTOILIa3ME U TPaJIMeHTa MEMOPAHHOTO TIOTEHIIMAIA Ha TUIa3MalIeMMeE), YTO U y IIBETKOBBIX PACTCHUH
(Certal et al. 2008; Lang et al. 2014; Hoffmann et al. 2020), no xapakrep pacnpeneiacaus hepMeHTa

PE3KO OTJIINYACTCA.

Tabmuua 6. [IpocTpaHCTBEeHHBIE U BpEMEHHBIE H3MEHEHUS (DU3MOJIOTUIECKUX TTapaMEeTPOB MPH
IPOpacTaHUU IbLIbIBI HOKPHITOCEMEHHBIX PACTEHUH U €11 ToJ1y0oil.

Du3noJ0rHIecKuii Tadax/anaus/Arabidopsis/merynus Eab
noKa3areJb
JnHamuka noryiomeHus | Pe3kuii moabem ypoBHS nbixaHus ¢ | KpuBas ¢ MakcUMymMoM B
KHCIIOpOJa BBIXOJIOM Ha  IUIaTo nepe]; | MOMEHT BbIXOJa TPYOKHU
nosiBiieHueM Tpyoku (MarseeBa et
al. 2002)

Junamuka BbIxoga aHnoHOB | Pannwmitl BeIxox, npeamectByet aktuBaiuu (bpeiiruna et al. 2009a)

I[I/IHaMI/IKa MeM6paHHOr0 FHnepnonﬁpmaqu{ B IIpoHecCCC aKTHBaAllUM U BbIXOIA Tp}I6KI/I

MOTEHITATA (bpeitruna et al. 2009b)
Junamuka 3alenayuBaHue B NIPOLIECCE aKTUBALMM, BBIXOJ] Ha IUIATO B MOMEHT
BHYTpuKJeTouHOro pH nosiBieHus Tpyoku (Marseesa et al. 2002)
I'panuent pH B mbuibLeBoi | Makcumym B cybanukanpHON | MakcuMyM B amekce
TpyOKe obnactu, munuMmyM B arekce (Feijo
et al. 1999; Podolyan et al. 2019)
Jloxammsamus H -AT®assl OtcyrcTBYyeT B anekce, | Jlokanmn3oBaHa
JIOKQJIN30BaHA B CTEPKHEBOW YAaCTH | IPEUMYILECTBEHHO B
TpyOku (Certal et al. 2008; KoBazneBa | anukaibHON 00JacTH
et al. 2016; Hoffmann et al. 2020)

OOHapyXeHHBIE OCOOCHHOCTH TpajueHTa pH XOpoImo cornacyrTcss W €O CBOWCTBAMHU
TBUTBIIEBBIX TPYOOK XBOMHBIX, CBSI3aHHBIMU C 30HMPOBAHHMEM ILHUTOILIA3Mbl. JTO BaKHBIC Pa3IUYUs
MEX/1y TBUIBIEBBIME TPYOKaMHU XBOWHBIX M IIBETKOBBIX PAcTEHHI, B TOM YHCJIE: alUdKalbHas 30Ha,
oOoramnieHHass MUTOXOHIPHSIMHU U KOMITOHEHTaMHU YHIOMEMOPaHHON CUCTEMBI BMECTO MEPEBEPHYTOTrO
xonyca Besukyx (Fernando et al. 2005), miaHsIii anukansHbii rpaguent [Ca’'] (Lazzaro et al. 2005)
JBW)KEHUE OpTaHellI Mo TpaekTopuu «mpsmoro ¢ouTtana» (Justus et al. 2004), Hamuune HEIIFOI03bI 1
Kajuo3el B cTeHKe KoHumka TpyOku (Derksen et al. 1999). MoxHO TpeAnoysoxuTh, 4To (HeHOMEeH
CErPETMPOBAHHOTO  AMMUKAIBHOTO KOMIIAPTMEHTA «IOKPHITOCEMEHHOTO THIA», 3allOJHEHHOTO

19} + v
BE3HKYJIAMH, JCMOHCTPHPYIOIIEro KpyToii rpagueHt [Ca’], OTAeNeHHOro 0T OCTAIBHOM LUTOMIa3MbIL
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AKTUHOBBIM KOJIBLIOM U MTOKPBITOTO MSATKOW NEKTUHOBOM CTEHKOM, CBSI3aH C OTCYTCTBUEM H'-AT®a3b
B amuKaJdbHOH MemOpaHe, 3a CU€T KOTOPOTO BO3HUKACT «KUCIBI KOHYMK», TpPaHUYALIUA C
CcyOanuKaJbHbIM ILEIOYHBIM MOSICKOM». MBI MOXKEM MPEIINOI0KHUTh, YTO AJIbTEPHATUBHBIN XapaKkTep
pacripesiesieHus] BJOJIb TPyOKHM MPOTOHHOM NOMIIBI U LMTOMJIa3MaTuyeckoro pH sBisercs onHuUM U3
(akTOpOB, BBI3BIBAIOIIUX Oo0Jiee OBICTPBIA POCT TPYOOK Yy LIBETKOBBIX PACTEHHH 1O CPaBHEHUIO C
XBOWHBIMU. BaskHeiime paznnuus Mexay IByMs TUIIAaMH IPOpAcTaHusi CyMMUpOBaHbI B Tabmuiie 6.
Takum 00pa3om, Mbl HM3YYMJIM HW3MEHEHHMS HOHHOI'O TOMEOCTa3a Ha HA4yaJbHBIX JTarax
IPOpPACTaHUsl IMBUIBLIEBOTO 3€pHA y MOJEIbHBIX OOBEKTOB Tabaka M €JlM, BBIIBWIM CXOJCTBA U
pasinyMsl JUHAMUKU 3THX MpoleccoB. Mbl Takke 0OHapYKUIM I'paJueHT MEMOPAHHOr0 NOTEHIHaNa
B IBUIBLEBBIX TpyOKax NpeICTaBUTENICH IIBETKOBBIX M XBOMHBIX pAacTEHUH, MCCIEAOBAIM €ro ¢
TIOMOIIBI0 MHTHOMTOPHOrO aHamu3a. Hama paGota, mocsamennas ponu H'-AT®asel B perymsmuu
HOJISIPHOTO POCTa B MY)KCKOM raMeTO(QUTE €lld, BBIABUJIA BaXKHBIE Pa3IUYMs MEXIYy MEXaHH3MaMHu
NONJEP)KAaHUS ITOr0 Ipoliecca y LBETKOBBIX M XBOHHBIX pacreHui. Ha crnenyromem srane Ham

IIPEJICTOSIIO BBIICHUTD, B KAKOM Mepe MOHHBIM TPaHCIOPT y4acTBYET B peanu3anuu curiana or ADK.
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I'nasa V. Baiusaaue A®K Ha MIOHHBIA TPAHCHOPT B MY>KCKOM rametodpure

[TomyunB pe3ynbTaThl, JeMOHCTpupyomme BiusHue Oamanca A®K wa mpopacranue
IBUIBIIEBBIX 36PEH M POCT TPYOOK iN Vitro, a Takxke ompeaenuB 0COOCHHOCTH HOHHOM PEeryIsiN ITUX
IPOIIECCOB Yy TOJOCEMEHHBIX M I[BETKOBBIX PACTCHHUH, MbI MEPeluTd K OOBEAWHEHHIO JIBYX
KOMIIOHEHTOB U BBISBJICHHUIO y4YacTHE HOH-TAPCHIOPTHBIX CHCTEM B Bocrpusrue curaaga ADOK
MYXCKHM TaMeTopuToM. B 3THX wHcciemoBaHMsAX Mbl NPUMEHSUIM JBE TPYHIBI KOJHMYECTBEHHBIX
METOJIOB M TOAXOAAIIME JUII HUX MOJENBHBIX CHUCTEMBbI. [ MCClieoBaHWS HMOHHBIX KAaHAJIOB
METOZOM TMITY-KJIAMII MBI HCIIOJIB30BAJIM MPOTOIJIACTHI W3 TBUIBLEBBIX 3EpEH JIMIUH, s
KOJINYECTBEHHOH (IIyOpeCLEHTHON MUKPOCKOIIMH — CYOIIPOTOIIIACTHI U3 MBUIBIEBBIX TPYOOK Tabaka u

HWHTAKTHBIC IIBIJIBLICBBIC TPY6KI/I

V.1 H20:-yyBcTBUTE/IbHBIE CaZ+-IpoBOAALLME KaHAJIBI

VsMepenns TpancMemGpanHoro Ca?’ Toka B IPOTOMNACTAX M3 MBUIBLEBEIX 38PEH JIHIHH
npoBoaMIM MeToaoM (ukcarmu morteHiumana (patch-clamp) B xoudurypamuu «whole cell» nHa
obopymoBanuu Kadeapbl (U3MOJIOTHH 4YeIIOBEKa W KMBOTHBIX C ydactuemM AoOpamoukuHa JI.B
(Breygina et al. 2016). Kananbl, yepe3 KOTOpbIE OCYIIECTBISCTCS TOK, [0 MEXaHU3MY PEryIISIUH
OTHOCSITCA K IOTEHIUAN-3aBHCUMBIM: OHHM AaKTUBHPYIOTCS THIeproispu3anueid mMemOpansl. [Ipu
nob6asnenun k nporomiaactam 100 uM H»O, tox Ca? ycunuBaercsi B 1.5-2 pasza (Pucynok 39). s
MOJTBEPXKICHUS CIEUM(PUIHOCTH W3MEPEHUS TPOBOIMICS CTaHIAPTHBIA WHTUOMTOPHBIA aHAIN3,
KOTOpBIii TOKA3aJ, 4TO TOK BBICOKOUyBCTBHTENeH K La®*, uro turmmano s Ca’* Tokos, B wacTHOCTH,
paHee ONMMCAHHBIX B MPOTOIUIACTAX M3 MbUIbLEBbIX 3epeH numun (Shang et al., 2005). B menowm,
aKTUBAIMsl KaJBIUEBOIO TOKa OblIa OXXKUAaeMbIM 3((EeKToM, MOATBEP)KIABIIUM HAIly THUIOTE3y O
TOM, YTO HMOHHBIE KaHAJIbl MOTYT OBITh y4YacTHHKaMu mepenaun curHama ot ADK B Myxckom
rameropure. OnHaKo ATOT 3PPeKT ObLI ONUcCaH BIEPBHIE, IOATOMY HEOOXOAUMO OBUIO MPOBEPUTH U

JIpyrue BO3MOXHBIE OOBSCHEHHUS, Takue, Kak OKHUCIUTENbHBIM cTpecc. YUToObl yOenuThcs B

4 [Ipn moxroToBKE JAHHOTO pasjelia JUCcCepTaluK UCTIONb30BAHbI CIIEAYIONINE ITyOIUKAIMH, BHITTOJTHEHHBIE aBTOPOM
JIMYHO WK B COABTOPCTBE, B KOTOPBIX, cornacHo [1ooxkeHuto o NpucyKJeHUN Hay4HbIX cTeneHell B MI'Y, oTpaxeHsl
OCHOBHBIE Pe3yJIbTATHI, TIOJ0KEHHUS U BBIBOBI CCIIEI0BaHMUS (B CKOOKaxX MPUBEIEH NMIIAKT-(PaKTOP KypHAIa, 00bEM
MyOIMKAIK B MI€YaTHBIX JIUCTaX / BKJIAJ aBTOpA B MMEYATHBIX JINCTaX):

1. Breygina M.A., Matveyeva N.P., Polevova S.V., Meychik N.R, Nikolaeva Y. I., Mamaeva A.S, Yermakov I.P. Ni?*
effects on Nicotiana tabacum L. pollen germination and pollen tube growth. // BioMetals. — 2012. — Vol. 25. — Ne 6.— P.
1221- 1233 (IF =3.5, 0,95/0,8)

2. MaxkcumoBH.M., BpeiirunaM.A., Epmakosl.I1. Perynsinns noHHOTO TpaHCTIOpTa HA TIa3MalleMMe MTBITBIIEBBIX
TpybOoK nepokcugaoM Bogopoa. // Luromorus. — 2015. — Vol. 57. — Ne 10.— P. 720-726 (0,75/0,5)

3. Breygina M.A., Abramochkin D.V., Maksimov N.M., Yermakov |.P. Hydrogen peroxide affects ion channels in lily
pollen grain protoplasts. // Plant Biology.— 2016. — Vol. 18. — Ne 5. — P. 761-767 (IF =3.9, 0,8/0,6)

4. Breygina M.A., Abramochkin D.V., Maksimov N.M., Yermakov I.P.. Effects of Ni**and Cu?* on K" and H* currents in
lily pollen protoplasts. // Functional plant Biology.— 2017. — Vol. 44. — Ne 12. — P. 1171-1177 (IF =3.0, 0,75/0,5).

144



KUHECIIOCOOHOCTH ~ MPOTOIIACTOB, 00pabOTaHHBIX MEPOKCHUIOM  BOJOPOAa B  PA3IUYHBIX
KOHIIGHTPALUAX, Mbl TPOBOJMIN CTaHIApTHBIA TecT ¢ kpacureirem FDA. Ha Pucynok 40 mokazano
OKpaIlMBaHUe MPU KpaHHUX KOHIIEHTPAIUAX HcclieayemMoro nuamna3ona. B nmpucyrcreun 100 uM H,0,
JKU3HECIIOCOOHOCTh OCTAaeTCs Ha YPOBHE KOHTPOJS, XOTSA OTa K€ KOHIIEHTpalMs JOCTOBEPHO
yCWIIMBAeT KaiblueBbld TOK. [lpum moBeimenun koHuentpamma HOp; B 100 pas (mo 10 mMM)
MIPOMCXOJUT HEKOTOPOE CHIKEHUE MHTEHCUBHOCTH (hiyopecteHimu FDA, oTpaxaroiee 3aKUCICHHIE
UTOIUIa3MbI, M TEM CaMbIM CBHJETEILCTBYIOIIEE O NaJeHUH Ku3Hecrnocobnoctu. Takue

KOHICHTPAIMKX MBI B CBOUX 3KCIICPUMCHTaX HC IIPUMCHSIIN.
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Pucynok 39. Bxogsmmii Ca®* Tok B npoTorutactax Jwimn u ero moaymsuus H,O, u LaCls.
TunuyHble OPUTHHAIBHBIC 3alMCH HMOHHBIX TOKOB INPH PA3JIMYHBIX 3HAYCHHSX IMOTCHIHAJA B a —
KOHTpoJie; 6 — mocne 5-munytHOW MHKyOaumu ¢ 100 uM Hy0,; B — cpaBHEeHHE CpeHUX MHKOBBIX
smauennii Ca’* Toka, 3amMCaHHOTO npu -200 MB B koHTpoIe, mpu aetictum 100 uM H,0, u 1 MM
LaCl;. KomnuecTBeHHbBIE MMOKa3aTeIH MPHUBOMASATCS IMOCJIE BbIYETa TOKA yTedkd, N=8. * - craTHuecku
3HaYnMble OTiauuusi oT KoHTpois (P < 0.05, U-kpurepmit Manna-YuTHH); T — BonbpT-ammepHbie
XapaKTepUCTHKH MUKOBOro Bxoasmiero Ca” Toka B kouTpoie (o), ¢ 100 uM Hy0, (o) u ¢ 1 MM La**
(A). U3 nmpuBeieHHBIX 3HAYEHUN TAK)KE BBIYTEH JIMHCHHBIA TOK YTCUKH.

Xots panee By ¢ coaBTOpamMu MCHOJIb30BaIM BBICOKHME KOHIeHTpauuu HpO, mims aktuBarum

KaJbIIMEBOTO TOKA B MPOTOILIACTaX W3 MbLIbIeBbIX 3¢peH rpymm (Wu et al. 2010), Bpsa 11 B 3TOM
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CIy4ae MOXXHO TOBOPUTH O PETYIATOPHOH pOIMU TEpOKCHIa BOAOpoda. MBI HCIOIB30BAIU
KOHIIGHTpaluH Ha 2-3 mopsaaka Huwxke (crangapTHble KoHIeHTpauuu 10 uM mis tabaka, 100 pM amst
Ipyrux o0bekToB; 1 MM — MakcHMasbHasi KOHIIEHTPALIHS BO BCEX OMBITAX).

XOTs MBI KOHTPOJHMpPYEM KOHIICHTPAIMIO IEpPOKCHAA BO BHEIIHEH cpene, y Hac HET
YBEPEHHOCTH B TOM, YTO OH HE MPOHHUKACT BHYTPh KIETKH U JCHCTBYET UMEHHO HA BHEIIIHEH CTOPOHE
MeMOpaHbl. UTOOBI MPOBEPUTH TAKYI0 BO3MOXKHOCTH, MBI ITPOBEH OIICHKY BHYTPHUKJICTOYHOTO YPOBHS
A®K B 3aBucmoct oT koHueHtpanuu H,O; B cpene mukyOanuu (Pucynok 41). J{ns storo Obut
WCIIONIb30BaH cTaHmapTHIM Hecnenuduunbii ADK-uysctBuTenbubiii 3051 DCFH.  Mpb1 nokasanwu,
yto HyO, npoHuKaeT B Ki1eTKy, nosbimas ypoBenb ADQK B uTOMIa3Me, UTO MOKET OOBSICHATHCA KaK
orpannueHHON nuddy3ueit yepes TUMUIHBIA OUCIION BCICICTBUE OTCYTCTBHS 3apsijia, TaK U y9acTHEM
B nepeHoce H,0, axkBamopunor (Bienert et al. 2006, 2007; Miller et al. 2010). AxBamopuHsl B
MY>KCKOM rametroure uMeroT crnenrduueckue GyHKIUH, CBA3aHHbBIE C TUApaTalueil Ipy MOoNaJaHuu
Ha PBUIBIE, BBIXOJOM U3 (PU3UOJIOTMUYECKOTO MOKOS U MOJIAPHBIM pocToM. OIHAKO, OHU TaK)KE€ MOTYT
y4acTBOBaTh B MPOHUKHOBEHUHU B BEreTaTUBHYIO KIETKY H»O;. Y HEKOTOPBIX IKCIPECCHUPYEMBIX B
MykckoM rametodure akBamopuHoB (AtTIP1;3, ALtTIPS5;1) Obuta oOHapykeHa MPOITyCKHAs

crocobHocts B oTHOmenun H,O, (Bienert et al. 2007).

¥ ¢ 3

g

Fluorescense intensity, r.u,
g

o

Control 100um 10mm

Pucynok 40. IIpoTomnnacTsl TUIMK B TeCTe Ha )ku3HecrocooHocTh C FDA. a, r — KOHTpOIb; 1T —
Bozaeticteue 100 uM H,05; B, ¢ — 10 MM H,0,. Ha pucyske (0) mpeacraBieHO W3MEHEHHE CPEIHETO
curHana ¢uyopecteniun FDA B koHTpote, a Takke rpu aeicteuu 10 uM u 10 MM H,0; (n = 350, **
- P <0.01 mo t-xpureputo CThroieHTA).
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Pucynox 41. TloBblieHue KOHIIGHTpAIMK BHYTpHKIeToUHbIX ADK B npoToriactax JUIUU TpH
BO3/ICUCTBUM IK30T€HHBIM MEPOKCHIOM Bojopoaa B koHueHtpauuu 100 (6) u 500 (8) uM H20; no
CPaBHEHUIO C KOHTpPOJeM (a). XapakTepHble H300pakeHus, ClIeJaHHbIE MPU OJIMHAKOBOI SKCIIO3UIINU.

[TonydeHHbI HaAMH pe3yNbTaT MOATBEPXKAAET, YTO HA MOIEKYIsipHOM ypoBHe H»O, moxer
NEICTBOBATh HA KaHAIBI U APYrue HOH-TPAHCIIOPTHBIE CHUCTEMBI HE TOJIBKO C BHEIIHEH CTOPOHBI
MEMOpaHBbI, HO U TIOCJIE MTOCTYIUICHUS BHYTPh KJICTKU, MOTUGHUITUPYS YacTH OeKa, YKCIIOHUPOBAHHBIC
B LIUTOILIa3My. D10 aenaeT kaptuny ADK-curnanuura emie 0osiee CI0KHON AJ11 HHTEPIIPETALNH.

Ha Bompoc o0 BO3MOXHBIX (QyHKIUSAX OOHapykeHHOro Hamu HyO-4yBCTBUTETBHOTO
BXOJISIIETO Ca®" Tok MoxkeT OBbITH Oolee omHOro orBera. HawmbOonee oueBwmHas GyHKIHS —
BOCTIPUATHE CHTHAJIA OT JKEHCKUX TKaHEH cropoduTa, KOTOPBIA, KaK MBI IT03)KE YCTaHOBWIIH,
BKitoyaeT B cedst ADK u Oynmer monpobHo paccmorper B I'maBe VI. Jlpyras Bo3MokHas poiib
3aKJTF0YAeTCs B OJEpKAHUHM TOKOB Yepe3 MeMOpaHy MbUIBIIEBOTO 3€pHA U TPYOKHU 3a CUET Perysiuu
sHaoreHHbIMU ADK, TO €CTh TeMH, KOTOPbIE TEHEPUPYIOTCS MYKCKUM TaMeTOOUTOM CaMOCTOSATEIHHO
(1.2,  HavampHble dTambel mpopacTanuss y Tabaka). Ot  QYHKIMH  HE  SBISIOTCS
B3aHMOMCKITIOYAIONIUMHE U, CKOPEE BCET0, B CUTYAI[MH iN VIVO TOMOIHSIOT APYT Apyra.

EctecTBeHHO, 17151 TOATBEPKACHUS TPEANON0KeHUs 0 ToM, uTo HyO; sBIsieTCs MecceHKepoM
B cucTeMe criopodur-rameodur, TpeOYOTCS AalbHEHIIHE SKCIIEPUMEHTHI B CUCTeME IN VIVO, KOTopbIe
ObUTH TIpOBeIeHbI U onucanbl B [1aBe VI, oqHako, B JaHHOM 4acTy pabOThI MBI yIETSIIIM OCHOBHOVVE
BHUMAaHUE YCTAHOBJICHUIO BO3MOXKHBIX MEXAHH3MOB PETYJISAIUN (U3HOJIOTHUSCKUX TapaMeTpOB
OBUTBIEBOTO 3epHa dk3oreHHbIM H0;. Takum o6pazom, ADK-uHAyupoBaHHAs aKTHUBAILUS
Bxozsutero Ca’* Toka — OIMH U3 KIFOUEBBIX PETYIATOPHBIX MEXaHU3MOB.

OU3MONOTMYECKOe  CICACTBHE  aKTHBALMM  BXogsmero Ca’' TOKa —  IOBBILICHHE
BHYTPHUKIICTOYHOM [Ca2+]cyt, KOTOPOE MOYKHO 3aperHCTPUPOBATH ONTHYCCKHMH METOJAMH. YUacTHe
A®K B perymsimuu 3TOro TOKa3aTels TMOATBEPKIAIOT OSKCIEPUMEHTHI, IPOBEICHHBIE Ha
cyOmpoToriacTax M3 TBUIBIEBBIX TPYOOK Tabaka. [[isi MOHUTOpWHTA [Ca2+]cyt OBUT HCIOIH30BaH
dyopectieHTHBIN KpacuTenb FlUo-3. IMomyueHHbIe pe3ynbTaThl HILTIOCTPUPYET PrcyHOK 42a: Ha HEM
MIPEICTAaBICHA TMHAMHUKA HHTEHCUBHOCTHU (DITyOPECIIEHIINN KpacUTeNs B KileTkax, 00padotanabix HyO;
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(10 uM), HOpMHUpOBaHHasE K WHTEHCUBHOCTH (IyOPECHEHIIMH KOHTPOJIBHBIX KJIETOK. BuaHO, uTO
NEPOKCHU]T BOJOPOAA HHAYLUPYET YBEIMUEHUE [Ca2+]cyt B CcyOmpororjacrax, KOTopas JIOCTUTaeT
MaKCMMyMa B TEUEHHE HECKOJIbKUX MUHYT Tociie Bo3aeicTBus (Makcumos et al. 2015). Ananoruynas
JUHAMUKA [Ca2+]cyt HaOJrofasack Ha KOPHEBBIX BOJIOCKAX, OJHAKO B 3TOM CiIydae peuyb LUIa O
Boszeicteun ‘OH (Foreman et al. 2003). Uro0s! cBsi3aTh 06Hapy)enubie d3Gdexrs H,0, Ha 1uHaMuKy
KaJblUsA, MBI MPOBEIM WHTHOUTOpHBIN aHanmux. B mpucyrctBum Hupenumuua (100 pM) HyO,-
MHIYIIUPOBAHHOTO YBEJIUYCHHUS [C82+]cyt HE MPOHCXOJWIO, T.€., HHTUOUTOP MOJIHOCTHIO OJIOKUpPOBAI
3¢¢exT mnepokcuaa BoIOpoJa B JAaHHOM MoxenbHOH cucreme. Creayer OTMETUThb, UTO
YYBCTBUTEIBHOCTh KaHAJIOB K MHTMOUTOpAaM pa3iuyaeTcs B IpoToIiacTax Tabaka U JIMINM, YTO ObLIO
00Hapy>KEHO HAMH B SKCIIEPUMEHTE U, BEPOSATHO, OTPAXKAET BUAOBYIO ClieU(HKY. B sxcriepumenTax ¢
nbLIbI0N Arabidopsis HudeaunuH TakkKe UCIOJIb30BAJICS B Ka4eCTBE MHTHOMTOpA C8.2+-HpOBOI[$[IIII/IX
KaHaJoB: B KoHUeHTparuu 100 pM oH Hapymiana rpagueHt [Ca2+]cyt B IPOPACTAIOLIEM IbUILLEBOM

3epHe 1 noAaBisu1 poct Tpyoku (lwano et al. 2004).
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Pucynok 42. H,Oz-unnynupoBansbie 3(p@eKTsl B CyONpoOTOIUIacTax W3 MbUIBLEBBIX TPYyOOK
Tabaka: a — Bxox Ca’’ depes HH(EIUIHH-IyBCTBUTEIBHBIC KAHANBI 110 JAHHBIM OKPAIIMBAHHS
dayopecrentrsiv Ca>*-ayBcTBUTETBHBIM KpacuTeneM FIU0-3; 6 — rumeprospysamis MeMOpaHsl mo
JTAHHBIM OKpalIMBaHUs (HITyOPECIICHTHBIM MTOTEHIINAN-3aBUCUMBIM Kpacutenem Di-4-ANEPPS.

Hecmotpss Ha 9310, OnokupoBanue »d(pdexra mnepokcuga B CyOmporomiactax JIrObIM
CHenU(UIHBIM HHTUOMUTOPOM TOBOPUT O TOM, YTO BXOJ KAJIBIUS MPOUCXOTUT Yepe3 KaJIbIIUii-
MPOBOSIIIIME KaHAJIBI TUIA3MAJIEMMBbI, KOTOpbIE U ABJISItOTCS MUIIEHBIO 11 ADK. Takxke mHTEpecHO
OTMETHUTh, YTO YYBCTBUTEIBHOCTh K MEPOKCHIY BOAOPOJA BEreTaTHBHOM KIJIETKU INbUIBLIEBOIO 3€pHA
Tabaka BBIIIE, YeM Y JTUJINH, TOCKOJIBKY JIEHCTBYIOIIAs KOHIIEHTpAIMs EPOKCHIA Ha TIOPSIOK HUXKE.
Ta e KOHIEHTpalus MEPOKCHUAA BOAOPOAA HWHAYIIMPOBAIa THUIEPHOISPHU3ANUI MEeMOpaHbl IO
JAHHBIM OKpaIluBaHUS (DIYyOPECIIEHTHBIM IMOTEHI[HAI-UyBCTBUTENBHBIM Kpacutenem Di-4-ANEPPS

(Pucynok 42) (Makcumos et al. 2015), npudyeM MOsSBJIEHHE AOCTOBEPHBIX OTIHYUN OT KOHTPOJIS IO
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BpEeMeHH GYKBaTbHO COBIAAET: ¥ s ypoBHs Ca’, i [is MeMOPaHHOTO TIOTEHIMANA TIepBBI 9 deKT

pEerucTpupyercs uepe3 3 MUHYTHI, a Iocie 6-7 MUHYT pa3BuTHE 3(deKTa mpekparaercs.
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Pucynok 43. BHYTpUKIETOYHBIH Ca®* nox Bimstarem Hy0, (a) u MnTMPP (6), ouleHeHHbIi ¢
nomoltbio okpamuBanus Fluo-3. [IpucyTcTByeT rpaqueHT Kaibliisg B KOHTPOJIbHBIX TpyOkax (n=18): B
cy0anuKaabHOW 00JIaCTH €ro KOHIIEHTPAIHsl JOCTOBEPHO BBIIIE, YEM B CTEPIKHEBOM UacTH TPYyOKH; a —
100 uM H,0; ne BbI3bIBaeT n3MeHeHuit (n=10), a 1 MM BBI3bIBa€T 3HAYUTENBHOE MOBHIIICHNUE B 00€UX
30HaxX (n=8); 6 — 20 uM MnTMPP BEI3bIBaCT TOCTOBEPHOE CHUIKCHHUE YPOBHS Ca®" B 06enx 30Hax, HO
cuibHee B 20 UM OT KOHYMKA, YTO NMPUBOJUT K JUCCHUINALMM rpagueHta (n=12); ToT xe 3¢pdekrt
okasbiBaet 200 uM MnTMPP (n=11).

Uro6bl moATBEpAUTHh Hall pe3yapTaT mo BiugHUIO A®DK Ha TpaHCOpT Kalblus yepes
IUIa3MaJeMMy B HWHTAKTHBIX TIBUIBLIEBBIX TPYOKaX, WCIIOJNB30BANIACh MOJEIbHAS —CHCTEMA,
BKJIIOYAOIIAsl MbUIbIIEBbIE TPYOKH JIWJIMHM, PACTyIIHE B IUIOCKOCTH arapo3HOW MOAYIIEYKH B IOJIE
3penust mukpockona (Podolyan et al. 2019). AnwukanbHblii JAOMEH TpPYyOKHM — 30Ha BBICOKOIL
KOHIICHTpAIlUM KaJbIUs, HeCTaOWIbHOW u3-3a Qurykryanuid. [lostomy st BerwieHeHus s¢ddexra
MEPOKCHIa MBI HM3MEPSUId  YPOBEHb (DIIYOPECUEHIMH KaJIbIIUIH-9yBCTBUTEILHOTO KpacHTeIsl B
CyOanmuKalbHONH 30He M crepkHeBoW wuactu TpyOkum (Ha PucyHok 43 ux moka3bslBalOT JBe
peripeseHTatuBHble TOUkd -20 U 54 um ot konuwmka). 100 uM H,0, He neiicTBoBan Ha YpOBEHb
KaJblUsl B 3TUX 30Hax, a 1 MM BbI3bIBaJI OBICTpOE YCHIJIEHHE CUTHajla B 00eux o0jacTsX TpyOku
(Pucynok 43a). DTH &naHHBIC MOITBEPXKIAIOT PE3YJbTAThl, MOJYYCHHBIC paHee Ha MPOTOILIACTaxX
NBUIBLEBbIX TPYOOK Tabaka M NBUIBLEBBIX 3epeH Juiauu. C UCHOIb30BaHUEM OoJiee CIOXKHOU
MOJICIBHOM CHCTEMBI MbI OOHApPYXWJIH, YTO A3TOT 3(P(EKT TakKe NPUCYTCTBYET B HHTAKTHBIX
pacTymmx TpyOKax, XOTs M B 0ojee BBICOKOW KOHIIGHTPALUH, YTO MOXKET OBITh CBS3aHO C
AHTHOKCHUJIAaHTHBIMH CBOMCTBaMHU KJIETOYHOUW cTeHKW. Hampotus, Mn-TMPP Be3BIBa)I 10CTOBEpHOE

CHUIKEHHUE [C:12+]uuT B 00eux 3o0Hax yxke npu 20 uM (Pucynok 436). Takum o0Opa3om, MEpoOKCHI U
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AQHTHOKCHUJIAHT JICHCTBYIOT aHTaroHUCTUYeCKH Ha romeocTas kaibius (Podolyan et al. 2019). Bausiaue
Mn-TMPP na ypoBeHb Ca®* B umTOmIa3MeE M3yUYEHO BIIEPBBIC; 3TO CBHJETEIBCTBYET 00 Yy4acTUH HE
TOJIBKO DK30T€HHBIX, HO 1 3HAoreHHbx ADK B moiepkannn romeocrasa Ca?* B pactymmx Tpy6Kax.
Ca®*, B cBor ouepens, akTuBupyer NOX B IBUIBLEBBIX TPYOKAX, TEM CAMBIM 3aMBIKasi IETIIIO
MIOJIOXKHUTEIBbHON 00paTHO# CBSI3H, HEOOX0aUMYIO is TossipHoro pocta (Kaya et al. 2015).

Takum 00pa3zom, BIMSHUE MMEPOKCHIA BOAOPOJA HAa KaJbIIMEBBIH TOMEOCTa3 ObUIO M3YYEHO C
JBYX CTOPOH: BO-TICPBBIX, IIYTEM HEIOCPEICTBEHHON perucrpaumu toka Ca’’ depes xaHaisl, a Bo-
BTOPBIX, IIyTeM (UKCAIIMA M3MEHEHUS KOHIICHTPAIMU 3TOr0 MOHA B IMTO30Je. [loaydeHHbIe NBYyMs
METOJaMH J[AHHBIC BIIOJIHE COTJIACYIOTCS JPYT C JIPYrOM M 3a CYET ITOr0 MPEICTaBISIOTCS Ooliee
HAJIC)KHBIMHU U yOSIUTEIbHBIMH. B TO jke BpeMs Ha Mia3MaJieMMe BEr€TaTUBHON KIIETKH IMbLILIICBOIO
3epHa MPUCYTCTBYIOT U JAPYrHe HOH-TPAHCIOPTHBIC OCIIKH, KOTOPhIE MOTJIM y4acTBOBaTh B Iepeiaue

¥ o o +
A®K-curnana. O,I[HOI/I N3 TaKUX CUCTCM, JOCTYITHOU AJIA IIPAMBIX U3SMEPCHUU, ABJIAKOTCA K" kaHaJIbl.

V.2 JleiictBue H202 Ha K*-nnpoBogsiLiye KaHaJIbl

MBI HCIONB30BaNM ONMUCAHHYIO BHIIIE MOJCIBHYIO CHCTEMY, a MMEHHO NPOTOIUIACTHI M3
TBUIBLEBBIX 3EPEH JIMIMH, YTOOBI BHIABHTH BO3MOXKHOe ydactue H,O, B koHTpone Bbixomsmero K
TOKa. DKCHEPUMEHTHI MPOBOJIUIUCH ¢ ydyacTueM AOpamoukuua JI.B. 3amuce Toka MpoBOAMIIM TIO
POTOKOJTY, pa3paboTaHHOMY JUIs TPOTOILIACTOB M3 MbuUIbIel Brassica chinensis (Fan et al., 2003).
AKTuBaIMio TOKa oOecneuuBanu Jenossgpusyommmu umiyiascamu (Pucynok 44). Ilocne Hauana
3aMyCcH TOKa JOXKHJIAINCH €r0 CTA0MIN3alK B TedeHue 3 — 4 MUHYT, 3aTeM NPUMEHSUT BO3AEHCTBYS,
TaKWe KaK MHTHOUTOPHI M IEPOKCHU BOJOPO/IA.

JI1st ToATBEPKICHUST TIPUPOIBI TOKA UCTIOIB30BaId HHTUOUTOp TEA: B KoHIeHTpanuu 10 MM
TEA mpoucxonuino yMmeHslleHue Toka 6osee deM B JiBa pas3a (Pucynok 446). IIpu no6asnenuun 100
MM TEA 1ok nonHoctbio OnokupoBaincs (Pucynok 44r). Ilpu stom uHrnbupyrommii 3¢ ekt obut
06paTHM U TIpH OTMBIBKE MPOTOIIACTOB B TeueHHe 5 — 7 MUHYT Habmionanu BoccTanosierne K* Toka
10 KoHTposbHOTO ypoBHs (Breygina et al. 2016). TTonyueHHble pe3yabTaThl COTIACYIOTCS C JaHHBIMU
Griessner u Obermeyer, xortopele Brepsble 3amucami K' TOk B HpoTOIIACTaX JWIMHA M
POIEMOHCTPUPOBAIIM BO3MOXKHOCTh €ro MHTHOupoBanus ¢ nomortipio TEA (Griessner and Obermeyer
2003).

Jnsi  moucka akTtuBupyromero d3¢dQexkra HCHoip30BalM  paHee IIO0Ka3aBIINE  CBOKO
3P PEKTUBHOCTh KOHIIEHTpAluu nepokcuaa Bogopoaa: 100 uM u 1 MM. Ilpu no6asnennu 100 pM
H20, 6but0 3apeructpupoBaHo Hebonpmioe no ammautyzae (10% oT koHTposs), HO 3HauuMoe (c
y4eToM Toro, 9To Tok K* — ofmH n3 caMbIX MaccoBbIX) ycuaenue Boixoasmero K* toka. Yeenndenne
koHueHTpanuu HyO;, B 10 pa3 ycunusano 3¢ dexr, cuna Toka Bozpactana Ha 20% 0T KOHTPOJIbHOTIIO

yposus (Pucynok 44) (Breygina et al. 2016).
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Pucynok 44. H,O,-MHIyIMpOBaHHOE yCHIEHHE BBIXOASIIEro Toka K B mpoTomiacTax u3 mbUIbLEBBIX
36peH JWIMU TIO0 JAHHBIM T3TY-KJIAMII. a - OPHUTHHAJbHBIC 3allCH TOKA, HWHIYLUPOBAHHOTO
JCTIONIIPU3YIONIUM TIPSIMOYTOJIbHBIM MMITYJILCOM (Bpe3Ka) B KOHTPOJBHBIX YCIOBHUSX, MPH JCHCTBUU
100 uM H,0, u mocne ormbiBKH 0T H,0;; 6 — M3MeHEHUs TIIOTHOCTH K" toka, Ber3Banubie H,0; 1
TEA, B mpoiieHTax OT IUIOTHOCTU TOKa B KoHTpoie. Bee adpdextri, kpome nerictBus 10 pM H0,,
nocroBepHsl (P < 0.05, kputepuii Bunkokcona).

dusnonoruyeckoe 3HaueHNe akTuBauy BeIxoaamero K* toka npu Bosaeiicteun ADK moxeT
3aKJII0YaThCid B MOJHSATHM YpPOBHS METa0OJIM3Ma MbUIBILEBOTO 3€pHAa M CTUMYJSLUU MPOpacTaHUs.
IonyueHHbIe B JAHHOM pasJiele pe3y/bTaThl COTIAcyIOTCs ¢ JAHHBIME O Bhixojae K' u aHHOHOB TIpu
npopactanuu (cM. 1V.1. HauanmbHble 3Tambl MpOpacTaHWsi y LBETKOBBIX PACTEHHI). AHAJIOTHYHbIC
pe3yibTaThl OBUIM TIONYYSHBI HAIllei rpynnoi u s npopactanus in vivo (bpeiiruna et al. 2012). B
paHHUX paboTax Hallel JabopaTopum OBIIO MOKA3aHO, YTO OJIOKATOPH KaHAoB, mposoaammx K' u
(TEA u NPPB, cOOTBEeTCTBEHHO), SBISIOTCS A(PHEKTHBHBIME HHTHOMTOPAMHU TPOPACTAHHS
meutbsl (MaTBeeBa et al. 2003b). Jlns ycTaHOBJeHHMs cBA3M Mexdy BeixoaoMm K' u mpopacTanmem
oOpaTtumcs K Kiaccuueckoil padore bamre u MackapeHaca, B KOTOpoii Obl1a POCIeKeHa CBA3b MEXTY
KoHIeHTpaueii K' B IuTOMIasMe BereTaTWBHON KIETKH TBUIBLEBOTO 3€pHA TPAJeCKAHIHH |
MHTEHCHBHOCTBIO CMHTe3a Oenka Ha pubocomax (Bashe and Mascarenhas 1984). ABTops!l ycTaHOBHIIH,
yto BhIxoA K' B mporecce mpopacTanus sBISETCS HEOOXOAMMBIM YCIOBUEM Jisl COOPKHU TIONHCOM M
aKTHBAINK TpaHCIAIMH. Ente ofH0# BaxkHO# ponbio K B pacTHTENBHBIX KiIeTKaxX ABNISETCS KOHTPOIb
MeMmOpanHoro mnorteHnuana (OmputoB et al. 1991; Nobel 2009; Volkov 2012), a mockoabky
TUNEPNOJSIPU3aIMsl, KaK Mbl BBUICHWIM, HEOOXoquMa JJIs aKTUBAllMM MbUIBIIEBOIO 3€pHa U €ro
npopacTanus, aktuamus Toka K ¢ momorpio ADK MoxkeT cTUMYIHPOBATh 3TH HPOIIECCHI.
**
Mbl ponomkuIn u3ydaTh cBs3b Mexay APK u cucremaMu MOHHOW PEryssiuu MOJISIPHOTO

pocTta, mnepexonss OT prOH.[CHHOﬁ MOI[GHBHOﬁ CUCTCMbl K HWHTAKTHBIM PpaCcTyYIIUM HbUIBICBBIM
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TpyOkam. IIputblieBasi TpyOKa, HE JOMYyCKasl MPSIMBIX HU3MEpeHuil 0e3 HapylleHUs LEJIOCTHOCTH M
pocTa, 3aTO TMO3BOJIIET OTCIEXKHUBATh IpagueHThl pH ¥ MeMOpaHHOTO MOTEHIMala C TOMOIIBIO
HEMHBA3MBHBIX ONTUYECKMX METO/O0B, UYTO IO3BOJISAET NMPUOIM3UThCA K MOHMMaHuto ydactusi ADK B

MMoAACPKAaHUU ITIOJIAPHOI'0O pocCTa.

V.3 JleiicTBue pa3andyHbiX APK Ha rpagueHT pH B nbl/Ib1eBOM TPyOKe

Mb1 uccnenoBasin Biaussaue ADK U aHTHOKCHIAHTOB Ha BHYTPHUKJIETOYHBIN rpagueHt pH B
pactymux meUIbleBeIX TpyOkax awauu (Podolyan et al. 2019, 2021). Jlns 3TOro HCIOJIb30BaIN
parnomerpuueckuii kpacurens BCECF, koTopblii mo3BosisieT mMpoBOAWTh M3MEPEHHS B KIETKAX WU
KauOpoBaTh 3HAUECHUS B OECKIETOYHON CUCTEME «HCKYCCTBEHHBIN IIMTO30JIb», IEPEBO/ISI OTHOIICHUE
WHTEHCUBHOCTEH B eauHuIlbl pH. DTO mpaBOMEpHO, MOCKOIBbKY KpacHUTENb PATHOMETPHUYECKUN WU
WHTCHCUBHOCTh OKpAIIMBAHMs, a TaK)Ke TOJIIMHA CIOsl IUTOIUIa3Mbl HE BIMAET HAa OTHOIICHUE
MHTEHCUBHOCTEN B JBYX KaHAJIAX.

B KOHTpONIBHBIX TpyOKax, B COOTBETCTBUHU ¢ JuTeparypHbiM nanHbiM (Feijo et al. 1999), B
anukaiabHOU 30He pH kucnblii, B cybanukanbHoil (5—20 uM) moBsIIaeTcst A0 MIETOYHBIX 3HAYCHUH,
3aTeM CHIDKACTCS U JOCTUTAET HeTpanbHoro ypoBHs (Pucynok 45a). 1 MM H,0, BbI3bIBacT cuiibHOE
3aKUCJIEHHE B CyOamnuKanbHONM o001acTu (MCUE3HOBEHHUE «ILEJIOYHOM I0JIOCHI»), MPUBOLSAIIEE K
muccumanuy rpaguenta (Pucynok 45a, T), UTO CBUETENBCTBYET, MO-BHAUMOMY, O ToxaBnennn H'-
AT®a3s mnazmatuyeckoit memOpansl (Feijo et al. 1999). bonee Hu3Kue KOHIIEHTPAIIMH TIEPOKCHIA HE
OKa3bIBAJIM JIOCTOBEPHOIO BIMSIHMS Ha JaHHBIN rpaaneHT. Haubosee BEpOSTHBIM ClieHApUeM SIBIISIETCS
MHrHOHpOBaHue (JepPMEHTa BBICOKHM COfCpKaHHeM BHyTpuKierodsoro Ca’’, uro cormacyercs c
U3BECTHBIMU MEXaHM3MaMH €ro peryisiiuu B pactutenbHbix kieTkax (Kinoshita et al. 1995; De Nisi et
al. 1999; Holdaway-Clarke and Hepler 2003) u ¢ ngaHHBIMH O 3HAYUTEIBHOM YBEIHUCHHU
BHYTPHUKIIETOYHOTO Ca®* B TpyOKax, oopaboranubix HyO; (Pucynok 43).

Huskue xourentpanun TMPP cymectBenno He Biusiim Ha pH muromnasmel (Pucynok 450).
200 uM TMPP Be3bBanm ciur pH B CTOpOHY IIETOYHBIX 3HAYEHUH, 0COOEHHO BOJHM3M arekca, 4To
MOJKeT oTpaxaTh akTupamuio H'-AT®a3bl BIONL HBLIbIEBOH TpyOku. JIpyrMM BO3MOXKHBIM
MEXaHU3MOM 3TOro H(dexra SABIsIETCS HMHTHMOMPOBAHHME JIOKAIM30BAaHHBIX HA  KOHUYHUKE
HecTienM(HYeCKNX KATHOHHBIX KaHaloB, obecmeumBarommx mputok H' (Demidchik and Maathuis
2007; Michard et al. 2017). 500 uM TMPP BbI3bIBaNM 3aKHUCIEHUE IUTOIUIA3MBI, U TPAIMEHT
pacceuBasics (Podolyan et al. 2019). IlockonbKy JeiicTBHE CaMOW BBICOKOM KOHIICHTpAIUU
OTIMYAIOCh OT Ooyiee HMU3KOW, MBI MPEANOJOKHUIN, YTO 3aKHCICHHE CBS3aHO CO CHUKXEHHUEM
’KH3HECTTOCOOHOCTH W/WJIM MATOJIOTHYECKUMH TTporieccaMul B TpyOke. [1o maHHBIM CTaHIapTHOTO TecTa
¢ FDA (Pucynok 45B) CHMXEHHs >KH3HECIIOCOOHOCTH HE HAOII0AaI0Ch, HO TPYOKH 0Opa30BHIBAIN

«pa3ayThle KOHUMKHM», YTO CBHUJETENBCTBYET O HApYLIEHUH MOJISIPHOrO pocTa. OTO HapylICHHE
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NOJIIPHOCTH, @ TaK)K€ CIBUI BHYTpUKIeTOuHOro pH, ykaspiBatoT Ha posb 3HAOreHHelx ADPK B
perynsmuu romeoctaza H' B mbuibleBBIX TpyOKax.
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65 T T T T 1
0 20 40 60 80 6,0 + T T — |
PaccTof HUE OT KOHUMKA, M 0 20 40 60 80
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Pucynok 45. I'paguient pH muromnasmel mon BiusaueM H,O; (a, r) u MnTMPP (6-1),
OLICHEHHBIA C TIOMOIIBI0 patnoMeTpuueckoro okpammuBanus BCECF-AM (a, 6, ) u FDA (B). B
KOHTPOJIBHBIX TPYOKax MOXKHO YBHJETh TUIHUHBIH rpamueHt (N=19). a - 100 uM H,O; He BbI3bIBacT
CyllecTBeHHOro capura rpaauenta (N=11), 1 MM wu3MeHseT TrpaJueHT, CUIBHO BO3ICHCTBYs Ha
CyOaIMKaIbHYIO 30HY: «IIIEJ0YHAs MOJI0Cca» MOTHOCThI0 ncuesaeT (N=12); 6 — 20 u 50 pM MnTM®II
HE OKa3bIBaeT CYIIECTBEHHOTrOo BiMsiHUA Ha rpamueHT (N=8; 15), Torma xak 200 uM MnTM®P
BbI3bIBaeT 3amienaunBanue (N=10); wambonee 3ameTHBIN 3(GdeKT HaOMIOMaeTCs B aNUKaIbHOU
obmactu. 500 uM MnTMPP Be3bIBaeT 3akuciaeHwe IUTO30J1s (N=8), YTO CBUAETEIHCTBYET O
BBIPRKEHHOM HApYIICHUH (U3UOJOTHYECKOTO COCTOSHUS; B — HAPYIICHUsI pocTa B mpucyrctBuu 500
uM MnTMPP. TpyOku okpammBaioT FDA, 4To yka3blBaeT Ha WX >KU3HECHOCOOHOCTh, HECMOTPSI Ha
U3MEHEHHbIH XapakTep pocta. MacmrabHas nuHeiika — 50 pum. r — rpagueHT pH B NbUIBLIEBBIX
TpyOkax, okpamenHbix BCECF-AM, u cmurum pH, wamynupoBanueie H;O, m MnTMPP. LUT
IPUMEHSUINCH TIoCTe pasaeneHus u300paxkeHus ((aroopecueHIus B KaHale, YyBCTBUTENbHOM K pH, k
KaHally, HeuyBcTBUTENbHOMY K pH). Macmitabnas nuneiika — 10 pum.

B To xe Bpems 3(peKkT HU3KHX KOHIEHTpAIMid MEPOKCHAa OTCYTCTBOBAJ, W, OMUPAsCh Ha
JIaHHBIE O YYBCTBHTEIBHOCTH TBLIBIEBBIX TPYOOK jmwmuu K O (Pucynok 14), Mbl pemmmnu, 9to
CYNEPOKCUIHBIM paguKanl MOXeT ObITh Ooniee 3((HEKTUBHBIM MOIYJISATOPOM BHYTPUKIETOUHBIX

TPaIMCHTOB B JIaHHOM OOBeKTe. BO3ACHCTBYsI paHee MPOBEPEHHOM IKCIEPUMEHTATBHOW CHUCTEMOM
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pubodnaBun/Y D-cBer, Mbl OOHAPYXUJIM 3HAUYUTENHHOE MOJIICTAaYNBAHUE TPYOKH; B alHMKaJIbHOU
30HE (1 UM OT KOHYMKA) OHO OBLJIO MEHEE BRIPAXKEHO, a B cyOanukanbHOi (10 um) u aucransHOU (50 1
90 pum) HaOIIOAAIOCH 3HAUYKMTENIBbHOE MoBbImeHue 3HaucHuit pH (P<0,95) (Pucynok 46) (Podolyan et
al. 2021). dopma rpamueHTa NPH 3TOM COXpaHsiach. [IpenMyIecTBCHHAS JIOKaIU3alUsl BHE
anMKaJIbHOW 30HBI M HampaBieHue 3¢¢exra cynepokcuaa (B CTOPOHY LICIOYHBIX 3HAYCHHUH), TO-

BUIMMOMY, YKa3bIBaeT Ha akTuBamuio H -AT®dasbl.

KOHTPONb

40 60

PaccroaHue oT KOHYMKa, pMm

Pucynok 46. Biustane O, Ha rpaaumeHT pH HMTOMIA3Mbl, KOTOPBIA OIEHHBAIN C MTOMOIIBIO
BCECF-AM. B KOHTpOJBHBIX TpyOKax HaOJrOMaeTCss THUIMYHBINA TPAJAMEHT: amMKAIBHBIA JIOMEH
umeeT pH Huxke 7, «iienodHas moyoca» JOKaIu30BaHa B CyOanuKaabHON 4acTH, a CTEp)KHEBasi 4acTh
TpyOKH UMeeT 1mouTd HeltpansHbiii pH. O  (pubodaBun/Y®-cBeT) He OKa3bIBAET CYIIECTBEHHOTO
BIMSIHUSA Ha (opMy IpaJueHTa, HO BBI3BIBAET 3allleflaudBaHUE ¢ Haubosee 3aMEeTHBIM Y(PQPEeKTOM B
cy0anukaabHOW 00JaCTH M CTEP)KHEBOM dYacTh TpyOku: a — TunuyHoe pH-uyBcTBUTENBHOE
OKpalllMBaHUE MbUIbIEBbIX TpyOok, LUT mpumeHsuMch mocie npoueaypsl AeIeHUs U300paKeHus B
IByX KkaHanax (PH-uyBcTBUTENbHBIM Ha PH-HEYYyBCTBUTENBHBIN); O — CpenHHe KpuBbie MO 37
(xouTpOB) M 39 (O, ) MBLIBLEBBIM TPYOKaM.

Teopernueckn 3TOT 3Pdekr Mor Obl ObITH omocperaoBan HyO,, KOTOpBI  MOXeT
00pa30BbIBATHCS U3 0, npu yyactuu COJI wnu B pe3ynbraTe HedepMeHTaTUBHOM peakinuu (Mangano
et al. 2016). OnHako MBI y)Ke YCTAaHOBWJIM, YTO MUHHMaJIbHas KOHIEHTpAIMs MMEePOKCUIa BOJOPO/IA,
BBI3bIBAOIIAs BbI3bIBatomas casur pH B mbutblieBbIX TpyOkax mwmnu — 1 MM (Pucynok 45). Takxe
MBI TIPOBEPUITH 10 OTACIBHOCTH puOOQIIaBiH U 00ydeHHe TpyOOoK yibTrpaduonerom (1 MuH), OHU HE
okaspiBain BiusHUS Ha pH (Pucynok 46). Takum o0pa3om, cymepokcuj o0sagaeT CrocoOHOCTHIO
CTUMYJIHPOBATh POCT MBUIBLIEBBIX TPYOOK M BBI3BIBATH M3MEHEHHS MX PH B MPOTHBOIOJIOXKHYIO

CTOpOHY OoTHOCUTENBHO H70».
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V.4 leiictBue pa3iu4yHbiX APK Ha rpagveHT MEMOPaHHOrO NOTEeHUAJIa B
NbUIbLEBOM TPYOKe in vitro

Panee MBI yCTaHOBWIM, 4YTO TEPOKCHI BOJOPOJA BBI3BIBACT THIEPIOISPH3ANUIO B
CyOmpoToIIacTax M3 MBUIBIIEBBIX TPYOOK Tabaka, KOTOpas MPOUCXOIUT MapajuIeIbHO C YBEIUICHHEM
nuToruiazMatudeckoro Kanpius (Pucynok 42). Takum o0pa3om, MeMOpaHHBIH TOTCHIIHAT MOKET
ObTh uyBcTBHTENICH K ADK. O10T 3hPhekT HE0OX0aMMO OBLTO TPOBEPUTHh HA MHTAKTHBIX PACTYIIHX

IBUIBIEBHIX TPYOKax, Uil KOTOPBIX XapaKTepHO HAJMYWE TPaJueHTa MEMOPAHHOTO MOTEHIIHATIA.

12 1 13 1
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Pucynoxk 47. HyOp-unnyuupoBanHas (a, r) u MnTMPP-unnyuupoBannas (6-r)
TUIEPIoNIIpu3alus B TbUIBIEBBIX TPYyOKax JIMIMH. a — B KOHTPOJIbHBIX TpyOkax (n=34) umeercs
JaTepajdbHBIA TIpaJMeHT: cyOamuKalbHas 30HAa 3HAYMTENIBHO JIETIONIAPH30BAaHA 110 CPABHEHUIO C
JMCTANBHOM 30HOM (okpammBanue MemOpansl Di-4-ANEPPS). 100 uM H,0; He BiusieT Ha rpaJueHT
(n=19), 500 uM BbI3BIBaCT rUNEpHIOIAPU3ANNI0 0e3 u3MeHeHus Gopmbl rpaguenTa (n=12), 1 MM H,0;
BBI3BIBACT TUIIEPIIOJSIPU3AIIMIO U CTIaKUBaHUe TpaaueHTta (n=24); 6 — B npucyrcteuu 20 u 50 uM
MnTMPP cy6anukanpHast 30Ha runepnoispu3oBana (n=19, n=8), 200 pM BbI3bIBaCT MOJIHYIO
TUCCUMalMIo rpaaueHta (n=8); B — B TpyOkax, o6paboranHbix MnTMPP (n=17), oOnapyxena
3HAYUTEIbHAs TUMNEPHOJSIPU3ALUSA MO CPaBHEHUIO C KOHTposeM (n=34), olleHEeHHas C IMOMOIUIbIO
okpammBanus 1uToriazMel DIBAC4(3); T — rpaaueHT MeMOpaHHOrO MOTEHIMAda B TBUIBLIEBBIX
TpyOkax, okpameHHbIX Di-4-ANEPPS, u runepnonspusanuu, uaayuupoBanHoir HoO, 1 MnTMPP.
[IceBnonBera ObLIN MPUMEHEHBI TTOCIIE AeTeHUs n300paxkeHuid. Macmtabnas nuHeiika — 10 pm.
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Onrudeckoe KapTUPOBaHUE MEMOPAHHOIO MOTEHIMANA C MOMOINBI0 OKpamuBaHus Di-4-
ANEPPS mnokazano, 4yTo B MNBUIBIEBON TpyOKe JHIMM CyOanuKajdbHas 30HA JAEMOJSIPU30BAHA IO
OTHOIIICHUIO K AucTanbHOU 30HE (PucyHok 47a, T), kak ObUIO paHee Mmoka3zaHo i Tabaka (PucyHox
34) u enu (Pucynok 35). I'pagueHT y IWIMKM aHAIM3UPOBAIH, HAUMHAs C KOHI[A allMKaJIbHOIO JTOMEHa
(5 um or KOHuYHMKA) W3-3a OOJIBIION M3MEHYMBOCTH 3HAYCHHUH B ITOM 30HE M, KaK CICICTBUE,
CIOKHOCTH B uHTepnperanuu 3PdexroB. [lo-Buagumomy, B amekce BeIWYMHA MEMOpPaHHOTO
NOTEHIMAJa CHUJIBHO KOJIEONETCS BO BPEMEHHM B CBA3M C IEPUOAWYECKHMHU KOJIEOaHHSIMU
MHTEHCHBHOCTH HOHHBIX TOKOB M CKOPOCTH POCTa B MbUIbLIEBBIX TpyOkax munuu (Holdaway-Clarke
and Hepler 2003; Cardenas et al. 2008).B kounenrpammu 100 uM H,O,He Bius1 Ha TpagucHT
MeMOpaHHoro rmoteHruana; omxHako 500 puM mw 1 MM H;O; BbI3BIBAIH 3HAYUTEIBHYIO
runepnosgpuzauuto (Pucynok 47a, r); npu 500 uM ¢opma rpanuenta He MeHsuIach, a pu 1 MM oH
YaCTUYHO HUBEIUPOBAIICS.

Tymurens A®K Mn-TMPP Bausn Ha rpagueHt aaxe npu 20 uM (**), mpu stom
HaOJII0aIach KOHIICHTpAalMOHHAsA 3aBUCUMOCTh (Pucynok 476). OgHako 0Ka3alloch HEOKHMJIaHHBIM,
YTO HampamieHue 31oro 3¢gdexra copnano ¢ HanpasienueM HpO,. s mpoBepkH 3THX JaHHBIX MBI
UCIIOJIb30BAJIM JIPYrOil MEeTOI, OCHOBaHHbBIN Ha okpamuBanud DIBAC,(3). CpaBHUTEIbHOE H3MEPEHHE
JKUBBIX W JACTOJSPU30BAHHBIX KIIETOK MO3BOJWIO PACCYUTATh 3HAYEHHUS BEIMYMHBI MEMOpPaHHOTO
MOTEHIMANA: JUIsl KOHTPOJIBHBIX TPYOOK (B CyOammKagbHON 30HE) OHO COCTaBIISLIO B cpenHeM -48 mB,
a B npucyrctBuu 20 uM Mn-TMPP camxanocs no -72 mB (Pucynok 478). Takum oOpa3om, aBa
HE3aBHCHUMBIX METOJa POJAEMOHCTPUPOBAIIU TUIEPIIOISIPU3ALINIO TBIIBIIEBBIX TPYOOK B MPUCYTCTBUU
anTHokcuaanTa. CToib BhIpaKEHHBINH 2 (HEKT CBUIETENHCTBYET O BaKHOU ponu sHAoreHHBIXx ADK B
MOJJICP)KAaHUU  TPAJAMCHTa MEMOpPAHHOTO TOTEHIMANa B TBUIBIEBBIX TpPyOKaxX, 9YTO XOPOIIO
corjmacyercsi ¢ paHee ycrtaHoBieHHBbIM 3HaueHueM A®DK, mnpowmsBoanbix HAJIDH-okcumasoii, B
NOJ/Iep)KaHUM pocTa MbUIBLEBBIX TPYOOK LBeTKOBBIX pacteHuit (Potocky et al. 2007; Lassig et al.
2014).

OO6HapyxuB, 4TO TpagueHT MeMmOpaHHOro mnoreHuuana (kak u pH) cmabo pearupyer Ha
MIEPOKCH/T BOAOPOJIa, HO UYBCTBUTEIICH K aHTHOKCHJIAHTY, MBI PEIIIN MTPOTECTHPOBATH PaIMKAILHBIC
A®K, oka3bIBaBIIIE MPOTUBOMOJIOKHBIC BIUSHUS Ha pocT TpyOook i (Pucynok 14). C momoribto
Di-4-ANEPPS wmb1 Takke usydanu iaussHue OHe Ha TpaaueHT NOTCHIMANA: JISTOJSPU3AIHS
MPOMCXOMIIa B TPOKCHUMAJIbHOM CYOAlMKaIbHOH 30HE W CTEP)KHEBOW YacTH TPYOOK, a TaKke B
anuKanbHOM JoMeHe (Pucynok 480,B), 4TO XOPOIIO COTTIACYETCS C MOAaBICHHEM pocTa TPyOok. Jliis
O’, , K COXKaJIECHHIO, HEBO3MOKHO OBLJIO OIIEHHTH CABHIM TPAJHMEHTa ¢ MOMOIIBI0 DTOr0 METO/a, TaK
Kak QuyopecueHnus pubodnaBuHa Memaer uaMepenuto curHana ot Di-4-ANEPPS. Opnako, B
3eJIeHOM KaHayie y pubodaaBrHa (GIyopeceHIIMA HET, MO03TOMY MbI ucmonb3oBaan DIBAC(3) mus

peructpanuu 3pdekra CynepoKCH I paauKaia, WU, 0XKHIAEMO, OOHAPYKWIH THUIICPOTIOISIPU3AIINIO
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(Pucynox 48a) (Podolyan et al. 2021). DT1oT 3dQdekT XOopoiio coriacyercs ¢ paHee OMUCAHHBIM

BJIMSIHUEM paJiKaia Ha pocT TPYOOK U rpaaueHT pH, KOTOpBIA, KaK U THIEPIIONISIPU3AIMIO, MOKHO
U

00bsicHuTh akTuBaiueii H -AT®as3sl m1a3zManeMMbl (KOHEYHO, ydacTHe 3TOro (hepMeHTa B OTBETE Ha

A®K wmbI Moka BOPSIMYIO HE TTOKA3aJIn ).

6

a KOHTPONb cop
KOHTPO/b

Em, mB

5.0 7

B Oenonapu3anna

OHe (0,5 MMH,0,

i

OHe (0,1 MM H,0,)

44 /f*

42 ~ KOHTpoOInb

Fb/Fg

4,0 A
3,8 1

3,6 A
'u.': ? .

34 1 rUNepnoaapu3ayna

3,2

0 lIO ZIO 3I0 4'0 5'0
PaccToAHMWe OT anUKaNbHOro AOMeHa, pv

Pucynok 48. MeMOpaHHBIH MOTEHIINAI B TBUTBIIEBBIX TPYOKaX JIMIINU, OIEHEHHBIH ¢ TIOMOIIBIO
okpammBanus DIBAC,(3) (a) u Di-4-ANEPPS (6, B): a — O, 1 OH* 0Kka3bIBarOT MPOTUBOIOIOKHOE
BIUSHUE Ha MeMOpaHHBIM mMOoTeHUuan (anukajlibHas YacTh): 3HAUYMTENbHAs THUIEPIOJIApU3aLUs
oOHapyxuBaeTcst B TpyOkax, oopaboranusix O, (n=39), mo cpaBHeHUO ¢ KOHTposieM (n=63); OHe
BBI3BIBACT Jenonspu3anuio (n=39); 0, B — B KOHTPOJbHBIX TPYOKax MMeeTCs JaTepaibHbIN IPaHeHT:
cy0anukanbHasi 30Ha 3HAYMTEILHO JIEMOJIIPU30BaHa IO CPAaBHEHUIO C JUCTAIBbHOM 30HOHM; O
TUIMYHOE OKpAaIIMBAHUE TBUIBLIEBBIX TPYOOK, TICEBJOLIBETA MPUMEHSIIUCh T[OCHe JEJCHUS
n300paxeHus; B — cpeaHue kpusble mo 33 (koHTpossb), 19 (H202) u 19 (OHe) nbuibLieBbIM TpyOKaMm.
Bpeska — ypoBenb mnpoaykuuu OHe, ounenennsii merogom IIIP-cnexkTpockonuu co CHUHOBOM
noBymkoirt DMPO.

s nonydenuss OHe B skcnepuMeHTE ¢ MbUIBLIEBBIMU TPYOKaMU HCHOJIb30BAIaCh CMECH,

3amyckaromasi peaknuo ®enrtona: H,O, m FeSO,4. Tak kak panee Mol ycranoBwiu, 4to 500 H,0,
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(cranmaptHas koHueHtparus s cmecn @enrona (Demidchik et al. 2010; Smirnova et al. 2013))
BBI3BIBACT THUIIEPIIOJISAPU3AIMIO MEMOpaHbl TBUIBLIEBOM TpPYyOKH, MBI CHHU3WIM KOHIIEHTPAIUIO
nepokcuaa 1o 100 uM H,0,, urobsr He cmemmBaTh 3¢ ekt HyO, u OHe. DTta xoHuEHTparus
MEPOKCUJa HE BIUSAET HAa TPagueHT MeMmOpaHHoro moteHnuanza (PucyHok 47), mo3toMy Mbl
UCTIOJB30BAIH €€ JJIsl TeHepally THAPOKCUIT paaukana. s mpoBepKrd OTHOCHUTEIFHOTO KOJIWYECTBA
OHe, o6pasyromerocss u3 100 u 500 uM H,0,, ucronp3oBaniu IITP-crieKTPOCKOINI0 CO CIIUHOBOM
nosymikoit JIMITO (PucyHok 48, Bpe3ka).

Bripaxkennbsie 3 QexTsl THAPOKCUIBHOIO paJuKaia, oOHapyXEHHble HAMM, HECMOTpS Ha
Hu3kuii ypoBeHb OHe B cpene mnpopacTaHusi, MO3BOJIIOT MPEANOJIOXKUTb, YTO OH MOXET
MHTUOMPOBATh W HApYIIaTh POCT TBUIBLEBBIX TPYOOK HE 3a CYET OKHUCIUTEILHOTO CTpecca, a
BO3/CUCTBYs Ha cnenuduyeckre mumeHu. Ha ceronusmnuii neHs Oblla oOHapy>KeHa CEeIEeKTUBHAs
qyBcTBUTENbHOCTH K OHe y KaTHOHHBIX KaHaoB B KieTkax kopaeit (Demidchik 2003; Demidchik et
al. 2010). OxHEM U3 MOTEHIHATBHBIX 3(P(EKTOPOB B MBLIBIEBLIX TPYOKAX JIMIMH MOXeT 6bITh H'-
AT®a3a mnazMaieMMbl, MPUYEM 3JIeCh BO3MOXEH omocpenoBaHHbd d(dexr. Panee BnusHue
KHCJIOPOJHBIX PAJMKAIIOB HAa 3TOT (EPMEHT TIIATEIBHO HE HW3y4aloCh, HO HMMEIOTCS JaHHBIE 00
yuactur OHe B uarn6uposanaun H'-ATda3b1, HHAyIHPOBAHHOM Fe?* (Yang et al. 2003).

[IpibLieBbIe TPYOKH ey ObUIM emé OJHUM OOBEKTOM, Ha KOTOPOM MBI MPOTECTUPOBAIU
OCHOBHBIE BO3JEHCTBUS, CABUTamIIMe penokc-OanaHc. IlockonbKy mNbuIbLIEBBIE TPYOKH XBOMHBIX
pacTeHuil pacTyT IOJITO, MBI TIPUMEHHIN TOJBKO Camble CTaOMIIbHBIE BO3JCHUCTBUS, KOHIECHTPAIIHS
KOTOPBIX B CYCIEH3MH MOKET COXPAHATHCS B TEUEHUE HECKOJIBKMX YacoB MepoKcua Bogopoaa u JIOU.

Kak Mbl paHee moka3zanu, rpaJJMeHT MEMOPaHHOIO MOTEHIIMaNa B MbUIbLIEBONH TpyOKe enu He
TaKOW KpyTO#, KaKk y Tabaka W JIMJIMHM, HO alMKalbHas 4YacTh B KOHTPOJBHBIX TPYyOKax Bcerna
JIeTIONIIPU30BaHa OTHOCUTENIFHO CTEPKHEBOM YacTH, M B MOAJEPKAHUN TPAIMEHTa y4acTBYET Psiji HOH-
TPAHCHOPTHBIX CHCTEM, BKJIFOYas MPOTOHHYK MOMIY M KaTHoHHbIe kaHanbl (Pucynok 35). H,O; u
JADU uzmensu hopMy rpaJueHT, HO HE BIUSUIM Ha cpeaHui ypoeHb Fb/Fg B mbuiblieBoi TpyOKe.
H,O, neiicTBOBaJI OYEHBH CXOIHO C VO43', JIETONISIpU3Yys CyOanuKaIbHYI0 YacTh IJIa3MaTHUYECKOU
memOpanbl TpyOoku (Pucynox 49, Pucynox 35). JI®M, HampoTwB, BO3IEHCTBOBANI TOJBKO Ha
anMKaJbHYI0 4YacTb, BBI3bIBAas YMEPEHHYIO, HO 3HAUUTENIbHYIO JIOKAJIbHYIO THIIEPIOJISPU3ALHIIO
(Pucynok 49). OOHnapyxeHHble 3(deKkThl MOTYT OBITH ONOCPEIOBAHBI PA3TUYHBIMU CHCTEMaMH
MOHHOT'O TPAHCIIOPTA, YyBCTBUTENbHBIMU K ADK.

DddekT nepokcuaa BOAOPOIa Ha MBLUIBIIEBBIC TPYOKH JVIIHH U €11 ObLT MPOTHUBOTIOI0KHBIM:
y TEepBbIX OH BbI3bIBAJI THUIEPIIOJISAPU3ALNIO, 3 Y BTOPHIX — JEMOSAPU3AIMIO B CyOamMKaIbHOM 30HE
(Pucynok 47, Pucynok 49). DTu pe3ynbTarbl, MO-BHIMMOMY, YKa3bIBAlOT Ha KIIIOYEBBIC Pa3INYUs B
Habope mumenen ass ADK u/vimm B MOHHBIX MEXaHU3Max MOJJIeP KaHUs TPaIueHTa MEX Y JIFIIUEH 1

+ 2+
enbto. Mumensmu 1711 HO; B bUTBIIE JIMITMN, KOTOPBIE MBI YCTAaHOBWJIN paHee, siBisitores K - u Ca“ -
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npoBogsnme kaHansl (Pucynok 43, Pucynok 44). V enu s¢pdexr DU MoxkHO paccmarpuBaTh Kak
+ 2+
yMmepeHHoe uHruoupoBanue K'- m Ca” -mpoBoAsmMX KaHAIOB, OJHAKO 3TOT A(PQEKT 3HAUUTEIHHO

ciabee, yeM runeprospusyrorime 3gppexTsl HHruouTopos (Pucynok 35).

16 4 KOHTpONb

1,2 T T T T T T 1

0 10 20 30 40 50 60 70
PacctosaHue OT aneKkca, Um

Pucynok 49. Pacnpenenenue MeMOpaHHOIO TMOTEHIMANa B MBUIBIEBBIX TpyOkax emu (Picea
pungens), oOHapyXKEHHOE C IOMOIIBI ONTHYECKOro KapTHpoBaHUs ¢ momomipio Di-4-ANEPPS.
Bennunna MeMOpaHHOro NOTEHLMajda MPOMOPIHOHAIbHA  COOTHOIIEHHWIO  HMHTEHCHUBHOCTEH
¢uyopecuieHIIMM JOKaaM30BaHHBIX B Miasmanemme Di-4-ANEPPS, Bo3Oyxnaemsix cunum (Fb) u
3eneHbIM (Fg) cBetom (Fb/Fg). B KOHTPOJIBHBIX MBUIBIEBBIX TPYOKaxX MOXHO OOHApYXHUTh IPATUEHT,
IOCKOJIbKY anuKajdbHas 4acTh TPYOKH (5 UM OT KOHYHMKA) 3HAYUTENBHO JETOJIIPU30BaHA I10
CpaBHEHHUIO C JApyruMu yactsamu Tpyoku (20, 40 u 60 pum ot xoHumka, P <0,01). a — uHrUOUTOPHBIN
aHaJu3, MOKa3bIBAIOLIUM, YTO TpaJueHT MEMOPaHHOro MOTEHLHANa MOIJEPKUBAECTCA pPa3IMYHBIMU
MOHHBIMH KaHanamu 1 H'-AT®a30ii; 100 pM NazVO, BBI3EIBAIOT JETONAPU3AIMIIO B CYOAINKATBHOIN
u nucranbHOM dactu (20 um, 60 um ot konumka, P < 0,05) u nuccunamuro rpaauenta; 10 MM TEA,
100 uM LaClz u 0,4 MM NPPB BBI3BIBaIOT THIIEPIIONIIPU3AIMIO 1O BCEH UTUHE TPYOKHU U JUCCHITAIIMIO
rpaauenta (P <0,01); 6 — sx3orennsie HyO; u JIOU BnustoT Ha rpaiMeHT MEMOPAHHOTO MOTEHIIHANA:
100 uM JI®U BBI3BIBaCT TUIEPIONSPU3ANMIIO B allMKAIBHON YacTH TPYOKH (5 UM OT KoHYMKa, P <
0,05), H,0; BBI3BIBacT Aemoyisspu3aluio B cyOanmukaabHOW 4yactu TpyOku (20 uM oT koHuHKa , P
<0,05).

OTH NaHHBIE CBUAETENIBCTBYIOT O TOM, 4TO ADK y enu ydacTBYIOT B JIOKAJIBHOW pEryJsLNA
MeMOpaHHOTO MOTEHIIMalda, TOrJa Kak oOUMil ypoBeHb 3TOW BenuyuHbl KOHTponupyercs ADK-
HE3aBHCHMbIMM HOHHBIMHM KaHajaMH. MOXHO NpeAmnojoXkuTh, 4To reHepanus APK B MykcKoM
ramerodure enu 6osee BaKHA Ha HaYaJIbHOM 3Tare, koraa JIOU nmomHocThIO MoJaBIseT IpopacTaHue

(Pucynok 5), Ha 6oee mo3anem starne reHepanuss ADOK ocnabeBaer 1 UMeeT JIOKaIbHOE 3HAUCHHE.
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V.6 /leiicTBUE TSKEJ/IBIX META/IJIOB HA HOHHBbIE TOKH MY>KCKOT'0 raMmeToQuTa U UX
BO3MO>KHaf cBA3b ¢ APK

Hapsiny ¢ dusmonornyeckumu (cUrHaIbHBIMU) Bo3aeicTBusiME ADK, TakuMu Kak OMHMCaHHBIHA
BhIe ekt Hu3kux koHeHTpanuii H,Oz, MbI H3ydalid cTpECCOBBIC BO3JCHCTBHSI, KOTOPHIC BIUSIOT
Ha TPOpPACTaHUE TBUIbIBI B CUTYAIlMH aHTPOIIOTCHHON HArpy3KH, B TOM YHCIIC, Yepe3 U30BITOYHYIO
rerepanuto AOK. Menp u HUKENb SBISIOTCS BaXKHBIMA MHKPO3JIEMEHTAMH, BBICTYMAIONIMMU B
KayecTBe KO(pAKTOPOB JJIsI HECKOJBKUX (PEPMEHTOB pPACTEHHMH, TaKMX KaK IIUTOXPOM-C-OKCHIA3a,
cynepokcuamucmyraza (COJl), aMuHOOKCH1a3a, JTaKKa3a, TUIACTOIIMAHUH M TOMH(PEHOIOKCHIA3bl U
ypeas3a, CTUMYJIMPYIOT POCT PAaCTEHUH M IMOBBINIAIOT YPOXKAWHOCTh NPU JA00ABICHHH B HEOOJBIIHX
komuuectBax (Viehweger 2014). B onTtuManbHbIX KOHIEHTpanmusx CU ydacTByeT BO MHOTHX
METa0OJMUECKUX TpolLeccax Oyarogapss CBOUM OKHCIUTEIHbHO-BOCCTAHOBUTEIBHBIM CBOWCTBAM
(Anjum et al. 2015); oxnaxko, eciau romeoctas CU HapylIlieH, T e OKUCIUTEIbHO-BOCCTAHOBUTEIILHBIC
CBOMCTBA NPHBOAAT K M30bITouHOM npoxykumu A®K (Rodrigo-Moreno et al. 2013). Ni** ne
KaTaJM3upyeT BOpsiMmyro reHepanuio ADK, tak kak 00siagaeT OTHOCUTEIBHO BHICOKHMM OKUCIIUTEIILHO-
BOCCTAaHOBUTEIIbHBIM MOTEHIIMAIOM. YacTh Hamiei paboThl OblIa OCBAICHA N3YUYEHHUIO BIMSIHUS 3THUX
TSOKETBIX METAUVIOB Ha TBUIBLIEBBIE 3EpHA, TPYOKM M TNPOTOILIACTHI M3 TPYOOK, mpudeM ocoboe
BHUMaHUE YICISIIOCHh COACPKAHUIO HEOPTAHUISCKUX HOHOB B IBUTBIICBOM 3€PHE U HOHHBIM TOKAM Kak
noTeHuuandbHeIM MutieHsM g ADK-omocpenoBanHoii 1 ADK-He3aBUCUMOTO JEHCTBUS HHUKENS U

MEJH.

6.1. JlerictBue Ni?* Ha cogep:KaHUe B NbLIbLEBbIX 3epHax CaZ+, poCTOBBIE NPOLECCHI in
Vitro v cOnyTCTBYIOLME IUTOJIOTHYeCKHe U3MEeHEeHM

UroObl BBIABUTH BO3MOXKHOE BIMSHUE HHKeNs Ha 3(QQPEKTHUBHOCTb MPOPACTaHUS M POCT
IBUIBIIEBBIX TPYOOK N Vitr0, ™Mbl MOCTaBWIM JBE CEPUH OKCICPHUMEHTOB. B mepBoil cepun
MOKOSIIIYIOCS. MbUIbLYY (MOCie aJanTald BO BJIaXXHOM armocdepe) ¢ MOMEHTa NOTPYXKEHHsS B
KHUIKOCTHh HHKYOHpoBaiu B cpene ¢ Ni(NO3),.

Bo BTOpOIi cepun ONMBITOB NBUIBILY THAPATUPOBAIH W/WIM AKTUBUPOBAIIM B CTAaHIAPTHOM Cpefie,
a 3ateM (uepe3 3 wim 30 MUH pPEUHKYOAIMK, COOTBETCTBEHHO) nepeHocuiin Ha cpeay ¢ Ni(NOs); u
uHKyOoupoBann eme 1 uyac. CpaBHEHHE pe3ylbTAaTOB, MOJYYEHHBIX B 3THUX OIBITaX, MO3BOJUIO
i depeHIIMPOBAaHHO OLICHUTDH BIUSHUE Ni*" Ha mBUTBbLICBBIE 3epHa Ipu ruapaTanuu (IpeuHkyoarus 3
MUH) 1 aktuBanuu (30 MuH).

AHanu3 TMoKa3aJ, YTO MNpHU HAIMYMKM HHUKENIs B Cpele B MOMEHT THApaTallid CHIbHO
Topmo3uTcss mpopactanue meUIblbl (Pucynok 50a). 250 pM Ni(NOs3), oka3biBaeT 3HAYMTEIBHOE
Bnusane (p < 0,05), 1 MM Ni**  monHOCTBIO OJIOKHpYET TpopacTaHue. OTy KOHIICHTPAIIUIO
UCTONB30BAIM B JalbHEHIIUMX dKcnepuMeHTax. KOHIEHTpauus TOJYMHTHOMPOBAHUS IS

npopacTanus coctaBiisieT okosio 550 uM (Breygina et al. 2012).
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Pucynok 50. [leiictBue Ni*" Ha popacTaHue MbUIBLEBBIX 3€peH Tabaka: METaul U3HAYAJIbHO
IOPUCYTCTBYET B cpene (a, 0) mnu no0aBieH (B) B mpolecce MHKyOalMu: a — KOHIEHTpalMOHHas
kpuBasi, 1 4 unkybammu ¢ Ni(NOs),; 6 — yacTUYHOE BOCCTAHOBJIICHHE MPOPACTAHUS MOCIE OTMBIBKH
(xoHTpOMB — 1,5 9 nHKYyOanuu B cranaapTaoit cpeze; Ni — 1,5 u ¢ 1 MM Ni(NO3),; otmbiBka — 30 MuH
unkyoaimun ¢ 1 MM Ni(NO3); + 1 u B cranmaptHoit cpene; B — BiusiHue 1 MM Ni(NOs), Ha
nmpopacTanne MeUIbIEE moce 0, 3 w30 MuH npemHKyGarmu. IIsmbny uaky6upoamn ¢ NiZ* B
tedeHue 1 yaca. Konrpons — 1,5 4 nHKyOanuu Ha cTaHAApTHOM cperie.

10T hPEKT YACTHIHO OBPATHM: MOCIE OTMBIBKH THLTHIEBBIX 3epeH oT Ni’" u mepeHoca Ha
CBEXYIO Cpely 4acTh U3 HUX Mpopocia, HO 3((PeKTUBHOCTH Oblila MPUMEPHO B 2 pa3a HHUXKE, YeM B
KOHTPOJBHBIX 00pa3max (Pucynokx 500). DT0 CBHAETENHCTBYET O TOM, YTO B MPHUCYTCTBUU HUKEIS
XOTs1 OBl YacTh TBUIBLIEBBIX 3€PEH COXPAHSET KU3HECTIOCOOHOCTh M TIOTEHIMAIBHYIO CIIOCOOHOCTh K
POPACTAHUIO.

JIeCTBUTENBHO, KH3HECITOCOOHOCTD MBUIBIEI, THaApaTHupoBaHHoi B cpeae ¢ 1 MM Ni(NO3),,
HOJTHOCTBIO COXpaHsyIach yepe3 1 4 mHKyOarmu B 3ToM cpene no nanHbeiM Ttecta ¢ FDA (Pucynok 51).
[Tpu ocymiecTBIEHHH 3TOrO TeCcTa Mbl OOpaTWIM BHUMaHME, 4yTO 00Opa3lmax ¢ A00aBICHHEM HHKEIs

JJIMHHBIX IBUIBLECBBIX TPY6OK HET, XOTA €CTh MHOI'O BBIPOCTOB, KOTOPBEIC MOXXHO pacCMaTpHUBaTh KakK
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3a4aTKU IIbIIBIECBBIX TPY6OK. 9T0 03HA4acT, 4YTO MPOUCXOAUT HMHULUALWA NPOpaCTaHUA IbUIBLBI, HO

Ni%" GrokupyeT pocT TpybOKH Ha OYeHb PAHHEi CTaIHH.

©

Pucynok 51. Bausaue 1 MM Ni(NO3), (1 4) Ha KH3HECTOCOOHOCTh TMBUIBIIEBBIX 3€PEH IO
JMaHHBIM TecTa Ha xku3HecrnocoOHOCcTh ¢ FDA! a, B — KOHTponbHBIN o0pazer, 6, T — 00paboTaHHBII
HUKeJeM oOpasell; a, 0 — ¢uryopecieHIMs MbUIbLIEBBIX 3€pEeH, B, I' — Ta K€ IbUIbLIa B CBETJIOM IIOJIE.
Macmrabnas nuHeika — 50 pm.

Bo BTopo#i cepum OmBITOB OBLIO OOHAPYKEHO, YTO J00aBICHUE Ni?* nocne TUApATAIAN
IBUIBIBI HA CTAaHAAPTHOM cpene (3-MUHYTHas MpeaBapuTeIbHass HHKYOAIUs) TIOAABIISIIO IPOPACTaHNE
MPAKTUYECKH B TOU K€ CTETMEeHH, YTO U B TiepBoM omnbiTe (Pucynok 50B). MHast kapTuHa Habmr0Aanach,
Koraa Mbl 1oGasisutn Ni’* K meuibie mocie akTuanuy (30-MHHYTHAS PeABAPHTEIbHAS HHKYOALHS).
K stomy Bpemenu okoo 30% mbUIbIEBBIX 3epeH uMenn Tpyoku. CpeaHsist ATMHA MbUTBLEBBIX TPYOOK
Ha MoMeHT mepeHoca Ha Ni-comepkaiyro cpeny cocrasisiia 20 = 0,5 um, makcumanbHas - 40 pw.
[Tpu mocnenyromel nakyoanuu (1 4) Ha cTaHOAPTHOU cperie, a TakKe Ha cpelie ¢ Ni%*, IIpopacTaHue
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nbpUIBIBL TIpoposnkanochk (Pucynokx 50B). B cycnensusax, oOpaboTaHHbIX HUKeJeM, 3()()EeKTHBHOCTH
npopacrtanus cocraBuia okosio 80% ot kortposs (Pucynok 50B). Takum oOpa3oM, nepruo/ aKTUBAIMN

v o 2+
BBIABIICTCA KaK KPUTUYCCKUN JJIS ICUCTBUSA Ni“ Ha IIpopacTaHuE€ NbIJIbBIBI.
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Pucysox 52. Buumsmme Ni** Ha jumMHy HBUTBIEBBIX TpYOOK TaGaka. CIUIOIIHAs JIMHHS —
KOHTposb (1,5 4 MHKyOaluu B CTaHAApPTHOW cpeje), MyHKTUpP — oOpabOTaHHbIE Ni?* nbuUIbLEBbIC
TpyOku (30 MuH npenHKyOanuu B ctanaaptHoii cpene + 1 1 B 1 MM Ni(NO3)y).

AHanu3upys pacmpeseneHle NbUIBLEBBIX TPYOOK MO UX [UIMHE, Mbl OOHApYXXWJIH, YTO TOJ]
prusiHaeM Ni%* CTaHJapTHOE OTKJIOHEHHE 3HAYUTENIBHO YBeIM4mJIOCh (75 mo cpaBHeHHIO ¢ 48 B
KOHTpOJIE), MaKCUMaJIbHas JUIMHA TpyOOK yBennumiack Ha TpeTh (309 mo cpaBHenuto ¢ 209 um) u
HOSIBHJICS BBICOKHI MUK, COOTBETCTBYIOLIMN KOpoTKuUM TpyOkam (15-55 um) (Pucynok 51). Takum
06pa30M, TBUIBIEBBIE TPYOKH IIPOSIBIISIN PA3IHUHYIO 4yBCTBUTENbHOCTS K 1 MM Ni?*: sHaunTensHas
UX YacTh MpeKpalasa pocT Ha paHHEH CTaluu, HO B TOW K€ TOMYJISIIIMA HEKOTOPbIE TPYOKH POCIH ¢
TOW JXK€ CKOPOCTBIO, YTO M B KOHTpoie, wim ngaxe Obictpee. [locrmemnume o0pa3yroOT «XBOCT»
THCTOTPaMMBI, COOTBETCTBYIOIINH CBEPXIJIMHHBIM TpyOKaM (> 209 um).

Takum oOpazom, Mbl HabIOAaeM JByHANpaBlIeHHbIN apdexT 1 MM Ni* Ha CKOPOCTb pocTa
IBUIBIIEBBIX TPYOOK. [lo-BUAMMOMY, 3TO CBSI3aHO C pPa3HON YyBCTBUTEIHHOCTHIO TPYOOK K ITOMY
TSDKETIOMY MeTaluly. B paHee OIyOJMKOBAaHHBIX HWCCIIEAOBAHUSIX B OCHOBHOM OITMCBHIBAJIOCH
MHTHOUpYIolIee NeHCTBUE THKEIBIX METaJuIoB Ha pocT TpyOok (Sawidis and Reiss 1995; Tuna and
Biiriin 2002; Giir and Topdemir 2008; Sabrine et al. 2010). Ognako B psiae ciiydaeB HaOIIOIANIOCh U
CTHUMYIIUpPYIOIIEE BIMSHUE Pa3IMYHBIX METAJUIOB Ha 3TOT MpOIecC, HAlpUMEp, B Ciydae KaaMHs
(Xiong and Peng 2001), ko6amsra (Sawidis and Reiss 1995) wmmu sxene3a (Tuna and Biiriin 2002).
O4eBUIHO, YTO ATO SBJICHUE MPEACTABISIECT CAMOCTOSATELHBIA HHTEPEC U HYXKIAETCA B JallbHEHIIEM

U3Y4YCHUHU.
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Pucysok 53. Ni?* B NBUINBEBBIX 3EPHAX 1O JAHHBIM CHELU(HYCCKOTO OKpalIMBaHus (a —
koHTpoabHOE 3epHO; 6 — 1 MM Ni(NO3);) 1 peHTreHOCIEKTPaIbHOI0 MUKpOaHain3a (B — CIIEKTPHI

IBUTBIIEBBIX 3€PeH, aKTMBUPOBAHHBIX B CTaHmapTHOW cpenae; ¢ — B mpucyrctBud 1| MM Ni(NOs)s.
OtMeueH Uk Kanblus. MacmraOHas nuHerika — 20 pm.
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Pucynok 54. VI3MeHeHUE OTHOCUTEIBLHOTO COJEP>KaHUs Ca®* u Ni*" B anepTypHBIX 00JaCTIX
IBLIBIEBBIX 3epeH, akTUBUPOBaHHBIX B pucyTcTBUH 1 MM Ni(NO3),, 10 cpaBHEHHIO C COACpKAHUEM
Mg, S u K, 1o JIaHHBIM pEHTICHOCIEKTPAIbHOIO aHaiau3a. YepHble CTOJOMKH — OOpasIlbl,
00paboTaHHBIE HUKETIEM, OeJIble CTOIOMKH — KOHTPOJIb.

I'omMeocTa3 KaibIlMsl W3ydald METOJOM MHKPOPEHTIeHOCIEKTpaabHOro ananusa (Breygina et
al. 2012). Mbl aHaNMM3UPOBANM AaNEPTYPHYIO OONACTh TBUIBLEBBIX 3€PEH, B KOTOPOIl 9JK3MHA
OTCYTCTBYET, I03TOMY OIpE/IEIeHHbIE U3MEHEHHs B CHEKTPax OTPakaloT W3MEHEHMs 3JIE€MEHTHOIO
COCTaBa MOJUCAXAPUIHON WHTHHBI WM IMTOIUIA3MBL. [IpUCYTCTBHE HHKENs B IUTOIUIA3ME TaKKe
OBUTO TIOATBEPXKIEHO CHEeNHaIbHBIM oOKpammBaHueMm (Pucynox 53a,0). AKTHBanus TBUIBIBI B
npucyreteii Ni%* conmpoBOKIanach MOSBICHHEM B CIEKTPe HeGOMBIIOro, HO 3Haunmoro (p < 0,01)
I1Ka, COOTBETCTBYIOLIETO 3TOMY 3JIEMEHTY. B TO ke BpeMs B 3TUX KJIETKaX 3HAUUTEIBHO CHUXKEHO
OTHOCHUTENBbHOE cojepkanue kanblus (Pucynok 53 B,r, Pucynok 54). Jlnsi cpaBHeHHs TOKa3aHO
OTHOCHTEIIEHOE COJIEp)KaHNE MAarHWs, KaJus ¥ Cepbl B MBUIBIEBBIX 3€pHAX, KOTOPOE HE M3MEHUIIOCHh
MOJ] BIMSIHUEM HUKEJs. DT JIaHHbIE TIO3BOJISIIOT pacCMaTpUBaTh HAPYIIEHHE KalblIMEBOTO FOMEOCTas3a
KaK Ba)KHOE 3BEHO B IIENIM HAPYLICHUH, JIe)KALTNX B OCHOBE BIMSHUS HUKEIS Ha IPOPACTAHUE MBLIBIIBI.
OTyacTH 3TO MOXET OBITh CBSI3aHO C TEM, 4YTO Ni?* zamemaer Ca2+, CBSI3aHHBIM C TMOJIMMEPHON
Matpueil HHTHHBL OJHAKO BIIOJNHE BEPOSTHO, YTO MBI HaGII0aeM CHIDKeHHe KoHueHTparmn Ca’’ B
IIUTO30JI€, YTO BBHI3BIBAET HAPYIIEHUE CETrperaluy BE3UKYI U, CIeI0BaTeIbHO, OJOKUPYET MONSIPHBIN
poct. KoOCBEHHO 5TO TPEANONOKEHUE MOATBEPXKIACTCA JaHHBIMH O TOM, 4YTO JUCCHIIAIHS
KaJIBIMEBOTO TpAJMCHTAa WHTHOMpYyeT pocT TmbuiblieBbIX TpyOok (Malho et al. 1995), Bei3biBaeT
HapymieHus TpaHcmopta Besukyn (Malho et al. 2005) u cOopku kierounoi crenku (Geitmann and
Steer 2006). OgHako YTOOBI BBIICHUTH, KaK Ni?* BimsieT Ha roMeocTas KaJIbLIMs B MBUIBLIEBBIX 3€pHAX

U TpyOKax, HEOOXOIMMO CIIELUAIbHOE UCCIICOBAHHE.
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JIpIxaHue OLEHUBAJIH 110 CKOPOCTH TMOTJIOMIEHHUS KHCIOpOAa. AHAIN3 MOKa3all, 4TO THAPATaLUs
U AKTUBAIMs TBUIBLIEBBIX 3€PeH B NPUCYTCTBUHM HHKens (MHKyOarwst 30 MHH) CONPOBOXIAIACh
HeOobIINM (Ha 25% 10 CPaBHEHHIO C KOHTPOJIEM) CHHYKEHHEM MorIolieHus kuciaopoaa (Tabmuma 7).
WNurencudukanys AbIXaHUSA SBISIETCS BAKHBIM I10KA3aTENIEeM aKTUBALMU TBUIBIEBBIX 3€PEeH M UX
oJroToBKM K mpopactanuto (Heslop-Harrison 1987). M3sectHo, uTo HeKOTOpbie KoMoHeHThI DTL]
MHOTHE (epMeHThl Iukia Kpebca dyBcTBUTENBbHBI K TshKelbiM Metaiiam (Reese and Roberts 1985;
Bansal et al. 2002). MoxxHO MNpPENONIOKUTh, YTO JaXKe HE3HAYMTEILHOE YIHETCHUE JbIXaHUs
BBI3BIBAaET NOBBIIIEHHOE 00pazoBanue ADK, 4ro, B CBOIO 04Yepe/ib, MOXKET BBI3BIBATH OKHCIUTEIIBHBIHN
CTpecc WM BIMATH Ha MPOPACTaHuUe, Hapyllas BHYTPUKICTOUHYIO CUTHAIU3AIMIO WA MOJU(PHUKAIUIO
KJICTOYHOW CTEHKH.

Tabmuua 7. JeiictBue 1 MM Ni(NOg3); Ha HOMIONMIEHHE KHCIOPOJA IBUIBLEBBIMHA 3EpHAMHM
tabaka u npoaykunio ADK, koropyro onenuBaiu ¢ nomoinbio kpacurenass DCFH-DA.

Mornomenue O HNuTencuBHOCTH (prryopeciieHInu
[Ipoba MonL-MrI;II,mL o 2.11“{-1 IBLIBIEBBIX 3EPEH, OKpAIICHHBIX
i ! DCFH-DA, otH.ex.
KonTpons 0,55+0,02 10028
1 MM Ni?* 0,41£0,01%* 9743

Opnako conepxxanue A®K B mbUIBIEBBIX 3€pHAX, U3MEPEHHOE C TOMOIIBIO OKpalllMBAHUS
DCFH-DA, ne yBenuuuBanocws (Tabmuma 7), T. e. Ni** He BBI3BIBAI OKHCIHTEIBHOTO cTpecca B
IBUIBIIEBBIX 3epHAaX (Kak ¥ B MPOTOIUIACTaX, cM. PucyHok 57). B COBOKYMHOCTH 3TH JaHHbIC
TO3BOJISIOT TPEATOTNOKUTH, YTO TOPMOKEHHE MPOPACTAHMS MBUTBIBI MO BiIusHEeM NiZ* He MoXker
OBITH O0BSICHEHO HAPYIICHUEM JbIXaHUs U yculieHueM oopazoBanus ADK.

B ocHOBe monsipHOrO pocTa JEKUT OCOObIM marTepH (OPMUPOBAHUS KIETOUYHOM CTEHKH,
KOTOpPBII 00eCreunBaeT AIaCTUYHOCTh B AUKAIbHOM 00JacTH M JAOCTaTOYHYIO KECTKOCTh B Ooiee
oMcTanbHBIX vacTsax TpyOku (Geitmann and Steer 2006). BakHOH 0COOCHHOCTBIO MOJEITH
(GopMHpOBaHUST KJIETOYHOW CTEHKM Y MPOPACTAIOMICH IBUIBIBI I[BETKOBBIX PACTECHHU SIBIISIETCS
OTCYTCTBHE Kajuto3bl B amukaibHOU 30He (Ferguson et al. 1998). CooTBeTCTBEHHO, B KOHTPOJIBHBIX
o0pa3iax aKkTUBHPOBAHHBIX NBUIBLIEBBIX 3€PEH CHEIU(PHUUHBIA KpacHTedb, KOTOPBIA CBSA3BIBAECTCS C
KaJUI030M — 00eclBeUeHHbI aHWIMHOBBIN CMHUN — HE OKpallMBall MHUIMAIN TpyOok. Ecnu mbuibia
MIPOXO/AMIIAa 3TAll aKTUBALMM B NpHUCYTCTBHH 1 MM Ni%, Ha orux Y4acTKaX OTKJIAJbIBajach Kajljao3a
(a). B mpuiblieBRIX TpyOKax B KOHTPOJIE Kajulo3a BBISIBISUIACH 1O BCEH JIMHE TPYOKH, Kpome
anmkanpHoit gacti (PucyHok 55x). B Tpy6kax, HuKy6npoBaHHEIX ¢ Ni2¥, KapTHHA Oblia PasIHIHON B
3aBHCUMOCTH OT YYBCTBHUTEIBHOCTH TPYOKM K MeTalty. B KOpoTkux (HepacTymmx) TpyOkax Kamio3a

OTKJIAJBIBAJIACh B CTEPKHEBOM 4YacTH TPYOKH TOpa3ao OoOMiIbHEE, 4eM B KOHTpOJIe, HO Hambojee
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MaCCHBHBIC OTJIOXKCHHS pacrojiaraiuck B kKoHunke (PucyHok 55r). B anuHHBIX (pacTymiux) TpyOkax
KAPTHHA PACTIPENCICHHs KawIo3sl B mpucyrcTBHH Ni’' 6bUTa TakoW ke, Kak M B TPyOKax u3
KOHTPOJIbHBIX 00pa3ioB (PucyHok 551). AHOMaIbHOE OTJIOKEHHE KaJIJI03bl B MBLIBIEBBIX TPYOKax
OBLIO OIMKCAHO paHee B OTBET Ha Bo3zeiicTBue cBuHua (Sheng et al. 2012) u xpoma (Speranza et al.
2009). B o6oux ciny4asx B KOHUMKE TpyOkH ObLia OOHAapy)KeHa KaJljlo3a, KaK M B HAIIMX OIBITAX C
HukeneM. C TOMOIIBIO 3JEKTPOHHONM MHUKPOCKONMHMM TIOCiHEe OOpabOTKM KaJMUEM HaOII0AaIoch
HEPaBHOMEPHOE YTOJIIIEHUE CTEHOK MbLIbIEBBIX TPyOOoK (Sawidis 2008). BeposiTHO, 3TH yTOJIICHHUS

TaKXeE 06p33y10TC${ 3a CUET OTJIOKEHMS KaJIJI03bl.

a r

Pucynok 55. 3mMeHeHHe OTI0KEHUS KaJlJIO3bl B IPUCYTCTBUU Ni?* (1 MM) B o4eHb KOPOTKUX
TpyOkax (a) U B KOHUYMKax Oojee JJIMHHBIX HepacTymmx TpyOok (r). B KOHTponbHBIX 0Opasmax
KaJulo3a OTCYTCTBYET B aNUKaJbHOW YacTH «HOCUKOB» (0) um TpyOOk (Ok), Takas e KapTHHa
HaOJroaeTcsl B JUIMHHBIX (pacTyliux) TpyOKax, yCTOMUMBBIX K Ni%* (x): a, 6, I, 1, % — TBUIBLEBOE
3epHO M TpyOKa, OKpacka 00eCIIBEYCHHBIM aHWJIMHOBBIM TOJIYOBIM; B, €, 3 — T€ e OOBEKTHI, YTO M Ha
n300pakeHusIx O, 1, )K COOTBETCTBEHHO, B CBETJIOM mosie. MacmtabHast muHelika — 10 um (TbUIbIeBbIe
3epHa) U 7 UM (TBIIBIIEBBIE TPYOKH).

B HekoTOpBIX Ciydasix CHHTE3 KajuI03bl MOKET paccMaTPHUBATHCS KaK 3alllUTHAs PeaKIus, KaKk
B nporoneme Funaria hygrometrica (Krzestowska 2011). B 3Tom ciy4yae OTJIOKEHHE KajUIO3bI B
amekce, Mo-BUIMMOMY, OJIOKHPOBAJIO MUTPAIMIO CBUHIIA B MpoToIacT. Peanusyercs nu sta QyHKIIUS
B MbUIbIIE, HEN3BeCTHO. OHAKO BIOJHE BEPOSATHO, UTO OTIOKEHHE KajI03bl U3MEHSET MEXaHUUECKHe

CBOICTBa alMKaJIbHOM CTEHKU U, TAKUM 00pa30M, MPEMIATCTBYET HOPMaIbHOMY MOJISIPHOMY POCTY.
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Pucynok 56. Bimsime Ni** Ha cerperamiio TpaHCIOPTHBIX BE3HKYIN B BEPXYIIKE IBITBIECBOM
TpyOoku (30 MuH mpewHKyOalMu B CTaHIApPTHOM cpene + 1 4 B oTcyrcTBUE (KOHTPOJb) WU B
npucytrctBur 1 MM Ni(NO3),). O6pa3ist okpamBann FM4-64. a, 6 — TUIWYHBIA KOHYC OKpaIICHHBIX
BE3HMKYJ B BEPXYILIKE KOHTPOJIBHON TpyOKu (a) U JUIMHHOH (pacTylieil) TpyOke u3 oOpaboTaHHOTO
HUKeseM oOpasua (0); B, T — U3MEHEHHUE PACIPEICIICHUs BE3UKYJI B KOPOTKUX (HEPACTYIINX) TpyOKax:
pPaBHOMEpHOE pacrpeieiieHre 0 Bcel TpyOKke (B) U MacCHBHOE TSTHO B Bepxymike (T). MacmTaOHas
muHerika — 10 um.

AHanmm3 BE3WKYISIPHOTO TPAHCIIOPTa B MBUIBIIEBBIX TPYOKaX MPOBOAMIH IMTyTEM OKpAIIMBAHUS
FM4-64. B sTux ombiTax OBUIO TIOKA3aHO, YTO B TPYOKaX, KOTOPBIE MPOIOIDKAIH PACTH B TIPUCYTCTBHH
Ni?* 1 gocturau mmus 6omee 90 UM, KapTHUHA PaCIpeeICHUs BE3UKYJ HE OTINYAIach OT TAKOBOM B
KOHTpOJBbHBIX oOpa3nax (PucyHoxk 56a,0). TunMYHBIM CBOHCTBOM TakuX TpYyOOK sBiseTCS
KOHIIGHTpPALUsl OKpAIIEHHOr0 MEeMOpaHHOTro MarepHuaja B KOHUMKe TpyOku. OH oOpa3yeT KOHYC C
OCHOBAHHEM, TPUIICTAIONIUM K allMKaJbHON TUTa3MaTHYecKoi MeMOpaHe. B TpyOkax, OCTaHOBUBIIIHX
WIN CHJIBHO 3aMEUTMBIIMX CBOW POCT MO BIMSHUEM HUKEINS, MOSBIIINCH pa3iinyHble aHoMannn. Kak
IPaBUJIO, KOHYMK TPYOKHU oKpamuBaics qudQy3Ho, XapakTepHblii KOHyc He oOpa3oBbiBajics (PucyHok
56B). Bo MHOrux TpyOKax Mbl OOHApYKWJIM IJIOTHBIE CKOIUIEHHUS SPKO OKPAIIEHHOTO MarepHala,
MPUMBIKAIOIINE K alMKaIbHOHN Wi cyOanukanbHoi MemOpane (Pucyrok 56r). Takum o0pa3om, B 3THX
TpyOKax HHKENb BBI3BIBAJ 3HAUYMTENBHBIC HApPYIICHHWS BE3WKYISIPHOTO TpaHcmopra. Panee moreps
HOJISIPHOCTH B pacHpelieNleHuH OpraHeiul (B YacTHOCTH, TPAHCIOPTHBIX BE3UKYJ) B PACTYIIUX
IBUIBIIEBBIX TPYOKax HaOJt0qaIach MpH u3yueHuu neiicteus kaamus (Sawidis 2008).

Takum oO6pa3zom, Ni?* ne OJIOKMPYET BBIXOJ] TBUIBIICBBIX 3€PEH M3 COCTOSHHS TIOKOS H
UHULMALUI0 TpopacTaHus. B To ’xe Bpems, Nepuoj akTUBALUU SBISAETCS KPUTUYECKUM IS
MHrHGHpyiomero aeiicteus Ni‘* Ha mpopacranue. Mbl 06Hapyxntu, uro Ni%* H3MeHseT KanblueBbil

roMeocTa3 B 00JacTu anepTypsl MBUIBIIEBOTO 3epHA U XapakTep (OpMUPOBAHMS KIETOYHOM CTCHKH B
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UHUIHATIX TpyOok. Kak ciencTBue, OH NMPakTHMYECKH MOJHOCTHIO OJIOKHUPYET MONSAPHBIA POCT Ha
paHHel craguu. ToKcuYeckoe IeHCTBUE Ni%* NPOSABIIICTCA M IOCIE IMPOpPaCTaHUs: B KOPOTKUX
IBUIBLIEBBIX TPYOKaX HapylIaeTcs Kak MaTTepH OTJIOKEHMs CTEHKH, TaK M Cerperalusi TpaHCIOPTHBIX
BE3UKYJI; 00a HapyIIEHUs MPOSBISAIOTCS UMEHHO B PACTYyLIEM KOMIIApTMEHTEe — B KOHUuke. OJHaKo
3HAYUTEIbHAS YaCTh NBUIBLIEBBIX TPYOOK HE MMEET aHOMAIMH M XapaKTePU3yeTCs] HOPMaJIbHBIM HITH
Jla)K€ YCKOPEHHBIM POCTOM, YTO CTaBUT BOIIPOC O MEXAHU3MAX, JIEXKAIIUX B OCHOBE CTUMYJIUPYIOLIErO
neiicreust Ni%* (Breygina et al. 2012).

CIIeAyIOmMMM 5TanoM ObUI MOMCK MHIICHeil U HEKens W BTOporo Bosxeiictems (Cu’Y),
KOTOpOoe MbI BBenM B 3kcrepuMeHThl kKak ADK-onocpenosannoe. s 31eKTpopU3HOIOIHYECKUX
OIBITOB UCIOJIB30BANIACh Pa3pabOTaHHAs paHee MOAEIbHAs CHCTEMa — IIPOTOILIACTBI, BBIICICHHBIE U3
TIBUIBIEBBIX 3EpeH TUINH, U ObUIo BeIOpano nBa Toka: K' m H'. O6a Toka 10CTaTOUHO CHUIBHBIE, HX
NIPMHIMIHAIBLHOE OTJIMYHE 3aKIIoYaeTcss B MeXaHu3Me mepeHoca HoHa: K TOK MpOXOAuT MacCHBHO
yepes KaHaIbl, a TpaHcrmopT H' IpoucXoauT ¢ ydacTHeM POTOHHO TIOMIIBI, TO €CTh TPeOyeT 3aTpaThl
sueprun. Mssectno, uto Bhixox K' m H' akTuBuMpylOTCS HAa HAuyambHBIX STanax HPOPACTAHHUS
IBUIBIIEBOTO 3epHa A0 mosiBieHus: TpyOkum (cm. Pasmen IV.1. HawanpHble STambl mpopacTaHus y
[[BETKOBBIX PACTEHHI), B [ajbHeilieM o0a HOHA HEMOCPEACTBEHHO YYacTBYIOT B PEryJISLIUH

MeMOpaHHOTO MOTEHIIMAIa MbLIbIeBOM TpyOku (Breygina and Klimenko 2020).

I'mnepnponykuntro AP®K B mporommacrax mop aeicrsuem 100 pM cu® UJUTFOCTPUPYET

2+
Pucynok 57. Yposens A®K B npucyrersun NiZ* 10cTOBEpHO He OTIHYACTCS OT KOHTPOIS.

B 70

55 4

401

Fluorescence intensity, r.u.

25

Control  Cu® Ni2*
100 uM 10 mM

Pucynok 57. Hakorenne A®K B mpoTomiactax U3 MbUIbLIEBBIX 3€PEH JHINU, 00pabOTaHHBIX
TSOKETIBIMU MeTaliamMu. a, 0 — ADK-3aBucumas q;nyopecueHuHH DCFH B koHTponbHOH cycnieH3uH (a)
u mocne 10-MuHYTHOH 06pab6otku 100 pM Cu“’ (6). CpemHue 3HAUCHMS CHTHANA JUIS TIOMYJISIIHH
npoTtoruactoB (N = 120) 1eMOHCTPUPYIOT YMEPEHHOE BO3pACTaHUE 3TOTO MOKA3aTeNs PH HHKYOALUU
¢ mexbto (P < 0.01, t rect Crbrozenta) (). [Iporomractsl, o6paGorannbie NiZt (1 MM), ocToBepHO He
oTiimyaiauck o ypoBHio ADK oT koHTposbHBIX. MacmTabHas auHeika — 50 pum.
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6.2. JlelicrBue NiZ+* Ha BhIXOAAMMK TOK K+

Berxogsammit K Tok perncTpupoBanm aHaJOrM4HO JKCTIEPUMEHTaM C HEPOKCHIOM BOIOPOJA
(cm. ctp. 150). IlpuHamneXKHOCTh TOKa TaKXKe MPOBEpsuM NyTéM poOaBieHus wHruoOuropa TEA
(Pucynok 44). YtoObl BBISIBUTH BO3MOXKHOE JICHCTBUE TSKEIBIX META/UIOB, HCIOAL30Baau 1 u 10 MM
Ni** (o6e KOHLEHTpaluu He BIuAT Ha npoaykuuo ADK) a raxxke Cu* s KOHIICHTPALlMK, KOTOpast
BbI3bIBaeT runeprnpoiykimo APK (100 uM). B To Bpems kak mMeap u Oosee HU3Kas KOHIIEHTPALUS
HUKEIs HE BHI3HIBAIHM 3aMeTHBIX m3MeHenuil Toka K, 10 MM Ni®* mpoBommpoBan cuiibHOe U peskoe
camxkenne ammutyasl K Toka (PucyHok 58), IpH 5TOM HHIHOHPOBAaHUE OBIIO MOTHOCTHIO 06PATHMO
(ormbiBka mmminachk 7-10 mun) (Breygina et al. 2017). OrcyrcTBUe peakiMy KalueBOro ToKa Ha Meb
TOBOPUT O CHEHU(PUIHOCTH JAaHHOTO 3(PdeKTa. DTOT pe3yabTaT COINIACYeTCs C OMMCAHHBIMHU BBIIIC
TaHHBIMU O pPa3HOOOpasHbIX 3(dexTax HUKeNns Ha MbUIbLEBble 3épHA U TPyOKH Tabaka, OHAKO
KOHIEHTpAallusi MeTala JUisl JWIMM OKaszajach BBIIIE, YTO MOXET OBITh OOBSCHEHO BHIOBOU
cnenn(rKoi, a TaKkKe MOBBIIICHHON YyBCTBUTEILHOCTHIO K TOKCHKAHTY UMEHHO TOJISIPHO pacTyIei
TpyOKu. B3auMocBs3b MEXIy NpSMBIM JEHCTBHEM Ha KaJMEBbIe KaHAJIBI M (DU3HOIOTUICCKUMHU
OTBETaMHU KJIETKH, KOTOPBIE MPOSBISAIOTCSA MPU MHKYOAIIMH C METAJUIOM, €lI€ MPEACTOUT BBIICHUTD.
Bo3MoxHO, HUKENb NEHCTBYEeT HE TOJIBKO HAa MEMOpaHHbIE MUIICHHU, HO U HAa BHYTPUKICTOYHBIE,
MIOCKOJIbKY IIPOHUKHOBEHHE METaJlIa B IMTO30JIb ObLIO paHee mpojeMoHcTpupoBano (PucyHnok 53).

a

Ik, PA/PF
5 =
4 4
Control /
3
N e
Ni?*10 mM
1
Time, ms

0 -

) * 500 1000 1500 2000 2500 3000| 3500 4000
=

Ik, PA/pF
O=NWHrOO®

Control  Ni#*10 mM Cu2*0.1 mM

Pucynok 58. JleiicTBue Ni** ma Bxomsmmii Tok K* B IIPOTOIUIACTAX W3 IMBUIBLIEBBIX 3EPEH
JUIIUK: 8 — OPUTHHAIbHOE U3MEPEHHE B KOHTPOJIBHBIX YCIOBUAX U B npucyrctBuu 10 MM Ni%*: 6 —
CpaBHEHHE MaKCUMAJIbHOW TUIOTHOCTH TOKA B KOHTPOJBHBIX yCIOBUAX M mpu AeicTBun 100 pM cu®
w10 MM Ni?*. P < 0.05, Tect Manna-VurHu.
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[Tpu 3TOM MBI TOJYYHIU JAHHBIE O TOM, YTO B MPUCYTCTBUH 3(P(EKTUBHBIX KOHIICHTPALUH
HUKEJS MPOTOIIACTHI COXPAHSIIN KU3HECIOCOOHOCTh M MOJACPKUBAIM MEMOpaHHbIN MOTEHIUAN Ha
KoHTpoJbHOM ypoBHe (Tabmuua 8). Kak cieayer u3 3THX JaHHBIX, CIIOCOOHOCTh IBLIBIIEBOIO 3€pPHA

-2+
MOJIJICPKUBATh TOMEOCTa3 oka3aiachk He 3aTpoHyta NI, 4ro cormacyercs ¢ oOpatumocThio dddekra
+ + —
Ha K Tok. Tot daxT, uro B ycnoBusax OnokupoBaHust Toka K' MeMOpaHHBIN MMOTEHIIMANI HE MEHSETCH,
MOXKET OOBACHATBCA KOMIICHCATOPHBIMM TOKaMHM 4Yepe3 JApYrue HOH-TPAHCIOPTHBIE CUCTEMBI,

HaImpumMep, aHMOHHBIC KaHAJIbI.

Tab6muma 8. OrcyrcrBue 3¢ dHeKToB Cu* Ha pH (omeHuBancs ¢ momombo pH-4yBCTBUTETHEHOTO
parnomerpideckoro kpacutens BCECF), a tawke Cu?* m Ni** ma memOpanublii moTeHIman
(olleHWBAJICSI C TIOMOUIBIO IMOTEHIMA-YyBCTBUTEIBHOTO paTHoMeTpuyeckoro kpacurens — di-4-
ANEPPS). CraTrctniecku 3HaYUMBbIE PA3JINIUs OTCYTCTBYIOT.

Control 100 pM Cu? 10 MM Ni?*
BCECF 1,32+0,04 1,39+0,03 -
Fb/Fg 2,67+0,05 2,76+0,03 2,65+0,05

UyBCTBUTENHHOCTh MOHHBIX KaHAJIOB PACTUTENBbHBIX KJIETOK K TOKCHUYHBIM JBYXBaJCHTHBIM
MeTaJlJlaM OIKMCaHa B KJIACCHYECKUX paboTax, BBIMOJHEHHBIX Ha KOPHAX KyKypysbl (Morgutti et al.
1981; Cocucci and Morgutti 1986), o uHrn6mpoBanme Toka K' ommcano He O6bmno. ITosxke
YYBCTBUTEIHLHOCTh K HUKEJIO ObUIA MOKa3aHa /sl HECEJCKTHBHBIX KATHOHHBIX KaHAJIOB TOHOIIACTA
(Corem et al. 2009). Takum o6pasom, B Hameii paGoTe BIepBbIE OMHCAHA YyBCTBUTENHHOCTH K-
NPOBOMSAIIMX KaHAJIOB IUIa3MajieMMbl K HHUKETIO B pacTUTEIbHBIX KieTkax (Breygina et al. 2017).
OGHapyxeHHbIN h(HEKT MOXKET JeKaTh B OCHOBE HETaTMBHOTO JCHCTBHUS BBICOKUX KOHIIEHTpAIUil
HUKENS Ha KJIETOYHOM YpPOBHE, a Tak)Ke OBITh YacThI0O MEXaHW3Ma peaH3alld 3allUTHOTO OTBETa

paCTHTeHBHOﬁ KJICTKH.

6.3. AKkTUBalys IPOTOHHOIO TOKa NnoJj, geictBueM Cuz+

[Toka3aB, 4TO MOHBI MEIH HE BIMSIOT Ha TOK K', MBI BBIABMIIM OJHY M3 BO3MOXKHBIX TTPHYHH
pazIuYuil B MIPOSIBJICHUU TOKCUYECKOTO JECHCTBUS HUKEIS U MEAN Ha My>KCcKkoi rametodut. Kakosa xe
OCHOBHasi MHUIIEHb I JedcTBusS Meau? B omyOnukoBaHHBIX paboTaxX, BBIMOTHEHHBIX Ha
COMAaTHYECKMX KJIETKaX, ObLIO ycTaHOBIeHO, uto H'-ATda3a nnasManeMMbl UrpaeT KIIOUEBYIO POJIb
B aJlanTallid PacTeHUi K cTpeccoBbM (akropam (Janicka-Russak, 2011). B cBs3u ¢ 3TuM onHOHN 13
BO3MOJKHBIX MUIICHEH UIsI MEAW B MBUIBIIEBOM 3€PHE MBI paccMarpuBaiid 3TOT (pepment. JleicTBue
Cu?* Ha Tok H' 6bLI0 Omucano B Pa3IMYHBIX MOJENBHBIX CHCTeMax, U 3(D(PEKTHI pa3IuvaincCh: cu®*
MHyIMpoBana BeikaunBanue H' 3 KieTok KOpHeH KyKypyshl, a y OTyplLa, HAaI[POTUB, TPOMCXOMIIO

ero unrubuposanue (Burzyhskl and Kolano, 2003). AxtuBarms H'-ATdaser mpu crpecce,
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urgynuposanHoM Cu?* i Cd?*, omocpenoBannas dochopranpoBanmeM depMeHTa, Gblia 0GHAPYKEHA
B JIPYIOM HCCJICIOBAaHUU Ha KJIeTKax KopHs orypia (Janicka-Russak et al., 2012).

JInst 3amycka MPOTOHHOTO TOKa HMCIOJIb30BAJICSA S5-CEKYHIHBIM IMUPOKHIA CKAYOK IOTCHI[HAIA
(Pucynok 59a, Bpeska). Tok cTaOWJIM3UPOBAICS B TeUCHHE 15 MHUHYT, MOCIE Yero K MPOTOILIACTY
N00asTH pa3IMyYHbIe BO3JCHCTBUA. 3alMCh B KOHTPOJBHBIX MPOTOIUIACTAX IUIA HEMPEPHIBHO IS
CpaBHEHHSI C ONBITHbIMH oOpa3iiamu. [IpoTokon ObuT B3AT U3 pabOThl, B KOTOPOH aBTOPHI
MIEHTUHUIIPOBATN TOK TpoToHOB uepes H'-ATdazy B Tom ke obvekte (Gehwolf et al., 2002).
OproBanagar Hatpusi (3 MM) BbI3bIBaN 3HAYMTEIBHOE YMEHBIICHHE PETHCTPUPYEMOTO IOTOKA

(Pucynok 59), moaTBepikaas IpupoIy TOKa.
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Pucynok 59. Aktupaius H* Toka B mpoTomniacTax 13 mbLIbIEBbIX 3éped mumuu 100 pM Cu™:a
— OpWrHMHAIbHasi KpHBas B KOHTpoue, B mpucyrerur 100 pM Cu?* u 3 MM VO,%; 6, B — cpemnsist
IUIOTHOCTh TOKa NpU MOTEHIMaje MOKos (0) M MakCUMaJbHO IOJIOKUTENBHBIX 3HA4YECHUsAX (a) B
KOHTpOJIE W TIOCNIE pa3IMyHbIX Bo3aelcTBui. [lpencrtaBieHbl cpenHue 3HadeHus (N=6-10) wu
CTaHJapTHBIC OIUOKH. * - JOCTOBEepHbIC oTn4Hs 0T KOHTpos (P < 0.05, rect ManHa- YuTHH).

CpasHuBas >3p(eKTsl AByX MeTamios Ha Tok H', MbI TecTupoBanu 100 pM Cu® u 10 MM Ni%".
B To Bpems kak 10 MM Ni*" Hukak He BMsI Ha cuny Toka, 100 uM Cu®" BBI3BIBAIA 3HAYMTEIBHOE
NOBBIIIICHUE aMIUTUTYIbI Toka (PucyHok 59), koTopoe He MPOSBISIOCh B MPUCYTCTBHH OPTOBaHAIATA.
Takum 006pazom, VO43'-quCTBHTenLHLH71 H® Tok 3HAUMTENBHO YCHIMBAETCS B NMPHCYTCTBHH cu®
(Breygina et al. 2017). Ilpu 3TOM OKpalIMBaHHE MPOTOILIACTOB HAa MEMOpPAHHBIM MOTCHIMAT H
BHYTPUKJIETOUHBIH pH mokasano, 4To Melb B UCCIIEAyeMON KOHIEHTPAIUU HE BIUSAET HU HA OJMH W3
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atux napamerpoB (Tabmuua 8). [To-Bummmomy, BHYTpUKIETOUHBIH pH M MeMOpaHHBINH MOTEHIUAI

3((HEKTHBHO TOIEPKUBAIOTCS HA OCTOSHHOM YPOBHE IIPH MOBbIMIeHH akTuBHOCTH H -ATdasmL.

Panee axtuBanms H'-AT®a3el B yCIOBHAX ITHTEIHHOTO YMEPEHHOTO CTPECCA, BHI3BAHHOTO
npucyrctBuem menu (0.5 MM) Obuia ommcana B mekapckux japoxokax (Fernandes and Sa-Correia
2001), a y cmmseBuka Dictyostelium discoideum sror Meramn MmomaBisyl aKTHBHOCTH IPOTOHHOMN
nomiiel (Serrano et al. 1985). Perymsmus akTHBHOCTH 3TOro ()epMEHTA TSDKEIBIMH METaUIAMH B
OBUTBIE JIO HACTOSIICH paboThl He u3ydanach. OOHAPYKEHHBI HAMHU CTUMYIHPYIOMIHH 3P deKT
MOXET paccMaTpUBaThCS KaK OJMH M3 D3JEMEHTOB aJanTalud K cTpeccy. B To ke Bpems,
oOHapyXeHHO€ HaMH OTJIMYME B PEaKIUU MPOTOHHOTO TOKAa Ha JBa TSDKEIBIX METaula C BBICOKOU
JOJiel BEPOSITHOCTU OTpa’kaeT MEXaHWU3Mbl MX ACHCTBHUS Ha MOH-TpaHCHOPTHbIE Oenku. [lockombky
MeNb SIBIISIETCS PEIOK-aKTHBHBIM METAJUIOM M TIOBBIIACT cojepxkaHue B mnportoractax ADK
(Pucynok 57), B oTamMume OT HHKeNs, MOXKHO HPEINONoKuTh, 4to >hdext na H'-ATdazy
onocpenoBan AD®K, a sddext na K kaHaibl, KOTOPHIl Mbl ONUcand 1 HUKens, sBisercs ADK-
He3aBUCHMBIM. OJHAKO, DKCTPAIONMpOBATh NAHHBIC, HONydYeHHbIe ¢ yuactmeM Cu?', Ha ADK-
PETYISIUI0 B MYXCKOM TramMeTOQHuTe BHE CTpecca, CIEAyeT C OCTOPOXHOCTBIO, TaK KaK MeIb
ydacTByeT B peakuuu DEHTOHa, a 3HAYUT, OCHOBHBIM NpOAyKTOM sBisiercst OHe. DToT areHr, mo
HAIlUM JaHHBIM, OTPHUIATEILHO BIHUSET Ha POCT MbUIbIEBbIX TpyOok (Pucynok 14), BbI3biBact
nenonspusaiuio MeMopansl (Pucynok 48) u HapyuieHus Be3ukylsipHoro tpancmnopta (Pucynok 15).
To ecTb, TPHUCYTCTBHE THAPOKCHI paJWKala caMO IO ce0e SBISETCS CTPECCOM U MOXKET
paccMaTpUBaThHCS KaK HETATHBHBIN (DaKTOp PEryINSINU MOISIPHOTO POCTA.

**

CyMMupyslh HalM pe3yJbTaTbl, MOXHO 3aKIIOUUTh, YTO JCHCTBYIOIIMMH areHTaMu IpH
IpopacTaHuu TbUIbLIBI SABJSAOTCA pasianuHble ADK, um ux Bo3aeilcTBHe Ha MYXCKOM rameTropuT
peamm3yercsi ¢ y4acTHeM HOH-TPAHCHOPTHBIX CHCTEM, BKIIIOUAs KAJIBIIUH-TIPOBOMSIINE U KaJIHEBbIC
KaHANbl, a TaKKe MeMOPaHHBIH MOTEHIMAn M, Bo3MoxkHO, H'-AT®a3y miasmanemmsl. IIpu 3TOM
JeicTBUE Ha MOHHBIA TPAHCIIOPT M POCTOBBIE MPOIIECCHI 3aBUCUT OT TOro, Kakas akTHUBHas (opma
KHCJIOpOJia TMPUCYTCTBYET B cucTeMe. B 1enoMm, mepokcua Bogopoda U CyNepoKCU paauKal MOTYT
paccMaTpuBaThCS KaK CTUMYIHpYRONHE (DakTOpbl, MOCKONBKY MOTYT IIOJIOKHUTEIBHO BIUATH HA
popacTaHue, poCcT, CTUMYJIUPOBaTh MOHHBIE TOKUM M BBI3BIBATH T'MIIEPIIOJISIPU3AIMIO TUIa3MaJIeMMBI,
qyBCTBUTEIBHOCTH K 3TUM ADK y MyKCKUX TraMeTo(UTOB pacTeHUI pa3sHBIX BUAOB pa3nuyaercs. Ha
OCHOBaHHMH TOJYYEHHBIX JaHHBIX MbI MPEINOIOKWIN, YTO Y Pa3HBIX pacTeHHH IN VIVO OCHOBHBIM
PEryJIATOpPHBIM (aKTOpPOM MOXKET ObIThb OJHa WM JApyras akTuBHas ¢opma kuciopona. Ilo Hareit
runorese, i awmkn O, — CTUMYJIHPYIOIIUEA TBLUIBIY (AKTOP, WCTOUHHKOM KOTOPOTO SIBJISIOTCS

XKeHCcKkue TKaHu cropodura, H2O, ke B mepBylo ouepenb BbIpadaThIBACTCS CAaMOM IbUIbLIEBOM

173



TPYOKOH, MOJICPKUBAsE TOJISIPHBIC HOHHBIE TOKK; *OH — MOTeHIIMAIbHBIA HHIMOUTOP POPACTAHUS U
pocTa TpyOOK, KOTOPBIif MOYKET BhIpaOaThIBATHCS, HAPUMEP, B CIIydae HECOBMECTUMOT'O OTTBLICHHUSL.
Bbicokasi 4yBCTBUTENBHOCTh MPOTOILUIACTOB M3 MYKCKOro rameropura Tabaka k H»0;
(Pucynok 42) (MakcumoB et al. 2015), a Takke CTHMYJISAIUS MPOPACTAHHS IBUIBIEI Tabaka
nepokcugom Bojopoxa (Smirnova et al. 2013) no3Bosimiia MPEINONOKUTh €ro BEAYIIYIO pPOJIb B
KOHTpOJIE MPOPACTaHKsI Y 3TOr0 BUAA. B MOJIB3Yy 3TOr0 MpEeAnoNokKEeHUS TAKKE CBUICTEIbCTBOBAIH H
Haiy gaHHbie o Biusaun H,O; Ha nmporeom meuibiieBoro 3epua (Pucynok 12) (Breygina et al. 2021b).
JlJise IpOBEpPKU 3TOW THUMNOTE3bI CIEAOBAIO MPOBEPUTH OOHAPY)KEHHBIC 3aKOHOMEPHOCTH B CHCTEMax

semi-in-vivo u in vivo.
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I'nasa VI. A®K B perenTUBHBIX X KMUAKOCTAX NOKPbITOCEMEHHbIX U XBOMHBIX
pacTeHUM>

ITponyknus APK necTukoM MOKET ObITh JETEKTUPOBAaHA HECKOJIBKUMHU METOJAMM, BKIHOYAs
MIOBEPXHOCTHOE OKpallMBaHWe TKaHed. OaHAKo, 3TO HE IMO3BOJIAET KOJUYECTBEHHO OLIEHUBATh
nponykuuro A®DPK wu 3arpymsser muddepeHupoBky Mexay paziuuHbiMu A®DK, mockonbky
NPAaKTUYECKH BCE KPACUTENM, MPHUTOJHBIC A TAaKOro aHanu3a, HecneuupuyHsl. Emé croxnee
IPOBOJUTH IKCIEPUMEHTHI C TOJIOCEMEHHBIMU PACTEHUSMH, KOTOPBIE COBEPIICHHO HE OBUIM M3y4YECHBI
B 3TOM OTHOWIEHWH. MbI pa3paboTany MOAXOJ, MO3BOJSIOUIMI MPEOJOJeTh OrpaHUYCHUS IS
[[BETKOBBIX PACTEHHH C BIQKHBIM pPbUIbLIEM M OOJBIIMHCTBA XBOMHBIX pacTeHuil. OH OCHOBaH Ha
KOJIMYECTBEHHOM AaHAJM3€ PELENTHUBHBIX JKUIKOCTEH, KOTOpPbIE COOMpAIOTCA C JKEHCKUX TKaHEH Ha
pPa3HbIX CTaJUAX pa3BUTHUA JO M IOCJIE ONBbUICHUS. Y LBETKOBBIX PAacTEHUHW K pPELENTUBHBIM
JKUJKOCTAM OTHOCAT OSKCCYJaT pbUIbLIAa: MNPUCYTCTBHE ATOM IKUAKOCTH XapaKTEpHO IS
MIPEACTABUTENIEH MHOTUX CEMEWCTB, BKJIIOYas JIMJICHHBIE W MACJICHOBBIE, a y TOJOCEMEHHBIX —
ONBUIMTEIBHYIO KaIlJII0, KOTOpas BBIIEISETCS HYLEJUTYCOM ceme3adaTka Juisl aAre3ud U BTSATMBaHUS
nbutblibl. 11 ananu3za ADK B perienTUBHBIX KUIAKOCTSAX HCIOIb30BAIM CaMbIi YyBCTBUTEIBHBIN
meron wux jgerekuun — OIIP  coekTpockomuio, a  Takke  CHEKTpPOPOTOMETpUI0 U
cnektpodayopumerputo. Kpome toro, ans obHapyxkenus 3gdexroB ADK B coctaBe skccyaara Mbl
HIPUMEHSLTH MOJICIIBbHBIE CUCTEMBI SEMI-IN-ViVO, U3y4asi BIHSHUE PELENTHBHOMN JKUIKOCTH HA MYXCKOU
ramMeTo(uT WM ero 4acTh (mpotoriact). OCHOBHBIMH OObEKTaMH ObUIM TabaK, JIUIUS U €Jb, O3KE

MBI paClIMPUIIN CIICKTP BUJ0B, BKIIFOUMUB B UCCJICIOBAHUC HpeﬂCTaBHTeHeﬁ APYrux TaKCOHOB.

s HpI/I TIOATOTOBKE TaHHOT'O pasaciia JUuCCepTauu UCIIOJIb30BaAHBI CJICAYIONINE HyGHHKaHI/II/I, BBITIOJTHEHHBIEC aBTOPOM
JIMYHO WJIN B COABTOPCTBE, B KOTOPBIX, COTIACHO Ilonoxenuto o NPUCYIKIACHUU HAYyYHBIX CTCIICHEH B MFY, OTPa’KCHbI
OCHOBHBIC PE3YyJIbTAThI, [TOJIOKEHHNSA U BbIBOJAbI UCCIICTOBAHU (B cKkoOKax HpI/IBeHéH I/IMHaKT'(baKTop JKypHaJa, 00BEM
Hy6J’II/IKaIII/II/I B IEYATHBIX JINCTAX / BKJIaJl aBTOpa B MNE€YATHBIX J'II/ICTaX)Z

1. Breygina M.A., Klimenko E.S., Shilov E.S., Podolyan A.O., Mamaeva A.S., Zgoda V.G., Fesenko I. Hydrogen
peroxide in tobacco stigma exudate affects pollen proteome and membrane potential in pollen tubes. // Plant Biology. —
2021.-Vol. 23. - Ne 4. — P. 592-602 (IF =3.9, , 0,85/0,7)

2. Breygina M.A., Schekaleva O.1., Klimenko E.S., Luneva O.G. The balance between different ROS on tobacco stigma
during flowering and its role in pollen germination. // Plants. — 2022. — Vol. 11. — Ne 7 (IF =4.5, 0,9/0,7)

3. Breygina M.A., Lazareva N.S., Babushkina K.O., Kirilyuk I.A. Pattern of ROS generation and interconversion on wet
stigmas in basal and divergent angiosperms. // Plant Growth Regulation. — 2023 (IF =4.2, 0,75/0,6).
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VI.1 Ponb A®K B pbL/IbII€BOM IKCCYyAaTe B KOHTPOJIE MEMOPAHHOI0 MOTEHUAJIA B
NbUIbLEBBIX TPYOKAX TabGaKa U NPOTOIJIACTAX U3 TPYOOK

Mpbl pa3paboTanu yHIpoIIECHHIO MOJCIbHYI) CHUCTEMY — CYCHCH3HMIO CYOIPOTOIUIACTOB W3
IBUIBIIEBBIX TPY6OK Ta6aKa — M4 ACTCKTUPOBAHUA KIIHOYCBBIX (1)I/I3I/IOJIOFI/I‘-I€CKI/IX napameTpoOB
METOIOM MPOTOYHON UTOMETPUHU. DTOT MOIXO]I TIO3BOJISIET OBICTPO M TOYHO OIICHUTH PacIpeieiICHIE
napamerpa B OOJNBIIOW MOMYJSUWU KiIeToK. CrTparerus BBIACICHHS TIOMYJISAIANA OIHCaHA B

Marepuanax u MeToaax.
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Pucynok 60. ['umeprionsipu3anus mpoTOIUIACTOB MBLUIBIB B IPUCYTCTBUU IKCCY/AATa PhUTIBIA. a-
B — THUCTOrpaMMBbl MPOTOIIACTOB, OKpameHHbIX DiBAC4(3) (mpumepsl TUNHUYHBIX H3MEpPEHHIH,
co3ganHble B mporpamme FlowlJo). FL1-A — mnepBeiif kanan ¢ayopecuenuun (nazep 488 HM),
ycIOBHbIE eIuHUIBI. CHIKEHHE MHTEHCHUBHOCTH (IIyOPECUEHIIMH OTPaXaeT TMIEPIONIApU3AIMIO B
MPHUCYTCTBUH 3KccynaTa peutbia (a, 0), H,O;, (0). ITocne oOpa®oTkM Karana3zoil 3KCCyaaT phUIbIIA
yTpaTUi CIIOCOOHOCTH BBI3BIBATH TMIIEPIOISIPU3AIMIO (B); T, 1T — CPEIHSSA TUIIEPIIONApU3ALIUS ISl BCEX
OnbITOB (A HWHTEHCHUBHOCTH (DIIyopeclieHLMHd, HOPMHUpPOBaHHAs Ha KOHTPOJb) B MPUCYTCTBUU
skccynata (r) 6e3 (n=9) unu c katanazoit (n=6)/rymurenem AOK MnTMPP (n=5); (1) B nmpucyrcTBun
H,0;, ¢ (n=4;5) wim 6e3 (n=4;6) 0JIOKaTOpOB KATHOHHBIX KaHAIOB. /{11 TECTHPOBAHWS WHTHOWTOPOB
ucnonb3oBan 100 pM H,O;. BeraBka — NaN3 BbI3bIBaeT Aenoyisipu3alyio. N yKa3bIBaeT KOJIMYECTBO
HE3aBUCHUMBIX dKCTiepuMeHTOB. ** — P<(,01

HpI/IMeHeHI/Ie I[aHHOI\/'I MOI[CHBHOﬁ CUCTCMbI TIIO3BOJIMJIO BBIABUTH THUIICPHIOJIAPU3ATNIO

miasMajJI€MMbl I10J IIGfICTBPIGM 9KCCydaTa pbUIbLA. HOHYHHHI/IH MMpOTOIIACTOB ACMOHCTpPpUpPOBAJIa
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OTHOCUTENbHO cTabuibHyI0 Quyopectennnio DiBAC4(3), Ha KOTOPYIO CHUJIBHO BIIMsIA AJMKBOTA
MEHBIIIEH  WHTCHCHBHOCTH  OTpa)aer

B CTOPOHY

skccynara. CaBur  QayopecreHINN

TUIEPIIONIAPU3ALIUIO TPOTOIIACTOB (
Pucynoxk 60a). DddekT ObLI CXOJEH C TEM, KOTOPBIM paHee OblI IMOKa3aH HaMU JUIsl IEPOKCHIA
Bojtopona (Pucynok 42). Jlns npoepku 3naunmoctd H,O, B cocTaBe 3KccymaTa CpaBHUBAIM YHUCTHIN

IKCCYyIaT PhUIbIIA B KCCyaaT, oopaboTanHbii katanazon (100 EJI/mn) u tymurenem AOK MnTMPP

(200 uM). ITocne Takoi 00pabOTKM FKCCYAT HE BHI3BIBAJ THUIIEPIIOJISIPUBAIIHIO (
Pucynok 608, r). [{ns mpoBepkd TI'MIOTE3bl 00 y4acTHH KAaTHOHHBIX KaHAJIOB B Ieperayue

+
curHana A®K rtectupoBanm BiusHHE Ha cyonporomiactel HyO, B komOuHanmu ¢ uHrnOuropamu K -

u Ca” -npoBosiux kananos TEA u LaCls (
Pucynok 60). Mb1 mokazanu, uro 3¢gdext 100 pM H,0; 1 sxccynara coBmamaet (
Pucynok 600), B mpucyTcTBUM KaTajga3bl U HHTUOMTOPOB OH IMOJABIIEH B 3HAYUTEIILHON Mepe.

Takum 00pa3om, BayKHBIM JICHCTBYIOIIMM BEUIECTBOM B 3KCCY/IaTe PhUIbIA Ta0aKa SIBJISCTCS MIEPOKCH]T

BOJIOPO/J1a, a ero 3G (deKT peanusyeTcs ¢ ydyacTueM HOHHbBIX KaHayoB (Breygina et al. 2021b).

6,0 4

Fb/Fg

T T T T T T T
10 15 20 25 30 35 40 45

PaccTosHMe OT KOHYUKa TPYBKKU, UM

3,0

Pucynox 61. I'mmepmnomnsipusanmsi MBIIBIEBBIX TPYOOK Tabaka, BbI3bIBAHHAS 00ABICHHEM

9KccyaaTa peuiblia. KapTupoBanme MeMOpaHHOTO IOTEHLMANa B TBUIBLIEBBIX TpyOKax Tabaka,
okpameHHbIXx Di-4-ANEPPS. 3naunrtenbHas runeprnofisspusanusi HaOMIOJAeTCs B aNUKAIBHOW |
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cy0anmuKaabHOM dYacTsaX TPYOOK, 0O0pabOTaHHBIX 3KCCyIaTOM phUIbla (n=15), Mo CcpaBHEHHUIO C
koHTpojem (N=31).

['uneprnonsipu3anusi B OTBET Ha 3KCCYJIAT PbUIbLIA BBIABISIACH M B MHTAKTHBIX MbUIBLIEBHIX
TpyOKax Tabaka, 4TO MOATBEPIUIO AKTYaTbHOCTh JIAHHBIX, [TOJIYY€HHBIX Ha yNPOIEHHOW MOIEIbHON
CUCTEME — IpoToIiacTax. Mpl HCIIOJIB30BAIM ONTUYECKOE KAapTUPOBAHWE B PACTYIIMX IbUIBLIEBBIX
TpyOKax ¢ TOMOLIBIO paTHuoMeTpuueckoro okpammBanus Di-4-ANEPPS wu konmyecTBeHHOU
dyopecueHTHONH MHUKpockonuu. Kak MBI y)ke moka3anu paHee, B KOHTPOJIbHBIX MbUIBLEBBIX TPyOKax
UMeeTCsl TpaJueHT MEeMOPaHHOro TMOTEHIMala C JENOJIPU30BAaHHOW AanHMKalIbHOW YacThIO IO
OTHOUICHUIO K cTepkHeBOM yact (Pucynok 34). Jlo6aBneHne anuKBOTHI CBEXKETr0 dKCCy1aTa phliblia K
CYCIIEH3UH MBUIBLIEBBIX TPYOOK Cpa3y BBI3BIBACT THIEPHOISAPU3ALUIO B AlIMKAILHON U CyOanuKaaIbHON
yactax TpyOku (P<0,01 mns 2 u 15 um ot KoHYMKa), B 0a3albHON YacTU pa3HHIA CTATUCTHYECKU

HEe3HAaYMMa; BO BceX TpyOKkax rpamueHt coxpansuics (Pucynok 61) (Breygina et al. 2021b).

Takum 00pa3oM, Mbl MPOJIEMOHCTPUPOBATIN 3HAYUMOCTh JKccynaTta peuiblla 1 ADPK B ero
COCTaBE€ B Ka4€CTBE BO3MOYKHOI'O PETYJIATOpPa HOHHOI'O FOMEOCTa3a B MbUIbLIEBOM TpyOKe Tabaka. ITo
MPUBEJIO K HEOOXOJIMMOCTH OIEHUTH cojepkanue Tex win uHbIXx ADK B skccygate pwuUiblia U

HCCIICA0BATh JUHAMUKY UX IMPOAYKIIHUHU.

VI.2 O6pa3soBaHue 02" 1 H20: Ha pblIbLAaX Ta6aKa U JIMJIUHU

s obHapyxenuss A®K B pbUIbIEBOM 3KccylaTe Tabaka Mbl HCIIOJIB30BAJM JBa METOAA
JETEeKIUU, OJUH U3 KOTOPBIX HecnenuduueH U nokasbiBaeT ooumii ypoenb ADK (¢diayopecuenus
DCF), a gpyroit crmemupuuen mis  H,O,. Croekrpodiryopumerpuueckne — W3MEpeHHUsI
npoaeMoHcTpupoBanu ycuienue curHaia DCF B pacTBope skccynaTa 1Mo CpaBHEHHUIO C BOJON WU
docdarabiM OydhepoM, KOTOpbIE UCTOIB30BANKUCH JIsl 0OHyneHus: npubdopa. B mpucyrcreuu H,O; u
tymmrteass O,  MnTMPP curnan cumkaincs moutd a0 ¢oHoBoro yposHs (Pucynok 62a). Takum
obpaszom, HyO, w/mmm O',  comepskarcs B dKCCylaTe B 3HAUMTENbHBIX Kojmdectax (Breygina et al.
2021b). JInst  TOpOBEPKM M YTOYHEHHS  TOJYYCHHBIX  JAHHBIX MBI  HCIOJIB30BAIH
cnekTpodoromerpudeckuid Merox FOX-1. Mbl OOHapyX WM 3HAUUTEIBHOE MOIJIOIMIEHHE BO BCEX
o0Opasiax »JKcCyaara, OTpaKarollee OTHOCHTEIbHO BbICOKUH ypoBeHb H0; (Pucynox 620).
KamubGpoBka curHama craHgapTHeIMH pasBeneHmsiMu unctod HpO, mo3Bonmia ompeneinnThb
KOHIICHTPAIIHIO TIEPOKCHJIA B DKCCYy/IaTe, B KOHTPOJIbHBIX oOpa3siax oHa coctaBmwia 332430 uM, Ho Tak
KaK JKCCy/AaT B JIaHHOM Cy4ae MPeACTaBIsl cOO0 CMBIB ¢ HECKOJBKUX PBIJICH, MBI MPEICTaBUIH
udpsl (Pucynok 62B) xak xonudectBo H,O; Ha enuuuily miomanu peuibiia. CUTHAI 3HAYUTETHHO
CHU3WICS TOCHe S5-MHUHYTHOM TIpeABapUTEIbHOW HWHKYOAllMu »JKccylaTa C Karaja3od WiIu

ackopounoBoi kucioroit (P<0,01) (Breygina et al. 2021b).
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Janee nist uzydeHus: AuHaMUKH npoAyKiuu ADK Mbl yCIIOBHO pa3feiiii pa3BUTUE I[BETKA HA
3 craguu 0 ONBUIEHUS W OJAHY mocie onblUieHus. IlepBas cragus COOTBETCTBOBaJA 3aKPBITOMY
I[BETKY, YK€ JOCTUTIIEMY OKOHYaTeJIbHOro pasmepa. Ilepexom ko BTOpOH CTaauM COOTBETCTBYET
PacKpBITUIO BEHYHMKA, a OT BTOPOH K TpeThed — pacKpbITHIO NbUIbHUKOB. CTanus 4 COOTBETCTBYET
IIECTUKAaM Ha CJIEAYIOUIUI JEHb IO0CJE OINbUICHUS, KOTJa OHM YXKE yTPaTWJId BOCIPUUMYHMBOCTH K
ONBUICHUIO, HO €€ HET BUAMMBIX IMPHU3HAKOB CTapeHusl. PaHHUE cTaauu pa3BUTHS LBETKA MbI HE
U3y4yalld, TaK KaK SKCCyJaT B 3TO BpeMsl OTCYTCTBOBAJ — HAIIM MCCIEIOBaHUSA OBUIM COCPEIOTOUYCHBI
Ha CTaJMSIX 3PEJIOCTH U HEMOCPENCTBEHHO €M mpesuiecTByrOmMX. Tabak U JUIMS UMEIOT pa3HbIN
pa3Mep IBETKa, Pa3HbId THUIl dKCCynaTa pbUIblia (JIMIUIHBIA U YTJIEBOJAHBINA, COOTBETCTBEHHO) U

OTHOCATCA K q)HHOFGHeTI/I‘ICCKI/I OTHAaJICHHBIM TaKCOHaM.
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Pucynok 62. OOnapyxenue A®PK B skccynate ppuiblla Tabaka. a — TUIUYHBIA CHEKTP
dbayopecueniuun DCFH B npucyTrcTBUmM 3Kccyaara peUiblia 10 U mocie npooasineHus Tymurens ADK
Mn-TMPP (200 pM); 6 — Tunu4Has KapTHHA OKPAIIMBAHUS KCHJICHOJIOBBIM OPAH)KEBBIM IIOCIE
nobasnenus HyO, u skccymara (metonq FOX-1); B — oTHOcuTenbHOE conepkanne H,O, Ha phuibIle,
ornieneHHoe metogoM FOX-1 B KOHTponbHBIX 0Opasmax (n=9), mocie nobamieHus katanasbl (n=4),
acKopOMHOBON KHCIIOTHI B KOHIeHTparuu 0,2 u 2 MM (n=5 u 4, COOTBETCTBEHHO). N — KOJIUYECTBO
HE3aBUCHMBIX NoBTOpHOCTEH. Kaxkapiii obpaszer cobupanu ¢ 9 ciaydailHO BHIOpAHHBIX MECTUKOB.** —
P<0,01, * — P<0,05.

Mpsr ucnionb3oBasin DIIP cnekTpockomnuio ¢ Hecrnenuduueckum cmuHOBbIM 30HI0M CATI1H

IU1s onipeziesienns oorero ypoBHss ADK Ha kaxmol cTaauu cO3peBaHMs PhUIbIIA U TTOCJIEC OMBUICHUS.
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[Tpumepsl IpUMEHEHHS THAPOKCUIAMHHOBBIX CITUHOBBIX 30HIOB Y pacTeHuil cM. B 003ope llITeden-
Xaitae u HIteddenc (Steffen-Heins and Steffens 2015). [IpeumyiinecTBO 3TUX 30HIOB 3aKJIOYACTCS B
TOM, 4yTO OHM pearupyroT ¢ ADK ropasno ObicTpee, 4eM HUTPOHOBBIC CIIMHOBBIC JIOBYILIKH, U OYEHb
crabunbubl. O, oxnako, He cenektuBHbl (Dikalov et al. 2011, 2018). He maromuii DIIP curnana
cnuHoBBIA 30HA CATIH moxer ObiTh OkucieH qo crabuibHOro Hutpokcuaa CAT1 pasznumuHbIMU
AKTUBHBIMU (OpMaMU KHUCIIOPOAA, B OCHOBHOM CYIEPOKCHIHBIM DPaJUKAIIOM, THUIAPOKCUIHHBIM
paZuKalioM W TEPOKCHUIOM BOAOPOJA; NAHHOW peaKIUeil XapaKTepusyeTcsl oO0mias OKHUCIHTEIhHAs
CITOCOOHOCTh BHEKJIETOYHOU cpeabl. UToObl pazmmuate ADK, MBI Bcmonp3oBayid crienu(rUecKyro

cnuHoBYyI0 J0ByIKy — DEPMPO, kotopas onpezenser yposenb O, , IPOAYLHPYEMOrO Ha PHUIBIIE
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Pucynok 63. Jlunamuka mpoaykiuu cymmapabix A®K (a, 8) u O, (6, r) mectikamu tabaka
no aaHHbM OIIP cnekTtpockonuu: a, 6 — xapaktepHble crekTpsl cnuHoBoro 3oHAa CATIH (a) u
noBymiku DEPMPO (6), a Takxke ctaauu pa3BUTHS LBETKOB; B, I' — 00CUeT cpeHUX MakcuMymoB D[P
curnana it CAT1H (8) u DEPMPO (T), a Takxke cTaHmapTHas OMMOKa U JOCTBEPHOCTh PA3IHUUH 110
kputeputo Manna-Yutau. P<0,01, * — P<0,05.

TabGak u nuius TMOKa3and CXOJHBbIE MATTEPHBI CYMMAapHOW OKHMCIHMTENbHON CIOCOOHOCTH.
VYposenr ADK mocTeneHHO MOBBIMIAETCA 1O MEPE CO3pPEBaHHUsA, a 3aTeM PEe3KO BO3pacTaeT IMociie
ombuteHust (Pucynok 63 a,B, PucyHok 64 a,B). B To ke Bpems ypOBEHb MPOIYKIIHH CYIIEPOKCH]T
pamukansa y IBYX BUJOB HUMEET Pa3HYIO JWHAMHUKY. Y Ta0aka OHa CHIDKAETCS Ha TEPBBIX JBYX

CTaguiax, OOCTUracT MHHHMYMa Ha CTaJuu (bepTI/IHBHOCTI/I U HCCKOJIBKO YBCIWYHUBACTCA IIOCIIC

onbuteHust (Pucynok 63 6,r). Y nunuu mpoayKIMs CyNepoKCHaa CTaOWIIbHA BO BpeMs CO3PEBaHUS
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ppUIbLA, OOCTUTACT CBOCIO IIMKA B (bepTI/IJII:HI:IX pbUIbLIAX W IIOCJC OIBUICHUA CHHIXACTCA 10

ucxoanoro ypoBHs (PucyHok 64 0,r).
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Pucynok 64. [lunamuka npoaykiu cymmapabix ADK (a, B) u O, (6, r) mecTHKaMu JIHIHH 110
nanHeiM OIIP cnektpockonuu: a, 0 — xapakTtepHble crnekTpbl cnuHoBoro 3oHna CAT-1H (a) u
noBymiku DEPMPO (6), a Takxke craauu pa3BUTHA LBETKOB; B, T — 00CUeT cpeHUX MakcuMymoB D[P
curnana s CAT-1H (8) u DEPMPO (r), a Takxke ctanmapTHas OmmOKa W JOCTBEPHOCTh PaziIHunit
no kpurepuro Manna-Yurau. P<0,01, * - P<0,05.

Msbl  Takke u3Mepwin  KoHuHeHtpauuio HpyO, B akccymare  pbuiblia,  MCIOJB3YS
konmopumerpuyeckuii Meroxq FOX-1. Jlunamuka y JIBYX BHUIOB CYIIECTBEHHO paszinuaiach. Tabak
nokazan cHmwxkeHue ypoBHsS HpO, mo mepe cospeBanus peutbnia (PucyHok 65 a). B aGcomroTHBIX
3HAYEHUAX MPOAYKTUBHOCTH 3TOTO BHJA Oblia BBICOKOW. JIMmus mokaszasia 3HAUUTENIbHOE MOBBIIICHUE
YPOBHSI NEPOKCHJA BIUIOTH 10 CTaauM MojHOW (epTunbHOocTH (PucyHOK 65 0); mocie onbuleHHS
ypOBeHb He u3MeHmIcs. O0masi mpoayKIHs MEePOKCHIa BOIOPO/IA B JIMJIMH ObLIa 3HAYUTEIIHHO HIUXKE,
4yeM B Tabake.

[IpopacTanue, pocT M HampaBlieHHE NbUIBIEBBIX TPYOOK IO TKaHSAM MECTHKa — CTPOro
pEryJIMpyeMblil MpoLecc, BKIIOYAIOINUN HENPEPhIBHBIN OOMEH CUTHAJaMHU, Kak (PU3HMUECKUMH, TaK U
xumuaeckumu (Heslop-Harrison 2000; Hiscock and Allen 2008). Beiiio moka3zaHo, 94TO pbijiblia pa3HbIX
BuJ0B HakammBaioT ADK, korja oHM BOCOPUMMYHUBEL, U YTO 3TH YPOBHHM CHMIKAIOTCSA Ha PhUIbIAX,
NoJICP)KUBAIONIMX pa3BuThe mbUIbIEI (Serrano et al. 2015). HauGonee moOHATHOH W JIeTKO

00BSICHUMOM TpeAcTaBisieTcst uaest 0 ToM, yTo Hakoruienue ADK uaer pyka 06 pyKy ¢ co3peBaHUEM
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IIECTHKA M COOTBETCTBYET IOATOTOBKE K OmMbLIeHHI0. HO MCciaeqoBaHue, MPOBEICHHOE HA OOJBIIIOM
KOJIMYECTBE BUJIOB, [TOKA3aJI0, YTO TaKast 3aKOHOMEPHOCTH CIIPABEIMBA TOJIBKO IS OJHUX BHJIOB, a Y
JIpyrux, Ha000poT, nepen onbuieHrueM KonndectBo ADK cumxaercs (Zafra et al. 2016). Oxnako Tot
daxt, uro ADOK npoayIupyoTcs B CO3PEBAIOIIEM MTECTHKE, SBJISETCS OOIINM JIJIsl BCEX M3YUCHHBIX Ha
CEerOIHSAIIHUMI JIeHb IIBETKOBBIX pactenuit (Johnson et al. 2019; Zhang et al. 2020).
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Pucynok 65. Konnenrpamus H,O, B cMbiBe ¢ phutblia Tabaka (a) u mwmun (0), n3MepeHHas
CMEeKTPO(OTOMETPHUESCKH B IIBETHOM pEaKIUU C KCHJICHOJOBBIM opamxeBbiM (Meron FOX-1).
JIoCTOBEPHOCTD pa3inymii onpeesiach mo kpurepuio Cterogenta (¥* P<0.01).

Panee onmybnukoBaHHbIe pabOTHl B OCHOBHOM ObLTH cocpenoToueHbl Ha HyOz, MOCKOIBKY 3TO
HaubOosee crTabunpHas H, WPEANONIOKUTEIbHO, HaubOonee BaxkHas ADK ¢ Touku 3peHus
¢dusunonornueckoi akruBHocTH (Hiscock et al. 2007; Zafra et al. 2010; Lan et al. 2017), xoTs npsMbIx
MOATBEPXKJEHUN d3TOoro ¢akra He Obuto. Mbl ucnosnb3oBaiu IDIIP-CeKTpOCKONUIO i OLIEHKH
npoaykuud O, Ha pHUIbIIE TECTHKA BO BPEMS Pa3sBHTHs I[BETKA M OIBUICHHS, YTO IMO3BOJIMIIO
CPaBHHUTH MOJYYCHHYIO NWHAMUKY C JMHAMHKOW, OMUCAHHOW paHee I Pa3BUBAIOIIMXCS I[BETKOB
onuBbl, rae aasi ooHapyxkenus ADK wucnonb3oBamuck kpacutenu (Zafra et al. 2010). Pesynbrats
YaCTUYHO COTJIACYIOTCSI C pe3yJbTaTaMH, IOJYYCHHBIMH Ha I[BETKaX OJMUBBL: MOJIOJBIC PHUIBIIA
npoayuupytor ropazno Oonbmie ADK, uem 3penble; OlHAKO B OJIMBKAX CHIDKEHHE T'paJUeHTa
Habmonanock Toibko s H,O,, Torma xak B Tabake OHO HAOMIOMANOCH M JUISI CYHEPOKCHIHOTO
paaukana. AHaATOTHYHAs 3aKOHOMEPHOCTH obmei mpoaykinu ADK panee Habmo1anack y HEKOTOPBIX
WCCIIEIOBAHHBIX PACTEHUI, HAIPUMEpP, Y MarHoJiuM, Maka u ropoxa: konndectBo ADK cHukanocey no
Mepe cospeanus 1Berka (Zafra et al. 2016). Opnako y npyrux pacreHuil koiamdectBo ADK,
HaoOopor, yBenmmumioch (Zafra et al. 2016), uto moTBep)KAEHO HaMH M OyIET pPacCMOTPEHO B
clenylmux paszznenax. lloka HesCHO, YTO MMEHHO OMNpeAenseT 3TU IPOTHUBOMOJIOKHBIE

3akoHOMepHOCTH JuHaMUKu A®K: BaXHO 1M CHCTEMAaTHUYECKOE TIOJIOKEHUE PACTEHUs, €ro
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IKOJIOTUYECKasi HHIIA I OCOOCHHOCTH CTpPOCHHUs IBeTka. OIHUM M3 BO3MOXKHBIX OOBSCHECHUIA
SIBJISIETCSI BUIOCTICIIM(DUIHOCTS METa0OIMTOB, OOJTAaJarONIMX aHTHOKCHJAHTHON aKTHBHOCTBIO. Tak,
runore3a o KoHKypeHImu Mexay ADPK n daBonongamu Obuta IpoBepeHa Ha JEKOPATHBHOM KarrycTe
(Brassica oleracea var. acephala): ypoBeHb (y1aBOHOHIOB CHIIKACTCS IO MEPE CO3PEBAaHUS PhLIbIIA,
4yro mpuBOIUT K HakoruieHuto ADK u obecreunBaer coBmectumoe ombuicHue (Lan et al. 2017).
bonee Toro, cHmwkenue ypoBHI A®K mocie o0pabGoTKM pbUIbIIa 3K30TEHHBIM  (DIIABOHOUIOM
(keMIpepoIOM) pe3KO CHIKAJIO MPHUKPEIUICHNE U mpopactanue mbuiblibl (Lan et al. 2017). C apyroi
CTOPOHBI, MYTaHT TOMaTa CO CHIDKCHHOW MpPOAyKIHeH (IaBOHOJOB M CHIDKCHHBIM aHTOLMAHWHOM
XapaKTepH30BaJIcs MOBBILICHHBIM ypoBHEM ADK B HbUIbIIe ¥ CHHKEHHBIM €€ IIpopacTaHueM in Vitro u
in vivo (Muhlemann et al. 2018). B atoit paboTe Takxe Mo 4epKUBACTCS CBSI3b MEKY PEIPOIYKIHCH
u crpeccom: yBenuuenne ADK B ycroBusix TemiepaTypHOTO cTpecca Takxke Oblio 0Oosee
BBIPAKCHHBIM Y MYTaHTA.

Hapymenue romeocraza A®K sBnsiercss oAHUM M3 BaXHEHIINX MEXaHHW3MOB IT0/IABJICHHS
MIOJIOBOT'O Pa3MHOXKCHUS PACTEHUI, BKIIFOYAsi KaK PEIPOAYKTUBHOE Pa3BUTHE, TaK U OIUIOJOTBOPEHUE,
B YCJIOBHSIX BBICOKOTEMIIEPATypPHOTO CTpecca, CoJieBoro crpecca u 3acyxu (Djanaguiraman et al. 2018;
Santiago and Sharkey 2019; Bhatla et al. 2021; Xie et al. 2022). Takum o00Opa3oM, cCpaBHHBas
npoaykuuio pa3nuuHbix ADPK Ha peUTbIE CTPECCOYCTONYMBBIX M UyBCTBUTEIBHBIX COPTOB IILICHHUIIH,
ABTOPBI MPUILIA K BBIBOLY, YTO BO BTOPOM Cllydae MPOIYKIHMS 3aMETHO TMOBBIIIANACH B YCIOBHUSX
koMmIuiekcHoro crpecca (Fabidn et al. 2019). Otu pe3ynbraThl MOKa3bIBAIOT, YTO, XOTS JIOKAJIbHOE
noBeinieHue ypoBas ADK Ha ppuiblle BaXKHO ISl pENPOIYKTHBHOTO yCIIeXa, Ype3MEPHOE MOBBIIICHHE
MOET YKa3bIBaTh HA CTPECC U MOJABISATH Pa3MHOKEHHE.

boun BhIcKa3aHbl MpeAnoiaoxkeHuss o pasnuyHbix ¢QyHkusax ADK Ha pouiblie: ocnalieHue
KOMITOHEHTOB KJIETOYHOM CTEHKH IS TPOHUKHOBEHUS B MBUIBIIEBBIC TPYOKH, 3all[MTa OT ATOTCHOB U
CBsI3b MeXy mbUTbION U mectukom (Hiscock et al. 2007; Zafra et al. 2010; Lan et al. 2017). A®K,
BEPOSTHO, HEOOXOAUMBI JUIsS DKCIIAaHCHU KJIETOK BO BpeMsl MOp(OreHe3a pPhUIbIIA, KaK 3TO IIUPOKO
omucano Juis npyrux opranos (Carol and Dolan 2006; Tsukagoshi 2016). Beicokuii ypoenr ADK
MOXET OBITh Pe3yJIbTaTOM CHHTETUYECKOW aKTUBHOCTU M aKTHBHOTO MeTa0O0JM3Ma B KJIETKaX pPhLIbIA
u okpyxkaromux TkaHsx (Zafra et al. 2010), mockonbKy co3peBaHHE pBUIbIA COMPOBOXKIACTCS
U3MEHEHHEM >KECTKOCTH KIIETOYHOW CTEHKH W 3allyCKOM TPOIYKIUH dKccynaaTa. Maes HakoIuIeHHs
A®K kak 3aIMTHOrO MEXaHW3Ma OT aTaKd MAaTOTCHOB HAa TOM K€ OCHOBAHHUH, YTO M B IIBETOYHBIX
HEeKTapax, ObUTa mpeiokeHa Xuckokom ¢ coaBTopamu (Hiscock et al. 2007). Dto oObscHenwue, mo-
BUIMMOMY, B TEPBYIO OuYepe/lb MOAXOIMT JUISl PACKPBITHS IIBETKOB C CAaXapHCTBIM IMUTATEIbHBIM
JKCCYIaTOM, B TO BpeMs Kak y Tabaka HakoruieHne A®K mnpenmecTByeT MOSBICHHIO BUAMMBIX
KareJeK 9KCCyAara U PacKpbITHIO IBETKOB. C APYroil CTOPOHBI, SKCCYAAT PhUIbLA TabaKa COAECPIKUT

00JIBIII0E KOJIMYECTBO JIMITUIOB, YIICBOA0B U apyrux kommonentoB (Cresti et al. 1986), uro memaer
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BIIOJIHE TMPABIONOAO0HONH rumoresy o ToMm, uro ADK sBIAOTCS MapKepaMu CHHTETHYECKON
akTuBHOCTH. OTHOcUTenbHO HU3KMKA ypoBeHb A®DK Ha cragum (epTUIBHOCTH, KOTOPBIH MBI
HaOroMamK, OBLUI,0THAKO, BaKEH JUISA OIBUICHHS, KaK IOKa3ajd JKCIEPUMEHThI C MHTHOUTOPaMH,
MOATOMY MBI TaK)KE€ CUMTAaeM B3aWMOJACHCTBHE IBUIBIIBI W pPhUIbIA BaxkHOU ¢yHKuen ADK.
VBenuuenue npoaykiuu O, MOCIE ONMBUICHUS. MOXKET OBITh CBA3AHO C JIETpalallieil BEPXHUX YacTel
NECTHKA, KOTOPBIE HE HYXKHBI JUII 00pa3oBaHus TI0I0B U ceMsiH. OTHOBPEMEHHOE CHIKEHHE YPOBHS
H20, yka3piBaeT Ha TO, 4TO 3TO MPOU3BOJICTBO CYNEPOKCHAA HE CBA3AHO C B3aMMOACHCTBUEM IBUIBIIBI
U PBUIBIIA.

Cuwmxenue ypoBHsi H,O, mociie OnbUICHHS COTIacyeTcsi ¢ CYHMIECTBYIONICH THIIOTE30H O TOM,
YTO MPWIKAIIAHUE THUTBIIEBBIX 3¢PEH BHI3BIBACT CHIDKEHUE KOHIeHTparuu ADK Ha phUIbIe TECTHKA,
BEpPOSITHO, 3a CYET MPOJYLMPOBaHUs U BbAeIeHUs okcuna azota (NO) meutkiioit (Bredemeijer 1984,
Smirnova et al. 2012; Lan et al. 2017). Kpome Toro, cHimkenue ypoBHs ADK Ha phuiblie mMocie
OPUKPEIUICHUS MBUIbIBI BakHo Juis ruapatanuu  meuiblbl  (Kiyono et al. 2021). Hepasuee
UCCIIEIOBAaHHE TMOKA3aJ0, YTO JJISl THApATalui NbUIbIEI HeoOXxoaumo Bocmpustue 6enkoB POLLEN
COAT PROTEIN-B (PCP-B) peuentopusiM krnHa3zHbiM komiuiekcom ANJEA-FERONIA (ANJ-FER)
(Chen et al. 2021). YV apabumornicrica, KOoria MbUiblla TMonagaer Ha poutbile, PCP-B uHrubupyror
B3aumoyeiicteue RALF (RAPID ALKALINIZATION FACTORs) u ANJ-FER, a nocnenyromiee
CHIDKEHHE BBIpaObOTKM crturmatndeckux A®dK olecmeunBaeT THApATAMI0 H  TOAJIEPKUBAET
npopactanue butbiel (Chen et al. 2021). CnenoBareabHO, BO3MOXKHBIN CIICHAPHI 3aKIFOYACTCS B TOM,
yro omnpeaencHHbli ypoBeHb A®MK Ha 3peroM pbuiblle OnarompusTeH AN paHHEW CTaauu
B3aMMOJICHCTBHS TBUIBIIBI M PHUIBbLIA, a JalibHelee cHwkeHue ypoBHs A®DK mocne KoHTakTa ¢
IBUTBIIOW MOXKET CIOCOOCTBOBATh POCTY MBUIBILEBBIX TPyOOK B Tkanu peuibiia (Zhang et al. 2020;
Kiyono et al. 2021). Ha ocHOBaHMY HAIIMX JAHHBIX MOKHO YTOYHHUTH, YTO 3TO CHIDKCHHUE B OCHOBHOM

CBsA3aHO C HZOZ, TOr'Ja KaK YPOBCHb 0.2_ MOZKET OCTaBaTbCS BBICOKUM U [aKC YBCINYHUBATHCA.

VI.3. AKTUBHOCTb $€pMEHTOB peJOKC-MeTa60/iM3Ma Ha PbL/IbLAX Ta0aKa U JINJIUHU

B nenu npespamenuit AQOK ecTb ABa OCHOBHBIX 3Tama, CBSI3aHHBIX C (3Tan 1) mpeBpaliieHuem
O’, B mepokcua Bojopoaa u ¢ (3tam 2) pasnoxenrneM HyOp. MBI onpeiennii akTHBHOCTh OCHOBHBIX
dbepmeHTOoB, yyacTBytomux B ooenx craausax: COJl (atan 1), karana3sel, ackopoarnepokcunassl (All) u
reasikonnepokcuaassl (I'T) (aranm 2). Mbl ucnonb3oBaiv yAOOHBIA M HArSAHBIA 3UMOrpaduuecKuit
METOA JUIl OLIEHKU AaKTUBHOCTH (PEPMEHTOB OKHCIUTEIbHO-BOCCTAHOBUTEIBHOTO TOMEOCTa3a B
OEIKOBBIX DKCTpaKTax M3 TKaHel pbuibLa. [ anamusza uzopepmentoB COJl mbl ucnonb3oBamn KCN
B kauecTtBe mHrHONTOpa Cu/Zn-CO/l n H,0, B kauecTBe nHrnouTopa kak Cu/Zn-COJI, rak u Fe-CO/I.

Tabax umen nBe aktuBHble u30hopmbl COJl: Cu/Zn-COJl u Fe-COJ/l: omna cepusi mojoc

aKTUBHOCTH HMcue3ala mocjae o0paboTKu refst HMaHucThiM KanueM (PucyHok 66a, 0), a 06e nzodopmsl

184



ObUIM HEAaKTHBHBI MOCIIE 00paOOTKH TIEPOKCHIOM, UTO MOKa3aHO B HalIMX ucciaenoBanusx (Breygina et
al. 2022). IpoaHamu3upoBaB 0OJBIIOE KOJHMUECTBO Telied, Mbl MPHIIUIA K BBIBOAY, 4TO HauboJiee
ciabasi aKTHBHOCTh XapakTepHa Uil TMEPBOM CTaluu, HAa JAPYIHMX CTaJAHSIX AKTUBHOCTh MOXKET
BapbHUPOBAaTh, HO OHA BCET/Ia CUIIbHEE BO BPEMsI U TIOCIIE CO3PEBAHMSL.

Y munuu takke ectb ABe m3odopmel COJl, mpudeM Oonee Tsokenas U3 HUX Oojiee aKTHBHA
(Pucynok 66B). O6e u3odopmbl HE pearnpoBaiu Ha 00paboTky nuanuaom (Pucynok 66r), HO
ucyesany npu o0paboTke nepokcu o Bogopoaa (Pucynok 66,1), n3 4ero MOKHO CIeNNaTh BBIBOJ, YTO
a0 aBa m3opepmenta Fe-CO/I. [Ipeobianaromas n3opopma mposBisIach Ha BCEX CTAIUAX Pa3BHTHS;
MUHOPHBI M30()epMEHT OBbLI aKTUBEH B IOBCHWIBHBIX M ONBUICHHBIX pbuibliaX. CymmapHas
aktuBHOCTH COJI Ha THX CTanusAx ObLIA BBIIIE, Y€M B IKCTPAKTAX U3 MPEI-3PEIIBIX U 3PEIIBIX PHLICIT

HeoxxunaHHbIl pe3ysbTaT ObUT IMONYYEH JJIsi aKTHBHOCTH Karaja3bl. KaTtamasa HeakTUBHA Ha
pbUIbIIaX Tabaka Bcex craauii pa3Butus (PucyHok 670). Y nuiuu ero akTUBHOCTH BBISBIISICTCS Ha
cTamuu 1, pe3ko BO3pacTaeT MPH CO3PEBAHMHM M OCTACTCS JOCTATOYHO BBICOKOW IOCIIE OIBUICHUS

(Pucynok 67a).
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——stage 2 ——stage2

stage3 stage3
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stage 4

Pucynok 66. 3umorpaduueckoe onpenenenue aktusroctd CO/I B peutbiiax Nicotiana tabacum
(a, 6) u Lilium longiflorum (B-m). DxcTpakTel oOmiero Oenka M3 CBEXKUX PBUICH 3arpyKajid Ha
cocennue Aopokku. [lepes 3arpy3koit onpeaensiii KOHIICHTPAIMIO OeTKa BO BCEX IKCTPAKTAX, YTOOBI
CKOPPEKTUPOBATh /103y HaHeceHUs. MI30(epMeHTHBIN aHanN3 3aKiovaics B CPAaBHEHUH KOHTPOJIbHBIX
reneii (a, B) ¢ Bo3aeiicTBreM nuanuaa (0, T') ¥ MEPOKCHIa BOAOPOIa (1) U TMOKa3aj, YTo Tabak UMeeT
nse uzopopmsel: Fe-COJl u Cu/Zn-CO/l, a B munum akTuBHEI 1Be Fe-SOD.
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Pucynok 67. 3umorpaduueckoe ompeieacHHe aKTHBHOCTH Karaja3bl B pbuibiiax Lilium
longiflorum (a) u Nicotiana tabacum (0). Kartana3a neakTrBHa B Tabake, HO aKTHBHA Ha BCEX CTAaJIUAX
B JIMJTHH.
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Pucynok 68. 3umorpapuueckoe ornpeieneHre aKTUBHOCTH aCKOpOAaTHEePOKCHIAa3bl B PhUIbIIAX
Nicotiana tabacum (a) u Lilium longiflorum (6). ®epmenT akTuBeH y 000MX BHIOB U MPUCYTCTBYET B
HECKOJIbKUX n30(opmax.

Ackopbarnepokcuiaza akTHBHa Kak B Tabake, Tak U B JHIUHU. [[0CKOIBKY MOJIOCHI TOBOJIHHO
cimalble, HECMOTPS Ha BBICOKOE KonndecTBO Oenka (40 ur Ha JOPOXKKY), MOKHO 3aKIIIOUUTH, YTO
AKTHBHOCTH KaXKI0W U3 n30¢opM HeBbIcOKa. C Apyrod CTOPOHBI, UX KOJIMYECTBO Y 000MX OOBEKTOB
JIOBOJIBHO BEJIMKO: Y Tabaka OTUETIMBO Pa3IMYalOTCS OT 4 10 5 MOJ0C, KOTOphIe HanuOoJiee aKTUBHBI
Ha 2 U 3 CTaausAxX, MOCJE OMBUICHUS MPOSBISIOTCS ciladee M MPaKTHUYECKH HE OOHAPYKHBAIOTCS B
IOBEHWIBHBIX phUTbIax (PucyHnok 68a). BepositHO, G0MbIIoe KOMHMUECTBO H30()epMEHTOB MEPOKCHAA3HI

B Tabake KOMIICHCHUPYET HCAOCTATOK aKTUBHOCTH KaTajla3hbl. V aunmn BUJHBI ABE€ OTUCTIIMBBIC ITOJIOCHI
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Ha ctaauax 1 u 2 u Tpu nonockl Ha cragusx 3 u 4 (Pucynok 680). CymmapHasi akTUBHOCTb Ha CTAIAMAX
3 u 4 y nmunuu Beie, yeM y Tabaka (Schekaleva et al., 2024).

JInst TBasKOIOBOM TEPOKCHIA3bl 3UMOTPAaUUECKUI IMOIX0A OKa3aics Hed(P(PEKTHBHBIM: B
00oux 00beKTax He ObUIO OOHAPY)KEHO aKTHBHOCTH, KPOME IOJIOKHUTEIBHOTO KOHTPOJIS (AaHHBIE HE
nokasanbl). [103TOMy MBI TIPOBEPHJIH MOJYYEHHBIN pe3ynbTar crekTpodoromerpudecku (Tadmuia 9).
Hu3zkast akTHBHOCTH BBISABIICHA TOJNBKO Ha 4-ii cTamum y Tabaka, BEpOSATHO, W3-3a MPUCYTCTBHSA
IBUIBIIEBBIX 3€PEH WMJIM CTAapeHUs pbUIblAa. MBI NPHUIUIM K BBIBOIY, YTO 3TOT (PEPMEHT HE BHOCHUT

cymecTBeHHOro Bkiaaa B 6baianc ADK Ha peuibIle.

Tabmmna 9. AKTHBHOCTB I'BasiKOJIOBOM MEPOKCHAA3HI B SKCTPAKTAX M3 phjIel] Tabaka 1 JIMIINH.
Axtusnoctb 'TI, Monb/n

NePOKCHIa3a XPeHa
CTaaus | PhUIbIC TabaKa | PHUIBIIC JWIIAN .
(TIOJIOXKMTENBHBINA KOHTPOJIb)
110,03+0,08 0,01+0,05
2| 0,37+0,01 0,06+0,05 26.240.12
310,16+0,01 0,05+0,02 T
410,96+0,07 0,05+0,05

Casur penokc-6ananca Ha psutblie ADPK coBnagaer mo BpeMeHU ¢ HauyaJloM BOCIPUUMYUBOCTH
peuIbIia, peryisinus ypoBHsS ADK obecrieunBaeTcsi MOBBIIIEHHEM aKTHBHOCTH (DEPMEHTOB pelIoKC-
roMeocTasa, BKIIO4Yasi MOsSBICHHE HOBBIX M30(epMEHTOB B mpoliecce Mopdorenesa peutbiia (Mclnnis
et al. 2005; Sharma and Bhatla 2013). Hampumep, y moacoiHeYyHHKa yBeIu4YeHHEe 00el aKTHBHOCTH
CO/1 6b110 CBsI3aHO C THIYMMHOYHOM CTaauel pa3BUTHS 1IBETKa, 3a KOTOPOM ciieloBall MUK aKTUBHOCTH
NepoKCcHIa3bl Ha mectuunoi craauu (Sharma and Bhatla 2013). TecTsl Ha aKTHBHOCTH MTEPOKCHIA3HI
CTaJld CTaHAAPTHBIM METOJIOM M3MepeHus BocnpuumuuBocTd nectuka (Dafni and Maués 1998). B
OTBITAaX Ha JIEKOPATUBHOM KalycTe TeIyioBas KapTa, co3/laHHas s 17 OenKkoB ¢ OKCHIOpENyKTa3HOM
AKTUBHOCTBIO Ha OCHOBE MX OTHOCHTEIBHOIO KOJIMYECTBAa HAa PAa3HBIX CTAIUAX Pa3BUTH, MOKa3aja
NIOCTETICHHYIO aKTUBAIMIO CHHTE3a 3THX OelKOB B mpouecce pasButus pwutbnia (Lan et al. 2017).
[TonydeHHbIE JaHHBIC COTJIACYIOTCS C TEM, YTO MBI HAONIONAIM B SKCTPAKTaxX M3 PhUICH] Tabaka:
aktuBHOCTh COJl HamMeHbImass Ha CTaJWM IOBEHHJILHOIO TECTHKAa, Ha CTaausax 2 WU 3, Koraa
pacKphIBaeTCsl LIBETOK M BBIPA0ATHIBAECTCS YKCCYAAT, OHa MAaKCHUMalbHA, U B 3TO BpeMs IOSBISETCS
JIOTIONTHUTENBHBIN H30(epMenT. YBenuuenue aktuBHocTH COJl m uymcna m30(pepMEHTOB JIOTMYHO
CBSI3aTh C HAOJIOIaeMbIM CHIDKEHHEM YPOBHS CYNIEPOKCHIHOTO pajrKaia B 3penom nectuke (Pucynok
63).

AxtuBHOCcTh COJl mocie ombuleHUS CUIIBHO BapbupyeT misi Fe-copepikariero mzodepMmeHTa
(oHa MOXXET OBITh KaK HWKE, TaK M BBIIIC, YeM Ha MUKE PElEeNTHBHOCTH), a it Cu/Zn usodepmenra

OHAa CTAOMJIBHO HIIKE. HpI/I‘II/IHy TaKO! M3MCHYUBOCTH CiIe MpEaACTOUT BbISICHUTD.
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IlonBeném uroru o AByM BHAaM. Y JIWJINK JuHamMuKa cyMMmapHbeIXx ADK Bocxoasmias Ha Bcex
craausix pasBuTus peuiblia. CHayana yBenuuuBaercs renepanus O, W CHUIKAETCS YpPOBEHb
nepokcuaa. 3a cuer aktuBHOCcTH COJl ypoBeHb NEpOKCHAA YBEIMYMBAETCS MOCiE 2-H CTaiud U
JOCTUTaeT MakCMMyMma Ha 3-i cTaguu, HO OJHOBPEMEHHO YBEIMYMBAIOTCS aKTHMBHOCTH KaTalla3bl U
ackopbarmnepokcuaasbl. [locie ombuteHust renepaiss O, U aKTHBHOCTh Karalasbl CHHIKAIOTCS
obpaTHO 10 ypoBHA 2-W cTaauu, KOHIEHTpauusi mnepokcuna, aktuBHoctd COJI wu
acKkopOaTnepoKCHIa3bl BBHIXOAAT Ha mmiiarto. OOmas OKUCIUTENbHAs CIIOCOOHOCTB, OIpesesieMas
cnuHOBBIM 30HI0M CATI1H, HeoXuAaHHO yBEIMYMBAETCS IOCIE OMBUICHUS, YTO MOXHO OOBSICHUTH
BoICOKMM ypoBHeM NO, KOTOpBI JeTEKTHPYETCs Ha PhUIbLIE MPH MpopacTaHuy bUIbisl (DOomingos et
al. 2015). Takas nunamuka remepanud M B3aumomnpespamienus O, u H;O; Ha pbuiblie X0poIno
cornacyercsi ¢ poipto ADK B perymsiiuu pocta NbUIBIEBBIX TPYOOK JIMJIMK HA PAHHUX CTATUsX,
nokazaHHo# panee in vitro (3.1 3HaveHue SHAOTeHHBIX U 3K30reHHBIX ADK 1151 pocTa MBUIBIEBBIX
tpy6ok) (Podolyan et al. 2019). IIbuiblieBble TPYOKH MK Oojiee 4yBCTBUTENBHBI K O , 4eM K
NEpPOKCHIa BOJIOPOAA: CYNEPOKCU YCKOPSIET UX POCT U JeJaeT UX TOHbILE, B TO BpEMs Kak TPyOKH,
obpabotanubie HyO,, ananmorumuynsl KoHTposbHBIM (Pucynok 14) (Podolyan et al. 2021). Bricokas
3Ha4uMocTh Oy JUIA MBUIBLEBBIX TPYOOK JIMJIMKM COBIIAJAET ¢ MMKOM OOpa3’0BaHUA CYNEPOKCHIA Ha
cTaauu (pepTUIBHOCTH y 3TOTO BHJA U C HAaWOOJbIIEeH aKTUBHOCTBHIO KaTaja3bl HAa CTAIUH 3PEIIOCTH.
AxtuBHocte CO/Jl y 3TOr0 BHJa MUHUMAaJdbHA HAa CTaJAMSIX AKTUBHOTO B3aUMOJIEUCTBUSI PhUIbIIA U
IBUIBIEL. Bee 9TH TaHHBIE B COBOKYITHOCTH YKa3bIBAalOT Ha TO, 4TO ypoBeHb H,O; Ha mectuke nmmmn
CTpPOTO JINMUTHPOBAH.

bananc A®K na peuibiie Tabaka wunHoi. AxTuBHOCTH COJ] u ackopOaTmepoKcHAa3bl
NOBBILIAETCS 3a0JarOBPEMEHHO, /10 HAaCTYIUIEHUS (DEpTHIIBHOCTH, W, MO-BUIUMOMY, 3a CUET ATHX
(GepMeHTOB mepen ombuieHHeM cHuKaercs ypoenb O, u Hy0,. Hccnenosanus mpopacraHus
ObUTBIBI Tabaka iN Vitr0 mokasaad ee BBICOKYIO YYBCTBHTENBHOCTh K TEPOKCHAA BOaopoaa. B
MPOTOIIaCTaX W3 TMBUIBIEBBIX TPYyOOK Tabaka MOJIOKHUTENIbHAs peakius Obuta yxe Ha 10 uM
nepokcuaa (Pucynok 42), torma kak mus jguiaud 3¢GeKTHBHAS KOHIEHTpanus coctaisuia 100 uM
(Pucynox 39).

JleiicTBre Ha MBUIBbLIEBBIE TPYOKH Tabaka OBIJIO OJMHAKOBBIM ISl MEPOKCHA U PBUIBIIEBOTO
JKCCcyaaTa, a o0paOoTka JKccyJgaTa Karala3ol JMIIajga €ro CIOCOOHOCTH BO3JEHCTBOBaTh Ha
nbutblieBble TpyOku (Pucynok 60). ¥V merynum aktuBHocth COJl Tarxke Bo3pactajiia BO Bpems
co3peBanus pouibiia (Leung et al. 2006).

KonnenTpanus nepokcuua B 3KCCydare phUIblla Tabaka 3HAYUTENHHO BBIIIE, YeM Y JIAJIHUH,
Jake Ha cTaguu 3, XOTS y Ta0aka OHAa CHWXKAETCS, a Y JIMJIMU MOBBIIMIACTCS IO CpAaBHEHUIO ¢ Ooiee
panauMu ctaausmu (PucyHok 65). OTo cormacyercs ¢ TeM ¢akToM, YTO KaTajga3a HEaKTHBHA Ha

peutblie Tabaka (Pucynok 67). MOKHO HPEAMONIOKNTE, YTO Y Tabaka 4acTh (PYHKIIUH, CBA3aHHBIX C
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yJaJIeHueM TEepOKCHa, B3sla Ha cebs ackopOarnepokcuaasa: Mbl BUAUM 3 U Oonee M30(hepMEHTOB,
aKTHBHBIX Ha CTaJusX, IJae HaOmomaercs cHibkeHue ypoBHs HyO, (Pucynokx 68). Bombimoe
KOJINYEeCTBO M30(hopM ackopOaTIepoKcuIa3bl XOPOIIO COTIACyeTcsl ¢ Pa3HOOOpa3HOM JIOKaIH3aIuei
ATOM TpyIIbl JEPMEHTOB B PACTCHUSAX: OHU PaCIpEeNICHb, IO KpalHEeH Mepe, B YEThIPEX KJIETOYHBIX
KOMITAPTMEHTAX: XJIOPOILIacTaX, MUKPOTEJIbIIax, IUTo3051e U MuTOXoHapusx (Shigeoka et al. 2002).

VBenuueHne KOJIMYECTBa acKOpOATIEPOKCHIa3bl BO BpEMsi ONBUICHHS paHee ObLIO MOKa3aHO
s cou (Glycine max), HO B JaHHOM Cly4ae PacCMaTPUBAJICS MECTHK ILEIUKOM: B MPOTCOMHOM
WCCJICIOBAaHMM OBUTIO OOHApYKEHO, YTO YPOBEHb OEJIKOB acKopOaTmepokcuaasbl (HO HE HX
AKTUBHOCThH) YBEIMYMBACTCS IPH ONBUJICHWW, TOTAA KaK TIIYTAPEIOKCHMHA W TIEPOKCHPEIOKCUHA,
KOTOpbIC Takke MoryT yaansath HpoO,, cranosutcst menbie (Li et al. 2012). V rubuckyca akTHBHOCTh
ADK-perynupyromero (epMeHTa ONPENeNsUIM CIEKTPOPOTOMETPHUYSCKH, M BO BCEX CIydYasX OHA
ObUIa MaKCUMAJIBHOM Ha cTaguu (epTuibHOCTH. YpoBeHb HyO, MOBBIIANCS 3apaHee, B FOBEHUIBHBIX
phUIBbIIaX. 3aTeM OH OCTaBaJICs HA MOCTOSHHOM YPOBHE, a MOCJIE ONbUIeHUs1 yMeHbInasics (Cetinbas-
Geng et al. 2019). V onuBsl koHueHTpanuss HyO, Oblia 3HAYMTENHHO BHINIE B TKAHU TECTHUKA 0
ONBUJICHHUS, TMOCJE OIUIOAOTBOPEHHMS OHAa CHMXajdack. AKTUBHOCTh Karamasel, COJ] wu
acKopOaTnepoKCcHaa3bl ObUla HWXKE [0 ONBUICHHS M IOBBIIIANACH TIOCJIE OIUIOJOTBOPEHUS
(Aslmoshtaghi and Shahsavar 2016). Peuibiie OJHMBBI B IIEJIOM TaKXe XapaKTEPU3YeTCs CHIKCHHUEM
KOHIIeHTpanuK nepokcua (Zafra et al. 2010). ¥ noacosHeuHrKa BO BpeMst IBETCHUS 3a YBEITHUCHHEM
o6meit aktuBHoctn CO/] cienyer muk akTuBHOCTH niepokcuaas (Bhatla et al. 2021).

HauGonpmmii cymmaphsiii ypoBeHb ADK oOHapyxeH y Tabaka U UK [IOCIIE ONMBUICHUS, UTO,
MO-BHIMMOMY, COOTBETCTBYeT MaccoBoMy Beimenenuto NO (Jimenez-Quesada et al. 2017) w,
BO3MOXHO, Jpyrux A®K NbulbLIEBBIMM 3€pHAMU WIHM CTAaperOIMMH pbpulbliaMu. Hampumep, B 3TOM
UCCJICIOBAaHUM MBI HE TMPOBEPSUIM HATMYUE TMIPOKCUIBHOTO PaJMKaja, MOCKOJIbKY paHee BBISCHUIIH,
4TO OH MHTHOUPYET POCT MbUIbLIEBBIX TPpyOOK (PucyHok 14); oqHako mocie OMIOAOTBOPEHHS OH
MOXeT 00pa3oBBIBaThCS Ha pbUIbIE, Hampumep, u3 HyO, B pesynpTare peakiyu C MepexOoaHBIMU

METalJIaMH.

V1.4 3nayenue CO/l a1 npopacTaHuA NbUIbLBI Ta6aKa in vivo

Koneunoi LOEJIBIO ONBUICHHUA W IMPOpAaCTaHWA NbUIBIBI ABJIACTCA YCIICHIHOC OIIJIOAOTBOPCHUC.
Ha ero 3(1)(1)6KTI/IBHOCTI) MOTYT BJIMATH KaK HNPOUCHT IMpOopaCTaHu MbUIBHBI HA PbUILLC MMECTUKA, TaK U
CKOPOCTh pocTa TpyOkH. UTOOBI BHISIBUTH 3HAYCHHE aKTUBHBIX ()OPM KHCIOpOJa, OOHAPYKEHHBIX HA
peiIbIle, MBI cMemanu Oamanc ADK ¢ momolpio HHTHOUTOPOB. B kKauecTBe CTaHAApTHOTO OOBEKTa
MCIIOJIb30BAIM pacTeHMsl Tabaka, MOCKOJIbKY OHM HMMEIOT JOCTaTOYHO KPYIHBIA MECTUK U PacTyT B
MOJTHOCTBIO KOHTPOJUpYeMbIX ycioBusx. Kak mbl mokazamu, CO/l, BbiaeneHHass w3 phUIel] Tabaka,

YYBCTBUTCJIbHA K NICPOKCHUAA BOAOPOJa U HNMAHUY KaJIHA, HO IPUMCHHUTDL 3TU I/IHFI/I6I/ITOpr in VIVO MBI
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HE MOTJIH, TaK KaK TIEPOKCHU caM IO ceOe SBISETCS KOMIOHEHTOM OKUCIUTEIbHO-BOCCTAHOBUTEIHLHOU
CHUCTEMBI, a I[MAHM] TOKCHYCH JUIS XHMBBIX TKaHeW. [1o3TOMYy s SKCIIEPUMEHTOB IN VIVO MbI
ucrionp3oBainy  cnerupuyeckuii  Cu/Zn-unrubutop COJl LCS1. Ham ypamock mpoBepHTH
3¢ (peKTUBHOCTH HHTHOUTOPA HEMOCPEICTBEHHO HA PhUIbLIE: COAEePKaHNE 0 B JKccylaTe Ha PhUIBLIE,
obpabortannoit LCS1, yBenuunnochk Ha 38% (Pucynok 69a,6). IIpu aTom ciemyer OTMETUTh, YTO B
pbUIblie Tabaka akTUBHA HE Tobko Cu/Zn-CO/l, Ho u Fe-CO/l, To ecTh HaM yaajioch 3a0JIOKUPOBATH
AKTUBHOCTH JIMIIb OHOTO U3 n3opepmenToB. HecMoTps Ha 310, ekt ObL1 mocToBepHbIi (Breygina

et al. 2022).
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Pucynok 69. 3nauenne 6ananca ADK mns ckopoctr u 3pPeKTHBHOCTH MPOpACTaHUSI TTHUTHIIBI
in vivo. a — tunumunble curHansl OIIP skccynmata phUiblla KOHTPOJBHOTO I[BETKA W IIBETKAa,
obpaboTtannoro LCS1; 6 — ycpennennsle 3HaueHus curHanoB OIIP (BTopoil muk, ykazaH CTpesnkoil Ha
a), n=6; B — TUNUYHbIE (IIyOPECLUEHTHbIE KapTUHBI cTHiIel depe3 30 MUH MoOcCJe ONBUICHUS, CTEHKA
NBUIBIEBON TpyOKH OKpalleHa o0ecClBeUeHHbIM AaHMJIMHOBBIM CHUHUM, yBenuuenue 100X, JIOU
(xopua audennnenunononus) u AB (aneroBanmiion) — uaruoutopsl HAJI®H-okcunaser, LCS1 —
uaruoutop Cu/Zn COJJ; T — cpeaHee KOJUYECTBO MBUIBIIEBBIX TPYOOK B TIECTUKOBOM CTOJOMKE 3a 30
MHH TI0CJI€ ONBUICHUS; ]| — 3aBsI3bIBAHUE CEMSIH (CpelHee KOJIUYECTBO CEMSH B KOpoOouke) uepes 4
HEZIEN T10CIIE ONBUICHUS.

[IpenBapuTensHO MHKYOUPYS PBUIbLIA C ’TUM MHTHOMTOPOM, a TaKXKe C IBYMsI HHTHOMTOpaMuU
HAJI®H-okcumasbl (BepOSTHO, OJHOTO U3 KIHOUEBHIX IpoayineHToB ADPK Ha peLIblie), Mbl OLIEHUIN

U3MEHEHHE CKOPOCTH IMpOpacTaHus MbUIbIBI Ha pbUIbIE U A()PEKTUBHOCTH OIUIOJOTBOPEHUS.
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WNuru6uropsr HA JI®-okcua3pl BIUsIIM Ha CKOpOcTh npopactanus: JJMU u aneToBaHWIIOH CHIKAIN
KOJIMYECTBO TpyOOK B cronbuke Ha 59 m 76% coorBercrBenHo (Pucynok 69B,r). OmHako mpu
TECTUPOBAaHUU Hauboisiee FPPEKTUBHOIO B ATOM OTHOIIEHUM MHTMOMTOpPA aleTOBAaHWIJIOHA C TOYKH
3peHMs YCHIELIHOCTH OIUIOAOTBOPEHMsI HE OBbLIO OOHApYKEHO 3HAYUTENBHOrOo CHMeHMs (PucyHok
69e). Ilo-BuarMOMy, KOJIM4ECTBa TPYOOK, KOTOPBIE B MTOTE JOPOCIH JI0 3aBs3H, OBUIO JOCTATOYHO,
4TOOBI OIUIOJIOTBOPHUTH JOCTATOYHOE KOJIMYECTBO CEMA3ayaTKoB. TakuM o0pazoM, CHUKEHUE
oOpaszoBanust O, BIMSET HA JUHAMUKY MPOPACTaHUs, HO HE Ha SPPEKTHBHOCTH OIUIOIOTBOPEHHS
(Breygina et al. 2022).

C npyroii croponsl, cmenieHue 6ananca ADK B cTOpOHY CyNepOKCHIHOTO paauKana (IIyTeM
OsokupoBanust omHoro u3 m3odepmenToB COJI) 3HAYUTEIBHO CHIKAIO CKOPOCTH MPOPACTaAHUS:
CIYCTsI TIOJTYaca TOCJe ONBUICHUS MBUIbIEBBIE TPYOKH B cTONOMKE oTcyTcTBOBaiM (Pucynok 69B,r).
Nuru6uposanue CO/l Taxxe cka3biBasloch Ha 3(p(EeKTUBHOCTU OMJIOJOTBOPEHHSI: KOJIMUYECTBO CEMSH B
Kopobouke Obu10 Ha 31% MeHbIle, ueM B KoHTposie (Pucynok 691), T. €. 3TOT mokaszaTenb U3MEHsICS
nponopuroHanbHo aeiicteuio LCS1 Ha nmpoaykuunio 0, (Pucynoxk 69a,0). B xoze sxcriepuMeHTa MbI
3aMEeTHIIH, YTO KOPOOOYKH, cHOPMUPOBAHHBIE U3 IIBETKOB, 00paOOTaHHBIX WHTHOMTOPOM, CO3PEBAIH
Me/lJIeHHee, YeM C(OPMHPOBAHHBIE U3 KOHTPOJIBHBIX U OOpa0OTaHHBIX alleTOBAHUJJIOHOM IIBETKOB!
HaM IPUIUIOCH AATh €l HEAEI0, [I0Ka OHU IOJIHOCTBIO HE BHICOXJIU.

Takum 00Opa3oM, Mbl BIIEpBbIE MOJIYYMUIIU PE3YIbTaThl, OTBEYAIOIINE HA BOMPOC O 3HAYEHUU
A®K Ha penenTHBHBIX BIAXHBIX PBUIbIAX JUIS YPPEKTUBHOTO OMBUICHUS iN VIVO. MOXHO 3aKITIOYUTH,
4To y Tabaka NMpeBpalleHne CYNepOKCHIa B MEPOKCH] — CTausl OKHCIUTEIbHO-BOCCTAHOBUTEIBHOIO
metabonu3ma, KoHTpoiupyemas COJl — sBisercs OAHMM U3 KIIOYEBBIX YCJIOBUH MpPOpAcTaHUs
IBUTBIEL IN VIVO. OHAKO BEPHO JIK 3TO JIst Ipyrux pactenuii? CpaBuuBas Oananc ADK Ha pbuibie y
TabakKa u, JTMINU, MBI IPUIILTA K BBIBO/LY, YTO OH HMEET CEPhE3HBIE Pa3IMUMsl, KOTOPHIE, TO-BHIUMOMY,
CBSI3aHBl C CHCTEMaTHMYECKUM TIOJIO)KEHHEM 00bekToB. OJHAKO 3TO MpEaNojokKeHHe TpeboBaio
npoBepkd. Cpenu pacTeHM € BIaKHBIM pPBUIBLIEM Mbl BbIOpaIM TMpeAcTaBUTENCH OTAaIeHHBIX
TaKCOHOB, BKJIIOYas IMpeAcTaBUTeNsl 0Oa3albHBIX I[BETKOBBIX PpACTeHHM; KHPKAa30H, paHHE
TUBEPreHTHBI OapOapuc, Oosiee AUBEPreHTHBIA APEBOBUAHBIA NHOH. i CpaBHEHMS] TEMHU XKe

MCETOdaMU U3ydajikd CTAHJAAPTHBIC 00BEKTHI — Ta0aK M JIMIIHIO.

VL.5 luHamMmuka npoayKuuu A®K Ha ppliIbIaxX IBETKOBbIX pAaCT€HUM U3 Pa3HbIX
dunoreHeTnyecKux rpynn

HBCTKOBHC pacTcHus, BLI6paHHLIC HaMH1 JJIA UCCIICAOBaHUA, JOJIKHBI OBLIIM COOTBETCTBOBAThH
OTIpe/IeIeHHBIM KPUTEPUsM: (a) UMETh BIaKHOE pbuiblie, (0) mBecTd B MOCKBE B OTKPBITOM TPYHTE
WM B KIMMaTHYECKOW kamepe. M3 pacTeHWi, OTBEUAIOIMUX ATHUM TPEeOOBaHUSM, Mbl Ha OCHOBaHUH
kinaccupukanuun Angiosperm Phylogeny Group APG IV (Chase et al. 2016; Byng et al. 2018)

BBIOpaJIM T€, KOTOPbIC HanOOoJIee YAaICeHBI APYT OT Apyra Ha ¢uiorenetTnueckom nepese (Pucynok 70).
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Takum 00pa3om, Mbl OCTAHOBWIIM CBOW BBIOOp Ha cienyronux poaax: Aristolochia (kupka3zon), Lilium
(manust), Berberis (6apbapuc), Paeonia (muoH) u 11t CpaBHEHUS B3SUIM CBOM TPaJUIIMOHHBIA OOBEKT -
Nicotiana (tabak). Jlwmms u Tabak SBIAIOTCA CTaHIAPTHBIMH MOJEIBHBIMH OOBEKTAMH C
KOHTPOJIMPYEMBbIMHA CPOKaMH IIBETCHUS, OCTAIbHbIC OOBEKTHI 3anBeinu B HioHe 2022 T., U B 3TOT
HeproJ1 NPOBOAMIKMCH SKcniepruMeHThI (Breygina et al. 2023a).

3penocTh phUIbLIa OIICHWBAIM 10 BHEITHEMY BUAY IIBETKA M JIEJIWIM HA 3 CTaguH. 3aKpbIThIC
[[BETKH, JOCTHTIIME OKOHYATEILHOTO pa3Mepa WM He MeHee 4/5 ero, kiaccu(uuupoBalu Kak
toBeHWIbHbIE (J). [[BeTKH, KOTOpBIE TOJBKO YTO PACKPBUIMCh, HO UMEIU He3peible MBUIBHUKU, M
Kaaccu(UIUMPOBAINCh Kak mpe-3peinsie/mpen-3penbie  (PM). 1BeTkH ¢ MOJIHOCTBIO OTKPBITHIM

OKOJIOIIBETHUKOM U OTKPBITBIMH MBUTbHUKAMU CYUTAIUCH 3peiibiMu (M) (Pucynoxk 70).
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Pucynok 70. CucreMaTndeckoe MOJ0KEHUE N3YIaeMbIX BUIOB B COOTBETCTBUHU C (DUIIOTCHHUEH
pactermii (APG 1V). Jlns kaxxaoro w3 00beKTOB OKa3aHbI IIBETKH, UCIIOIH30BAaHHBIC B SKCIICPUMEHTE
(xapakTepHble U300pakeHus). Pa3nuuHble cTaauu pa3BUTH IIBETKA, B3ATHIC JUIS aHAN3a, MMOKa3aHbI
JUIST KPYIHBIX I[BETKOB HA OTIEIBHBIX HM300pakeHUsX (KHUPKA30H, JWIHS, MHOH), JJII MEIKUX —
cTpenkamu (6apbapuc, Tabak): CHHUMH CTpElIKaMH — IOBEHUJIbHAS CTaJlusl, 3€JICHBIMU — IMPEa-3penas
CTaaus, KpaCHbINA — (pepTHIILHEIE.

I[.HH KauyeCTBEHHOM OIICHKHN  CPOKOB aKTHUBaluu OKHCIHUTCIBbHO-BOCCTAHOBHUTCIIBHOI'O

MeTabonu3Ma MECTUKH pa3HbIX CTaJui 3pEeNOCTH OKpalllMBaju pacTBOpoM OeHzuauHa. Kak u
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OKHJAJIOCH, BCE PhUIbIA (KpoMme Oapbapuca) ObLIN MOTHOCTHIO OKpAIMIEHBI HA CTaTUU (HEPTUIHLHOCTU
(Pucynok 716, a, 3). OnHako pa3iuyus 3aKIHOYalnCh B HAJMYUM WIA OTCYTCTBUU OKpAIIUBaHHS y
HE3pembIX pbulell. Tak, M0 HAacTyIJIeHHs (EpTHIBHOCTH OKpAIIUBAaHHE Y KHUPKAa30HA OTCYTCTBOBAJIO
(Pucynok 71la), Toraa Kak y JIWIMH TMpe-3pejible PhUIbLIA OKPALIMBAIKMCH TAaK K€ WHTCHCHBHO, Kak
deprunpabie (Pucynok 71r), To ke camoe Obimo m y Tabaka (Pucynok 71x). B To xe Bpems
IOBCHWJILHBIC PBUIBIIA JIMJIUN HE OKpammBaiuch (Pucynok 71B), a y Tabaka MOSBIISIIaCh HEKOTOpast
okpacka (Pucynok 7le). Y GapOapuca MHTEHCHBHOE OKpAIllMBaHWE HE OBLIO BUJIHO HU HAa OIHOU
CTaIu¥, OJHAKO Ha (EepTHIBHOW CcTajuu OBUIO BHIHO cilaboe OKpalllMBaHUE IO KpasM phUIbIA

(Pucynox 71m).

Nicotiana tabacum

Lilium hybr.
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Pucynok 71. JluHamuka okpaiimBaHus pbuibiia 6eusuanaom (a-u), NBT (kx, ) u DCF (1, m),
orpakatomias npoayknuo ADK B paszubix nsetkax. /i KpyImHBIX IBETKOB (KHPKa30H, JINJIHS, THOH)
MOKAa3aHbl pa3Hble CTAJWM PA3BUTHUS I[BETKA, B3AThIC JUIS aHAIW3a, HA OTICIBbHBIX H300paXKEHHSIX
(kMpKa30H, UK, THOH): J — fOBeHUIbHAS cTaaus, PM — mpe-3penocts, M — 3peocTh; IS MEIKHX
yKa3zaHbl cTpenkamu (OapOapuc, Tabak): CHHUE CTpPENKH — IOBEHWJIbHAs CTaaus, 3€JeHble — Ipe-
3peNoCTh, KpacHble — 3PeoCTh. a-M — OKpacka peuter] Oensuauaom (30 muu): a, 6 — Aristolochia
manshuriensis, B-g — Lilium hybr., e-3 — Nicotiana tabacum, u — Berberis vulgaris; a, B, ¢ —
IOBEHWJIBHBIC PBUIBIIA, O, T, 3K, U (3€JIEHbIE CTPEIKH B O U M) — IIpe-3peiible phUIbIA, O, 1, 3, U (KpacHbIE
CTpeNIKM — 3peNble PBUIbIA; K, M — OKpallMBaHue phUien Twinu (K) U Tabaka (M) HUTPOCHHUM
terpazonueM (10 mun, 10 uM); 1, M — HHTEHCUBHOCTh (DITyOpPECIEHIIUN phUIel JTuiauu (1) U Tabaka
(M), okpamennsix DCF (30 mun, 5 pM); * p < 0,05, ** p < 0,01, xpurepuit Manna-Yuruu. Jlis
KaXIOT0 W3 OOBEKTOB TIIOKa3aHbl IIBETKH, WCIIOJIB30BAHHBIE B OKCIEPUMEHTE (XapaKTepHbIE
HU300pakeHUs).
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Oxwucnenue OEH3UAMHA M €T0 MPOU3BOAHBIX YacTO HMCIIOJB3YETCs Ui OKPAIIMBAHUS PHUIBLA,
HO HWHTEPIpETAllM pa3IM4yaroTCsa: HEKOTOpbIe aBTOPbI HCIOJB3YIOT €ro sl OINpeNeleHus
deprunbnoctu (Dafni 1992; Souza et al. 2016), koTopast, Kak 1MoararoT, KOppPeIUpPyeT ¢ aKTHBHOCTHIO
nepokcuaasel (Galen and Plowright 1987; Shivanna 2020). [pyrue HCHOOIB3YIOT aHaJIOTHYHOE
okpamuBanue it Jiokanu3anuu ADPK u, B wacTHOcTH, nepokcuaa Boaopona (Ros Barcelo 1998;
Mclnnis et al. 2006). [ToHsATHO, YTO B LIBETHOM PEAKLIMK YY4aCTBYIOT KaK IEPOKCHIa3a, TaK U MIEPOKCU]T
Bostopona. OHaKo, HHTEPIIPETUPYS PE3YIbTAaThl OKPAIIUBAHKS OCH3UIMHOM B COYETAaHUU C JaHHBIMHU
OIIP u cnekTpodoTOMETpUH, Mbl YCHEIIHO HCHOJIb30BAIM €ro Jyid OLEHKH OOLIero YpOBHS
OKHCIIUTEIbHO-BOCCTAHOBUTEIBLHOIO META00IM3MA.

[Tomumo okpamuBaHusi OEH3UIMHOM, Ha JIByX 00BEKTax — Tabake W JIMIUU — JAONOJHUTEIBHO
MIPOBOAMIIOCH JUHAMHYECKOE OKpamuBaHue QuryopectieHTHBIM kpacutenieM DCFH u NBT. Ilepssrid
KpacuTejdb B OCHOBHOM HCIOJb3yeTcs kKak Hecrneruduueckuii (Lai et al. 2022), oamnako, 1o
KOCBCHHBIM JIaHHBIM, Ha PBUIbIIAX B OOJbIICH CTENCHHU BBIABISICT nepokcua Bogopoaa (Mclnnis et al.
2006), a BTOpOIi UCTIONIB3YETCS ISl BU3YaIM3alliK CYIICPOKCUIHOTO pajuKaia B Tkansax userka (Cui et
al. 2022). O6a okpammBaHus B 1I€JI0M TOBTOPSUIM ITUHAMUKY OCH3HMIMHA, TIOKA3bIBas 3HAYUTEIHHOC
nosbiieHre yposHd ADK B nmnuu u Hebonblioe yBenndyeHue B Tabake. Takum oOpazom, renepanus
AOK noBblaeTcss BO BpeMsi pa3BUTHS BO BCEX CIIydasiX; IPUUYEM Y JUBEPIeHTHBIX MOKPHITOCEMEHHBIX
3TO NPOUCXOAMUT paHbllle, Ha MPEI3peiod WIM Jake IOBEHWJIbHOW cTajauu (Tabak M Juiaus), a y
0a3abHBIX TTOKPHITOCEMEHHBIX — CPAaBHUTEIHHO IMO3HO, HETTOCPEACTBEHHO TMPU MEPEX0oe K CTaIuu
(bepTUIBHOCTH.

JU1st TOJTyKOJIMUYeCTBEeHHOM oneHku npoaykuuu ADK Mbl UCTIonb30Bai HENPOHUIIAEMBbIH 1is
KJIeTOK ruapokcuiaMuHoBbIM crimHOBOM 30HA CATIH. Cpennss mHTeHCcHMBHOCTH curHana OIIP y
uccleIoBaHHbIX BHIOB (PucyHOK 72a) xapakTepu3oBanach pa3HOW IWHAMHUKOW: 1) Hebosboe
CHIDKEHHME Ha HayaJlbHOM 3Tale co3peBaHus (JOCTOBEpHOe, A.m., He3HauuMoe, P.s.) ¢ mocienyromum
PE3KUM BO3pacTaHUEM K CTaJus MOJHOM (epTuinbHOCTH (KMpKa3oH, A.m., n=5 nuoH, P.s., n=5); 2)
MOCTENIEHHOE yBenudeHue mno craauaMm (mwms, L.l., n=7); 3) mpakTuyecku MOIHOE OTCYTCTBHE
CHUTHAJIa HA TIEPBOM M BTOPOW CTAIMIX NMPH YMEPEHHOH MPOAYKIIUH PAaTUKAIOB B 3PENBIX PBUIbIIAX
(6apb6apuc, B.v., n=7); (4) nmocreneHHOe yBeIWYCHHE HA HAYAIBHOM dTare U cTabuibHas MPOAYKIUSI
OT TIpe-3penocTH 110 3penoctu (Tadak, N.t., n=6). XapakrepHsie cuekTpsl JIIP 11 HEKOTOPBIX BUIOB
npezcTaBieHbl Ha PucyHok 73. OdeHb pe3koe yBeTHUEHHE OKUCIUTEFHON CIIOCOOHOCTH Ha CTaIuu
GepTUIHPHOCTH XapaKTEePHO TSI KUPKA30HA U JIWJIMHU: BO BTOpoM citydae curaan DIIP Bospacraet B 3,6
pasa, a B mepBoM ciydae — B 4,5 paza. I cpaBHEHHUS, y UCCIEIOBAHHBIX 3yIUKOTOB MaKCHMAJIbHBIH
IPUPOCT OTMEYEH y IHoHa (B 2 paza); s Tabaka u 6apbapuca oTHomenue cursana M k J pasno 1,5

(Breygina et al. 2023a).
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HMannbie OIIP cornacyroTcs ¢ OKpalllMBaHMEM IIECTMKOB C HEKOTOPHIM YTOYHEHHMEM. Bo-
nepBbIX, ypoBeHb ADK mo manabM DIIP 3HaYnTENEHO BO3pACTAET MPH MEPEX0/e OT IOBEHUIBHBIX K
3penbiM peuibliaM. [logoOHas nuHamMuka paHee Obula OMKMCAaHa AJ OJIMBBI, HO B JAHHOM Cllydae
YPOBEHb CYIEPOKCHIA OICHUBAJIN ITyTEM OKpalllMBaHuUs mecTtuka auruapostuauem (Zafra et al. 2010).
[To-BumMoOMy, BBICOKash WHTCHCHBHOCTh mponayknmun ADK Ha cragumm (QepTHIBHOCTH SBISETCS
YHHMBEPCAJIbHOW 3aKOHOMEPHOCTBIO, HO Haubosiee pe3Koe yBelIHuYeHHE oOpa3oBaHMs CYIEpPOKCHa
0o0HapyX)eHO y 0a3aJbHBIX TOKPHITOCEMEHHBIX (KUPKA30H) M OJHOMONBHBIX (musi). V3ydeHHBIC
JIBYJIOJIbHBIE TIOKa3bIBAIOT OoJiee IJIABHBIM pOCT. BBISABIEHBI Takke CYIIECTBEHHBbIE pa3ivuus B
muHamuke A®K Ha cragusx pa3BUTHA, MPEALISCTBYIOIIUX 3pENOCTH. Tak, cragus Mpe-3perocTH
MOKET OBITh OO HWXKE IOBCHHJILHOW (KMPKA30H, MHUOH), BhINIE e¢ (Tabak, JWINS, OJHUBa), JIHOO
OTCYTCTBOBaTh Ha 00eux cramusx (6apdapuc). MOKHO TPEIION0KHUTh, YTO YBEIWMYCHUE MPOTYKIIUN
A®K kierkamMu pbulblla O MeEpe TMOATOTOBKHM K (EpTUIBHOCTH SBJISETCS OTHOCHTEIHHO
MPOTPECCUBHBIM MPU3HAKOM, XapaKTepHBIM [UIsI JIMBEPI€HTHBIX MOKPBITOCEMEHHBIX; pE3Koe
MOBBIIIIEHUE OKUCIUTEIBHOW CIOCOOHOCTH HETOCPEACTBEHHO Mepel] HACTYIUICHHEM (DepTUIIbHOCTH,
HAIIPOTUB, MOXKHO CUUTATh OOJice MPUMUTHBHBIM NMPU3HAKOM. Ha TepBBIA B3I, 9TH JaHHBIC HE
COBCEM COTJIACYIOTCSI C pe3yibTaTaMu, MOJyYeHHBIMU Ha JPYTOi TPyIIe BUAOB PACTEHUN C TOMOIIBIO
Hecrenupuueckoro okpammpanus nectukos (Zafra et al. 2016). XoTst GOABIIMHCTBO BHIOB MMEIH
TEHJCHIIMIO K yBenwueHuto mpoaykiun ADK mo mepe co3peBaHUs TECTHKA, OBUTH TAK)XKE BUIBI, Y
KoTopeix nponykiusi ADK B 3penbix mectukax Oblia HIDKE, 4eM Ha Oosee paHHUX craausx (Zafra et

al. 2016).
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Pucynok 72. Ilunamuka ypoBHer cymmapHbix AD®K m H;O, B skccynare peuiblia pasHBIX
BugoB. a — mnpoxaykuus ADK (cpemnuii makcumym crnektpa OIIP CATIH); 6 — auHamuka
koHnentpanuu H;O, B skccymare. UToObl moka3aTh auHamMuKy oOmied npoaykiuu ADPK u
koHIeHTpanuu H,O, mist Bcex I[BETKOB HA OJHOM Tpaduke, Mbl HOPMATU30BaIH 3HAUYCHUS OT MPEJ-
3peyiol W 3pesiof CTajuii K IOBEHWJIbHOW cTamuu. AOcomtoTHble 3HaueHus niasi HoO, mpuBeneHsl B
Tabmnuma 10.
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JroOombITHO, YTO dTa TEHACHIUA ObUTa c1a00 BBIpAKEHA Y paHHE-IUBEPIEHTHOTO
MOKPBITOCEMEHHOTO Maka u 0oJiee BrIpakeHa y 0a3aJbHOTO MOKPBHITOCEMEHHOTO MarHoiuu. [pyrue —
0oJiee JMBEPreHTHBIC — IIBETKOBBIC PACTEHHS XapaKTEPH30BAINCh TCHACHIIUEH, aHAIIOTUYHON TOH, O
KOTOpOH MbI 3/1ech nucanu (Pucynok 72). Bo3MoykHast puyunHa, O KOTOPOH MbI HE YBHIEIH CTOJIb
MPOTUBOPCUYMBBIX TEHICHIIMI B HaIlei BbIOOpKE, 3akKiodyacTcs B (POKYCHPOBKE HA PACTCHHSIX C
BIQKHBIMH pbUTbIIAMU. TakuMm 00pa3oMm, HallM JaHHBIC, MMOJYYCHHBIC HA JPYrol BBHIOOPKE BHUIOB
pacTeHHMA C HCIIOJIb30BAHMEM aJbTEPHATUBHOTO HAOOpa METOMWYECKUX TOIXOIOB, TOTOITHSIOT

PE3YIbTAaThl KOJUIET XU YTOYHAIOT ITPOLCCCHI, TPOUCXOAAINNEC HAa BJIAXKHOM PBIIBIEC.

Aristolochia manshuriensis Paeonia suffruticosa Lilium hybr.
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Pucynox 73. Xapaxrepusie cniektpbl OIIP, orpakaromme HakorieHne cymmapHbix ADK B
JKCCyJlaTaxX phUIbla LBETKOB (a2) U MHTEHCHUBHOCTH LIEHTpalbHOM JuHMM B crnektpax JIIP (6); C —
KOHTpOJb (CIMHOBBIA 30HA Oe3 skccynata); J, PM, M — cnunoBbIif 30HA mocine 30-MUHYTHOM
MHKYOAllMM Ha IOBEHUJIBHBIX, MPEA-3pEbIX U 3PEJbIX PhUIbLIAX, COOTBETCTBEHHO; * p < 0,05, ** p <
0,01, kpurepuit ManHa-YUTHHU.

CyMMupysl Hallln pe3yNIbTaThl, OJYYCHHBIC IBYMsI Pa3HBIMH METOJaMHU, MOKHO 3aKJIOYHTH,
YTO Ha BIJIAXHBIX pbUIbLIax cymmapHas nponykuuss A®K Bcerma yBenuuuBaeTcss B Ipoliecce
CO3pEBaHMs, HO Yy Oa3albHBIX PACTEHUMN TOBBIIIEHUE MPOUCXOTUT Oojee pe3K0 U HadMHAETCs
OTHOCHUTEJIBHO TO3/IHO, TOTJa Kak Oojiee JMBEPreHTHbIE pAcTeHUs 3apaHee TOTOBATCS K
beprunbHOCTH, TpoayIpyst ADK.

VY Tex e BHAOB M3MEPSUIM KOHLIEHTPALMIO MEPOKCHIA BOAOPOJA B 3KCCyAaTax phUIbLA.
[TockonbKy pa3Mepbl pbliell, Kak U 00beM JKUAKOCTH Ul CMbIBA 3KCCYNATOB, ObUIM Pa3HBIMU TS
KaXJIOT0 BHJAa pacTeHUH (XOTS MbI COXpPaHSIM NMPUMEPHOE OTHOILIEHHE 00beMa CMbIBA K ILUIOLIAIU

MOBEPXHOCTH PbUIbIA), HAa PHCYHOK 720 mpeacTaBiIeHbl MOJyYCHHBIC TaHHBIE KaK OTHOIICHUE KaXKON
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TOYKM K MCXOAHOW (IOBEHWJIbHBIE pbUIbIIA);

a0COIIOTHBIE 3HAYCHMS KOHICHTpAauu

npezcrasienbl B Tabauia 10 (Breygina et al. 2023a).

Ta6nuua 10 Konnenrpanuu H,O; B peiiblIeBBIX 3KCCyaaTax (B cMbIBE ¢ pbuielr), WM.

H,0,

phLIbIIE P.s., n=6 L.h., n=6 A.m., n=5 N.t., n=8 B.v., n=5
IOBEHUJILHOE 262+0.2 26.2+1.2 41.0+£7.4 348.9+£10.6 97.7+£2.9
Ipe-3pesoe 122.3+6.7 44.8+3.2 29.8+1.7 239.5+4.0 41.1£10.5
3pernoe 73.9+6.6 69.3+3.1 23.6+4.8 158.9+5.1 61.6+12.3

s pacTeHHMil W3 pasHBIX (DUIOTCHETHUYECKUX TPYII XapaKTEPHBI Pa3HbIE 3aKOHOMEPHOCTH
muHamuku HyO,. Tak, y 6a3albHBIX pacTeHHI 3HAYMMBIX M3MEHEHMI He mpousonuio (Pucynox 720,
A.m.); nponykius Obla O4eHb HU3KOM Ha Beex cragusx (Tabmuua 10). ¥V nunuu mo mepe co3peBaHUs
pbUIblIa HaOMIOAANOCh OTueTMBOe yBenuueHue H;O, ¢ MakcHMymMOM Ha CTagud TOJHOW
deprmbHoctn  (Pucynok 726, L.l.). Y mnuoHa MakcumalibHas KOHIIGHTpAllMs HaOJI0[anach Ha
(GepTHIbHON CTaauM, HauMeHbInas — Ha npeadepTwibHbIX pbulbliax (Pucynok 720, P.s.). Tabax
XapaKTEpU30BAJICS HEOOJNBIIMM, HO 3HAYUTEIBHBIM CHUKCHHEM NPOAYKIMH IO MEpPEe CO3PCBAHUS
poubia (Pucynok 726, N.t.); auHaMuka KaxeTcst O4eHb MOX0XKeH Ha TaKOBYIO Y KMpKa3zoHa. O HaKo B
a0CoMOTHBRIX 3HaYeHWsX mponxykiuss H,O, B Tabake Oblla BBICOKOW, OCOOCHHO Ha IOBEHUJIBLHOU
cramuu (Tabmuma 10). Xors mectuk OapOaprca TPAKTUYECKH HE OKPANIUBAICS OCH3HIUHOM,
koHneHTpanusi H,O, Ha HeM Obuta mocraToyHoi i ananu3a (Tabmuma 10). Paz6opoc 3HavyeHuit Obin
OUeHb OOIBIINM, YTO, MO-BHAMMOMY, CBSI3aHO C MallbIM pa3MEpOM IECTHKA; OJHAKO TEHACHIIUS
aHAJIOTMYHA TaKOBOW y Tabaka: KOHIIEHTpAIUsl MEepOKCHIa BOJOPOJia MaKCMMalbHa B FOBEHMIJIBHBIX
nserkax (Pucynok 726, B.v.).

CyMMUpYys TaHHBIC TI0 TICPOKCUAY BOJOPOJIA, BAYKHO OTMETHTh, UTO B KHPKA30HE €0 YPOBCHD
CcTaOUITPHO HU3KUH, HA MpejeNie YyBCTBUTEIHHOCTH METOJa, YTO MOTJIO Obl CBHJIETEIHCTBOBATH 00
orcyrctBum akTuBHOCTH COJl y 9TOr0 6a3ambHOr0 MOKPHITOCEMEHHOTO PACTEHHS JIMOO O BBICOKOM
AKTUBHOCTH KaTaja3bl, pas3liararolield mepokcu. Y eIUHCTBEHHOTO MPEJICTABUTEINS OHOJOJBHBIX —
mwmn — ypoBeHb H,O, pacteT, a MHOH UMEeT CIOKHYIO TUHAMHUKY ¢ MAKCHMYMOM Ha CO3PEBAOIINAX
poibiiax. CHIDKEHHE YPOBHS MEPOKCHAA BOAOPOJa HAOMIOAANOCHh Y ABYX M3 TPEX HCCIEIOBAaHHBIX
JBYIOJIbHBIX pacTeHMii: Tabaka u 6apOapuca. [[1s OIMBEI B IETIOM TakKe OBLTO XapaKTEPHO CHIKEHUE
konneHrpanun H,O; Ha prutbiie (Zafra et al. 2010; Aslmoshtaghi and Shahsavar 2016).

Ha maHHOM 3Tame HEeBO3MOXHO IMPOCICANUTh OJHO3HAYHYIO CBS3b (DHIIOTCHHHM C JTUHAMHKOM
H0,. Mbl mpennonoxuiav, 4YTo OOMMKA YpOBEHb IMEPOKCHIA BOIOPOAAa MOXKET OBITH Oojee
nokazarebHbIM (Tabmuia 10). [Tockonbky pasmep pbUIblia Y BUIOB 3HAUYUTEIBHO PA3IUYACTCSI, MbI HE
MOXEM MPOBECTH KOJIMYECTBEHHOE cpaBHEeHHUE ypoBHerd HyO, Ha pbUIblie HA OCHOBE M3MEPEHUHN €ro

KOHIIEHTPAIlUU B CMBIBE C pbUIbLIA, HO HEKOTOphIE HAONIOJEHUS BCE K€ BO3MOXKHBI. Tak, Harpumep,
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IOBCHWIIbHBIC MECTHKU Tabaka M MHOHA JaBaau KoHieHTpanuio HyO, Ha mOpsmok Oojblie, yeM y
AWMU W KUApKa3oHa. KOCBEHHO 3TO MOATBEPXKIACTCS OSKCICPUMECHTAMH MO OKPAIIHBAHHIO: JUIS
okpamuBanus NBT pbuibiia Tabaka HaM MPHIILUIOCH CHU3UTh KOHIICHTPAIIMIO B 4 pa3a Mo CPaBHEHUIO C
aunauren, a it GuryopectienTHo# Busyanuzanud DCF Mbl 3HAUNTETBHO YMEHBIIMIHA SKCHO3uImo. C
HEKOTOPBIM MPUOTMIKEHHEM MOXKHO IPEIIIONIOKHUTh, YTO Y OOJiee TUBEPreHTHBIX PACTCHUI YPOBEHb
HEePOKCH/Ia BOAOPO/A B IEJIOM BBIIIC, YeM y 0a3anbHbIX. MOXHO MPEANONIOKHUTh, YTO BOCIIPHUSATHE
HEPOKCH/IA KaK CUTHAIBHON MOJICKYIIBI SIBIISICTCSI O0OJIee POIBUHYTHIM CBOMCTBOM, TaK KaK IIOMUMO €€
npsIMOro JcicTBUsS Ha WoHHbIe KaHanbl (Breygina et al. 2016), mokeT ObITh M MapajuleiIbHas
CHTHAJIM3AlUs C YYaCTHEM CHTHAJbHBIX KAaCKaJOB: BHEKICTOYHBIC CEHCOPBI YXE OIHMCaHbl B
COMATHYECKUX TKaHSIX B CBs3M ¢ ymepeHHbIM ctpeccom (Mishra et al. 2022). Mb1 npomomkum
00CYX/IaTh HBOJIOIMOHHOE 3HAYCHHUE COOTHOIICHHS CYIEPOKCHIA W TEPOKCHIA B CICAYIOIICM

pa3aciic, MOCBAMCHHOM OIBIIMTCIIbHBIM KallJIAM I'OJIOCEMCHHBIX paCTeHHﬁ.

l

Lhpyy Lhyy Ntpy Nty Acpy ACyBvpy By

Pixel intensity

Lilium hybr.

Pixel intensity

‘i

Aristolochia contorta

Pixel intensity

Pixel intensity

1

Nicotiana tabacum

Berberis vulgaris

Pucynok 74. AxtuBHocth COJl B pbUIbIlaX pa3HbIX BHJIOB; THUIHUYHBIM Telb CO BCEMH
HKCTPAKTAMH PBUIbIA U MPOPUISIMUA ONTUYECKOHN MIIOTHOCTH JJISl KaXI0M Maphl T0POKEK; CyMMapHbIe
OETTKOBBIE DKCTPAKTHI U3 CBEKHUX PBUICI] 3arpyKald B COCEIHHUE JOPOXKKH 1Mo 30 Ur Ha KaXIyro, Ha
KaX/I0 JOpoXkKKe OTMeueHbl BUAbI U cTanuu pasButus (IIM, cunum — mpe-3pensie, M, KpacHbIM —
3penbie). M3odepmenTsl 11 yao0cTBa UACHTU(UKAIIMA OTMEUYEHBI IIBETHBIMU CTPEJIKAMH: CHHEH IS
JIWJTAH, KpacHOM 1j1st Tabaka M 3eJIeHOoM 1y1st GapOapuca.
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Ha ocHoBanmm Hamux AaHHbIX 1o Tabaky W mwimn (Pucynox 66, Pucynok 69) wmbl
IPENONI0KUIH, 9YT0 akTUBHOCTh CO/] BaskHa /715 MOA/IEpKaHUS ONTUMANIbHOTO OanaHca Mexay ADPK
Ha KaXJIOW CTaJuu pPa3BUTUs IBeTKAa. MBI HCHOIB30BAIM 3UMOrpaduyeckuii MeToJ] A OLEHKHU
aktuBHoctH COJl y BcCeX HCCIEIOBAHHBIX pbUIEL, KpOME IHOHA. OKCTPAaKT phUIbIAa IHOHA
UCTIOJIb30BaTh HE YAAIOCh H3-3a COACP)KAHUS JIOTIOJIHUTEIbHBIX BEIIECTB, B3aWMOJICHCTBYIOMIUX C
KOMIIOHEHTaMHU PEAKIIMOHHOM cMecH. Y Hac ObUIO CIMILIKOM Majlo MaTepHala, MOJIy4YeHHOIO B IEPUOJL
[[BETCHUS, JJIsI OYMCTKM OenKoBOro skcrpakTa. s BwigeneHus Oellka W3 pbUICH] KHUPKA30HA
UCMONB30BAIM OJIM3KOPOACTBEHHBIM BuUA, A. contorta, Tak kKak B 3TOT MOMEHT IBeTeHue A.
manshuriensis y:xe 3aKOHYHIIOCH.

MounekynsipHasi Macca U30()€pMEHTOB pa3inyajiach OT BUJa K BUJy, OIHAKO y TPEX U3 YEThIpeX
UCCJIEIOBAaHHBIX BUAOB HalOitonanock yBenuueHue aktuBHocTu COJl mo mepe co3peBaHMs pbuIblia
(Pucynok 74). Kupka3on oTiauyaics OoT Apyrux BHIOB orcyrcTBueMm aktuBHoctd COJl Ha obemx
u3ydeHHbIX cTaausx. OcTanbHble pacTeHUs UMeNN JBe U30(QopMbl: y OapOapuca akTUBHOCTb 00OMX
N30(epPMEHTOB BBISIBISIIACH TOJBKO HA CTAIHMH MOJIHOW 3PEIOCTH; Y JIMJIMH Ha TPEThEH CTaul MOKHO
OBUIO YBHJIETH JIBa aKTUBHBIX M30()epMEHTa, OCHOBHOW M MHUHOPHBIN; HA BTOPOM ATare aKTUBHOCTh
onHoro wuzodepMeHta Oblia 3aMeTHO ciabee, a JOPyroro SBHO He ObUIO BHUIHO;, y Tabaka o0a
U30(epMEHTA OBBIILIAIN AKTUBHOCTH IIPH MEPEXOIE K 3PEJIOCTH.

VYuuteiBas mosiydeHHbIe JaHHble 00 akTuBHOCTH COJl, MOXXHO MPOCIEIUTHh HECKOJIbKO
TEH/IEHIN. Bo-TiepBhIX, caMbIM 0a3aJIbHBIM M3 PAacTEHHUI B TOM HCCIEIOBAHUN OBLIT KUPKA30H, U OH
He mposBisl aktuBHOocTH COJl B skcrpakrax pbuiblia. [lockonbky rensl COJl oOHapykeHBl Y
OpraHu3MOB, MOsIBUBIIMXCS Ha 3emie okono 4,1-3,5 mupxa ner nHaszax (Inupakutika et al. 2016) a
n30(OpMbI 3TOTO (EpMEHTa, MO JAHHBIM OMOMH(POPMATHKH, MHOTOYUCIIEHHBI Yy BBICHIMX pacTeHUN
(Zhang et al. 2021), y xupka3oHa, KOHEYHO, TOXKE €CTh ATOT ()EPMEHT, HO OH, MO-BUIAMMOMY, HE
aKTUBEH B TKaHSX pbUIbLIA, YTO MOXKHO CHEKYJISTHBHO OTHECTH K HNPUMHUTHBHBIM cBoicTBam. Ha
OCHOBaHMU JTOTrO pe3yibTaTa BMecTe ¢ JaHHbIMM OIIP M KoJOpUMETpUYeCKUM OIpe/eieHueM
MEepOKCHUAa MOKHO CHIEJIaTh BBIBOJ O TOM, YTO OCHOBHOW BKJIaa B curHai JIIP y sToro Buma BHOCUT
CyMepoKCH]I paaukai. Y 0osee MuBepreHTHhIX pacTeHui akTuBHOCTH COJl mpHuCyTCTBYET, MO KpaitHei
mepe, Ha craguu ¢eprunbHOocTH (OapOapuc). Y Hambosnee IUBEPreHTHBIX IpeJICTaBUTENEH
OJTHOJIOJIBHBIX M 3YIUKOT, JUIMHM U Tabaka, akTuBHOCTE COJ] mpucyTCTBYeT Ha 00EUX HM3YYEHHBIX
CTausIX.

Panee cooOmianoch, uro y neTyHuu akTuBHOCTh COJl yBenuuuBaeTcsi BO BpeMs CO3pEBaHUs
pBUIBIIA; TIPU 3TOM B INBUIBHMKAX W 3aBs3M OHa ObUTa BhINIE, yeM Ha pbuiblie (Leung et al. 2006).
Haubonee cunpHas skcnpeccus Cu/ZnCOJ] y Ttabaka, oleHEHHas TO pe3ylibTaraM CIUSHHS
npomotopa SOJCC ¢ reHoM [-TIIOKOPOHH/a3bl, HAOII0aIach, CPEAN PEMPOAYKTUBHBIX OPTrHAOB, B

3aBsI3sIX, phUIbIe W MbUIbLEBBIX 3épHax (Van Camp et al. 1997). B peuibliax CTpecCOyCTORYUBOIO

199



copta xJyomyarHuka aktTuBHOCTH CO/] Obina BoIle, a ypoBeHb ADK Hmxe, 4eM y 4yBCTBUTEIBHOTO.
(Hu et al. 2020). ITpu BbicOKMX TemIiepaTypax y appukaHckoro mnpoca aktuBHocTe COJ] Ha pbuibIle
cHIKanach, a ypoenb A®K mnossimancs (Djanaguiraman et al. 2018). B o6oux ciay4asx CHHXKCHHE
aktuBHOCTH COJl KOppenupoBajgo CO CHHXKEHHUEM penpoayKTUBHOro ycmexa. Baxuocte COJ/l s
YCIEITHOTO ONbUICHHS Tabaka Obula monaTBepikiacHa HaHeceHrneM uHruoutopa CO/l Ha psutbie (V1.4
3navyenne COJ] ms mpopactaHus MbUIbIBI Tabaka iN VIVO). MOXHO MPeaInoioKuTh, YTO aKTUBHOCTh
CO/] Ha pbuIbIIe BaxkHA Kak /71 B3aumonpespauieHuss APK rnpu noaroroBke K ONbUICHUIO, TaK U AJIs
yIpaBJIEHUS] OKUCIUTENbHBIM cTpeccoM. ClielyeT OTMETUTh, YTO Ha PbUIbLE MOTYT OBbITh aKTHBHBI U
apyrue (epMeHThl, Takue Kak IMepoKcuia3bl M Karanasza, koropele Bmecte ¢ COJl ompenenstor
ypoBerb ADK, kak Mbl mokazanu 31o i tabdaka u wun (VI1.3. AKTHBHOCTH (€pMEHTOB pelloKC-
MeTaboJIM3Ma Ha phUIbLIAX TabaKa U JINIUH).

Haie cpaBHUTENIBHOE MCCIEI0BAHUE O3BOJISET MPOCIEIUTh HEKOTOPhIE TEHICHIIMH, KOTOPbIE
MOYKHO paccMaTpuBaTh B HBOJIOIMOHHOM mepcrnektuBe. OAHO U3 BO3MOXHBIX OOBSCHEHUH
MIOJIyYEHHBIX PE3YyJbTaTOB 3aKIIOYAETCAd B TOM, YTO CYNEPOKCHUIHBIM pajuKall MepBOHAYAIBHO MOT
OBITh OCHOBHOW CHTHAJIbHOW MOJEKYJOM B 3KCCyJaTe pbUIbLA; MO-BUAMUMOMY, cuHTE3 ADK
IPOMCXOIMII HEMTOCPEICTBEHHO Iepe]] HAacTyIUIeHHeM 3penocTH. M3-3a yBenndenus akrusHoctu COJJ
(4, BO3MOXHO, CHW)KEHMS aKTHBHOCTH Karanasbl) koHUeHTpauus HpO, u ee ponb Kak perynstopa
popacTaHus CTAaHOBMJIUCH BbILIE Yy OoJjiee AMBEPreHTHHIX JBYIOJIBHBIX PacTeHUU. DTO MOTIJIO JaTh
MPEUMYIIEeCTBa, TaK KaK MEPOKCH Boaopoja — Oosnee crabmibHas ADK, u oHa MPOXOIUT BHYTPh
KJIETKH uepe3 akBamnopubl. [lapamiensHo Hauyano reHeparun ADK cmectunock B cropoHy Oosee
Monoabix peuten]. Kaptuna 6ananca ADOK Ha pbUIblIax OYEHb CIIOKHA, TaK KaK 3aBUCUT OT MHOTHMX
(bakTopoB, TakuX Kak (PEHOTUIl KOHKPETHOTIO pacTeHus, (PaKTOPbI OKPYKaIOIEH CPeIbl U JOCTYITHOCTh
bbbl OTKpBITBIM ocTajicss Bompoc o Oanance ADK Ha BIaXHBIX pbUIbIIAX OJHOJOJIBHBIX
LIBETKOBBIX PACTEHHU. SIBISETCS M MU TUIUYHBIM [IPEICTABUTENIEM WM CKOPEE UCKIIIOYEHUEM U3

npaBuia? IToMy MOCBSIIEHO MPOJIOJKEHNUE Halero uccieaosanus B 2024 roxy.

VI.6. Coaepxanue APK B onbl/INTE/IbHBIX KAIJIAX XBOMHBIX PAaCTEHUH U3 Pa3HbIX
dunoreneTnyecKux rpynn

B oTindme oT BETKOBBIX pAaCTEHHIA, MBUTbIA TOJIOCEMEHHBIX B OCHOBHOM TIEPEHOCUTCS BETPOM
U TOMajgaeT Ha ONBUTUTENBbHYIO KaIUllo, BBIACISIEMYIO KCHCKOW MmMIiKoi. OHa BTATHBAeTCS WK
BBICBIXa€T M, TaKUM o0Opa3oM, ydacTBYeT B 3axBaTe, aJIre3ud W TPAHCIOPTUPOBKE IBUIBIBI K
cemsizagatky (Gelbart and von Aderkas 2002; von Aderkas et al. 2018). O6bem Karu BapbHPYET OT
10 un go 1 pi (Prior et al. 2019). Ilo cocraBy oOmNBLIMTENbHAsI Karlisl TMPEICTABISIET COOOM
BHEKJICTOYHYIO JKHJIKOCTh, COJCPIKAIYI0 HEOPraHUUECKUE BEIECTBA, YIJICBOIBI, )KUPHBIC KUCIOTHI U
oenku (Coulter et al. 2012). Jly ¢ coaBTOpaMu HCIIOJB30BAJIM Ta30BYI0 Xpomarorpaduio U Macc-

CIEKTPOMETPHIO ISl UASHTU(PHUKAIUU B 001mei cnoxkHocTr 101 merabonuTa B ONBUIMTENBHON Karuie
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Ginkgo biloba L.: ocHoBHBIME MeTaboiMTaMu ObUTH caxapa, 32 KOTOPBIMHU CJIEOBAIN OPraHUYeCKUe
KHCJIOTHI ¥ CITUPTHI, y4aCTBYIOIINE B METa0OIM3ME YIIICBOIOB, TJIMIIMHA, cepuHa U TpeoHuHa (Lu et al.
2020). IIpoTeoMHBIi aHAIN3 OMBUTUTEIBHBIX Kallellb HEKOTOPBIX TOJOCEMEHHBIX PACTCHUH BBISBHII
OIPEJICTICHHOE CXOJCTBO C APYIMMH BHEKJICTOUHBIMH XXHIKOCTAMH, OoraThiMu caxapamu (Hou et al.
2019; Prior et al. 2019). BrigencHue u BTSITMBaHUE ONBUIMTEIBHON KaIlsId — BO MHOT'OM 3arago4HbIi
nporiecc. B mocienaHee BpeMss Ha OCHOBAaHMM TPAHCKPUIITOMA CeMs3a4aTKa THHKIO CJeJIaHO
IPEANONIOKEHUE O TOPMOHAJIBHOM PEryislMM Ipolecca, HO 3TO HCCIEJOBAaHHUE CIIe IMPEICTOMUT
npononkutk (Che et al. 2021). Emie MeHee u3ydeHBI B 3TOM OTHOIIEHHH XBOMHBIC, IIMPOKO
pacnpoctpaHeHHbie B CeBepHOM MOJYIIApUH U 00pa3ylollde OrpOMHBIC JICCHBIE MACCHUBHL. B
JOCTYITHOW JIUTEpaType Mbl HE HAIIUTA JAaHHBIX O cojepkannd ADPK B ONMBUIUTEIBHBIX KAIUIIX KaKHUX-

1100 BHUIOB.
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Pucynok 75. Cucremarnyeckoe IOJOKEHHE W3YYEHHBIX pacTEHUl B COOTBETCTBHM C
coBpeMmeHHOM (uorenuei romocemennnix (Lu et al. 2014; Ran et al. 2018; Yang et al. 2022).
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B 10 e Bpems in Vitro 6buto oOHapyxkeHo BiusiHHe ADK Ha mpopactanue mbUIbLBI Picea
pUNQENS: mepoKCcH BOJIOPOJA M CYNEPOKCH paaukail ctumynupoBainu ero (Pucynok 11), mpuuem
H,0, BbI3BIBaI Takke M3MeHeHHs MeMOpanHoro noreHuuana (Pucynok 49), a O, - yBenuuenue
qucia OUnossipHo npopacraronux 3épeH (Pucynok 11). B nanHo#t yacTu pabOThI MbI JETEKTHPOBAIN
A®K B ONBUTUTENBHBIX KAIUIAX PA3JIMYHBIX XBOWHBIX C HCIIOJB30BAHHEM KOMILJIEKCA METOIOB,
OpUMEHSBIIMXCS ~ paHee Uil M3ydeHus odkccynata  peutbma:  OIIP-cmekTpockomuu
cnekTpodoTomMeTpun.

AHaIM3UPOBAIH ONBUIMTEIBHBIC KAl YE€THIPEX BUIOB XBOWHBIX PACTCHUN U3 TPEX CEMEUCTB:
Cupressaceae (Thuja occidentalis L.), Taxaceae (Taxus baccata L.) u Pinaceae (Pinus sylvestris L.,
Picea pungens Engelm.) (Pucynok 75). Picea u Pinus mpeacTaBisiOT OTHOCUTEIBHO 0a3ajbHYIO
Ki1aay, Taxus u Thuja npuHamiexar K 0ojiee JUBEPreHTHBIM XBOMHBIM, IPUYEM Thuja MOXKHO CUHUTATh
HanOoJiee MPOIBUHYTON B COOTBETCTBUH ¢ coBpeMeHHoM (unorenueii (Lu et al. 2014; Ran et al. 2018;
Yang et al. 2022). MexaHu3M ONbUICHHs Y 3THX POJIOB jJocTtaTouHo xopoiro usyden (Owens et al.
1998), kak 1 OMOXMMHUYECKHUII COCTAB Kalelb Y T€X BUJIOB, KOTOPbIC UMEIOT OTHOCHTEIILHO KPYITHBIC
Karn  (Hampumep, Taxus baccata). OCHOBHBIMH KOMIIOHCHTAMH — SIBJIISIFOTCS — YIJICBOJBI U
AMHHOKHUCIIOTBI, TPUCYTCTBYIOT TaKKe HEOONbIIME KOJIMYECTBA IMENTHIOB, HEOPraHUYECKOTO
docdara, kanpuus, 10J09HON U TUMOHHOM KucioT, OenkoB (Gelbart and von Aderkas 2002; Prior et
al. 2013; von Aderkas et al. 2018).

COop ONBUIMTENBHBIX Kamlellb — Ce30HHas padoTa: Kaluld MPUCYTCTBYIOT KPATKOBPEMEHHO
(oKOJIO Hemenu AJ Ka)XA0Tro BUA), a UX MOSBIECHUE 3aBUCHUT OT MOTOJBI: B XOJIOJHbBIE UM BETPEHbBIE
JIHU Karuld He TOSIBISIFOTCSI, YTO COTJIACYeTCsl ¢ 3aBHCUMOCTBIO OT BOJHOro moteHimana nepesa (V),
obuapy-xeHHoi panee s Picea engelmannii (Owens et al. 1987). B Temuisie Ge3BeTpeHHBIC THH Y
THCa U TYH MacCOBO MOSBIISUIMCH KaIlT Ha TPOTSHKEHUH Beero nepuosa neuieHus (Pucynok 76a, B). Y
T.occidentalis mpuTbIIEBBIC KAIUIM BBICTYIAIOT Cpa3y Ha HECKOJIBKUX CeMsA3avyaTKaxX B KaXKIOW IIUIIKE
(PucyHok 760), 4T0 THIIUYHO /IS TYH 1o uTeparypHbiM nanHbeiM (Owens and Molder 1980a). V tuca
KaJasl IUIIKA ¢ PeIyIUPOBAHHBIMU YEUIysIMH HECET OJHY ONMbUTHTENbHYI Karutio (PucyHok 76r)
(Stiitzel and Rowekamp 1999). Jlast cOCHBI M e€lM BETKH HYKHO OBLIO JEpKaTh BO BIIAXKHOMN
atMocepe st cOopa OMBUIMTENBHBIX Kameldb. CI0XKHOCTh HaONIONCHUsS Kalelb B €CTECTBEHHBIX
YCIIOBHSIX COTJIACYETCsl C JaHHBIMHU IO JPYrMM Bujaam enu: y Picea sitchensis cemsizadatku BHyTpH
’KCHCKOHM WIMIIKK BBIIEISIOT KAl AaCHHXPOHHO B TEYEeHWE OMHOW Hexenu. Karum mosBIsuIHCh
[0CJIeI0BATEIbHO aKponeTanbHbIM 00pazom BHyTpu mmmku (Owens and Molder 1980b). Ha oxmoii
JKEHCKOM IIWIITKE MBI HAOMIOAANU A0 6 ONMBUIMTENBHBIX Kamelb OJHOBPEMEHHO, MPUMEp HIUIIKH C
HECKOJIbKUMH KaIlJIIMU MOXKHO YBHJIETh HAa PHCYHOK 76/, HO 4acTO MOSBISIIACH TOJBKO OJJHA WIIH JIBE

KaIlIi. Y COCHBI ONBUIUTEIbHEIC KAl OBLIM HEOOJBIIUMH U €1Ba 3aMCTHBIMHU Ha HIHUIIKE (PI/ICYHOK

76¢).
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Pucynok 76. JKeHCkue IIWIIKK W3ydaeMbIX BHIOB. BeTKH ¢ (epTHIBHBIMH KEHCKAMH
HIAIIKaMH (&, B) U ONBLIMTENIbHBIE KTt (0, r-€) B mepuo perentuBHocTy: Thuja occidentalis — a, 6;
Taxus baccata — B, r; Picea pungens — a, Pinus sylvestris — e. JKXeHckue mIUIIKM Ha BETKaX OTMEYEHBI
crpenkamu (a, B). Macmrabnas nuneiika — 1 mum (6), 5 mum (a, B-€).

st merekiun ADK B ONBUIMTENBHBIX KAIIIX MbI HMCHOJNB30BATH TE K€ METOJANYECKHE
MOIXO/IbI, YTO W JJIs M3Yy4ECHUs peloKc-OalaHca Ha BIaKHBIX pbuibliax. st oOHapyxenus ADK

(TTOCKOJIBKY paHee HUKTO HEe YCTaHOBWII (PAKT UX HATWYHS JIMOO OTCYTCTBHUS) MBI Uconib3oBanu JI1P-

CHEKTPOCKOMHUIO C HECHEeIU(PUIECKIM, BBICOKOUYBCTBUTEIBHBIM CIUHOBBIM 30HI0M CATI1H.
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Oxkazanock, uto ADK conepxarcs Bo BCeX MCCIEOBaHHBIX o0pasuax (PucyHok 77), X0Ta U B pa3HOM
KonnuecTBe. MblI He OepeMmcsi TMPOBOAWTH KOJIMYECTBEHHOE CpPaBHEHHWE MEXKIY OIBUIUTEIHHBIMU
KaIlJIIMU Pa3HbIX BUJIOB, TaK KaK KOJUYECTBO Kaleab HA OJHOM LIMIIKE, a TAKXe 00beM OJHOM Karuiu
y HCCIIEAYEMBIX BUIOB pa3anuHbl. Haly oneHky mo3BOIMIIN YCTAaHOBUTD, YTO ONBUIMTEIbHBIE KAILITH C
pa3HBIX MIUIIEK OJHOTO U TOTO K€ BHJA, COOpaHHBIC B pa3HbIC JTHHU, NAIOT CTATUCTUYCCKH OJU3KHE
ypoBau cur"aia OIIP, 1. e. ypoBenp ADK sBisieTCs OTHOCUTEIBHO IMOCTOSIHHBIM XapaKTEPHBIM
NPU3HAKOM OIBLIMTEIBHBIX Kamellb Kaxaoro u3 BuaoB (Pucynok 78a).

AHanornyHas CHUTyalus HaOJMromaeTcs My IIBETKOBBIX pacTeHuid, rae ypoBeHb ADK B
9KCCy/IaTe PhUIbLIa MOYKHO OLICHUTH JJISl KAXJIOTO BHJIa, HO TPYJHO CPaBHUBATh MEXAY BHJIaMHU H3-3a
pasHoro pasmepa nectuka (cMm. V1.5 Jlunamuka nponykuuu A®K Ha pbuibLiax LIBETKOBBIX PAacTEHUI
U3 pasHbIX (PUIOT€HETHYECKUX Ipymil). B 3ToM cilydae okpaliMBaHUE [IECTUKOB MO3BOJISIET CPABHUTD
muHamuky ADK mexny Bugamu (PucyHok 71), ogHako, B Cliydae MIMIICK TaKOH BO3MOXKHOCTH y HAc
He ObLIO.

OIIP cniekTpockomnus Takke UCIOIb30BaIach sl OLEHKHU YPOBHS CYIIEPOKCUAHOIO pajJuKaia B
ONBUINTENBHBIX KauiaX. Mbl oOHapyxmwi O, B PELENTHBHBIX XHIAKOCTAX Tpex BHAOB (PucyHOK
77). B oOpasuax, cobpaHHBIX ¢ Tyd, He Obul0 curHama or DEPMPO, crnemosarensno, O He

MNPUCYTCTBYCT B ACTCKTUPYCMbBIX KOJINYCCTBAX.

4 WWW“M KOHTpO/b 6

Thuja

WWM Taxus

Picea

Pinus

Pucynok 77. AOK B onbIIUTENBHBIX KaIIIX XBOWHBIX pacTeHUN. XapakTepHble criekTpbl JI1P
Hecrienuguueckoro cnuHoBoro 3ouHaa CATI1H, otpaxkaroume cymmapsbiii ypoBenb ADK (a) u
crienduueckoii crmHoBoi opymiku DEPMPO, otpaxkaroniue rerepamuio O (0).
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Pucynok 78. O6mee conmepxkanne ADK u H,O, B onbumuTeNbHBIX Kamumsix mo aaHHbiM OI1P
CHEKTPOCKOMUU ¢ Hcnoib3oBanueM crniuHoBoro 3oH1a CAT1H (a) u mo qanHbIM crieKTpopOTOMETPUN
u okpammBanus merogom FOXI (6).

Wzmepenune xonnentpaiuu H,O; B ONBUIMTENBHBIX KaIISX IMOKA3aJi0, YTO 3TO BEHIECTBO
OTCYTCTBYET B ONPEICISIEMbIX KOJIMYECTBAX BO BCEX M3 HUX, Kpome Tyu (PucyHok 780). [lis kaxaoro
u3MepeHus ObUTa KamuOpoBO4YHAs KpuBas; mpezaen oOHapyxkeHHs 1o Hed cocrtaBistl 0,5-1 um
MEPOKCH/IA.

Takum oOpa3oMm, B 3aBUCHMOCTH OT BUJa pacTeHHsi, oCHOBHOW ADK B ONBUIMTENBHON Karuie
MOTYT OBITh KaK MEPOKCU BOJOPO/IA, TAK U CYMIEPOKCU PATIKa.

Ha ocHOBaHWM MOJYYEHHBIX IaHHBIX MBI CHAENald Tpeanonoxenue, uyro O,  sBiseTcs
ocHOBHOU perymsitopuoit ADK B ombutiTenbHBIX Kamisix Taxus, Pinus u Picea, a y Thuja on
kouBepTHpyercs B HyO,, mnbo mepokcua oOpasyercss B KaKoH-ImOo apyroi peaknun. COMOCTABIISS
9TH pa3inyusi C CHCTEMAaTHYECKUM TOJIOKEHHEM, MOXXHO CJeNaTh MpeABapUTEIbHBIM BBIBOJ O
OoJTbIlIeM 3HAYEHHH CYIEPOKCHIa B pernpoaykimu Pinaceae u Taxaceae, uTo MOKET B KaKOW-TO Mepe
OTpakaTh HSBOJIIOIIMOHHYIO TEHJICHIMIO, TaK KaK OHH IPEJCTaBISAIOT Oosiee Oa3albHBIC KJIQIbl TI0
cpaBuenwuio ¢ Cupressaceae (Yang et al. 2022). MokHO PEAIOI0KHUTh, YTO YBOJIIOIHS [ILTa B CTOPOHY
HOBBIIEHUsT YpoBHs U 3HadeHus H,O, Bmecro O, uro sBisercs Oosiee «0a30BBIM» BapHAHTOM.
AHajnoru4Has, HO Oojee CIOXHasl TeHJICHIMs OTMeYeHa sl 1[BeTKOBbIX pactenmid (V1.5 Jlunamuka
nponykiuu ADK Ha ppUIbliaX [[BETKOBBIX PACTCHUI U3 Pa3HBIX (DUIIOTEHETHUECKHUX TPYIIIT).

Takum o6pa3om, Halle NOHMMaHuE (QYHKIHMM OMBUIMTENbHOM Karau pacmupsiercs. Cambie
OCHOBHBIE (DYHKIIMM — TUTAHHE MBUIBLBI M JIOCTaBKa €€ K MUKPOMHIE — JOCTAaTOYHO MOJPOOHO
u3ydensl (von Aderkas et al. 2018); Omoxumuyeckuil COCTaB Kaluld TaK)KE MOXET UTpaTh POJb B
ONTUMHU3AIMH TIpopacTanus moaxoasamiel meutbiel (VOn Aderkas et al. 2012); mo moBoay HEKOTOPHIX

BHUJ0B, B TOM 4YHMCJIC HCKOIIa€MBbIX, OBUIO BBICKA3aHO OpCANOJIOXKEHUEC, YTO KaIllJIh 3al€4yaTbIBarOT
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mukponumie nocie ombuteHus (Gelbart and von Aderkas 2002); Takxe o0cyxaanach 3alluTHAs
(YHKIHS ONBUIMTEIBHOM KaIlIH, KOTOpas BKJItoYaina padoty xuTuHassl u apyrux ¢pepmentos (Coulter

et al. 2012; Prior et al. 2019).

Aristolochiaceae *
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Pucynok 79. IlpeoGnamanue cymepokcuJ paaukana (CHHSAS 3Be3JI0YKa) WIM HEepOKCHIA
BOJIOpOJIa (OpaH)XeBask 3B€3/109Ka) B PELENTHBHBIX )KHIKOCTIX PACTCHUH M3 PAa3HBIX CHCTEMATHYECKUX
IPYII IBETKOBBIX U XBOMHBIX PACTCHUH.

OOHapykeHHbIE HaMH B ONBUIMTENBHBIX Kamyisix xXBoWHBIX A®MK mnoreHnmansHo MOryT
BBITIOJIHATH TpU GYHKOMH: 1) CTHUMYJIUPOBATh MPOPACTAHHE TMBUIBIBI, YTO MOATBEPKICHO
HKCIIEPUMEHTANIbHO; (2) MaBaTh MPEUMYIECTBO COBMECTUMOM MBUIBIIE 32 CYET ONMTHUMAIBHOTO YPOBHS
A®OK mns xkaxaoro u3 BUAOB; (3) 3amuInarh penpoAyKTHBHBIE TKaHW OT TPHUOKOB M OakTepHil.
HeobxonuMel nanpHeme uceneaoBanus, 9Toobl yctaHoBUTh Bkiag ADK B dpyukiuu (2) u (3).

Takum 00pa3oMm, y TOJIOCEMEHHBIX, KaK M IIBETKOBBIX PACTCHHH, BCTPEYAIOTCS pa3HbBIC
natrepHsl ADK B penienTuBHON KUJIKOCTH, OJHAKO OJWH W3 HUX, MO-BUAUMOMY, OoJiee Oa3ayIbHBIMN,
SBJISIETCS] JIOMUHHUPYIOLTUM.

Ha ocHOBaHMM MONY4YEHHBIX [aHHBIX MBI MOXEM 3aKJIIOUUTh, UYTO BO3JCUCTBUE KEHCKHUX
TKaHEd Ha MPOPACTAIIYI0 MbUIbLY ¢ nomombio A®PK sBieTCS yHUBEpPCAIbHBIM CBOMCTBOM
CEMEHHBIX pacTEHUM, MO KpailHel Mmepe, B ciydae IpopacTaHusi B KUAKOCTU. [Ipu 3TOM MOKHO
MPOCJIEANTh HBOJIONMOHHYIO TEHJCHIIMIO IO TEPEXOAy OT PEryyisiiud MpOpacTaHUs CYNEPOKCHL
paZvKalioM K BO3PACTaHUIO POJH Mepokcuaa Boxopoaa (Pucynok 79), u oT eqUHCTBEHHOW aKTUBHOM

bopmbl KuCIIopoia K OoJiee CI0KHOMY OalaHCy MEXKAY HUMHU.
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3aK/IloueHue

AxTuBHBIE (HOPMBI KUCIOPOJA — TPYIINa YHUBEPCATbHBIX PETYISTOPOB M CUTHAIBHBIX areHTOB,
myTH 00pa30BaHMsI U BO3AECUCTBUSA KOTOPHIX MHOrooOpa3Hbl. Paznuunsie ADK, B 3aBUCUMOCTH OT HX
JOKaJHM3allMd U yPOBHS T'€HEpAlld, MOTYT KaK aKTUBUPOBATh (DPU3MOIOTMYECKHE MPOIECCHl, TaK U
MHIMOMPOBATh MX, B M30BITOYHBIX KOJIMYECTBAX MPUBOJAS K pPa3pyLICHUIO KJIETOYHBIX M TKAHEBBIX
cTpykTyp. Ha comarmyeckux kieTkax paHee Obuia mpojemoHcTpupoBaHa poib ADK B koHTpoine
Mop(doreHesza U MEXKIETOYHOTO B3aUMOACHCTBHUSL.

B nanHOM wuccnenoBaHuM BrepBble BbiABIeHA poinb ADK Bo B3auMoneicTBUM MEXIY
MYXCKUM TaMeTO(UTOM M JKEHCKUMH TKaHSAMHU CIOpOGHUTa B MPOraMHOU (haze OIIOJOTBOPEHHS Y
CEMEHHBIX PACTeHUU; OOHAPYKEHO, YTO PEryNsHs MpOpacTaHus MbUIBIEBBIX 3EPEH aKTHUBHBIMU
dbopMamMu KHCIIOpO/ia CBOMCTBEHHA HE TOJBKO I[BETKOBBIM, HO U XBOMHBIM PacTEHUSM. AKTyalbHbIE
NpeJCTaBIICHUS YIPOIICHHO MPEICTaBICHBl Ha HTOTOBOM cxeme Ha Pucynoxk 80.

BrisiBnenne nByx ocHOBHBIX A®DK, omocpeayromuyx B3aMMOACHCTBHE MEKIY MYKCKUM
ramMmeTo()uTOM U >KEHCKUMU TKaHSMHU CIOpo(duTa, CBUIETEIHLCTBYET O KOHCEPBATHBHOM XapaKTepe
A®K-perynauuu onsuieHus. C Ipyroil CTOpoHbI, pa3inuuus B O6anaHce Mexay pasnuyHbiMu ADK —
npeobiiajaHie CYNEpOKCHJ pajukana JU00 NEepoKcuIa BOAOPOJAa B PELENTUBHBIX KUIAKOCTAX U
COOTBETCTBYIOIIAs] YyBCTBUTEIBHOCTD IBUIBLEBBIX 3€PEH y MPEICTABUTENIECH PA3IMYHBIX TaKCOHOB —
CBHUJIETEJILCTBYIOT O pa3HOOOpa3sMM MEXaHU3MOB KOHTpOJIA ombuleHHs. B HacTosiiee Bpems,
IPOJOJDKAKD Pa3BUTHE JAHHOTO MCCIENOBAHUSA, Mbl PACIIUPSIEM CIEKTP BHUJOB [JIs NOHMMAaHUs
3akoHOMepHOocTel A®DK-perymsauuu, Hanpumep, B IpylIle OJHOJIOJBHBIX pacTeHuil. B mociennee
BpEMsI Mbl UCCIIEZIOBAIN TIpecTaBuTeNel cemelicTB bpomenueBbie 1 OpXuaHbIe.

CylecTBEHHO pacIIMpeHbl MpelacTaBleHHs o0 MexaHusmax Bocnpustus AdK-curnana
MYXCKUM TaMeTO()UTOM, BKJIIOYAIOIIUX MOJYJSAIMIO AKTUBHOCTH HOHHBIX KaHAJIOB, H3MEHEHUE
MeMOpaHHOro MoTeHIuana U BHyTpukierouHoro pH. Ilpu 3ToM BBISIBIEHBI BaXKHBIE CXOJCTBa B
U3MEHEHUSAX MeMOpaHHOro TMOTEHIMalla W JPYrux [apaMeTpoB HOHHOTO ToOMeocTaza Yy
IIPEJICTAaBUTENIE XBOMHBIX PACTEHMH M IIBETKOBBIX PACTEHHWH Ha paHHEH CTaAuM IpOpacTaHus
(Pucynok 80a). B To ke BpeMsi B NBUIBIEBOI TPYOKe B (DYHKIIMOHHPOBAHHHM MOHHOTO TPaHCIOPTa
OoOHapy>KeHbl CYLIECTBEHHBIE Pa3JIM4Msl, KOTOPBIH MOTYT CIYXKUTh OJHHUM M3 OOBSCHEHHH Oolee
OBICTPOTrO POCTa y IBETKOBBIX pacTeHuit (Pucynok 80a,0).

3aKOHOMEHOCTH, OOHapyKEHHbIE B XOJ/I€ HCCJIEOBAaHUS M OCMBICICHHbIE B JaHHOW paloTe,
MOTYT CTaThb OCHOBAaHMEM Kak Ul NMPAaKTUYECKHX MHHOBALUN B CEJIBCKOM XO3SIIICTBE U JIECOBOJACTBE,
TaKUX KaK MOBBIIEHHE 3()(HEKTUBHOCTH PA3MHOKEHUS XO3AHCTBEHHO 3HAYMMBIX U PEIKHX PAaCTEHUH
myTeM Bo3aercTBus Ha Oamanc ADK, tak u Ay OyAymux OTKPHITHI B TOTPAaHUYHOM 00JACTH MEXKITY
KoHTpoJieM Mopdoreneza ¢ nomompio ADK u apyrumu perysSTOpHBIMH CHUCTEMaMH, B TIEPBYIO

ouepesib, TOPMOHATIBHON cucTeMOi. Takue ucciaeoBaHus yxKe MPOBOIATCS B Halllel 1abopaTopuu.
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==

LiBeTKoBble pacTeHuA

Pucynok 80 A®K u MOHHBIH TpaHCIOPT B KOHTPOJIEC MPOPACTAHUS MbUIBLEBBIX 3EpeH (a) u
pocrta mbUIBIEBBIX TPYOOK (0, B) in Vivo. ADK mpoaylupyroTcsi pbUIbIIEM I[BETKOBBIX PACTCHHH U
JKEHCKOW IIMIIKOW XBOMHBIX PACTEHUH, a TAKKE T€HEPUPYIOTCS ITPOPACTAIOIIHUM IIBUIBLIEBBIM 3€PHOM.
a — HAa paHHEW CTAaJuU TNPOpPACTaHUS INPOMCXOMUT TUApPATALUs IbUIBLIEBOIO 3€PHA, IOCJIE YEro
AKTUBUPYIOTCSA HOH-TPAHCIIOPTHBIE CHCTEMBI, KOoTopsle n3ydann: H'-ATda3a, annonnsie kaHams, K
KaHaJbl, C32+-HpOBO,[[}IH_[I/IC KaHanbl. AKTUBAIMsl HMOHHBIX TOKOB M MeETa0OJM3Ma IMPOUCXOAUT Y
TOJIOCEMEHHBIX M IIBETKOBBIX PACTeHMH MPUHLMINAIBLHO CXOAHO. Bcenen 3a 3TuM mosBisercs
nbUIblieBas TpyOKa; O, B — B IbUIBLIEBBIX TPYOKaX I[BETKOBBIX M XBOMHBIX PACTEHHH MPUCYTCTBYET
rpaJueHT MeMOpaHHOro MOTeHIHala (OKpallMBaHWE MEMOpaHbl), FPaJUEHT Kaiublus (M300pakeH
roiayObIM), aNMKIbHOE CKOIUIEHHE TEepOKCHIa BOJOpOAa (3BE30YKH), TpaJUMeHT IMPOTOHOB
(Kpy*KO4YKH), KOTOpHIi monepxkuBaercs H'-ATdaszoit. [Ipi 5ToM (opMa TpagieHTOB Y IBETKOBBIX
pactennii (0) M y XBOWHBIX pacTeHUs (B) OTIMYAETCsA, YTO MBI TOKa3ajdu s TPaTucHTOB
MEMOpaHHOTO TOTeHIUana, NMpoToHoB U H»0,. OO0OT3HAYEHBI TakkKe HOH-TPAHCIIOPTHBIC CHCTEMBI,
KOTOpBbIE, 110 HAlllUM JIaHHBIM, YYacTBYIOT B MOJJIEPKaHUU TpaJueHTa MeMOpaHHOro rnoreHnuana. Ha
MeMOpaHe TpyOKHM IIBETKOBBIX pACTEHHH 0003HAa4YeHBI BBIsBICHHbIE wMuineHn i1 ADK, B
YIOPOIIEHHOM BHJe Noka3aHa reHepanuss A®K Ha ppuiblle NecTUKa M B ONBUIMTEIBHOW KaIule.
IMokazan pomunupyomui narrepy ADK-peryasuuu: s HBETKOBBIX pacTenuii — nmepexox O B
H,O, ¢ yusactuem COJl, st xBoiiHBIX pacteHuit - O, , KOTOpbI TeHEPUPYET OOJBIIMHCTBO
W3YYEHHBIX BUJIOB.
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209

AOK-perymsauuss mporamHON (a3bl  OMIONOTBOPEHUS Yy CEMEHHBIX PACTCeHUH HOCHT
YHUBEPCAIbHBIM XapaKTep U HMIPaeT BaXKHYIO POJIb BO B3aUMOJCUCTBHUSL MEXKIY MYKCKUM
rameroputroM u crnopodurtom. I[lbuiblieBble 3€pHA U TPYOKH TOJOCEMEHHBIX U IIBETKOBBIX
pacTeHMil 4YyBCTBUTEIbHBI K YypoBHIO M cocraBy A®K B okpyxawomnieid cpene.
UyBcTBUTENBHOCTD K omnpeaencHHo ADPK BapbupyeT B 3aBUCUMOCTH OT 00BEKTa: MbUIbLIEBbIE
3épua Nicotiana tabacum 6osee uyBcTBUTENBHBI K H202, @ muts Lilium longiflorum ocHoBHBIM
peryssTopom siBisiercst O .

WoHHBII TpaHCHOPT B XOJ€ AKTUBAlMK MbUIBLEBOIO 3€pHA CEMEHHBIX PACTEHUH HOCUT
KOHCEpBATUBHBIM XapakTep. Y MPEACTaBUTENCH TOJOCEMEHHBIX M IOKPHITOCEMEHHBIX
pacTeHuii OOHapy)KEH paHHUI BbIXOJ AHMOHOB W3 IbUIBLIEBBIX 3EPEH, THIEPIIONIApU3aLUs
MJIa3MajieMMbl BET€TaTUBHOM KJIETKH W MPOAYKIUs BHEKIETOUHBIX ADK, HeoOXoaumbIxX st
YCHEIIHOW aKTUBALUU MbUIBLIEBOTO 3€pHA U €r0 IPOpacTaHUsl.

B meuteiieBsix TpyoOkax Nicotiana tabacum, Lilium longiflorum u Picea pungens oGHapyxen
JaTepalbHbI TPAaAUEHT MEMOpPAaHHOIO NOTEHLMaNa, KOTOPbIM MOJAEpKUBAeTCd 3a CYET
paboTHI Pa3INUHBIX MOH-TPAHCIIOPTHBIX CHCTEM, BKJIIOUAs aHHOHHBIE KaHanel 1 H'-AT®da3zy
wiazmaneMMbl. JHjoreHHbie ADK B 1uTomiazMe mbUIbIEBBIX TPYOOK TaKKe pacHpeeieHbl
HEPAaBHOMEPHO: B alMKAJIbHOMN yacTH CKOHIeHTpupoBaH Hy0O,, a B cTep>KHEBOI yacTu TpyOKu
nokanu3oBad O MHUTOXOHAPHAIBHOTO MPOUCXOMKICHHUSL.

Mumensamu 11 AOK Ha mmasmaieMMe MYXKCKOro rameTroduTa IBETKOBBIX PACTCHHI:
ABJISIIOTCSA KaJbLIUA-MIPOBOMSIINE W KaJIUEBble KaHalbl. JK30T€HHble M 3HA0reHHble ADK
perynupyoT GopMy U aMILUIUTYly TpaJueHTa MeMOpaHHOTO MOTEHIINAJa KaK y TOJIOCEMEHHBIX,
TaK U Y MOKPBITOCEMEHHBIX PACTEHUH, IPUUYEM Yy MOCIEAHUX OHU TAK)KE BIMSIOT HA TPaJii€HT
pH 1 BHYTpHUKIETOYHBIN Ca®".

A®K npucyTCTBYIOT B PEIENTHUBHBIX KHUAKOCTSIX BCEX M3YyYEHHBIX HAMHU TOJIOCEMEHHBIX W
MOKPBITOCEMEHHBIX pacTeHuil. I[lpu STOM y XBOMHBIX M 4YacCTH IBETKOBBIX pAacTEHUU
npeodIagaeT TONLKO O1Ha U3 akKTHBHBIX (opMm kuciaopoa (HzO, umu O';), B To Bpems ais
HEKOTOPBIX TOKPHITOCEMEHHBIX XapaKTepeH dKccydar ¢ JByMs ocHOBHbIMH ADK, GamaHc
MEXJy KOTOPBIMHU MOJjepKHUBaeTcsd (epMEeHTaMH pPelIOKC-TOMEOCTas3a, IJIaBHBIM 00pa3oM,
CYMEepOKCUATUCMYTa30i U Katanazou. J[nHamuka ADK uMeeT BHAOBYIO CHEHH(PHUKY, HO UX
CyMMapHBI YPOBEHBb TOBBIMIACTCSA MPHU TMOATOTOBKE K OMBUICHHUIO Y BCEX M3yUYEHHBIX HAMH

pacTeHuN.
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