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BBEJIEHUE

AKTyaJIbHOCTb TEMbI HCCJIE€A0BaAHUA

Psan uccnenoBaHuii ykas3pIBalOT Ha BOBJIEUEHHE BE3UKYJsIpHOro TpaHcrnopta (BT)
B MEXaHMW3Mbl HOHHOI'O T'OMEOCTATHPOBAHMS M COJCYCTOWYMBOCTH pacTeHui. B
YaCTHOCTH, HOKayT MyTallMs [0 FeHaM peryssTopHbix 6enkoB BT wnm cBepxskcnpeccus
9TUX T€HOB MPHUBOIWIN K U3MCHEHHSM B COJCpKaHUU MOHOB Na' B KJIETKax, BbI3bIBAIIH
M3MEHEHMSI B UyBCTBUTEIBHOCTH PACTEHMHM K 3aCOJIEHHUI0O U B UX COJIEYCTOMYHMBOCTHU
(Mimura et al., 2003; Mazel et al., 2004; Leshem et al., 2006; Hamaji et al., 2009; Ebine
et al., 2011; Baral et al., 2015a; Sergienko et al., 2022; Rodriguez-Furlan et al., 2023).
OpHako, MEXaHHU3MBbl CONPSDKEHHS BE3UKYJSIPHOIO TPAHCIOpPTAa C  IPOLIECCAMU,
JEKAIMMU B OCHOBE COJIEYCTOMYMBOCTH PACTEHMI, B 1IEJIOM OCTAIOTCS MAJIOTOHATHBIMH.
ConeycroifunBble pacTeHHs] 001alal0T CHOCOOHOCTBIO 3(PPEKTUBHO PETYIHPOBATH
nurorutazMaTudeckue Kouientpauu Na™ u Cl7, momaepkuBas UX B YCIOBHUSIX COJICBOTO
cTpecca Ha HETOKCHuYeckoM ypoBHe. KonmeHtpamus Na“ B [UTOMIa3Me PACTHTEIbHBIX
KJIETOK, KOHTpoaupyrorcs Na'/H' amrumoprepom mmasmarndeckoit memOpanbl (ITM),
IKCIIOPTHPYIOIIUM HOHBI Na' U3 1uTOIIa3Mbl B HapykHyI0 cpeny (Bassil et al., 2012;
Bassil et al., 2019), u BakyossipapiMu Na'/H" antunioprepamu, nenonupyrommMa Na* B
Bakyosstx (Qiu et al., 2003). IIpoToH-aABIKyIIas cuila, HeOOXoauMast UTst epenoca Na'-
antunoprepamu, rerepupyercss H'-AT®azamu I[IM u TOoHOmmacra, a Ttakke H'-
TpaHciouupytomei nupodocdarazoit Tonornacta (Apse et al.,, 2007; Li et al., 2022).
[Toroku Na' yepe3 MeMOpaHbI, a CIEIOBATEIbHO, U BHYTPHKICTOUHBIC KOHIICHTPAIIUH
Na® MOryT peryaupoBaThCsi uYepe3 H3MEHEHHsS COJACPIKAHUS HOH-TPAHCIOPTHUPYIOMINX
O0enkoB B MeMmOpaHe, ocymiecTBisieMble nocpenctsoM BT. MemOpaHHblE BE3UKYJIBL,
CoJlepKalllue HOH-TPAHCIIOPTUPYIOUINE O€NKH, IMEePEMEIIAIOTCS MEXIy pa3IudHbIMU
komnapTMeHTamu kietku (Wu et al., 2014; Fan et al., 2015; Valencia et al., 2016; Wang
et al., 2018; Zhang et al., 2019; Hu et al., 2020). [lepenoc MemMOpaHHBIX OE€TKOB MOXKET
OoTBe4aTh 3a M3MeHeHus ux coxepxkanusd B [IM. Takoro poxa perynsauns u3BecTHa Ui

K*-kanama KAT1 (Sutter et al.,, 2007; Nieves-Cordones et al., 2022), mepeHOCUNKOB

11



uHponui-3 ykcycHou kuciorel (aykcuHa) PIN1 um PIN2 (Narasimhan et al.,, 2021;
Agneessens, Julien 2024), nepenocumnka 6opata BOR1 (Takano et al., 2010; Yoshinari et
al., 2019), akBanopuna PIP2 (Li et al., 2011; Kurowska et al., 2021), Tpancnoprtepa
xkenesza IRT1 (Barberon et al., 2011; Ivanov et al., 2021), 6enka-romosiora okcuaassl D
RbohD (Hao et al., 2014) u psga apyrux. U3menenus coaep:xkanusi 0eIKOB B MeMOpaHax
(pemonienupoBanue OEIKOBOrO cocTaBa MeMOpaH) MPOUCXOAST B OTBET Ha pa3HbIE
BHEIITHUE ¥ BHYTPEHHUE CTUMYJIBI U OCYIIECTBIISIIOTCS TIPH YIACTHH JBYX TJIABHBIX TyTEH
BE3UKYJISIPHOTO TpPaHCHOPTa, YHAOLTO3a U 3K301MTO3a (cexperopHoro mytu) (Otegui &
Spitzer 2008; Peer et al., 2011; Dragwidge,Van Damme, 2020; Zhu et al., 2022). MoxHo
MPEINOI0KUTH, YTO U3MEHEHHSI B COOTHOIIEHUH CKOPOCTEH SHIOLMTO3a M IK30IUTO3a
00eCTIeunBaIOT TaKXKe PETyJSIIHI0 HOH-TPAHCTIOPTUPYIOMUX OENKOB, OTBETCTBEHHBIX 32
Na'- u Cl -romeocTa3 pacTHTEIBHBIX KJIETOK MPH WX OTBETE HA MOBBIIICHUEC HAPYKHOM
KOHIIEHTpaluu coyu (3acosienue). OaHako, B JUTEpaType HUMEETCs Majo AaHHBIX O
perymsiun  mocpenctsom BT 6GenkoB [IM, HemocpencTBEHHO ydacTByrOmuX B Na'-
rOMEOCTaTUPOBAHUH IUTOILIA3Mbl, TAKUX, HarmpuMmep, kak Na'/H" antumoprep niun H'-
AT®aza P-tuna. B BT memMOpaHHBIX O€IKOB MOTYT y4acTBOBaTh O€JIKHM MEMOpPaHHBIX
HanogomeHoB daotwuuHbl (Otto & Nichols, 2011; Yu et al., 2017; Li et al., 2023). B
KIETKaX MJICKONHUTAOMUX M JAPOXOKEeH (IOTHIUIMHBI BOBJICYCHBI B OPTaHU3ALHUIO
MEMOpaHHBIX HAHOJOMEHOB, TepeAady CHTHAJIOB, PETYJSIUI0 HOHHOTO W BOJHOTO
oOMeHa, SHAOIMTO3, MOTJIOMICHNE XOJIECTEPUHA M MEXKKJICTOYHbIE KOMMYHHKAIH, B
OTBET KJIETOK Ha aTakKy MaToreHoB U kaHieporenes (Zhao et al., 2011, Gauthier-Rouviere
et al., 2020; Kwiatkowska et al., 2020; Li et al.,, 2023). Oanako, y pacTeHuu
(GIOTUIUTMHBI U3YYCHBI B 3HAUUTEITFHO MEHBIIICH CTENEeHU, UX (PYHKIIMOHAIBLHAS POJIb U
MEXaHU3MBI, OTBETCTBEHHBIEC 32 HMOHHBII TOMEOCTAa3 M COJICYCTONYMBOCTH 10 HACTOSIIETO
BPpEMEHH HE BBIICHEHBL. [IpakTHuecku, OTCYTCTBYIOT CBeACHHS 00 ydacTHH
GIOTWIIIMHOB B PEryJSIIMM  MOH-TPAaHCHOPTHPYIOMUX OenkoB mocpenctsom BT.

dusnonornueckas poiib BE3UKYISIPHOTO TPAHCIOPTAa Yy PACTEHHH B YCIOBHSIX
COJICBOTO  CTpecca, IMO-BHIAMMOMY, HE OrpPaHUYMBACTCA PEryisinueld  OeNKoB,

BoBieueHHbIX B Na'- u Cl-romeoctas. Pe3ynbTaThl HEKOTOPBIX HCCIICIOBAHUI
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CBUJIETENICTBYIOT B IOJIb3Y YYAacTHsl BE3UKYJISIPHOTO TPAaHCIOPTa HENOCPEIACTBEHHO B
MEpEeHOCe HMOHOB, XOTS 3TH JaHHBIE SBISIOTCS KocBeHHbIMHU. (Mimura et al.,, 2003;
Balnokin et al., 2007; Hamaji et al., 2009; Baral et al., 2015a; Garcia de la Garma et al.,
2015; Olmos et al., 2017; Flowers et al., 2018). beuin npoaHanu3upoBaiu NaHHbBIE,
YKa3blBalOIIME Ha  BO3MOXXHOCTb  BOBJICYEHHMS  BE3UKYJIIPHOTO  TpaHCIIOPTa
HerocpeacTBeHHO B mepenoc noHoB Na' u Cl™. CpaBHUBAsI IOTOKH MOHOB y Talo(pHUTOB
CO CKOPOCTSIMU JIBUKEHUS BE3UKYJ B PACTEHUH, UX PA3MEPOM, U C YACTOTOW MX CIUSHUS
¢ 1IM, aBTOpHI IPUIUIA K 3aKJIIOYECHHIO, YTO BE3UKYJSPHBIM TPAHCIIOPT MOHOB MOXKET
BHOCUTH CYIIIECTBEHHBIN BKJIA] B MOHHBIE MOTOKH Yy pacteHuit (Flowers et al., 2018).

B xoHTEKCcTE BO3MOKHOIO y4acTHs BE3UKYJI HEMOCPEACTBEHHO B MEPEHOCE NOHOB
BAKHO OTMETUTh HalM4YKe B KJIETKaX pacTeHuil sHmocomanbHbix (opm Na'- u CI-
TpaHcmopTepoB, B 4actHoctd Na'/H'-antunoprepoB cemeiicteBa NHX (Bassil et al.,
2011) u CI'/H"-antunoprepos cemeiictBa CLC (von der Fecht-Bartenbach et al., 2007;
Marmagne et al., 2007). Mo»XHO TpeAnoiIoKuTh, YTO 3arpy3Kka TOKCUYHBIX HOHOB Na* u
Cl" >Tumu OenkamMu B HHIOCOMBI C TOCJIEAYIOMIMM CiausiHueM sHAocoM ¢ [IM wu
TOHOILJIACTOM MPUBOJHUT K SKCIIOPTY ATUX MOHOB U3 LIUTOILIA3MBI.

CrnenyeT 3aKIIOYUTh, YTO JEMOHCTPALMS y4acTUs BE3HKYJSIPHOrO TpaHCHOpTa B
PEryJsIuu COAEpKaHUs MOH-TpaHcHopTupyomux 0enkoB B [IM npu coneBom crpecce,
BOBJICYEHHE B 3TU Ipolecchl (PIOTUUIMHOB, & TAaKK€ BO3MOXHOCTH IEPEHOCA HATPUS
WIM XJIOPHUJIAa, HEMOCPEACTBEHHO BE3UKYJAaMU, MPEACTABISIIOT cOOOW Ba)KHbIE 3aJauM B
UCCJIEI0BAaHUN MEXaHU3MOB, JIEKAIINX B OCHOBE CYJIEYCTOMUYNBOCTH PACTEHUN.

Heab n 3axaun uccaenoBanus. Llens HacTosmel paboThl COCTOsAIA B BBISIBICHUU
y4acTHs BE3UKYJIIPHOrO TpaHcmopTa U Oenka MemOpaHHbIx HaHogoMeHOB Flotl B NaCl-
UHIYIIUPOBAHHBIX HM3MEHEHUsX cojaepxanuss H'-AT®a3pl P-tuna B mnazmanemme A.
thaliana, a Taxke B BOBJICUCHHH DHJIOIMTO3HBIX BE3HWKYJ B TPAHCIOPT Na' B yCIOBHSIX

COJICBOI'O CcTpECCa.
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JU1 TOCTUKEHUS TOCTABJICHHOM eI ObLTN C(OPMYIHMPOBAHBI CIEAYIOIINE 3a1aUH:

1. OnpenenuTh OTHOCHTENBHOE COJAEpkKAaHUE TpaHCKpunToB AtFlotl y pacteHuil A.
thaliana nuxoro tuma, HokayT-myTaHta Atflotlko (SALK 205125C) u myrtanrta c
MOBBIIIIEHHON 3Kcnipeccuert AtFlotl — Atflotloe (CS444812GK), BwIpallieHHBIX B
YCIIOBHUSIX COJIEBOTO CTPECCa U B KOHTPOJIbHBIX YCIOBUSX.

2. UccnenoBate GeHoturbl MyTaHToB Atflotlko u Atflotloe, BbIpallIEHHBIX B YCIOBHSX
COJIEBOTO CTpecca (POCTOBBIE XapaKTEPUCTHKH, COJepKaHne Boabl, HoHOB Na™ n K B
OpraHax,) ¥ B KOHTPOJIbHBIX yCIIOBHUSIX.

3. Ouenuts Baustaue mytanuii Atflotlko u Atflotloe u NaCl Ha conepxanne H'-AT®a3zwr
P-tuna B muiasmaTHueckux MeMOpaHax ¢ MOMOILBIO BECTEPH-OJIOT aHaln3a, a TakkKe
Ha JKcnpeccuio raaBHbIX m30hopm H-ATDa3et (AHAI u AHA2) B opranax pacteHuit
A. thaliana.

4. VccnenoBats Bausinue mytauuii Atflotlko u Atflotloe u NaCl Ha sHIOUUTO3 B KIIeTKaX
KopHel A. thaliana c nomoipio GiyopecueHTHoro 3ou1a FM4-64.

5. BBIIBHTH ydacTHE SHIOIMUTO3HBIX BE3UKYJ B IOMVIOMICHMA HOHOB Na' KIIeTKaMu
CYCIIEH3UOHHOM KyJbTypbl A. thaliana B yCIOBHSX COJIEBOIO IIOKA C IOMOIIbIO
3HI0IMTO3HOTO 30H1a FM4-64 1 3012 Ha nonsl Na" ANG-2 TMA.

6. UccnenoBaTh yabTpacTPYKTYpy KJIETOK KOpPHSI pacTeHuu A. thaliana nukoro Tuma u
MyTaHTOB Atflotlko u Atflotloe, BBIpAllIGHHBIX B YCJOBHUSAX 3aCOJCHUS U B
KOHTPOJIBHBIX YCIIOBUSAX, @ TAaKK€ KJIETOK CYCIIEH3MOHHOU KynbTypsl A. thaliana B
TMHAMHKE OTBETA Ha COJIEBOM IIOK.

7. WccnenoBaTh BIMSHUE MHTUOMTOPOB BE3UMKYJSPHOTO TpaHcHopTa: OpedenanHa A,
BOPTMaHHMHA ¥ HWKapyraMuIlMHA Ha CoJAep)kaHMe WOHOB Na' B KIeTKax
CYCHEH3UOHHOU KYNIbTYpHl A. thaliana.

O0bexThl uUccaenoBanusi: Arabidopsis thaliana (3xotun Col-0) u MHCEpPIMOHHBIE

MYTaHThI TI0 TeHy Oenka mMemOpaHHbIX HaHogoMmeHOB Flotl: (1) MyTaHT ¢ MOBBILIEHHON

JKcHpeccueil reHa co BcTaBkoi B mpomotope — Atflotloe (CS444812GK), (2) HokayT-
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myTaHT Atflotlko (SALK 205125C); cycnen3noHHas KynbTypa KieTok A. thaliana (Col-
0).

Hayunasi HoBM3Ha. BrepBble moka3zaHo, uTo O€JOK MEMOpPaHHBIX HAaHOJOMEHOB
¢morunuul (Flotl) y A. thaliana BoBneueH B Be3ukyspublii Tpancmopt H-AT®das3s1 P-
TUIA, KOTOPBIA BIIMAET Ha COAEpKAHUE 3TOro (pepMeHTa B IJIa3MajeMMeE B YCIOBHAX
COJIEBOTO CcTpecca. BriepBble MOKa3aHO, YTO XJIOPUCTBIM HATPUM CTUMYJIMPYET AOCTABKY
H'-AT®a3pl P-tuna k mia3mManeMme, aKTUBUPYS SK30IUTO3HbBIA MyTh, CBSI3AHHBIA C
oOpaszoBanueM no3auHux sHp0coM (I[IM) / myneruBesuxynsipusix Ten (MBT). Bnepsoie
noKa3zaHo, 4T0 B Na'-romeocTaTHpoBaHue KIETOK A. thaliana B YCIOBHSX COJEBOTO
cTpecca BOBIICUEH TpaHCIOPT Na’® HEMOCPEJCTBEHHO JHIOIMTO3HBIMU BE3HKYJIAMH.
Coneprxarue Na* 9HIONUTO3HBIC BE3UKYJIIBI CITUBAIOTCS ¢ BAKYOJSIMH, YTO CIIOCOOCTBYET
MOJIEPKaHMIO KOHIIEHTpalii Na© B UTOIIIa3Me Ha HETOKCHYECKOM YPOBHE.

Teopernueckasi M npakTH4Yeckass 3HAYUMOCTH padorwl. [lonydyenHsle B pabote
JaHHbIE MMEIOT (PYHJIAMEHTAJbHBIA XapaKTep M PACHIMPSAIOT MPEJCTaBICHHUS O pOJU
0eIKOB MEMOpPAaHHBIX HAHOJAOMEHOB ()JIOTUUIMHOB B BE3HUKYJIIPHOM TpaHCHOPTE OEIKOB
u noHoB Na', pemoenupoBaHuu OEIKOBOrO COCTaBa MEMOpPaH U TMOAICPKAaHUN HOHHOTO
TrOMEOCTa3a y BBICUIMX PACTEHHMI B YCIOBUAX COJieBOrO cTpecca. IlomydeHnnble B pabote
JaHHbIE MOTYT OBITh HCIIOJIB30BaHbI MPHU pa3pabOTKE W YTEHHH KYpPCOB IO KJIETOYHOU
¢usznonoruu  UIg  CTYACHTOB  OHOJIOTMYECKMX U CEJIbCKOXO3SHCTBEHHBIX
cnenuanbHocTed. [lomydyeHHble pe3yJpTaThl O MOBBILIEHHOW COJIEYCTOWYUBOCTH U
MPOAYKTUBHOCTH MyTaHTa A. thaliana co cBepxakcnpeccueid Flotl Moryt ObITh
MCIIOJIb30BaHbl B TEHHOW MHKXEHEPUH JUISl YIIYUIIEHHUS] COOTBETCTBYIOIINX XapaKTEPUCTHK
KYJIbTYPHBIX PACTEHUN.

MertonoJiorusi AUCCEpPTAMOHHOIO McciaeaoBaHmMsa. JluccepranuonHas pabota
BBIIIOJIHEHA C  HCIOJNb30BaHUEM  (PU3HOJIOr0-OMOXMMHUYECKUX,  MOJIEKYJISIPHO-
OMOJIOTUYECKUX, PU3NKO-XUMHUECKHX U CTATUCTUUYECKUX METOAOB. BbIIM MCIIOIB30BaHbI
pacTeHusl, BhIPAIICHHbBIE B YCIOBUSAX TMAPONOHMKH, U CYCIIEH3MOHHAs KyJIbTypa KJIETOK

pacteHuit. OCyIIeCTBISUICS CPABHUTENbHBIN aHATU3 MyTaHTOB U PACTEHUHN JIUKOTO THUIIA.
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Hcnonb3oBaniuch: (QuIyopeclieHTHAasE M TPAaHCMUCCHUOHHAs AJIEKTPOHHAs MMKPOCKOIIUS,
BBIJICJICHUE U OUHUCTKA MEMOpaH, 3JIeKTpodope3 v BeCTEPH-0JI0T aHAIN3 OCIIKOB.

IToJ105keHNsl, BBIHOCHMbIE Ha 3alIUTY

1. B momaepkaHue MMTOIIa3MAaTHYECKUX KOHIIEHTparmii Na' Ha HETOKCHYECKOM
YpOBHE B YCIOBHSX COJEBOro crTpecca BHocaT Bikiang kak NaCl-
MHIYLIMPOBAaHHBIE U3MEHEHUS COACPKAHUS MOH-TPAHCHOPTUPYIOIIUX OEJIKOB B
miasMajgeMMe, Tak H TpaHcnopT Na' HEeMmOCPeICTBEHHO JSHIOIUTO3ZHBIMU
BE3UKYJIAMH.

2. CoOTHOIIIEHHE CKOPOCTEH IK30MUTO3HOTO U IHAOMUTO3HOTO myTeil meperoca H'-
AT®a3p1 P-tuna y A. thaliana sBnsercsa ogHUM U3 (HaKTOPOB, ONPEAEIAIOMINX
coJiepKaHue 3TOro (hepMeHTa B TIa3MaTUYECKON MeMOpaHe.

3. XJIOpUCTBIA HATPUHM B CPEJ€ BHIPAIMBAHUSA PACTCHUM aKTUBUPYET dK30LUTO3HBIN
nyts mepenoca H'-AT®as3el P-Tuma, cBs3aHHBI ¢ 00pa3oBaHUEM ITO3THHX
9HJ0COM/MYJIbTUBE3UKYJISIPHBIX TEJ, CMEIIas OallaHC 3K30LUTO3/3HAOLUTO3 B
MOJIb3Y DK30IMTO3a U MPHUBOIS dTHM K Bo3pacTtanuio cojaepkanus H'-ATdazbl
B IT1a3MaeMMe KieTok pactenuit JIT.

4. B 9HAONMUTO3HBIC M 3K30IMTO3HbIe TyTH mepeHoca H'-AT®aser P-tuma y A.
thaliana BoBne4eH 6eok MeMOpaHHbIX HaHOAOMeHOB Flotl.

5. B Na'-romeocratupoBanue KIeTOK A. thaliana B yCIOBHSX COJEBOIO CTpecca
BOBJICUCH «3aXBamT» MOHOB Na' SHIOIUTO3ZHBIMU BE3UKYIAMHU C TOCIIEIYFOIIM
UX  CIUSHHEM C  BakyoJsIMM, 4YTO  CIOCOOCTBYET  MOAJEPKAHHIO

[IUTOIUIa3MaTHYECKUX KOHIICHTpanuii Na” Ha HETOKCHYECKOM YPOBHE.

Anpobanusa padorbl. OCHOBHBIE pE3YyJbTAThl JAMCCEPTALMOHHOTO WCCIIECIOBAHUS
npenacrasineHsl Ha: (1) Bceepoccuiickoif HaydyHON KOH(EpPEHIMH C MEXKIyHApOJHBIM
y4yacTueM «OKCIIEpUMEHTaNbHAsl OMOJIOTUS PACTEeHHM W OHWOTEXHOJIOTHS: HCTOPHUS U
B3rs B Oyaymee» (MockBa, 2021); (2) Bceepoccuiickoli Hay4yHast KOH(pepeHIus c
MEXAYHApOIHBIM Yy4acTHeM «®PU3HONOrus PACTEHHH — OCHOBA CO3JaHMS pPacTEHUM
oynymero» (Kazanp, 2019); (3) Bcepoccuiickoit Hay4yHOW KOH(pEpPEHIMU C

MEKyHapPOIHBIM y4acTuEM «MexaHu3Mbl yCTOMYMBOCTH PACTEHUN U MUKPOOPTraHU3MOB
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K HeOnaronpusTHeIM ycioBusiM cpeab» (Mpkyrtek, 2018); (4) XIV Cwesne Pycckoro
borannueckoro OOmectBa M KoH(pepeHuuun «boTraHnka B COBPEMEHHOM MHUPE»
(Maxaukana, 2018); (5) Bcepoccuiickoli HaydHOH KOH(EPEHIMH C MEXKIyHApOJHBIM
yuactueM «CoBpeMEHHbIE aCIIEKThI CTPYKTYPHO-(PYHKIIMOHAIBHON OMOJIOTMH PACTEHMIA:
oT Mosekynl a0 skocuctem» (Open, 2017); (6) MexnyHapoaHoi KoHpepeHIuu
«Penenropsl u BHyTpukieTouHas curHamuzanus» ([lymwuno, 2017); (7) 21-o#t
MexayHapoJHOM IIKoJe-KOHPEpeHIMH MOJobIX ydeHblx «buomorns — Hayka XXI
Beka» (Ilymumno, 2017); (8) MexayHapoaHoii Hay4yHOU KOH(EpPEHIMH CTYJEHTOB,
aCIMPAHTOB M MOJIOABIX Y4EHBIX, JIoMOHOCOB «HOBBIE BO3ZMOXKHOCTH 3HI0COMAIILHOTO
TpaHcopTa B ycioBuAx 3acoyieHus» (Mocksa, 2016); (9) Kondepenunn «Advanced
Microscopy — Super-resolution in different dimensions» (Moscow, 2015); (10) Hayunoii
KoH(pepeHiuun  «DyHIaMEHTaNbHbIE W  NPUKIATHBIE MPOOJIEMBI  COBPEMEHHOM
JKCIepUMEHTANBHON Ouosoruu pacteHui» (Mocksa, 2015); (11) VIII Cnezne ODPP u
KoH(pepeHuun  «PacreHus B ycCIOBUSAX TJI00alNbHBIX M JIOKAJIbHBIX MPUPOIHO-
KJIIMMAaTUYEeCKUX U aHTPOINOreHHbIX Bo3aeicTBuit» (Ilerpo3aBosck, 2015).

[y6aukanuu. Ilo Teme nuccepranuu OmMyOJWKOBAHO 5 cTaTe B Hay4YHBIX
KypHanax, peKOMEHJAOBAHHbBIX A 3amuThl B MI'Y, a takke 11 Te3ucoB B cOOpHUKax
MaTepuanoB KOH(EpeHIIHi.

JIMYHBIA BKJIAJ COUCKATEA. ABTOp NPUHUMAJI aKTUBHOE YYaCTHE B IOCTAHOBKE
3a/1a4, MJIAHUPOBAHUU U MPOBEACHUM SKCIIEPUMEHTOB, UCIONb3Ysl (PU3MOJIIOTMUECKHE U
MOJIEKYISIPHO-OMOJIOTHYECKHE METOIbI, 00pa0OTKE M aHANM3€E MOTYUYCHHBIX PE3YyJIbTAaTOB
C MOMOIIbI0 MATEMAaTHYECKMX METOJIOB CTATUCTHKHM M COBPEMEHHBIX KOMIIBIOTEPHBIX
IporpaMM, B aHaJM3€ JAHHBIX, HANUCAaHUM CTAT€d U MOATOTOBKE MAaTEpUaJIOB K
nyonukauusM. Pe3ynbTaTbl MCCI€IOBaHUN IMOJIYYEHBl CaMUM aBTOPOM MJIM IPU €ro
HEMOCPEACTBEHHOM  yuacTuu. @DamMwind W HMEHAa COaBTOPOB  YKa3aHbl B
COOTBETCTBYIOLIMX MyOJuKalusax. Bknan aBropa B KaXaylo U3 cTaTed yKa3aH B CIIHCKE
MyOJIMKALIAN.

CrpykTypa m o0beM auccepranmu. Marepuansl JUCCEPTALUUA H3JI0KEHBI HA

148 cTpanuiiax MamMHOMHMCHOTO TekcTta W BkioyaioT 30 pucynkoB u 10 Ttabmu.
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HuccepranmonHas paboTa cocTOMT U3 pas3znenoB: «Beenenue», «O030p aUTEpaTyphI»,
«Marepuasiel M METOABI HCCIENOBaHWs», «Pesynbrarel wHcclenoBaHMM W HX
oOcyxXJieHne», «3akitoueHue», «BpiBoab», «CIUCOK JIUTEPaTypb», BKIOYAIOMUN 267

HUCTOYHHUKOB.

I'masa 1. OB30P JIUTEPATYPbI

1.1. Be3ukyJasipHbIN TPAHCIOPT: 001Asl XaPAKTEPUCTHKA

Be3ukynsipHbIil TpaHCIOPT 3YKapUOT OCYIIECTBISET NEPEHOC BEIIECTB B KJIETKaX
mo pasHsiM HampaBieHusM (Bandmann et al.,, 2011). Jlna Hero xapakTepHO
OTIIOYKOBBIBAaHUE BE3UKYJ OT OJTHON MEMOpaHbl, IEPEHOC BE3UKYJIbI K Ipyrol MemOpaHe
u ciausHue ¢ Heil. TakuM 0Opa3oM NPOUCXOIUT IMEPEHOC HE TOJIBKO COJEPKUMOIO
JIOMEHA BE3UKYJbl, HO U MEMOpPaHHOr0 MaTepuasa — MPeXe BCero OEIKOB U JUIUI0B
OT OJHOW opraHemibl K Jpyrod. [ns mnopgaepskanust OajaHca BEIIECTB MEXKIY
OpraHejijlaMd UX TPAHCHOPT OCYLIECTBIISIETCS KaK B IPSIMOM (QHTEPOrpaJHOM), TaK U B
oOpatHOM (peTrporpagHom) HampasieHusx (Hanton, Brandizzi 2006; Aniento et al.,
2022). BHOBb CHUHTE3UpOBaHHbIE OCJIKM HAYMHAIOT CBOM MyTh OT PHIOIIA3MAaTHYECKOTO
petukynyma (OP) u nocruraror annapara ['onbmxu (Al) u mpanc-T'onsmxu cetu (TI'C).
[locnennsis y pacTeHMil HOCUT Takke Ha3zBaHue paHHuX 3HnocoMm (P3). B TI'C / PO
MIPOUCXOJIUT paclpeneneHre (sorting) BEIIECTB MO MOCT-I'0JNBIKK KOMIAPTMEHTAM.
MewmOpanbsl TI'C coszpeBator B mo3gHue 3HA0coMbI (I1D) / MynbTUBE3UKYISIpHBIE Tela
(MBT), xoTtopble Ha3bIBalOT TakkKe MNpeaBaKyossipHbIMU KommapTtmeHTamu (I1BK)
(Aniento et al., 2022) (puc. 1.). MBT / IIBK / IID cocTosT U3 MEMOpaHHBIX BE3UKYIL,
Harpy>kKeHHbIX TPAHCIOPTHUPYEMBIM MaTEpPHAIOM (cargo) U OKPY>KEHHBIX OJIHOM 0OIein
MeMOpanoil. IlocneaHsisi MOXeET ClIMBAaThCS C TOHOILIACTOM, JOCTaBisAs BHYTPEHHHE
(MHTpadIOMEHalIbHbIE) BE3UKYJbl C TPAHCIOPTUPYEMBIM Kapro B BakKyolb s
Jerpajallii C IOMOIIBIO PA3JIMYHBIX TUAPONAa3 W IOBTOPHOIO HCIOJIb30BaHUS
MPOIYKTOB Jerpasaunu B ooMeHe Bemects. Hapyxnas mem6pana MBT npu 3ToM Moxer
JIOCTaBJISATh HEOOXOIUMBIE BelecTBa (O€IKH, JTUIMU/bI) HEMOCPEICTBEHHO TOHOIUIACTY,

pa3mepsl KOToporo mpu 3toM yeenuuuBatorces. [lepenoc Bemects MBT / 19 k Bakyounu
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Ha3bIBAIOT BAKyOJIPHBIM IyTeM. [[pyroii memOpaHOW, C KOTOpPOM MOKET CIMBAThCS
HapyxkHas memOpana MBT, saBasercs nnazmanemma / miasmatudeckass memOpana (I1IM).
B sToM ciyuae, mpoMCcXOAMT AOCTaBKa BEIIECTB, HEOOXOAUMBIX A moctpoeHus [IM.
BHyTpuiitoMeHalIbHbIE BE3UKYJBl NPU 3TOM OKa3bIBAIOTCS B IEperia3MaTHYEeCKOM
MIPOCTPAHCTBE, JIOCTABJISII B HErO pa3M4HbIE CUHTE3UPYEMblE KIIETKOM BEIECTBa,
HarpuMep, KOMIIOHEHTHI KiieTouHoM cteHku (Sinclair et al., 2018; Gu, Rasmussen, 2022).
OxkazaBuivecss B MEpPUIIA3MaTUYECKOM IPOCTPAHCTBE BHYTpPEHHHE Be3uKysnbl MBT
Ha3bIBaIOT 3K30comamiu. [lepeHoc BemecTB Be3ukyiaMu K [IM Ha3pIBaeTCs S3K30LIMTO30M
WM CEKpEeTOpHBbIM myTeM. benku u aunuasl [IM, a taxxe BelecTBa, NpeJHa3HaYEHHbIE
JUISL CEKPELMH, B YaCTHOCTH ISl IOCTPOECHMSI KJIETOYHOW CTEHKH, TPAHCIOPTUPYIOTCS K

KJIETOUYHOH moBepxHocTu nostanHo yepe3 OP, AT, TI'C, MBT u [IM (Bandmann et al.,

2011, puc. 1; Pereira & Di Sansebastiano, 2021; Nielsen., 2024)

© Vesicle

&
7 @) Vacuole

Puc. 1. Besukynspusiii Tpancnopt. ER — snnonnasmarnyeckuit perukynym; Golgi — anmapar /
komrieke ['onpxu; TGN / EE — mpanc-TI'onsmxu cets / pannue sugocoms;; MVT / PVC —
MYJIBTHBE3UKYJISIPHBIEC Tella / MpeaBaKyosipHble KoMIapTMeHThl; PM — murasmanemma; Vacuole
— BaKyoOJlb; SHAOLUTO3 — CUHUE CTPEJIKH; IK30LIUTO3 — KPACHBIE CTPEJIKU; PETPOTPaJHbII MyTh OT

AT K 3H10TIIA3MAaTHYECKOMY PETHKYIYMY — cepble cTpenku. B3sto u3 (Bandmann et al., 2011).
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OgHuM U3 BaXHBIX HANPABIECHUN BE3UKYJIPHOTO TPAHCIOPTA  SIBISIETCS
SHJOLMTO3HBIN MyTh. 3a CUET SHAOLUTO3a OCYIIECTBISAETCS MHTEPHAIM3ALUSA OCIKOB U
dbochomunumo I[IM, a Takxke BEMIECTB, HAXOASAIIMXCS B AKCTPALEIUIIOISIPHOM
npoctpaHcTBe. BemectBa nepenocsates ot I[IM k TI'C unu MBT. Ilepenoc BemiecTs
BHYTPb OT KJIETOYHOW MOBEPXHOCTH OCYILIECTBISETCS SHIOLMUTO3HBIMU BE3UKYJIAMH,
KOTOpble  00pa3ytorcss myrem wuHBaruHamuid [IM B CTOpOHY  HMTOILIA3MBI.
Nurepnanuzamus 6enkoB [IM ¢ momomibio 3HIOIMTO3a HEOOXOIMMA, BO-TEPBBIX, IS
yaaJeHusl MOBPEXKJCHHBIX WM HENpaBUIbHO CBEpHYThIX (misfolded) OGenkoB u, Bo-
BTOPBIX, JJI1 U3MEHEHUH B cocTaBe OenkoB MeMOpaHbl (pekoHcTpykius / remodelling) B
OTBET Ha JIECTBHE BHYTPEHHUX M BHEIIHUX (akropoB (Mulet et al., 2013; Dragwidge,
Van Damme, 2020). Cyns6a nmoaBeprudxcsi 3HAOLMTO3Y U HAXOMSIIMXCS B PaHHHUX
sHaocomax OenkoB IIM mosxer ObITh pazauuHoi. OHM MOTyT ObITH BO3BpalleHsl K [IM
(peuupKyJIsiysl) UM JOCTaBIEHbI B BaKyoJIb JUIs Aerpaaauuu. [Ipu yyactuum sHaouuTos3a
OCYLIECTBIISIETCS MOIJIOIICHUE MUTATEIbHBIX BEIIECTB, PEryJjsilusi OEJIKOBO-JIMIIHIHOTO
cocraBa IIM, mnepenaua curnainoB, gocraBka OenkoB [IM B npyrue opraHeiisl,
OTIIpaBJ€HUE OENKOB, JUIUAOB M JPYTMX BEIIECTB Ha JAETPajalliio, MEKKIECTOYHbIE
KOMMYHUKAIIUY, PEaKIMK Ha OMOTHYECKHE M aOMOTHYECKHE CTPECCHI, OPraHOTEHE3 U
tponu3mbl (Murphy et al., 2005; Chen et al., 2011; John et al., 2022). Pa3nuuator
peuenrtop-onocpeaoBanubiii (POD) u xuako-dazueit OKD®I) tumner s3ngouuroza. POD
3aBUCHUT OT HAJIMYUS PELENTOpa Ha MEMOpPAaHE U OCYLIECTBIISIETCS MPU B3aMMOJEHCTBUU
CUTHAJILHOM TOCJIEI0BATEILHOCTH TPAHCHIOPTUPYEMOro Oernka ¢ penentopom. KD He
3aBUCHUT OT peuenrtopa. POD MoxeT ObITh KaK KJIATPUH-3aBUCUMBIM, TaK U (DJIOTUIUIMH-
3aBucuMbIM (cM. Hke) (Li et al., 2012; Yu et al., 2017). Cnenyer ormeTuts, uto POD
BKJIIOYaeT M kuakogaszHyro kommoHeHTy (Etxeberria et al, 2012). Xuakas ¢a3za
SHJOLUTO3HON BE3MKYJIbl COJAEPKUT SKCTPALEIUIIONSAPHBIA pAacTBOP, 3aXBAUYEHHBIN NpU
00pa30BaHUU BE3UKYJIbl. JTO MO3BOJISIET BOBJIEKATh pa3HbIE HAPY>KHbIE BEIIECTBA, B TOM
Yyclie M HWOHBl BO BHYTPHUKJIETOYHBIM BE3HMKYJSPHBIM TPAHCIOPT U pas3nyHbIE
MpEeBpAILEHUs] B KJIETKE. DHAOLUUTO3 U 3K30LIMTO3 UIPAIOT BaXXHYIO POJIb Y PAacCTEHUl B

TaKUX [poleccaX, Kak Au(p¢depeHIMpoBKa SMOPHUOHANBHOW TKaHU, peryssuus
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TpaHcnoprta aykcuna (Jaillais et al., 2007), rpaButponusm (Zhou et al., 2022), nBuxeHus
3aMblkaromux kietok yctbull (Gkolemis et al., 2023), pexoHCTpyKuHs KJIETOYHOU
cteHkd (Zhu et al., 2022), 3amuTHbIe peakuuu npu AeiictBuu natoreHoB (Ruano et al.,
2020), a Takxe abuoTuueckux (HakTopoB cpennl — 3acyxu u 3acosnenus (Tripathy et al.,

2021).

1.2. Tunbl 3HA0COM U MX POJIb B TPAHCIOPTE BelleCTB

Pannue »sHmocoMbl (mpanc-I'0OdbIKU CETh) — SBISIOTCS KOMIIAPTMEHTOM, B
KOTOPOM NEPECEKAIOTCS pa3Hble MyTH BE3UKYJSIPHOrO TpaHcmopTta (Aniento et al., 2022).
Cynpba OenkoB, Haxomsmuxcsi B PO, moxer ObITh paznuuHod. OHM MOTYT OBITh
OoTCOpTHpOBaHbl [uisi TpaHcnopra B IIM, nmbo HemocpencTBeHHO, JMOO uyepe3
oOpazoBanue MBT / II3, kak 3TO MPOUCXOIUT MPH TPAHCIOPTE BEIIECTB B BaKyOJlb.
MexaHu3M COPTUPOBKM OEJIKOB Yy pacTeHMM HEIOCTaTOYHO H3y4yeH. boiblie Bcero
M3BECTHO 0 co3peBanuu PO u npeBpamenun nx B MBT. O6pa3zoBanne MBT npoucxoaur
yepe3 HMHBAarvMHallMM SHIOCOMAJIbHOW MeMOpaHbl M OTIIOYKOBBIBAHHE BHYTPh ATOU
sHA0coMbl Be3ukyl (Liu et al., 2021; Aniento et al., 2022). B sTom npouece y4yacTByIOT
sHaocomanbHble OenkoBble KoMiiekebl ESCRT (endosomal sorting complex required for
transport) (Otegui 2018; Liu et al., 2021) (cm. Hike). BaxkHbIM 3HI0COMANIBHBIM TUIIOM
ABJIAIOTCS penupkyaupyoomue 3HaocoMmbl (PLID). Takue 3HIOCOMBI Y4YacTBYIOT BO
BHYTPHUKJIETOYHOM TpaHcrnopTe paszauuHbix Monekyn (Hsu, Prekeris, 2010; Qi et al.,
2024). OHM TPUHUMAIOT WMHTEPHAJIM30BAHHBIA Marepuan oT PD W HampaBigOT €ro
obOpatHo k IIM (Dettmer et al., 2006). DH10COMBI PACTEHHI1 OCYIIECTBIAIOT HE TOJIBKO
COPTUPOBKY, HO M NOJIEPKAHUE CTPYKTYPhl U (DYHKIMI BaKyoJIH, a TAaKXKE y4aCTBYIOT B
pocTe KJIETOK, B TOM 4YHCIIE CIELHATU3UPOBAHHBIX, TAKUX, HAIPUMED, KAK IMbUIbLIEBBIE
TpyOoku (Wang et al., 2010; Richter et al., 2012; Hao et al., 2022). Ilo3naue u panHue
9HJOCOMBI MOKHO pa3Iu4MTh IO cnenuduyeckuM Oenkam-Mapkepam. Hampumep, PO
conepxkat RAB I'T®azsi RAB4 u RABS, a 11D — RAB7. ®yukuuu sHI0COM B
PACTUTENbHBIX M JKUBOTHBIX KJIETKaX CXOJHBI, HO SHAOCOMAaJIbHbIE MYTU Y PACTEHUU

HMMEIOT HEKOTOpPbIe OTinunTeNbHbie ocobeHHocTH (Contento & Bassham, 2012, puc. 2.).
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1.3. besku 1 0eJIKOBbIe KOMILIEKCHI, Y4ACTBYIOIIHE B Pery/Isiiii Be3UKYJIAPHOIro

TPaHCIoOpTa

KneTkn BOCHpHHHMMAIOT pas3IUYHbIE BHENIHWE W BHYTPEHHUE CHUTHAJIBI,
aKTUBUPYIOIINE YHIO0COMAIBHYIO CHUCTEMY, KOTOpas OCYIIECTBISCT BHYTPHKJICTOUHBIN
TPaHCIOPT OEIKOB, JIMMHUAOB U Apyrux Makpomosekyn (Dettmer et al., 2006; Lam et al.,
2007; Aniento et al., 2022). Dumocombl M o0O0pa3yrolMecs U3 HHUX BE3UKYJbI
3aXBaTBHIBAIOT MaKPOMOJIEKYJIBI W MEPEHOCAT UX K MECTy Ha3HadeHHs, T.€. K KaKOW-TO
apyroit memOpane. Pa3nmunbpie OenKOBBIE KOMIUIEKCHl YYacTBYIOT B pPaclo3HaBaHHUH

0EJIKOBOI'0 Kapro, OCYHIECTBIISIIOT AepopManuo MeMOpaH rnpu GOpMUPOBAHUH BE3UKYJI.

RabASd

RabA4b o> a=>
RabA1e
@ RabA1g

SYP21

BP80

RabF2a (Rha1)
RabF2b (Ara7)
ESCRT
CHMP1
AtVSRs

Vacuole

Puc. 2. DHIOCOMANBHBIC IYTH Y pacTeHUH. | — OMOCHHTETUYECKHI MTyTh MEPEHOCA BEIIECTB OT
TI'C k IIM (3enenas crpenka), 2 — 3HAOLUTO3, C MOMOIIBIO KOTOPOro KOMIoHeHTsl [IM
MHTEPHAJIN3YOTCS Be3UKyIoi u poctabisitores B TT'C (cunss crpenka), 3 — peunupKyJIsLuOHHBIN
MyTh, 1O KOTOpOMY KoMmoHeHThl IIM moryT ObITh BO3BpamieHel B Hee uepe3 PD (kpacHas
CTpesKa), 4 — BaKyOJIIpHBIM IIyTh JUIsl BHOBb CUHTE3MPOBAHHBIX KOMIIOHEHTOB TOHOILIACTAa U
KJIETOYHOTO MaTrepuajia, MpeAHa3HAuY€HHOro JUIsl Jerpajallid B BaKyoJId (JKEITHIE CTPEJIKH),
tpa"cnopt oT TI'C k MBT (uepHnas crpenka), peTporpaiHslii TpaHcnopt oT Bakyoiau Kk MBT u

u3 MBT k TI'C (u3ornytsie ctpenku). B3sro u3 (Contento & Bassham, 2012).

VY sykapuoT, M3BECTHO 5 KOMIUIEKCOB aJanTepHbIX OenkoB (adaptor protein
complexes — AP-1 — AP-5), kaxaplii U3 KOTOPBIX COCTOMT M3 YETHIPEX CYOBEIMHULL
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(amanTUHOB), Y3HAIOIKUX M OTCOPTUPOBBIBAIOIIMX Kapro B Be3ukyinl (Hirst et al., 2011;
Hirst et al., 2018; Robinson et al., 2015; Wang et al., 2023). Kaxaplii u3 AP-kommuiekcos
MMeEeT 4eTKyto Jokanu3amuio u ¢pyukuuto (Hirst et al., 2011, puc. 3.). B pactenusax AP-1
n AP-4 nokanusosansl Ha TI'C, AP-1 pekpyTupyeTr kapro Oelku M BCIIOMOTaTeiIbHbIE
Oenku, HeoOXoAMMBIE mJii 00pa3oBaHUs Be3UuKyl. AP-2 ydacTByeT B 3HIOLMUTO3E
I1a3MaTUYeCKOl MeMOpaHbl U CIOCOOCTBYET KJIATPUH-ONOCPEJOBAHHOMY 3HJIOLUTO3Y,
komruiekcbl AP-1 u AP-2 otcoptupossiBatoT 6enku B CCV, AP-3 onocpenyeT nepeHoc
HEKOTOPBIX BaKyOJISIPHBIX OENKOB IyTeM, He3aBHCHUMbIM OT 3Hj1ocoM (Jackson et al.,
2010; Robinson et al., 2010; Wang et al., 2023). Kommiekcst AP-3 u AP-4 yyacTByioT B
BaKyOJISIPHOM TpaHCHOPTE OEJIKOB, Tak e, Kak U AP-5, KOTOpbIH, TO-BUIUMOMY, MOKET
¢byHkunonupoBath 0e3 ydactusa kinatpunHa (Boehm et al., 2001; Robinson et al., 2001;
Wang et al., 2023; Zhang et al., 2024). B kierkax miekonurtaromux AP-5 obOpasyer
accounanuu ¢ 119 / MBT u oOecnieunBaeT perporpansbiii Tpancnopt 6enkos k TI'C.
IIpn wunentupukauun cyowveaenun; AP-5 kommnexkca y A. thaliana XoTh U OBLIO
BBISIBIEHO  CXOJICTBO  IIOCJIENOBAaTEIbHOCTEH TpeX MpPEANojaraéMblX TI€HOB C
TOMOJIOTMYHBIMU T€HAaMH MIIEKONMTAIOIIMX, HO JI0 HACTOSILEr0 BPEMEHHM HE SICHO,
(yHKUMOHUPYET JIU TaHHBII KOMIUIEKC B pacTeHusX. OJHAKO, €CTb KOCBEHHbIE JaHHBIE,
MOJIy4eHHbIE Ha pacTeHusix Tabaka Nicotiana benthamiana, yka3plBalolue Ha
¢ynkunonupoBanue cyobenenun; AP-5 xommekca. (Dahhan et al., 2022; Wang et al.,
2023). benkamu, KOTOpbI€ YIMAaKOBBIBAIOT Kapro B Be3ukyisbl, sBisitoTcss COPIL u COPI
(coat proteins), nmepBblii — 17151 aHTeporpaanoro Tpancnopra uz J11 B Al', a BTopoi — st
perporpagHoro TpaHcnopra u3 PO B AI. M3BectHnl Takxke Oenku GGA (Golgi-
localizing, gamma-adaptin ear homology domain, ARF-binding) (Hirst et al., 2011, puc.
3.), KOTOpbIE SABIIAIOTCSI MOHOMEPHBIMH aJanTepaMy JJisl ONOCPEJOBAHHOTO KJIATPUHOM
BHYTPHUKJIETOYHOI'O TEpEHOCa Kapro, oHM UMET C-KOHIEBOW JOMEH, CBSI3aHHBIN C
nomeHoMm npuaatrka c-cyobenuuuiil AP-1 (Boehm et al., 2001). Bce AP-xomriiekcsl,
COP-kommiiekcsl u 6enkun GGA BkimtoueHsl B noct-I'onbaxku Tpancnopt (Hirst et al.,
2011, puc. 3.). K perynastopusiM OelikaM BE3UKYJISIPHOTO TPAHCIOPTa OTHOCIT OCJKHU

cemeiictea RAB I'T®a3, nacuutsiBatomiero y A. thaliana 57 unenoB (Nielsen., 2020,
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puc. 4.). CemeiictBo aensar Ha 8 noacemeiicts (RABA — RABH) (Vernoud et al., 2003;
Nielsen., 2020; Shi et al., 2023). V pacTteHuii, HeKOTOpbIe WieHbl ojacemeiicTs RABA /
RABI11 u RABF / RABS nokanusytorcs B TI'C u MBT. RABF1 / ARA6 acconuupyercs
¢ MBT (Ueda et al., 2001; Minamino et al., 2019). I'enom Arabidopsis xonupyer Tpu
Rab5-nmonobubix 6enxka RHA1 / AtRabF2a, ARA7 / AtRabF2b u cnemuduueckuit nms
pactenuii 6enok ARA6 / AtRabFl1. Ilokazano, yto RHA1l / AtRabF2a u ARA7 /
AtRabF2b orBeuaroT 3a Tpancnopt 6enkoB ot AI' k Bakyonu (Nielsen., 2020, puc. 4.).

(Ebine et al., 2011; Nielsen., 2020; Lu et al., 2024).

Mrane

‘/ = AP-1
= AP-2
= AP-3
early endosome \\ AP-4

COPI
late endosome GGA

\

== Retromer

Y,

tubular endosome
WTSN
v Golgi stack

Puc. 3. [lytu nBMXeHHS PHIOCOM M YYAacTBYIOIIME B HUX KOMIUICKCHI M OCJKH: aJanTepHbIC
Komruiekcel OenkoB AP-1 — AP-4, rerepomepnsie komiuiekcbl COPI, monomepHbIt amanTtep
GGA, Retromer — OenKOBBIH KOMIUIEKC, HANpPaBIAIONINN BE3UKYJbl, HECYIIHE Kapro, IO

petporpagaomy myTt B Al'. B3sro u3 (Hirst et al., 2011).

Hpyroe cemeiictBo Manbix ['Tda3, BOBICYEHHOE B PETYISALUIO BE3UKYJISIPHOTO
TpaHcnopTa, HocuT Ha3BaHue ARF (adenosine ribosilation factor). Kak RAB, tak u ARF
['T®a3sl pexkpyTUpYIOT 3(pPeKTOpHbIE OETKHU, KOTOpPbHIE OMOCPEAYIOT BE3UKYJSALUIO U
nepeHoc kapro Besukynamu (Arrazola et al., 2021). I'enom A. thaliana xonupyet 12 ARF
['T®a3. OHM BBHIIOJHAIOT Pa3HOOOpA3HbIE TPAHCHOPTHBIE (PYHKIUH, B TOM YHUCIE,

PELUPKYJISLUI0 SHAOCOM U BakyoJsipHbIA TpaHncnopT (Singh et al., 2018). B pacrenusix



['T®a3e1 RAB 1 ARF MoryT HaXoAuThCs B HEAKTUBHOM IIUTO30JIbHOM popMe, CBSI3aHHOU
¢ I'/I® u B akTHBHOU (QopMme, cBA3aHHOW ¢ MeMmOpaHoW M accouuupoBaHHou ¢ ['TO.
AxtmBammss kak RAB, Ttak m ARF IT®da3 3aBucur oOT HX accoIuanyu Cco
cneuuduueckumu GEF (Guanine nucleotide Exchange Factor) Oenkamu, KoTopbie

ctumynupytotr oomen ['T® / I'’ID. T'maponuz ['TD cnocodcrByer aktuBaruu GAP
(GTPase-activating protein).

RabA1/Araé

\MVE
RabF &”~

Ara6/7
Golgi \
RabD apparatus

_—’

RE
RabA1-A4

RabA1 -A4

RabE

o o9 RabA1-A4 o ®
o DO
Phragmoplast

; O Transport vesicle

Puc. 4. Ilytm, perymupyembie Rab I['Tdazamm B pacTUTeNbHBIX KieTKaxX. I[loka3aHbl
(dparmMoruIacT M MOJISIPU30BAHHBIA BBIPOCT KiIETKU. ER — sHOoIIa3MaTtudyeckuil peTuKyiIyM,

MVE — MynbpTUBE3HKYJISpHBIE 3HAOCOMBI, RE — peunepkynupyromme 3HA0COMBI. B3sTo wn3
(Nielsen., 2020).

Baxnyto perynstopHyio (YHKIUIO BBITONHSIOT OenkoBbie KoMmiiekcbl ESCRT
(endosomal sorting complex required for transport). M3BecTHO 4 TakuX KOMILIEKCa,
ESCRT-1 — ESCRT-4. Ouu HeoOxoaumbl A1 (POPMHUPOBAaHUS BHYTPEHHHMX BE3HKYJI
MBT u 3arpy3ku B HUX O€JIKOB B KIJIETKAX IPOAOKEH, MIIEKOIUTAIOLIUX, PACTEHUH U

aBisieTcss nmocpeaHukamu B Omorenese MBT (Mulet et al., 2013; Hu et al., 2020).
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MyTanuu 1mo JaHHBIM T€HaM MNPUBOJWIN K OOpa3oBaHUIO JEPEKTHBIX IHIOCOM H K
MOAABJICHUIO HHAO0COMaNbHOrO TpaHcmopta (Mulet et al.,, 2013). Baxnywo posb B
COPTUPOBKE Kapro HUrpar0T HEKOTOpbIE OEJKM Ha IMOBEPXHOCTH 3HIOCOM, TaKHWE Kak
perpomepsl (Hirst et al.,, 2011, puc. 3.), y4yacTBylollu€ B PETPOrpaJHOM NEPEHOCE
Be3ukyl oT PO k TI'C (Chen et al., 2019; Norris et al., 2020). B wactHocTH, B ApOiOKaxX
peTpoMepbl HEOOXOIUMBI ISl U3BJICUECHHS perenrtopa kapookcunentuaassl Y VpslOp
(vacuolar protein sorting) — Oenka, CBS3BIBAIOIIETO BAaKyOJSIPHbIE THAPOJIA3bl U
TpaHCHIOPTHPYEMOTo OT 3HA0coM K Al. PerpoMep BKiIIOUaeT MATh Pa3IMYHBIX OCIIKOB:
Vps35p, Vps29p, Vps26p, Vpsl7p u VpsSp. Y MIIEKONUTAOMIUX OTU OCIKU
KoHcepBaTuBHBI (Seaman, 2004). YV A. thaliana taxxe 0OHapy>KMBAIOTCS HEKOTOPBIE
perpoMmepHble cyObenuuuibl cemeiictBa SNX (sorting nexin). K HuM oTHOcSTCS Tpu
romogiora Vps35 (Vps35a, Vps35b u Vps35c), nBa romonora Vps26 (Vps26a Vps26b) u
onuH Vps29 (Jaillais et al., 2007; Heucken et al., 2018). B kietkax apoxokeit, ;)kUBOTHBIX
u pacteHuil u3BecTHbl OenkoBbie KoMmIUlekchl SNARE (Soluble N-ethylmaleimide
sensitive factor attachment protein receptor). benku, BXomsuue B 3TOT KOMILIEKC,
collepKaT  JOMEH peLenTopa aJanTepHOro Oeika, YyBCTBUTENbHOTO K  N-
stmiManenmMuly. SNARE urparor KiroueByro poJib B CBSI3BIBAHMU BE3UKYJ (JOHOP) C
MeMOpaHaMH Pa3IUYHBIX OpraHeill (aKIenTop) U MX CIUSHUU TPU BE3UKYJISIPHOM
TpPaHCIOPTE, B TOM YHCIIe B AK30uuTO3€ U 3HA0o1uTo3e. Kommiekcel SNARE y pacrenuit
Y4acTBYIOT B TaKMX IIpoLleccax Kak JEJIEHHE KIETOK, TPaBUTPOIM3M, 3allluTa oOT
MaToreHoB, CMMOMO3 U peakiuu Ha abuotuueckuit ctpecc (Lipka et al., 2007; Gu et al.,
2020). K 6enxam SNARE, B yactHOCTH, OTHOCSITCSL cHanToOpeBuH 2, VAMP-2 (vesicle
associated membrane protein-2) u OeNKM IIa3MaTHUYECKOW MeMOpaHbl CUHTAaKCHH 1 u
SNAP-25 (synaptosomal associated protein-25). SNARE mnoapazgenstor Ha
BesukyJisipuble  Oenku  V-SNARE /  R-SNARE, «kotopeie BkioyaroTcss B

OTIOYKOBBIBAIOIIMECS BE3UKYJbI, U Oeiku MeMmOpanbl-muiieHu (target) t-SNARE / Q-

SNARE (Gu et al., 2020).
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1.4. KnaTpuH - 1 GJIOTH/UIMH-32aBUCUMbIE THIIBI JHAOLUTO3a Y pacTeHUuM

B pacreHusx paznuuaroT Ba THUIA SHJOLMTO3a: KJIATPUH-3aBUCUMBINA, WIIU
KJIaTpuH-oniocpenoBanubii, (clathrin-mediated endocytosis — CME) u dnoTmmiun-
3aBUCUMBIA, WU  (QIOTUIUIMH-ONMOCPEAOBAHHBIN  (MUKPOJOMEH-aCCOIIMUPOBAHHBIN).
Kpome pactenuil ob6a Tuma 3HAOLMTO3a BCTPEYAIOTCS U B JAPYTUX 3YKAPUOTHUECKHX
opranuzMax. CME nyumie uzyden, ueM QuioTmimH-3aBUcUMbIN 3HA0uMTO3 (Fan et al.,
2015, puc. 5.). B xone CME meMOpaHHBIN 1 BHEKJIETOUHBIM MaTepuall yIaKOBBIBAETCS B
BE3MKYJIbI, MOKPBITbIE KIaTpuHOM, (clathrin-coated vesicles — CCV), kotopsle 3aTem

MHTEPHAIU3YIOTCS KIIETKOM.

Clathrin-mediated endocytosis

Membrane microdomain-associated endocytosis

Key:
Unsaturated phospholipids ? Sphingolipids : Flotillin
PI(4,5)P2 @ Sterols § Remorin Clathrin

Puc. 5. Duaouurto3Hble MyTH Y pacTeHUM: KIATPUH-OMOCPEIOBAHHBIA HHAOLMUTO3 U
MUKPOJIOMEH-aCCOIIMMPOBAHHBINA  ((IOTWIIINH-3aBUCUMBIN) JHIONWTO3. B  XoJe KiIaTpuH-
OIIOCPEIOBAaHHOTO HHJIOLNUTO3a OOpPa3yIOTCsl BE3UKYJIbI, MOKPHITHIE KiIaTpuHOM. DroTwimH-
3aBUCHUMBIA JHJOLMUTO3 CBA3aH C MEMOpPaHHBIMH MHKpOJOMEHaMHu (HaHogoMeHamu) I[IM,

KoTopble coaepkat Oenku draotwmmasl (Flot). Basro u3 (Fan et al., 2015).

KnaTpunoBbiil komIuieke cocotouT u3 Tpex Tskenbix neneit CHC (heavy chains)
nu tpex nerkux unened CLC (light chains). T'enom A. thaliana cpepxutr paBa
romonornunbix reHa CHC (CHCI v CHC2) u tpu rena CLC (CLCI, CLC2, CLC3). B
KJIATPUH-3aBUCUMOM DHJIOIMTO3€, TIOMUMO KIATPUHA, YYaCTBYIOT aJalTepHBIC OCIKH
(AP), nunamun-ponctseHnubsie 6enku — DRP (dynamin related proteins), u xodaktop

AP180. ITpu nHMLIMaLMK WHBAarMHAMM MeMOpaHbl, TOKPBITOM KJIATPUHOM, aJanTepHBIHA
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O€NOK, CENIEKTUBHBIM K TPaHCHOPTHPYEMBIM OelikaM, Crenu(UYecKd CBA3BIBACTCS C
KJIATPUHOM M ¢ Kapro. B pesynbrare kapro cobupatorca B CCV (Traub et al., 2009, Fan
et al., 2015; Zhang et al., 2024). B pacrenusix CCV o6pa3zyrorcs He Tonbko Ha [IM, HO 1
Ha MemOpanax TI'C (Robinson et al., 2014). Ilocie uHMIMAIUU KIATPUHOBBIX
BITYMBAHUA W 00Pa30BaHUs BE3UKYJ, COIEPKAIINX Kapro, MPOUCXOAUT OKOHYATEIbHAS
cOopKa KJIATPUHOBOTO MOKPHITHS C MPUBJICUYCHUEM JOMOJIHUTEIBHBIX BCIIOMOTATEIBHBIX
oenxoB (McMahon et al., 2011). IIpouecc popmupoBanust CCV ycioBHO pa3fenstoT Ha 5
sranoB (Fan et al., 2015, puc. 6.): 1 — obpa3oBanue cBszu Mexay AP2 c [IM uepes
PI4,5P (phosphatidylinositol-4,5-bisphosphate), 2 — B3aumozeiictBue memOpaHo-
cBsizanHOoro AP2 ¢ KiIaTpuHOM W APYTUMHU HEWJACHTU(DUIIMPOBAHHBIMU O€lKaMu U
(dbopMHUpOBaHUE KIATPUHOBOW OOOJIOUKH, 3 — CO3pEBAaHUE BE3UKYJbl, IMOKPHITON
KJIATPUHOM, ITpu KoTopoM Oenok DRP cBsA3bIBaeTcs ¢ meilkoil Be3uKyibl, 4 — OTIAEIEHNE

Be3uKyJibl oT [IM, 5 — BeicBOOOXKACHUE OCIIKOB TOKPHIBAIOIINX BE3UKYJIBI.

e

) 3]
e A n [ & Y A
24
- F]
.9 -2 /
¢P -g..
(+]
(]
B2 o
w2 02 Key:
PI(4,5)P2
< Actin < DRPs

Clathrin .' Accessory proteins

\.J AP2 complex © Cargoes

Puc. 6. Knatpun-onocpenoBanusiii 3H101MTO3 y pactenuil. B3sto u3 (Fan et al., 2015).

[ToMuMoO, KJIaTpUH-OMOCPEIOBAHHOTO HHAOLUTO3a HW3BECTEH albTEPHATUBHBIN
nyTh — (IOTWUIMH-3aBUCUMBIA HSHAONHUTO3. Ero 0COOEHHOCTBIO SIBISAETCS CBS3b C
MeMOpaHHBIMU HaHOJOMEHaMHu (padTamu), KOTOpblEe conaepKaT OelaKd (PIOTHIIIMHBI
(Haney et al., 2010; Li et al., 2012; Lu et al., 2024). Be3ukybl, oOpa3yromuecs: B X0Je
KJIATPUH- U (DIOTUIUIMH-3aBUCUMOTO THUIIOB SHOLMTO3a pa3IiMyaloTcs Mo pazMepam. B
MIEPBOM cllydyae 00pa3yroTcs Be3ukyiabl pazmepom 30 HM — 85 M, Bo BTOpom — 100 HM

u 6onee. [lokazano Takxke, 4To mepBbie OoJiee MOABMXKHEI, ueM BTophlie (Li et al., 2012;
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Narasimhan et al., 2020; Lu et al., 2024). CME sH10111TO3 UTrpaeT Ba)XHYI POJIb BO
MHOTHX (DU3UOJIOTUYECKUX MPOIECCaX Y PACTEHUH, TAKUX KaK POCT, TOJISIPHOCTh KJIETOK,
nepenada MEKKJICTOYHBIX CHTHAJIOB, TOTJIONIEHUE MHUTATEIBHBIX BEIIECTB, PEaKIHs Ha
cTpecc u 3ammuTa OT mnartoreHoB (Zwiewka et al.,, 2015; Yoshinari et al., 2016;

Narasimhan et al., 2020).

1.5. lereprenT-ycroiiunBas ppaxkuusa MmeMOpaH, GJIOTHIIMHBI

B memOpaHax KJIETOK pPAaCTEHUN, KUBOTHBIX, APOXIKEH M OaKTepuil MMEIOTCS
00J1aCTH, KOTOPBIE OTIUYAOTCS OT CBOEr0 OKPY’KEHUS [0 CBOUM (PU3NYECKUM CBOMCTBAM
U XUMHYECKOMy cocTtaBy. OHHM 0OOramieHbl CTEpUHAaMH, COUHTOIUIHNIAMH,
HACBIIIEHHBIMU  (ochosUnuIaMu U cOoAep’KaT  IIIOKO3UI(PoCcHaTHAUINHOZUTOI
(glycosylphosphatidylinositol -GPl)-3asgkopennbie u wuHTErpanbHbie Oenku. [lpu
00paboTke MEMOpaH XOJOJHBIMH HEHOHHBIMH JETEPreHTaMH, HAlPUMEpP TPUTOHOM X-
100, ykazaHHbIe 00MacTU 00pa3yrOT HEPACTBOPUMYIO (PpPaKLUIO JIE€TEPreHT-yCTOMYMBBIX
MmemOpan (Brown, et al.,, 1992; Yepes-Molina et al., 2020). Onu cBsi3aHbl ¢
dbopmupoBanueM creuuPuyeckux MeMOpaHHbIX MUKpO / HaHogomeHOB (10-200 HM),
M3BECTHBIX Takxke Kak nunuanbie pad el (Kwiatkowska et al., 2020; Cao et al., 2020; Ma
et al., 2022; L1 et al., 2023). PadgTsl ciyxaT «pacnpeaeisomuMy miaTGopMamMmmy ais
pa3UYHBIX OENKOB, OHM YYacCTBYIOT B pacipeielieHuH (sorting) OEJKOB U JUIHUIOB U B
aKTUBALIMM IyTEH Nepelayd CUTHAJIOB, U3MEHsA COAEpKaHuEe B MeMOpaHe peLenTOpOB.
Takoil MexaHuU3M, B YaCTHOCTH, Ba)K€H JJs OTBETa KIETOK HAa aTaku MaTOT€HOB
(Plociennikowska et al., 2015; Cao et al., 2020). Padrtsl BkItouarT Oe€NKU
cynepcemeiictBa SPFH (stomatin / prohibitin / flotillin / HfIK / C), atu 6enku conepxat
koHcepBaTuBHbIM oMeH SPFH (Browman et al., 2007; Yu et al., 2020). Ynens! 3Toro
CylepceMencTBa yYacTBYIOT B PEryJISILMU COJIEP>KaHUS MOHHBIX KaHAJIOB B MeMOpaHe,
BE3UKYJSIPHOM TpPAHCIOPTE OENKOB W JIMIHJIOB M BO B3aUMOJCHCTBUM MeMOpaH HU
uurtockenera (Langhorst et al., 2005). B cynepcemeiicTBo 0enkoB, coaepkaliux JI0MEH
SPFH, BxoasaT u ¢uotmiuael. OHU SBISIOTCS MEMOPAHOCBA3aHHBIMU O€JTKaMU U MOTYT

nokanu3oBaThes Kak Ha [IM, Tak u Ha snHpocomax. Y A. thaliana vn3BecTHO Tpu Oenka-
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¢norumnna: AtFlotl / AtFlotla, AtFlot2 / AtFlotlb, AtFlot3. Tpanckpunuus AtFlotl n
AtFlot2  npoucxXoOuT TOpeuMyLIECTBEHHO B  molerax, Torga kKak  AtFlot3
TPaHCKPUOUPYETCsI TIIAaBHBIM 00pa30M B pa3HbIX YACTAX LIBETKA U CTPyUYKax. Y pPACTEHUU
(GJAOTUIUIMHBI U3y4Y€Hbl B MEHBIIEH CTENEeHW, YEM y JKUBOTHBIX M Apoxokend. Tem He
MEHee MM0Ka3aHo, YTO Y PACTEHUM (IOTHUIIMHBI HEOOXOIUMBI JJIsl pa3BUTHSI IPOPOCTKOB,
Y4acTBYIOT B COPTHUPOBKE U PEUUPKYJSIUM OENKOB 4Yepe3 3SHA0COMaJbHbIE
KOMIIAPTMEHTHI, B IEpEAadye MMMYHHBIX CUTHAJIOB U B KJIaTPUH-HE3aBHCHUMOM, WIIU
dbnoTmMH-3aBUCUMOM (onocpenoBaHHoM) suonuTose (Li et al., 2012; Yu et al., 2017).
@dioTHIIMHBEL BOBJIeUEHbl B cOopky HaHoOsacted [IM u snnocom (Kwiatkowska et al.,
2020), yuacTBYIOT BO B3aumojeiicTBuu pacteHui u naroreHoB (Cheng et al., 2021, B
IIPOLIECCHI, PEryJHPYIOIIME BOAHBIM CTaTyC PACTEHWM W BHYTPHUKJICTOYHBIA TPaHCIOPT

BemectB (Hao et al., 2014; Junkova et al., 2018).

(a) Lumen
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Puc. 7. MemOpanHasi TOmoyIorust ¥ CTpyKTypa 6enkos cynepcemeiictea SPFH: (a) memOpannas
TOMOJOTUST (IIOTHIIMHOB KIIETOK MIleKonuTarommx. Basro u3 (Otto et al., 2011), (6) nanbonee
BEpOSITHAS CTPYKTYpa U MeMOpaHHast TOMOJIOTUs (pIOTHITMHOB pacTeHuid. B3sto u3 (Ma et al.,
2022), (B) mpexacraBieHue O (DyHKIMOHAIBHBIX MEMOPaHHBIX MHKpPOJIOMEHAX / HaHOJIOMEHaX
oenkoB cymnepcemerictBa SPFH y »sykopuwor, B3aro u3 (Ma et al., 2022), opaHxeBble

NPSMOYTOJIBHUKH — (DYHKIIMOHAIBHBINA OETI0K, BCTPOCHHBIN B MEMOpaHy.
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[TockonbKy (aoTHIUIMHBI HE 00JaAar0T (PYHKIMSAMHU, TaKMMH, KaK y (EpMEHTOB WU
TPAHCIIOPTEPOB, UX POJIb, BEPOSITHO, COCTOUT BO BIMSHUM Ha JIpyrue OelKu uyepe3 Oenok-
OenkoBble B3aumozeiicTBus (Ma et al., 2022). MeMOpaHHasi TONOJIOTUS M CTPYKTypa
oenkoB cynepcemeiictBa SPFH u, B vactHocTu QuotuiinHoB (puc. 7.), Jiydille u3ydeHa y
OakTepui, TPOXKEeH U MICKOMUTAIONIMX U B MEHbIIIEH cTeneHu y pactrenuil. Ha puc. 7a,
MOKa3aHO, 4YTO N-KOHLEBbIE YYacTKU (DIOTHIIJIMHOB MIIEKONUTAOMNX (BBIIEIECHO
KpacHBIM IIBETOM) cojepkaT 2 rujipogoOHble 001acTH (BBIACICHO 3€JEHBIM IIBETOM),
oOpa3yrouie MIWIbKM, KOTOPhIE BKIOYAIOT KOBAJIEHTHO-CBSI3AHHBIE OCTATKU >KUPHBIX
KHCJIOT (MUPUCTUHOBOM M MaJbMUTHUHOBOMW), C IMOMOIIBIO KOTOPBIX OCYIIECTBISAETCS
B3aUMOJIeiicTBHE Oelika ¢ JunuaHbIM OucioeMm. Kak ¢notwiun 1, Tak U GroTwuiuH 2
colepxaTr KioueBble octatku Tupo3uHa (Y-160 u Y-163). anee pacmnonaraercs
KOHCEpPBATUBHBIA JOMEH (BBIJECICHO (PUOJIETOBBIM IIBETOM), coJepxanuii anbda-
COUpPAJIBHYI0 00JacTh (BOJHUCTBIE JIMHMM), KOTOpash MOXET ydacTBOBaTh B
onuromepusanuu. Y QIOTUUIMHOB pacTteHuid (puc. 7 0.) He OOHapyKeHO CcalToB
NaJIbMUTOUIIMPOBAHNUS U MUPUCTOWIIMPOBAHMS, TO3TOMY MEXaHHU3M 3asSKOPEBAHUS Y HUX
oTIIMyaeTcs OT TakoBoro y >kuBOTHBIX (Danck et al., 2016). Haubonee BeposiTHO, UTO
3a5IKOPEBAHME Yy PACTUTENBHBIX (DJIOTUJUIMHOB  OCYIIECTBISETCS C  IOMOUIBIO
rupogoOHbIX aMHuHOKKCTIOT. Ha puc. 7 B, mokazaHo, 4To ()JIOTUIUIMHBI YYacTBYIOT B
dbopmupoBaHun MeMOpaHHBIX MHUKpPO / HAHOJOMEHOB, coO3/aBasi IIATGOPMBI IS

¢yHKunoHanbHbIX OenkoB (Ma et al., 2022).

1.6. Perynsiums cogepxanus 0eJIKOB B MeMOpaHaX MOCPeICTBOM Be3MKYJISIPHOTO

TPaHCIoOpTa

B nmamHOM pasmerne mpuBeneHB MPUMEPHI PEKOHCTPYKIUU (pEeMOACIUPOBAHUS)
OETKOBOTO CcOCTaBa MEMOpaH 4Yepe3 BE3WKYISIPHBIA TPAHCIOPT, BKIIOYAs HK30IUTO3 U
SHAOINTO3. Takue W3MEHEHHUsI B COCTaBE MEMOpaH MPOUCXOAAT ¢ OONBIION CKOPOCTHIO,
YTO TO3BOJISIET KJIETKaM OBICTPO W aJICKBATHO OTBEYATh HA pa3IMYHbIC BHYTPCHHHE U
BHeIHUE cTUMyIbl (Surpin et al., 2004; Zhang et al., 2022; Law et al., 2022). Xopomio

HU3BCCTHBIM  TIPUMCPOM TaKoM perysinun  ABJIAIOTCA  MU3MCHCHHA  COACPIKAHUA
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akBanopuoB PIP2;1 u PIP1;2 (plasma membrane intrinsic proteins) I[IM B oTBeT Ha
3aconenue (100 MM NaCl). Psng aBropoB (Luu et al.,, 2012; Takano et al., 2017;
Kurowska et al., 2021), ucnons3yst MeToas! (IyOpEeCLEHTHON JIa3epHON MUKPOCKOTUU U
GFP, BbIsiBuAM 1Ba myJia yYKa3aHHbBIX aKBAallOPMHOB B KIIETKAX 3MHAEPMBbI KOpHEH A.
thaliana. Ogun myn Obul cBsa3aH ¢ [IM, a apyroil — ¢ sHaocomamu. B orcyrcTBHE
3aCOJIEHMS], IEPEHOC AKBOIIOPUHOB ObLI BHICOKOUYBCTBUTENBHBIM K TUPPOCTUHY A23 —
MHTUOUTOPY KIIATPUH-3aBUCHMOIO SHAOLMTO3a. LlMKnnueckuil mepeHoc 3TuxX OenKoB
MEXAY JIByMs YKa3aHHBIMM IIyJIJaMU YCKOPSUICS B YCIIOBUSIX 3aCOJEHHMS UM ObLUT MEHee
YyBCTBUTENIEH K TUPQOCTHHY A23. AKTHBHOCTb 3HJOLMTO3a BO3pacTajga 3a CueT
(AOTUIUIMH-3aBUCUMOr0 3HJ01MTO3a. [Ipy 3TOM 3HauMTENnbHAs 4acTh AKBAllOPUHOB M3
IIM nepememanack B 3HAOCOMBI. DU3MOIOTMYECKOE 3HAYEHHE TAKOTO NEPEMELICHUS
COCTOUT B CHM)KEHHMHM BOAHOW NpoHunaeMoctd IIM u cOepexeHnn BoAbl B KIETKax B
YCJIOBUSAX CHM)KEHMSI BOJJHOTO MOTEHIIMAa CPEbI.

Eme oaHuM mnpumMepoM peryisiiud  MeMOpaHHOro Oelka MOCpPEICTBOM
BE3UKYJISIPHOTO TpaHCIOPTa SBISIOTCA HM3MEHEHUs CcojepaHus BXxoaHoro (inward
rectifying) kanueBoro kanana KAT1 B [IM 3ambikaomux KJIE€TOK yCTbUll Y A. thaliana.
Conepxanue 3toro kaHana B [IM Bo3pacTaeT npu OTKpbIBAaHUU YCTHUIl U YMEHbILIAETCS
P 3aKpbIBAaHUU. 3aKPBIBAHUE YCTHUL, MOKET ObITh HHULIUUPOBAHO 00PAOOTKON KIIETOK
snuaepmel adcuuzoBoit kucinoroi (ABK) (Blatt et al., 2000). B ecrecTBeHHBIX yCIIOBUSIX
ABK koHTponupyeT TpaHCHOpT HOHOB M TpaHcnupauutoo. ABK wuHHnmmpyer
CEJIEKTUBHBIM JHAOLMUTO3, npu KoTtopoM KATI TpancnmoprupyeTrcss 3HAOLMTO3HBIMU
Be3ukyinamu oT I[IM k sHIOcOMaMm, Te MOXKET COXpaHAThCS WJIM HaIpaBiIsATbCS Ha
Jerpajanuio B Bakyousb. B pesynprare cHmkenus conepxkanus KAT1 B [IM npoucxoaut
yMmeHbiieHne moroka K B 3aMbIKaioline KIETKH, MOCTYIJICHHE BOIBI B KIICTKH
3aMenIsieTcs, KJIETOUYHbI Typrop majaaer, NpuBOAs K 3aMmblkaHuio ycTeull (Peng et al.,
1994; Nieves-Cordones et al., 2022). [l BbICIIMX PacTeHHI B XOJ€ pocTa U pa3BUTHUS
HE0OXoauM OOp, KOTOpPBIA SIBISIETCS Ba)XHbIM OHOTEHHBIM JJIEMEHTOM. PacTtenus
JOJKHBI aJallTUPOBAThCA KaK K YCJIOBUSM OIPaHUYEHHOIrO MOCTYIUIEHUs 0opa, Tak U K

M30BITKYy 3TOTO 3JeMeHTa B cpene. lIpu BBICOKOW KOHLEHTpaluu OOp TOKCHYEH,
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HarpuMep, B 3aCylUIMBBIX U Toiy3acynuiuBbix paiioHax (Nable et al., 1997). Ilpu
UCCJIEIOBAaHUN KOHYMKA KOpPHS C MOMOIIBIO KOH(OKAJIBHOM JIa3epHON CKaHUPYIOLIEH
MUKPOCKONMHU OBLJIO TMOKa3aHo, uTo OopaTHbiii Tpancnoptrep BORI1, cauteii ¢
¢dbayopecuentsiM Oenkom GFP, nmokanuzoBan B IIM. Jlng Toro, utoObl u30exkaTh
M3JIMIIHETO HakoruieHus: 6opa B kietkax, BOR1 nepenocurcs uz [IM 3HI01IUTO3HBIMU
BE3MKYJIaMH B 3HJOCOMBI, OTKyJa Jajee OH MOXKET MNEPEHOCUThCA B BAKYyOJb IS
nerpanauuu (Takano et al., 2005; Yoshinari et al., 2019). B ycnoBusix nedunura 6opa B
1o4YBe, Hampumep, npu oOuIbHBIX A0kAIX, BORI1 pocraBnsercs x IIM 3a cuer
akTuBupoBaHus sk301uTo3a (Lordkaew et al., 2011).

Perynsauus conepxanus B I[IM mnokazana Takxke il Oeika, OTBETCTBEHHOI'O 3a
MIOTJIOLIEHUE Keje3a KIETKaMH KOpHs, BbicokoaduHHOro Tpancnoprepa xeneza IRT1
(IRON-REGULATED TRANSPORTER 1). Ortor Genox nokanu3zoBan B IIM u ero
coJlep>kKaHHe B MeMOpaHe 3aBUCHUT OT KOHLEHTpaluu xene3a B cpene. [loctymienue B
KIETKY Xemne3a peryiaupyercs uameHeHnem coaepkanus IRT1 B [IM. Ilpu BbICOKMX
KOHIICHTpALUIX Kee30 ToOKcuuHo st pacteHuid. Cepxakcnpeccust IRT1 y A. thaliana
npuBoauia K ero HakomieHuto B IIM, BbI3bIBas M30BITOK JKele3a B TKaHAX U
okucautTenpHbi crpecc. Ilpu Busyammsanun IRT1 B KOpHEBBIX BOJIOCKAX € IOMOILIBIO
GFP c ucnonszoBanrneM koHpokanbHoi Mukpockonuu IRT1 obnapyxusancsa B TI'C/PO,
KyJla OH JIOCTaBJISUICS IOCPEACTBOM 3HJIOIUTO3a. DHAOCOMAIbHAS JOKAIMU3ALMS JAHHOTO
Oenka 3aBucena oT ero MoHOoyOukBuUTHHHpoBaHusA. Iloz:xe IRT1 oOnapyxkuBancs B
Bakyonu. Y wmyrtaHta, B kotopoM IRT1 He mnonBeprajics yOMKBUTMHUPOBAHMIO, OH
oOHapyxuBaics B [IM. B MyTaHTHBIX pacTeHHUSX, B KOTOPBIX >KEJI€30 MOTJIOUIAIOCH B
M30BITKE, PA3BUBAJICSA OKUCIUTENBHBI CTpecc, MPUBOAALIMNA K HEKPO3Yy JIUCTHEB U
CHI)KEHMIO pOCTa, YTO MPUBOAWIO K rubenu pacrenuit (Barberon et al., 2011; Ivanov et
al., 2021).

Eme onHuM nmpuMepoM peryisiiuu coAepkaHus Oejika B MEMOpaHax C MOMOILBIO
BE3UKYJISIPHOTO TPAHCIOPTA SIBJISIETCS IEPEHOC TPAHCIIOPTEPOB TOPMOHA POCTA AYKCHHA,
otHocsimuxcs k cemeictBy PIN-FORMED (PIN1 u PIN2) (Estelle et al., 2001; Laxmi et

al., 2008; Narasimhan et al., 2021). Yepe3 3T OeJKH OCYLIECTBISAETCS BBIXOJ ayKCUHA U3
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KJIETOK. AYKCHH CHHTE3UPYETCSl MPEUMYIIECTBEHHO B KIJIETKAX alMKaIbHOU MEPUCTEMBI
KopHs. HampaBneHHbli pocT opraHa jgocturaercss Onarogaps HEpPaBHOMEPHOMY
(mONsIpHOMY) pacHpeleNeHUI0 ayKCHHA B KJIETKax, YTO, B CBOIO OYEpE]b, TOCTHIaeTCs
noyispHo  nokanu3zanuer OenkoB PIN1 um  PIN2. benku PIN noxsepratorcs
KOHCTUTYTHBHOW penupKysinuu Mexay IIM m sanocomamu, onpenenss HalpaBieHHE
notoka aykcuHa (Geldner et al., 2003; Jaillais et al., 2006; Wisniewska et al., 2006;
Agneessens & Julien 2024). Ynpanenue »tux OenkoB u3 IIM uepe3 akTUBUpOBaHHE
9HAOLMTO3a (MM MHIMOMPOBAHUE SK30LIMTO3a) HA PACTYIIEM KOHIE KJIETKH NMPUBOJUT K
HaKOIUIEHUIO B 3TOM MECTE€ ayKCHMHAa M POCTY KJIETKM B JIaHHOM HallpaBJICHHH.
Jlokanuzamus O6enkoB PIN B kneTkax KOpHs, 3aBHCHT OT JEHCTBUS psAJla BHEIIHUX U
BHYTPEHHHX ()aKTOpOB. B yacTHOCTH, CBET BAMSET HA pa3BUTHE KOPHEW U BIUSHUE CBETA
OCYILIECTBIIAETCS uepe3 n3MeHenus coaepxkanus PIN u, coorBeTcTBEHHO, aykcuHa B [IM.
Y mpopocCTKOB, BBIpAlIEeHHBIX B TeMHOTe, jokanu3amnus PIN2 B [IM Obuia cHuKeHa U
IIOBBIICHA B BaKyOJIsIX, B TO BpPEMs KaK y IPOPOCTKOB, BBIPAILICHHBIX Ha cBeTy, PIN2
oOHapy»uBaiucs B [IM. Ecnu pactenusi, BeIpallleHHbIE Ha CBETY, IEPEHOCUIIN B TEMHOTY,
Ha MOCTOSIHHBIA KpacHbIA WM JalbHUN KpacHb cBeT, PIN2 cHoBa oOHapy:xuBaics B
BaKyJIsIpHbIX KomnapTMeHTax (Laxmi et al., 2008).

A30T ycBaWBaeTCsi pacTEHUSIMU B HEOPraHUYECKOM (HUTpAaT U aMMOHMI) U
opraHuyeckoi (ModeBHMHA, aMUHOKHUCIOTHI) gopmax (Miller et al., 2007; Hao et al.,
2020). AMMOHUH SIBASIETCA OJTHUM U3 OCHOBHBIX HCTOYHUKOB HEOPraHUYECKOro azora. Y
A. thaliana W3BeCTHBI AMMOHHEBBIE TPAHCIIOPTEPHI, OCYIIECTBISAIOIIME MOTJIOIEHUE
Hutpata. O oTHOCcATCS K ogHOMY cemeidcTBy AMMONIUM TRANSPORTER (AMT),
KOTOpbIe BKIO4aroT mmecth uzohpopm (AMTI1;1 — AMTI1;6) (Yuan et al., 2007). AMT
ABJIAIOTCS. BBICOKO—a(p(PUHBIMH aMMOHHMEBBIMHU TPaHCIIOPTEPAMH, (PYHKIIMOHUPYIOIIUMHU
IpU MUKPOMOJISIPHBIX KOHILIEHTpanusx amMMoHHus. OJHako, B MWUIMMOJISPHBIX
KOHLEHTpAalMsIX aMMOHMM TOKCHMYEH JJisi pacTEeHUH, NpUBOAL K H3MEHEHUSIM
BHYTPHKJIETOYHOrO0 pH, OKHCAUTENBHOMY CTpeccy M B LEJIOM K MHIMOMPOBAHUIO pOCTa
(Britto et al., 2002; Esteban et al., 2016; Araya et al., 2016; Hao et al., 2020). B stux

YCIOBUAX MOTTIOMICHHUC aMMOHUS KIICTKAMW KOPHSA JOJIZKHO OBITh CHHMIKEHO. OI[HI/IM nu3
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M3BECTHBIX CIOCO00OB perynauuu aktuBHocth AMTI;1 sBisieTcs M3MEHEHME cTaTyca
dochopunupoBanusa kiarodeBoro ocrarka TpeoHuHa (T460) na C-xonue Oenka. Ilpu
HU3KOM ypoBHE ammonusi T460 nedocdopunupyercs, OTKpbIBasi TPAHCIOPTHYIO MOPY
I norjonieHuss aMmoHud. Ilpm  BbICOKMX KOHIEeHTpauusx ammoHus AMTI;l
uHakTuBHpyeTcs nytem (ochopunuposanust T460 (Loqué et al., 2007; Lanquar et al.,
2009). ITomumo u3MeHenus craryca GochopuInpoBaHUS KIOUYEBOIO TPEOHUHA U3BECTHA
peryssiusl aKTUBHOCTH aMMOHHUEBOTO TpAHCHOpPTEpa IOCPEICTBOM BE3UKYIISIPHOIO
TpaHcnopTa. [IOBBIIEHHBI ypOBEHb aMMOHHUS B ILMUTOIUIa3ME 3alyCKal YJaJeHue
AMT1;3 w3 mmazMaruueckoil MeMOpaHbl MOCPEICTBOM KJIacTepHU3allUd 3TOro Oeika U
MOCJIEAYIOMIETO 3HJIOLUTO3a, TaKUM o00pa3oM OJIOKHPYs MOCTYIUIEHHE aMMOHHUS B
KJIeTKy. B wuHTepHanu3anuio Oeika ObUI BOBJIEYEH KIATPUH-3aBUCHUMBINA, HO HE

bnoTwuH-3aBUCUMBIN SHI01IUTO3. (Wang et al., 2013; Liu et al., 2017).

1.7. H'AT®a3a P- tuna
1.7.1. O0uine cBegeHUA

H'-AT®a3a P-tuna oOHapy>XHBaeTCs B KJIETKAaX BCEX IYKApHOT. DTOT (hepMEHT
mokann3oBaH B [IM u SBIAE€TCA MPOTOHHBIM HACOCOM, OCYIIECTBISIOIIMM AaKTHUBHBIN
TparcnopT H' U3 nuToruia3Mbl B SKCTPALCIUTIONSPHOE MPOCTPAHCTBO 3a CUET OOTaToi
sueprueit hocharroii csizu ATD. brnarogaps ¢yukiuonuposanuio H' AT®as3sr va [IM
CO3JaeTCs TPATUCHT ICKTPOXUMHUYCCKOTO TIOTEHITHAIA IPOTOHOB (AuH™).

AuH* = RT In ¢°/c™ — FE,,, Tie ¢° u ¢™ — xonuenrpanuu H' B cpene u nuTomnasme,
COOTBETCTBEHHO; E, — TpPaHCMEMOpaHHBIN AJIEKTpUUYecKuil noreHuuan; R, 7, F' — uMeroT
O0OBIYHBIE TEPMOJUHAMUYECHUE 3HAUCHUSI.

AuH" sBnsercs npotorasmkymiei cuoi (ITJJC) u MOXKeT MCHONb30BaThCS IS
BTOPUYHBIX aKTUBHBIX TPAHCIOPTOB Pa3IMYHBIX BEIIECTB, HAPUMEP JIsSI MOTJIOUICHUS
HUTpara, ¢ocdara W JAPYrUX HOHOB, HECYIIMX OWOTEHHBIE BJIEMEHTBI, WIW JJs
BBIBEJICHHS M3 KJIETOK MOHOB Na', KOTOpbIe B OOJBIINX KOHIEHTPAIMIX TOKCHYHBI JIJIS

pacrenwmii (Axelsen et al., 1998; Haruta et al., 2015; Li et al., 2022). H'AT®a3a P-tumna
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BOBJICYEHA BO MHOYKECTBO OMOXMMHYECKHX IMPOLECCOB U (PU3MOIOTMYECKUX (DYHKIIMIA,
BKJIOYAsl OJIEP)KaHe HOHHOTO roMeocTtasza U pH-cratupoBanue nuromiasmsl (Zhou et
al., 2021), poct pacTeHuid U yyacTue B OTBeTax Ha crpecchl (Siao et al., 2020; Li et al.,
2021; Li et al., 2022) pyHKUMOHHMpOBAHHE 3aMBIKAIOIIUX KJIETOK YCTBUI[ U MHOTHE

npyrue (Inoue et al., 2017; Li et al., 2022).

1.7.2. Crpykrypa H'-AT®a3a P-tuna

B pacrenusx A. thaliana H'-AT®a3a P-tuna mnpexacrtaBiasier coboi
TpancMeMOpaHHbIN nmoaunentu ¢ N- 1 C-KOHLIEBBIMU y4acTKaMH, pacIioyIOKEHHBIMU Ha
uurorasmarudeckoit cropone I[IM (puc. 8.). Ee MomekynspHbII BeC COCTaBIsET
npubauzurensHo 100 k/la. Monekyna AT®a3pl Bkmtouaer 10 TpaHcMeMOpaHHBIX
cnupajied M 4YeTbipe TUIPO(PHIBHBIX JOMEHa: A — aKTHBaTOpHBIA (activating), P —
dbochopunupyrommii (phosphorylating), N — cBsa3siBatomuii HykjaeoTuasl (nucleotide
binding), m R — perymsaropusiii (regulatory), kKoTopble 0O0pallleHbl B LUTOILIA3MY
(Palmgren et al., 2001; Michalak et al., 2022). Jlomen A BxiItouaeT N-KOHIIEBYIO
MIOCJIEIOBATENIBHOCTh O€JIka BMECTE C HEOOJBIION MEeTJIEeH, pacHoOKEHHOH MEeXay
BTOPOM M TPEThEH CHUPAIAMH. MeEXIy YeTBEpTOM WM IATOW CHUPAISIMU HaXOIUTCA
Oonbluas neTis, Kotopas oopa3zoBana P- u N-gomenamu. B xoe kaTauTHUECKIo UK
H'-AT®a3s1 mpoucxoauT ¢GochopuinpoBaHne OCTaTka acmaprata B KOHCEPBATHBHOM
nocinenoBarenbHoctt  DKTGTLT, pacnonoxennoit B gomene P. Hyxkneorun-
cBa3bIBaromui  N-goMeH sBisgercd caitoM cBs3piBannsa ATd. Ha C-xoHiesoit
nocinenoBaresbHOCTH ATda3pl HaXOAUTCS PETYIATOPHBIA R-momeH, coxepxamui e
00jacTy ayTOMHIMOMPOBAHMS U CAalT CBS3BIBaHUS peryssitopHoro oenka 14-3-3 (puc. 8.)
(Duby et al., 2009; Michalak et al., 2022). Kpome nerens, oOpaiieHHbIX B HUTOILIA3MY,
UMEIOTCS TATh IETENb, CBSA3BIBAIOIIMX MEXJY COO0OM TpaHCMEMOpaHHBIE JIOMEHBI Ha
amoriactHo#t ctopone [IM. YV mHorux BuAoB pacteHuii usopopmbr H'-mommer [TM
KOJUPYIOTCSA MYJIbTUT€HHBIM CEMEHCTBOM. Y MoJelabHOro pacrenuss A. thaliana
uneatudunuponano 12 renoB H-AT®a3e1 (AHAI- AHAI2) (Gaxiola et al., 2007; Li et

al., 2022). AHAI u AHA2 saBnstorcs HanboJiee WHTEHCUBHO SKCHPECCUPYIOMIMMUCS
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reHamu. AHAI oOHapyxuBaeTcsi B mobOerax, Toraa kKak AHA2 npeuMylIeCTBEHHO B
KOpHSX, 0COOCHHO B KOpHEBBIX BoJiockax (Axelsen et al., 2001). Dxcrpeccuss AHAS3,
AHA4, AHA1I 3aBucut ot Thna TkaHu. Hanpumep, BBICOKHI ypoBeHb dkcnipeccun AHA4
HaOmonaerca B sHnoaepMe kopuer (Vitart et al., 2001). I'en AHAS5 nemoHcTpupyer
HU3KUH YpPOBEHb JKCIpECCUU BO BceM pacteHuu, AHA6 nm AHAY9 npenmyliecTBEHHO
JKCHpeccUpyroTcss B nbuibHUKAX, AHA7 u AHAS8 B nbinbue, torna kak AHAIO — B
crpyukax (Houlne et al.,, 1994; Baxter et al., 2005). Myabsrurennsie cemeiicrea H'-
AT®a3pl [IM oOHapyKuBalOTCsSl TakKe M y APYTHX PAcCTEHHil, B 4aCTHOCTH 9 TeHOB
(PMAI-PMA9) 'y Tabaka Nicotiana plumbaginifolia. Jlecatb TeHOB ObUTH
uaeHtuunupoBansl y puca Oryza sativa (OSA1- OSA10) (Baxter et al., 2003; Li et al.,
2022), 10 — y orypua Cucumis sativus (CsHA1- CsHA10) (Wdowikowska et al., 2016),
10 — y Tomara (LHAI- LHA10) Lycopersicon esculentum (Kalampanayil et al., 2001) u 4
reHa y Kykypyssl (MHAI- MHA4) Zea mays (Santi et al., 2003).

APOPLAST

PRATIARNAN o
‘ W%%MEMBRANE

CYTOSOL

domain R

domain N

Puc. 8. Mem6pannas tomosorust H'AT®as3s1 P-tuna [IM pacrennii. B3sito u3 (Michalak et al.,

2022).

1.7.3. Karaaurnuecknii uukia H-AT®a3el P-Tuna

H'-AT®a3a P-Tuna oCyIIeCTBISECT OJHOHAMPABICHHBIA MEPBUYHBIA AKTUBHBIMN
TPaHCIOPT NPOTOHAa. B »3TOoM mpomecce BaXkHYIO pOJb UIPAlOT  HECKOJIBKO

KOHCCPBATUBHBIX aMHWHOKHCJIOTHBIX OCTATKOB, BXOJJAIIMWX B COCTAaB (bepMeHTa. B X0a¢€

37



katamutuueckoro nukina H'-AT®a3a P-tuna mnperteprmeBaeT KOH()OPMAIUOHHBIC
n3MeHeHus. PaznuuaroT aBa KOHPOpMAIIMOHHBIX cocTosiHUA depmenTa: By u Es (puc. 9.).
B xou¢opmaiiu E| TpancMeMOpaHHBI CalT CBA3BIBAHKS UMEET BHICOKOE CpOoacTBO K HY
nu AT®, a B koHpopmanuu E» — Hu3koe cpoacTtBo k HuUM. Llukn HaunmHaercs ¢
npucoequHenuss nporoHa U AT® k ¢depmenty B cocrosHuu Ei (1 atam), 3arem
npoucxoautT dochopunupoBanue hepMeHTa ¢ 00pa30BaHHEM MaKpPOIPTUUECKON arfui-
docdarnoii cBa3u u ocBoboxaeHne Al (2 stam) (puc. 9.). @ochopuirpoBanue Oenka
ocymectBisgercs y-pocharom ATD. Jlanee dpepmenT mepexoauT u3 coctosiHus Ei B
cocrostuue E; (3 aram), mocne yero ciemayer ocBoboxaeHne H' Ha Hapy)HO# cTOpOHE
MemOpansb! (4 stam), ocBoOoxkaaercs Pi (5 sram) u ¢pepment nepexoaut B Ei hopmy (6
stan) (puc. 9.). YkasaHHble n1Ba COCTOSHUS (epMeHTa (POpPMUPYIOTCS B PE3YNbTATE
oOpaszoBanusi u pacnaaa ¢ochodepmenrta. IIporecc compoBoxkAacTCS CBS3BIBAHUEM
MPOTOHOB Ha OJHOW CTOPOHE MEMOpaHBI, U WX TPAHCIOKAIMEeH W BHICBOOOXKICHHEM Ha
npyroit cropone MmeMmOpansl (Morsomme et al., 2000; Buch-Pedersen et al., 2003; Niggli
et al., 2008).

Cytoplasmic side

lon binding
E > E_~P; ADP
1 P
A /y
ATP
___prrlt@ri_on____(/Y_Pi______U_U_U__A_;___ lon_________.
transport ADP transport
H,O
E,; P, < i E,-P

Counterion binding

Extracellular/luminal side

Puc. 9. Karanurnueckuii nukn H'-AT®a3er P-tuna. E; u E; — KoHGOpPMAMOHHBIE COCTOSIHUSI

AT®a3b1. B3sro u3 (Niggli et al., 2008).

B xome xkaramuTumyeckoro mnukiaa JOMEHbl NOpoToHHOM mnommbel (N, P, A),
PacIONIOKEHHbBIE B ITUTOILIa3Me, (YHKIIMOHUPYIOT BMECTE, MMPUBO/IS MOCIIEI0BATEIIBHO K

aytodochopunupoBanuto u aedochopunupoBanuio gepmenta. DochoprIIMpOBaAHUIO
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IIOABEPIacTCsl KOHCEPBATUBHBIN OCTaTOK Asp B aomeHe P mnpwm cBsassiBanuun ATO ¢
nomenoM N. Tlocnenyromee nedpocdopunupoBanue noMmeHa P katanuzupyercs OCTaTKOM
Glu B nmomene A. llepexon B cocrosHue E(P cBf3aH ¢ IpPOTOHUPOBAHHWEM 3TOTO
aMUHOKHUCJIOTHOTO ocTarka. KoHpopmalroHHbIE HW3MEHEHHs B TpPaHCMEMOpPaHHOM
nomene (TM6), B KOTOpoM pacmojiaraeTcsi KOHCEPBATHUBHBIM OCTaTOK ASp, B XoJie
KAaTaJIMTUYECKOr0 LIMKJIa COMPOBOKIAETCS MepeMelIeHueM OelKa U MepeHOCOM MPOTOHA
Ha Jpyrylo CcTOpoHy MemOpansl. B dochopuinpoBanHom cocrosuun Ep caiit
CBA3BIBAHMs IPOTOHA OTKPBIT Ha LUTOILIa3MaTH4YecKond cropoHe. ATd-3aBucumoe
dbochopunrpoBanre MTPUBOAUT K mpomexyrouHoit ¢opme EP, kotopas nanee
COHTaHHO mpeBpamaercs B EoP.  JlepochopunmpoBanne E>P  cnocobcrByer
oOpazoBanuto E>, xoTopsiii contanHo mpespamiaercs B E; (Morsomme et al., 2000;
Buch-Pedersen et al., 2006; Niggli et al., 2008). KoHcepBaTHUBHBIN OCTaTOK
aMUHOKHUCIOTHI Asp B TpaHcMeMOpaHHOM 1oMeHe TM6 (Asp684 B uzopopme AHA2 y A.
thaliana) npencraBiseT co00 MOJEKYJISIPHBIN (akTop, y4acTBYIOIIUN B TPAHCIOKALUU
IIPOTOHOB, KOTOPBIA JEHCTBYET Kak axkuentop / ToHOp HpoToHoB. KapOokcuibpHas
OOKOBasi LENb aMUHOKHUCIOTBI Asp684 crnocoOCTBYET CBS3BIBAHUIO M TPAHCIOKALUU
nporoHoB (Morsomme et al., 2000; Buch-Pedersen et al., 2003; Niggli et al., 2008).
AmuHokucnoTHei octaTok Asnl06 B nomene TM2 Bmecte ¢ Asp684 urpaetr BakHYIO
pOJiIb B KOHTPOJIE TPAHCIOpPTAa IMPOTOHOB IMPOTHUB AJIEKTPOXHUMHYECKOTO TIpaUEHTA.
Ocrarok aprunuHa (Arg655) B nomene TMS wu3-3a ero pacrnojoXeHUsi Ha CTOPOHE,
MIPOTUBOIOJIOKHOU Asp684, paccmaTpuBaeTcsl Kak 3alluTa OT OOpallleHusl TPaHCIIopTa
nporoHa. Arg655 um Asp684 pacrnosioxxkeHsl OnM3K0O Apyr K apyry. llomoxxurenbHbii
3apsiq Arg655 obecrneunBaer otnenerne H' ot Asp684 u mHrHOuMpyeT mpucOeTUHEHHE
HapYyKHBIX TPOTOHOB K Asp684 (Buch-Pedersen et al., 2009). IIpexnomaraercs, yro H'-
AT®aza P-tuna nepeHOCUT OJMH MPOTOH 3a CUET ruaposin3a oJHou Monekyybl AT
(Palmgren et al., 2001). Oxnako B HeKOTOPBIX cinyuasx crexuomerpusi (H/ATD) moxer
HapywmaTtbcsi. MoxeT ObITh yacTHYHOE pazodmieHue ruaponusa AT® u TpaHcmopra

npotoHoB. HWOHBI Kalus MOTyT UHAYHUPOBATH ObIcTpoe aedochopriinpoBaHUe
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depmenra EP. Takum obOpasom K" moxker maeiicTBOBaTh Kak pa3oOIIUTENh Hacoca

(Morsomme et al., 2000; Niggli et al., 2008; Buch-Pedersen et al., 2009).

1.7.4. Peryasiunsa H-AT®a3p1 P-Tuna

H'AT®a3za P-tuma BoBiIeYeHA BO MHOTHE OHOXHMHYECKHAE TMPOIECCH H
¢usnonornyeckue GyHKUUU, TO3TOMY B IPOLECCE IBOJIOLMH CPOPMUPOBATIACEH CIOKHAS
CUCTEMA PEryJisiluUd 3TOro (epMEeHTa, MO3BOJISIONIAS M3MEHATHh €ro aKTHUBHOCTH IPU
NEHUCTBUU pa3IMYHBIX BHEIIHMX M BHYTPEHHMX (pakTopoB. BakHelmiyro posib B
perymsiun aktuBHOCTH H'-AT®a3sr urpaet C-KOHIEBO# y4acTOK, HA KOTOPOM HMEIOTCSI
MHOXXECTBEHHbIE ~ CaliThl  (QocPopunupoBaHusi, B  vacTHocTH B  R-gomMeHe
(mpubnuzutensbHo, 100 amMmuHOKKCIOTHBIX OcTaTKOB (a.0.)) (Rudashevskaya et al., 2012;
Haruta et al., 2015). R-1oMeH Ha3bIBalOT TaK)KE€ ayTOMHTMOUTOPHBIM TOMEHOM, TaK Kak
OH OJoKHpyeT (EepMEHTATHUBHYIO aKTUBHOCTb. Y AHA2 B R-momeHe uMeroTcs, IO
KpaitHeil Mepe, & a.0., KOTOphle MOrYyT mojaBepratbcs (ochopumupoBaHuio.
CoOTBETCTBEHHO, MMeeTcs Habop MPOTEMHKHHa3 U (ocdara3, KOTOpbIE PETYIUPYIOT
cratyc  (ochopunupoBanuss  Oelka U, COOTBETCTBEHHO, €ro  aKTUBHOCTb.
®dochopunupoBanue-aedochopunupopanue caiitoB B R-gomene obOecrneunBaeT
BO3MOKHOCTb CJIOKHOU M TMOKOM peryisiuuu akTuBHOCTU 3Toro gepmenta (Fuglsang et
al., 2021). MHmerorcs nenTuabl, Biausoomme Ha  QocpopunvpoBaHuE U
nedochopunupoBanue caiitoB R-nomena. Hanpumep, B AHA2 nipopoctkoB A. thaliana
¢docpopunupoBanue Thr881 muayumpyercs poct-ctumynupyromum nentuaoM (PSYT),
Tornaa kak ¢ochopmirpoBanre Ser899 UHIYIUPYETCS] POCT-UHTUOUPYIOIIUM MENTHIOM,
(dakTopoMm OwicTporo 3amienaunBanusi, Rapid Alkalinization Factor (RALF) (Haruta et
al., 2014; Fuglsang et al., 2014). Ipyrum npumepoM CI0KHON PEryJsuy aKTUBHOCTU
H'-AT®a3p1  P-tuma  sBisseTcss  JEHCTBME — DJIMCUTOPA  3alIMTHOW  PEaKIlvu,
O0aktepuanpHoro nentuga flg22, koropsiit crumynupyet dochopunupoanue Ser899 u
noaasisieT pochopunupoanue Thr881 u Thr947 B knerounoit kynsType (Nuhse et al.,
2007). Ipeanocnenuuii C-konueBoit Thr947 B AHA2 wurpaer KIOUYEBYIO pOJib Cpelu

caiitoB ¢ochopmmupoBanuss ¢epmenta (Olsson et al.,, 1998). SBnssace rnaBHBIM
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PETYISATOPHBIM CAalTOM, MOJABEprarouuMcs GocGopuIMpOBaHUIO, OH IPUHUMAET CUTHAII
OT ayKCMHa U CHHEro cBeTa, aktuBupyrommx ¢epment (Takahashi et al.,, 2012).
AxTHuBanus (pepMeHTa ayKCMHOM CBsi3aHAa C aKTUBAllMEW pocTa 3TUM ropmoHom. llpum
U3YYCHUH POCTa KJIETOK PACTsHKEHHEM OBbLIO MOKa3aHO, YTO ayKCHH ctumynupyet H'-
AT®dazy P-tuna (Rayle et al.,, 1992). B otnuuum ot aykcuna, ABK mnonasnser
aKTUBHOCTh IPOTOHHOW IOMIIbI, KaK 3TO, HalpUMeEp, MPOUCXOAUT B 3aMBIKAIOIIMX
KJIETKaX YCTBHI[ MpHU 3aKkpbiBaHuu yctbuuHOW menu (Bobik et al., 2010). AxtuBanus
(depMeEHTa CUHUM CBETOM HWIPAET BAXXKHYIO POJib B (DYHKIIMOHMPOBAHUHU 3aMBIKAIOIIMX
KJIETOK YCTBHII M YCTBHYHOM mnpoBoauMocTh. Ilox nelictBMeM CHHEro cBera
AKTUBUPYETCSl CHTHAIBHBIA KacKaj, 4TO MPHBOAUT K 00Opa3oBaHMIO Komiuiekca H'-
AT®a3sl ¢ 6enkoM 14-3-3 (Inoue et al., 2017). PocopunupoBanue Thr947
COOTBETCTBYIOLUIMMHU KHHA3aMHU J€JIa€T BO3MOXKHBIM HPUCOEAMHEHHE PETrYJISATOPHOTO
Oenka 14-3-3 (Svennelid et al., 1999; Palmgren et al., 2019). AxrtuBarus H'-AT®a3wr
MIPOUCXOJIUT B pE3yJbTaTe KOHPOPMALUMOHHOTO U3MEHEHHs (C-KOHLEBOIO Yy4acTKa
dbepMenTa mnpu mnpucoequHeHuu Oenka 14-3-3, 4TO CHHMMaeT ayTOUHTHOWPOBAHUE.
Perynsaropubsie Oenku 14-3-3 oTHOcATCA K OOJBIION TpyMNIe pacTBOPUMBIX OEIKOB,
YYaCTBYIOIMX B PEryJIsIHUU aKTUBHOCTH MHOTHMX JApPYTUX OenkoB. 14-3-3 cBs3bIBaeTcs ¢
H'-AT®a3o0ii P-tuna B Buae auMepa, KOHTaKTHas 007acTh BKModaeT 28 C-KOHIIEBBIX
aMUHOKHUCJIOTHBIX OCTAaTKOB NoMIibl. Kpome npeanocneaHero TpeoHrHa B 3TOi obyactu
MOryT  (ochopunupoBarbCcsi  pa3iMyYHbE  APYrME€  aMUHOKHUCIOTHBIE  OCTaTKH.
®ochopunupoBanue Ser931 B AHA2 mnpenorBpamiaer cBsa3biBaHue Oenka 14-3-3 u
cumxkaer aktuBHOCTh ¢epmenta (Fuglsang et al.,, 2007; Fuglsang et al., 2021).
[lonaBieHne AaKkTUBHOCTH, MO-BUAMMOMY, IPOUCXOAMT 3a CYET OJIOKMpPOBAHUS
KOH(OpPMAaIMOHHBIX U3MEHEHUH (epmeHTa B KaraauTuueckoM nukie (Pedersen et al.,
2007). Y wnekoTopblx BUAOB Tabaka, Hampumep Nicotiana plumbaginifolia, xkpome
npeanocienuero TtpeonnHa Thr955, Obum waeHTUGUIMPOBAHBI e€IIe JBa caiTa
dochopunmmpoBanua, Thr931 wu Ser938. Ux ¢ochopunupoBanue mnpensTcTByeT
CBSI3bIBaHUIO OenkoB 14-3-3 u, clieoBaTeNbHO, aKTUBAIMU TPOTOHHON MOMITBI. 3aMEHbI

Thr931 u Ser938, Ha apyrue aMUHOKHUCIOTHBIE OCTAaTKU MPUBOJWIM K HECIIOCOOHOCTHU
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nomMeHa H-AT®a3el K cBsa3plBaHHIO ¢ OenkoMm  14-3-3 ¢ C-koHLEBOM
nocienoBarenbHocThio (Duby et al.,, 2009). N-konueBoil nomeH, Tak ke kak u C-
KOHIICBOM JOMEH, mpuHHMaeT y4actue B perymsiun H'-AT®da3er [IM pactenuii. O6a
KOHIIEBBIX JOMEHAa y4acTBYIOT B ayTouHruOupoBanuu. KoHdopManroHHble U3MEHEHUS
N-KOHIIEBOTO JIOMEHA COYETAIOTCSI C W3MEHEHUSMH, MPOUCXOASIUMHU B C-KOHIEBOM
nomeHe. bpimo mokazano, 4to y Jpoxoked wmyTamus B N-KOHIIEBOM o0iactu
akTuBupoBaia H'-AT®asy. Ilpu moguduranuu N-KOHIIEBOTO JOMHA IPOMCXOIMIIA
nemackupoBka  C-KOHIIEBOrO  JOMEHa,  YTO  MO3BOJSUIO  MPOTEMHKHHa3aM
dbochopunnpoBath NPEeANOCHCTHUNA TPEOHUH. DTO, B CBOIO OYEpEelb, MPUBOJIUIO K
aktmBanud H'AT®aser IIM (Ekberg et al., 2010). H'-AT®a3a P-tuma, oOpasys
KoMIuiekec ¢ Oenkom 14-3-3, mepexoauT B akTUBHOE ((YHKIIMOHAIBHOE) COCTOSHHUE.
KoMIutekc uMeeT rekcaMepHyr CTPYKTypy, KoTopas obOpa3oBana 6 mosexyaamu H'-
ATd®da3e1 u 6 monekynamu Oenka 14-3-3. Takas ctpykrypa, oOpazyer KaHal aJisl MPOTOHA
(Kabata et al., 2023) (puc. 10.). BaxHyto poip B TpaHCIIOPTE NPOTOHA UTPAIOT CTEPUHBIL,
coJiepkaluecs: B HaHojioMeHax. VX yaanenue, Harpumep oOpabOTKON pacTeHU METHII-
B-LMKIOIEKCTPUHOM, TPUBOAMIO K YTEUKE MPOTOHOB U K MOTEPE aKTUBHOCTU (PpepMeHTa
(Nguyen et al., 2018). CnenyeT Tak:ke OTMETUTh, UTO A0MOTHUYECKUE CTPECCOPHI, TAKUE
Kak xoJyioJl, akTuBHbie (opmbl kuciopona (ADK) u kucmas cpega mNOAABISIOT

dhochopunuporanue Thro47.

Puc. 10. Cxemarudeckass Mojenb (yHKIHOHAIBHOrO rekcamepa IIM H'-AT®asbl. B3sito u3

(Kabata et al., 2023).
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1.7.5. BropuuHo-akTuBHbIe AuH - TpancnopTepbl

bonpuiasg yacTh MOHOB, HECYIIUX OMOTEHHBIE 3JIEMEHTHI, MMOTJIOMAETCS KIETKAMHU
pactenmii 3a cuer sHeprunm AuH', cosmaBaemoit H'-AT®azoii I[IM. Paccmorpum B
KauecTBe MpuMepa NOIJIOLIEHUE HUTpaTa, aMMoHus, (pocdara u xanus. B nornomenue
HUTpaTa BOBJICUCHBI O€IKH HECKONbKHUX ceMmeicTB. Baxneimumu ssisiores NRTI
(NITRATE TRANSPORTER 1)/NPF (PEPTIDE TRANSPORTER FAMILY) u NRT2
(NITRATE TRANSPORTER 2). IlepBsiit oTHOCHTCS K HU3KO-ahHUHHOM TPaHCTOPTHOM
CUCTEME, a BTOPOM — K BBICOKO-a(pMHHOI TpaHCHOpTHOH cucteme. Cieayer OTMETUTb,
yro Oenku ceMeirictBa NPF crocoOHBI TpaHCIIOpPTHpPOBaTh KaK HUTPAT, TAK U MHOTHE
Jpyrue BELIECTBA, B YaCTHOCTH, INIFOKO3WHOJATHI, ayKCUH, MENTU/bl, aMUHOKHUCIIOTHI,
HutpuT, ruo6epenunbl 1 ABK (Kanstrup et al., 2022) HecMmoTpst Ha TpUHAJIEKHOCTD K
ceMeNcTBY HU3KO-ah(PUHHBIX TpaHCTOPTEPOB, 0enok u3 A. thaliana NPF6.3, urparomuit
CYILLIECTBEHHYIO POJb B MOTIJIOIIEHUN HUTPAaTa KOPHEM, MOXET (yHKIMOHUPOBATH KaK B
HU3KO-apPUHHOM, TaK M B BBICOKO-aQ(UHHOM pEXKUME, B 3aBUCUMOCTH OT
KoHIeHTpauuu HuTpata B cpeae (Liu et al., 1999; Tsay et al., 2007; Kanstrup et al.,
2022). OTauuuTenbHOM 4YepToil OeNKOB BBICOKO-a()MHHOTO CEMEWCTBA HUTPATHBIX
TpaHcroprepoB NRT2 sBisieTcss UX CIOCOOHOCTH MOTJIONIIATH HUTPAT TOJBKO B TOM
cllyyae, €clii OHHU 00pa3yloT KOMIUIEKC ¢ OeinkoMm-mapTHepoM cemeiictBa NAR. B
YacCTHOCTH, JUIsl norjomeHust Hurpata 6enok NRT2.1 nomkeHn oOpa3oBaTh KOMIUIEKC €
NAR2.1. (Yong et al., 2010; Kotur et al., 2012) [locnegnuii BHOCUT OCHOBHOM BKJIaJ B
MOTJIOIIEHUN HUTpPAaTa KOPHSAMHU IPHU PaA3IUYHBIX YCJIOBHSX, 3a MCKIIOUEHHEM CIy4yacB
cuibHOTO HUTpaTHoro ronoganus (Cerezo et al. 2001; Filleur et al., 2001; Li et al., 2007;
Tahir et al., 2021). [lepeHoc HUTpaTa B KJIETKHM HUTPATHBIMH TpPaHCIOpPTEpaMH OOOMX
CeMEHCTB, MPOMCXOAUT COMPSDKCHO ¢ TpancmoproM H' B TOM jke HampaBieHHH
(cummopT) co crexuometpueit 2H/INO3™ u crumynupyercst npu cMmenienun pH cpebt B
KHUCIIYIO 001aCTh.

A30T MOXET NOIJIoUIaThCsl KIETKAMH pAacTEHUH TakKe B BHUAE aMMOHMS

(amMmuaka). BaxHyro poib B TpaHCIOPTE O3TUX BELIECTB HUIPAIOT aMMOHUNHBIE
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tpancnoprepbl cemerictea AMT (AMMONIUM TRANSPORTER). PaccmarpuBatorcs
pa3IuYHbIE BApUAHTHI 3JIEKTPOr€HHOT0 TPAHCIIOPTa aMMOHUS OEJIKaMu 3TOr0 CEMENCTBa,
yepe3 [IM: a) yHUDOPT HOHOB aMMOHHUS 1O TpPaJAMEHTY 3IIEKTPOXUMHUYECKOIO
MOTeHIMana, 0) IeMPOTOHUPOBAHUE HOHA aMMOHHUSI B HApy>KHOU Cpesie ¢ MOCIIeIyIoeM
MOTJIOIIEHUEM KJIETKOH O0Opa30BaBIIErOCsl aMMHUaka B CHUMIIOPTE C IPOTOHOM, B)
CUMIIOPT COZEPIKAIIErocsl B Cpesie aMMOHHMSI C IPOTOHOM B KJIETKy. B ciyuae a) Bkian B
IBWKYILIYIO CHJIy TIOTJIOLIEHUS aMMHUaKa KIETKOW BHOCUT TpaHCMEeMOpaHHBIN
JNEKTPUUCCKUI MOTEHIHA, KOTOphIii renepupyercss H-AT®as3oii. B cnydasx 6) u B)
IBWKYILIEH CHJIOW TMOIJIOIIEHHUS aMMHaka / aMMOHHUS KIETKOW, SIBIISE€TCA T'PaJUEHT
ANEKTPOXUMHUYECKOTO noTeHuana nporonos (McDonald et al., 2016).

®ochop mnoriomaercs H3 MOYBBI M YCBAaWBAETCA pacTeHUsIMU B (opMme
oprodocdara. Paznuyator cucrtemsl mnoriomieHus ¢ocdara ¢ HU3KHUM M BBICOKUM
cpoactBoM. I'enbl ¢ocharusix TpancnoprepoB (PHOSPHATE TRANSPORTER)
UAEHTUPUUUPOBAHBI Y A. thaliana n crpynnuposansl B 4 cemeiictsa PHT1, PHT2, PHT3
u PHT4. Ilepenoc ¢ocdara B KIETKY, Tak ke, KAK U HUTPATa, IPOUCXOJUT COINPSKEHHO
¢ TpancmoproM H™ B ToM e Hampasienuu (CuMIopt) co crexuomerpueit 2H" wau 4H'/P
u 3aBucut oT pH (Versaw et al., 2002).

B ominume ot TpaHcmopta HuUTpata U (ocdarta, KOTOPBIM OCYIIECTBISIETCS
tpancnoprepamu, K TepeHOCHTCS B KICTKYy uepe3 KaTHOHHbIE KaHAmbl. XOTS
KoHIeHTparus K" B cpeie HaMHOTO HIDKE, YeM B IIMTOIIA3ME PaCTUTEIbHOM KiaeTku, K*
TPAHCIOPTUPYETCSI B KIETKY IO TIPAaJUEHTy D3JIEKTPOXMMHUYECKOIO IOTEHIMAaIa
Osaroaapst TUIEPIOSIPU3AUN MEMOpaHbI, porcxo siiei npu BrmoueHnn H-ATdaza
[IM. Baxnyio poas B moriomenHud K wurpamor BHYTpb-Beimpsmisitomue (inward
rectifying) kaTMOHHBIE KaHaJbl yCThbUUHBIX KIETOK, KAT1 u KAT2 4. thaliana. BxogHou
kanueBblil kaHan kieTtok KopHeil AKT1 ¢opmupyer xommuiekc ¢ AtKCl. [locnennuit
IpeacTaBsieT co00il, TaKKe KaHall, HO caM HE y4acTBYET B NEPEHOCE MOHOB, OJIHAKO
nenaer AKT1 noreHuuman-3aBucuMbIM Ipu (opMHupoBaHuU ¢ HUM Komiuiekca (Pandey et

al., 2020).

44



1.7.6. ®usnogoruueckasi pojb H-AT®a3p1 P-Tuna u ee yuactue B aiantanuu

pacTeHui K a0MOTHYECKUM cTpecc-(pakTopam

H'-AT®a3a P-tuna urpaer Baxuywo poib B pocte kietok (Oufattole et al., 2000;
Li et al., 2022). ®UTOropMOH ayKCHH, MOBBIIIAIOMUNA AKTUBHOCTh MPOTOHHOW MOMIIBI
IIM, ® COOTBETCTBEHHO, IPUBOIALIIMN K 3aKUCICHHUIO aIoIulacTa, CTUMYJIUPYET
MPOIIECChI, OTBETCTBEHHBIE 3a yasinHeHue u pocT kieTok (Takahashi et al., 2012; Li et
al., 2021). Cumwxenne pH amomiacta akTUBUPYET OCJIKH, KOTOPBIE OCYILECTBIISIIOT
pa3phIXJIEHHE KIETOYHOM CTEHKM IIyT€M BO3JEHCTBUS Ha IOJUCAXapUAHYIO CETh
(Marowa et al., 2016). Kpome Ttoro, aktuBamus H'-ATda3el mpuUBOIUT K
runepriossipusaiuu [IM, 4to 3amyckaer npuTok HOHOB K™ B KJI€TKH, MPUBOJIS, B CBOIO
ouepeb, K NOIJIOLIEHUIO BO/IBI U NOBBIIEHUIO Typropa (Hager et al., 2003; Philippar et
al., 2004). TTomumo pocra, H'-AT®a3a y4yacTByeT B OTKPHIBAHHH YCTHHI[. YCThHUIIA
UTPalOT BAXKHYIO POJIb B Ta3000MEHE JINCThEB U 0OECIEUEHUH Mpouecca (POTOCUHTE3A
YIJIEKHMCIIBIM ra3oM. [uneprnonspumarus [IM, mpoucxosias B OTBET Ha akTHBaruio H' -
AT®a3bl 3aMBIKAIOIIUX KJIETOK, IPUBOJUT K MACCUBHOMY NPUTOKY B HMX HMOHOB M UX
HaOyxanuto (Shimazaki et al., 2007). AxtuBanus npoToHHou nomibl [IM 3ambIkarommx
KJIETKAaX YCTBUL MHAYLUPYETCS CHHHM CBETOM, KOTOPBIH BOCIPUHUMAIOT PELENTOPbI
¢urorponuusl (photl u phot2), sBusronmecs nporennkuHazamu (Kinoshita et al., 2002).
[Tornomenre pa3ianyYHbIX 3apsUKEHHBIX COEAMHEHMM OCYIECTBISETCS TPAHCIOPTEpaMU
WJIU TPOUCXOAUT uepe3 KaHanbl (Sasaki et al., 2016) (cm. paznmen 1.7.5.).

OnHUM U3 OCHOBHBIX a0MOTHYECKHUX CTPECCOBBIX (DAKTOPOB SIBISIETCS] IOYBEHHOE
3aCOJIEHHE, OKa3bIBaIOIIEe KaK TOKCUYECKOE, TAK U OCMOTUYECKOE JEHCTBUE HA pacTEHUS
(Ctporonos, 1962; Alvarez et al., 2003; Zhao et al., 2020). CosieycTONYHBOCTh pacTeHUM
BKJIFOYAET B c€0sl KaK OCMOTHYECKYIO aJaNlTallMi0 HA YPOBHE KJIETOK, OPIraHOB M BCEIO
pacTeHusi, TaK U BHYTPUKIECTOUHBIM HOHHBIN romeocta3 (Niu et al., 1993; Zhao et al.,
2020). B ycnoBusax nosblimeHHoro coaepxkanus NaCl B cpene MoHbI HaTpusi MACCUBHO
MOCTYNAlOT B KJIETKM KOpPHS  4Yepe3  HECEJIEKTUBHbIE KATHOHHBIE  KAaHAJIBI.

Beicokoaddunnbiii nepenocunk AtHKTI1, sBastommmiics cummoptepom K' u Na',
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u3BiekaeT Na“ U3 KCHIEMHOro MOTOKA M TEeM CaMbIM 3al[HINACT HAJA3EMHbBIC OPTaHbI OT
tokcuueckoro geiictBust Na'. Tlepenocumkn HKT1 wurpaior BakHYH0 pojib B
nojaepkanuu O6axanca Mmexxay nonamu Na“ u K' mpu coneBom ctpecce (Ali et al., 2019).
JIsl TpeoTBpaIieHsT HAKOIUICHUS] TOKCHYHOrO Na' B IMTOIUIa3Me, OCYIIECTBIISICTCS
aKTUBHBIM SKCIOPT 3TOr0 HMOHA B aloIUIaCT M KOMIIAPTMEHTANIM3alusl B BaKyOJIH.
CootBeTcTBeHHO, ¥ A. thaliana wnentudunuposansl Na'/H" antumoptepsi, B [IM —
SOS1 (Salt Overly Sensitive 1), a B Tonomnacte — NHX1 (Bassil et al., 2019).
AxTuBanus 3Tux 6enKkoB 3aBUCUT OT conaepxanus NaCl B cpene (Shi et al., 2000; Shi et
al., 2003). CnemyeT OTMETHTh, YTO JUIs SKCHOpTa WOHOB HaTpust Na'/H' anTumoprtep
TOHOIUTACTA HCMONB3yeT AuH', KoTopwiii reHepupyercst BakyossipHoit H'-AT®daszoi,
aBiomIeiicss cyopeaeHnuHbM KoMiiekcoM. NaCl B cpene cTUMyIMpyeT aKTHMBHOCTD
H'-AT®a3 kak IIM, tak u ToHOruiacta. AKTUBHOCTh 3Tux AT®da3 y ramoduTtoB u
COJIEyCTOMYMBBIX COPTOB KYyJbTYPHBIX pPACTEHHH, KAaK NPAaBWIO, BBIIIE, YEM Y
INIMKO(UTOB U He cosieycToluuBbIX copToB (Sahu et al., 2009). U36piTox Cl™ maccuBHO
BBIBOAUTCA yepe3 [ IM u3 nuroriazmel.

Jpyrum aOuMOTHUYECKHM CTPECCOpPOM sBIsSIETCsS 3acyxa. Peakuusi pacTeHuid Ha
3aCyXy COCTOMT B 3aKpbIBAHUU YCTBHUI[ B JHEBHOE BpEMS IS MUHUMH3ALUHU MOTEPU
BOABl M3-3a TpaHcnupauuu (Shimazaki et al., 2007). CurHayibHbli MyTh (PUTOTOPMOHA
abcumszoBoil kucioTsl (ABK), BoBjI€UYeHHON B OTBET pacTeHHMH Ha 3acyXy, peryjupyer
akTMBHOCTh H'-AT®a3er [IM B 3ambIKarommx KjieTkax ycthuil (Zhang et al., 2004).
MexaHn3M 3aKpbITUS YCThUL, onocpenoBaHHbeli ABK, B yclOBHsAX 3aCyXu OCHOBAaH Ha
nenonspusauuu I[IM  3a cuer akTUBallMM AaHUOHHBIX KaHAJIOB, 4Yepe3 KOTOpbIE
OCYIIECTBIISICTCS. OTTOK AHMOHOB. JTOT TPOIECC COMPOBOXIAaeTcsi oTTokoM K wu3
3aMBIKAIOIIUX KICTOK Yepe3 HapyxKy-Beimpsmistiomuii (outward-rectifying) K kaman.
Kpome Toro, ABK wuHrubupyer akTHBHOCTh BHYTpb-BhIIpsmisiionux K’ kanamos
(Schroeder et al., 1987; Chen et al., 2020). B iemom, cumwkenne kourentpamuii K" u ClIo
B 3aMBIKAlOUIMX KIJIETKaxX MPUBOJAMUT K IMOTEPE HMX Typropa M 3aKpbIBAHHUIO YCTBUIL
(Schroeder, et al., 2001; Kashtoh et al.,, 2021). Ilpu 3acyxe, Bbipabotka ABK B

3aMBIKAIOIMMX KJICTKAaX YBCIMYMBACTCA W TIIOBBIIACTCA KOHOCHTpAUWA KaJIbIUA B
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LIMTO30JI€, 3aIlyCKasl KacKaJ CUTHAJIBHBIX COOBITHI, YTO MPHUBOJUT K OTTOKY HMOHOB U3
3aMBIKAIOIIMX KJIETOK, CHUXKEHHUIO TYpPrOpHOTO JABJIEHUS M 3aKPBITUIO YCTHHI], YTO
HE0OX0IMMO IS MoJiepKaHus BogHOro Oananca y pacrenuit (Yin et al., 2013 Kashtoh
etal., 2021). H-AT®a3a [IM BakHa TakXke B 3alUTe PACTCHHI OT M30BITKA TKEIBIX
MetaiioB (TM). Hexotopeie TM (Zn, Cu) B HEOONBIINX KOHIIEHTPAIUSAX BaXXHBI IS
pocTa pacTeHU, KaKk MUKpPO3JIEMEHThl. TeM He MeHee OHM TOKCHYHBI JUIsl PaCTCHHH B
BBICOKMX KOHLEHTpPALMIX, MOCKOJbKY IOBPEXKAAIOT CHUCTEMY KIETOYHBIX MeMOpaH.
Hapymenue nenoctHoctd MeMOpaH NPOMCXOAMT H3-32 CIOXKHBIX B3aMMOJEHCTBUN
Mexay noHamu TM u pyHKUIMOHAJIBHBIMU TpynnamMu MmemOpaH. M3BectHO, uTO HOHBI TM
JETKO CBA3BIBAIOTCS KaK C CyJb(QrugpuibHBIMM TIpynnamu O€lIKkoB, Tak U C
TUAPOKCWIBHBIMUA Tpynnamu  ¢ocponunuaoB. OHU TakKe MOTYT 3aMEHSITh HOHbI
KaJIbLIMsA, B3aUMOJICUCTBYIOIME C OTPULIATENBHO 3apsKEHHBIMU TpyHIamMu KJIETOYHBIX
MeMOpaH. TM mpUBOJAT K YBEJIIMYEHUIO HECTELM(PUUECKON MPOHULIAEMOCTH MeMOpaH 1
CHM)KEHMIO TPAHCIIOPTHOM aKTUBHOCTHU OEJIKOB, UTO HAPYIIAE€T HOHHBIA TOMEOCTA3, U KaK
CJIE/ICTBUE, aKTUBHOCTh (DEPMEHTOB, UTPAIOIINX BaXXHYIO poib B MeTabonusme (Devi et
al., 1999; Asati et al., 2016). Bausiaue TsOKENIbIX METAUIOB Ha akKTHBHOCTH H™-ATda3sl
IIM 3aBuUCHT OT BpEMEHM HX JIECUCTBUS HA PACTCHMs, BUAA PACTECHUsS U KOHLEHTPALUH
TM. OnHUM U3 3alIUTHBIX MEXaHU3MOB OT naectBus TM sBisieTcss UX yJajeHUE H3
LIUTOIIa3Mbl. JTOT TPOLIECC MPOUCXOAUT C YydyacTheM JioKanu3oBaHHBIX B [IM wu
ToHoruiacte OenkoB cemeiictBa CDF (cation diffusion facilitator). Onu npencraBistor
co00i1 MeMOpaHHbIE IEPEHOCUYUKH JBYXBAJIEHTHBIX KATHOHOB, KOTOPBIE MEPEHOCIT MOHbI
METaJJIOB U3 LUTOIIA3Mbl BO BHEKJIETOYHOE NMPOCTPAHCTBO WJIM BAaKyOJId U JIEUCTBYIOT
kaKk anrunoprepbl Meramnr’ /H™ (Talke et al., 2006; Ram et al., 2019). Dtu Genku
M3BECTHBI Takke Kak Oenku yctoiuuBoct kK TM (metal-tolerance protein — MTP). B
gacTHocTH, MTP8 MoxeT yyacTBoBaTh B nojaep;kanuu orroka Cd u Cu U3 HUTOIUIa3MBI.
Mexanusm nerokcukanuun Cd ocHoBan Ha aktuBHOCTH aHTHnopropa Cd*/H™ B IIM
pactenuii (Burzynski et al., 2003). AxTuBHBII 3KkcnopT u3 nutomaazMel TM Tpebyer

taoke akTuBanuu H -AT®a3 (Dsterberg et al., 2018).
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1.8. Jlokaau3zauus Na* B HUTOIJIa3MATHYECKUX BE3MKYJIaX U KOCBEHHbIE

CBUAECTC/IBCTBA TPAHCIIOPTA Na* BE€3UKYJIaMHU

B psine uccnenoBanuil Obuta BBISBIIEHA CBA3b MEXK/Y BE3UKYJIIPHBIM TPAHCIIOPTOM
U MEXaHM3MaMH, OTBEUYAIOIIMMHU 33 COJIEYCTOMYMBOCTh pacTeHHid. B wacTHocTH, OBLIO
MOKa3aHo, 4YTO cBepakcnpeccus reHa AtRabG3e (AtRab7) NpUBOIUT K HAKOIUICHUIO
MOHOB HAaTpHs B BAaKyoJIsIX W MOBBIIIAET MX COJEep:KaHue B mooOerax. TpaHcreHHbIE
pacTeHusi, CBEpX3KcIpeccupyromme reH AtfRab7, neMOHCTpUpOBaiu 0ojiee BBICOKYIO
COJIEyCTOMYMBOCTb, 10 cpaBHeHHIO ¢ pacTteHusmMu AT (Mazel et al., 2004). I'en AtRab7
OTHOCHUTCSI K cemeicTBy Manbix ['Tda3 u aktuBuUpyeT sSHIOIUTO3 Yy A. thaliana,
perynupys asuxenue Be3ukyl (Rodriguez-Furlan et al., 2023). Ipyrum npumepom cBsizu
BE3UKYJISIPHOTO TPAHCIOPTA C MOHHBIM FOMEOCTATUPOBAHUEM CIIYKUT HOKayT-MyTalus
reHa ARA6, BbI3pIBaIOlas TMIEPUYYBCTBUTENBHOCTh pacTeHul A. thaliana x NaCl.
CBepxaKcmpeccHsl 3TOro reHa ¢ TOYeYHoM myrtauued, puxcupyromei ['Tdazy B ['TD-
CBsA3aHHOW (opme, ycuiauBana TOJEpaHTHOCTh pacteHud Kk conu (Ebine et al.,
2011)Camxenne skcipeccuu reHa AtVAMP7C, Kotopelii  koaupyeT  Oenok
perynstopHoro kommiekca SNARE, ydacTByromero B CIUMSHUM HO3AHMX 3HAOCOM C
BaKyOJIblO, IPUBOJWIIO K TMOBBIIMIEHUIO cojieycTOMUMBOCTH A. thaliana (Leshem et al.,
2006). Hamu panee ObUIO MOKa3aHO, YTO MHCEPIMOHHBIM MyTaHT A. thaliana 1o reHy
perynsitopHoro 6enka ARA7 co BcraBkoil B mpoMoTope oTinyancs ot pacteHuil AT
MOBBIILIEHHBIM COJIEP>)KAHUEM 3TOT0 O€JIKa U MOBBIILIEHHOMN COJIeyCTOMYMBOCThIO. MyTaHT
XapaKTEepU30BaJICsA  MOBBIIICHHBIM  cofaepkaHiHeM HOHOB K' W MOHMKEHHBIM
comepkanneM HOHOB Na'. B muromnasMe MyTaHTHBIX pPACTCHUI HAOII0AaI0Ch
WHTEHCUBHAs BE3UKYJSLUS, YTO MOIJIO CBUJAETENBCTBOBATH 00 akTuBHpoBaHuu BT
(Sergienko et al., 2022). YnomsiHyTble BbIIIIE paOOThI, TAKUM OOpa30OM, yKa3bIBalOT Ha
cBsA3b Mexky BT u coseycTon4MBOCTBIO pacTeHMil. B OCHOBE 3TOM CBSI3H JIEKUT y4acTHE
BE3UKYJSITHOTO TPAHCIOPTAa B PEMOJCIMPOBAHUU OEJIKOBOrO CcocTaBa MEMOpaH,
00ecreynBaroLero JMHaMU4ecKOe OoIJepKaHue KIETOYHOTO TOMEOCTasa Mpu JeHCTBUU

pPa3IUYHBIX BHYTPEHHHMX M BHEIIHUX cTUMYJoB. OnHako poibs BT npu coneBom ctpecce
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HE OTpaHUYMBAETCS PEMOJIETUPOBAHUEM OEIKOBOTO COCTaBa MEMOPAH.

Pe3ynbTaThl, MoMy4YeHHBIE B PAAE UCCIEI0BAHUM, TO3BOJISIOT MPEAIOI0KUTD, YTO
BE3MKYJIbl HEMOCPEICTBEHHO YYAaCTBYIOT B IEPEHOCE HMOHOB, XOTS CBEACHHS O TaKOM
TPaHCIIOPTE KpailHE OrpaHWYeHbl. B KieTkax CyCIEH3MOHHOW KYJIBTYPhl MAaHTPOBOTO
pactenus Bruguiera sexangula N B KIeTKaX KOHUUKOB KopHeW Hordeum vulgare B OTBET
Ha TMOBbIIIEHHE HapyKHOM KoHueHTpanuu NaCl B nuroruasme HaOIIOAIOCh CIUSHUE
MeNKUX Bakyoliei B Oonee kpymnHbie (Mimura et al.,, 2003). AnanoruyHasi peakuus Ha
COJIEBOM cTpecc Oblla MOKa3aHa Ha KJIETKaX CYCIIEH3MOHHOM KynbTypbl A. thaliana. C
MOMOIIUIO (DITyOPECIIEHTHO-MEUEHHBIX AHTUTEN, OblIa MPOJEMOHCTPUPOBAHA TOYEYHAs
(dayopecueHIMsT B LUTOILNIa3ME KIIETOK, IOABEPTHYTHIX COJIEBOMY CTpPECCYy, UTO
YKa3blBaJI0 Ha Hainuyue Be3ukyd, coaepxamux AtNHX1 (Hamaji et al., 2009). Taxxe
OBLIIO IMOKa3aHO, YTO COJIEBOM CTpECC MHIYLHUPYET KIATPUH-HE3aBUCHUMBIA SHIOLUTO3.
WHayknuss  Takoro  3HAOLMTO3a  CONpPOBOXKJAlach  OOpa3OBaHMEM  KPYIHBIX
BAKyOJICTIOJOOHBIX  CTPYKTYp,  (GOpPMHUpYIOIIMXCS U3 HEOOJBIIUX  KUCIBIX
KOMIIAPTMEHTOB. Y MYTaHTOB 10 reHaMm OenkoB Vacuolar Protein Sorting 9A (VPS9a),
HEOOXOMMBIX ISl BE3UKYJIIPHOTO CIMSIHMS, KOTOPbIE JUIIEHB! (DYHKLIUNA BaKyOJISIpPHOU
COPTUPOBKHM O€NKOB, HE HaOJ0Ja’l0Ch 0Opa30BaHMS KpPYIHBIX BaKyoJled B OTBET Ha
3aconenue (Baral et al., 2015a). ®@nayspc ¢ coaBTOpaMu MPUBENIH APTYMEHTHI B MOJIB3Y
BT Na'" u Cl", xoTopbie ObLTH OCHOBaHbI Ha CPABHCHUHU TIOTOKOB HOHOB y TAIO(GUTOB CO
CKOpOCTSIMU 00pa3oBaHus Be3uKyJ, ux ciusaus ¢ [IM u ux pasmepamu (Flowers et al.,
2018). Y A. thaliana u3BectHbI aBe SHIOCOMaNbHBIC popmbl Na'/H ‘antunoprepa, NHXS
u NHX6 (Bassil et al., 2011) u nBe angocomansubie popmel TpancnoprepoB Cl-, CLCd u
CLCf (von der Fecht-Bartenbach et al., 2007; Marmagne et al., 2007). NHXS5 u NHX6
Jokanu3oBaHel B paHHUX 3HA0coMax / TI'C u HeoOXoAMMBI AJisi COJEYCTOMYMBOCTU
pacteHuil. J[BOIHON MYyTaHT, y KOTOPOr0 OTCYTCTBYIOT 00€ M30(OpMBbI, YyBCTBUTENIEH K
NaCl (Bassil et al., 2011). Takxke B pabote ¢ MeMOpaHHOU (ppakuueil, odoramennon Al
KoTOopasi Obula BbIACNIEHA U3 KOpHeW ranodura Suaeda altissima waeHTUGULIUPOBAH
ClI'/H" 0OMeHHHK, YTO TPUBENIO K IPEAMOI0KEHHIO 0 Be3uKysipHoM Tpancropre Cl ¢

yuactmem Cl/H'antumoprepa (Shuvalov et al., 2015). Ilpu wucciaegoBaHun
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YABTPACTPYKTYPBI KJIETOK KOpHEH S. altissima, Obui OOHApY>KEHBI MHOTOYHCIICHHBIC
BE3MKYJIbl Ha I'paHUIle LMTOIUIa3Mbl M ToHomuiacta (Balnokin et al., 2007). Toueunas
nokanuzanuss MoHoB ClI” B 3Toil 30He, ObUIa MOKAa3aHa AIIEKTPOHHO-LUUTOXUMHUYECKUM
MeTonoM. [lomydeHHBIH pe3ynbTaT CBUACTEIBLCTBYET B TIOJB3Y JIOKAIHM3AIUU XJIOPHIA
BHYTpH BE3WKYyJ. Y MyTaHTa A. thaliana ¢ TOHIWKEHHBIM YypPOBHEM SKCIPECCUU
sHocoMalibHOM V-AT®a3pl HabM0nanach MOBBIIMICHHAS YYBCTBUTEIBHOCTh K COJIU
(Krebs et al., 2010). BepositHo, skcmopt TokcuuHbIX HOHOB Na' n Cl™ u3 muTOILIa3MBbl
ocymecTBiasiercss 3a cuer 3arpy3ku Na“™ um Cl- B sumocomsl uepe3 Na'/H' u Cl/H'-
AHTUIIOPTEPHI C MOCIEAYIOIUM CIUSHUEM IHAO0COM C ToHomiactoM w/wmu [IM. B psane
WCCIIeIOBaHUN OBLIIO TPOJEMOHCTPUPOBAHO CIHMSHHE IHUTOTUIA3MATHYECKUX KHCITBIX
KOMITAPTMEHTOB C BaKyOJIbIO B OTBET Ha TIOBBIIICHUE YPOBHS HAPYKHOU KOHIICHTPAIIUU
NaCl (Mimura et al., 2003; Hamaji et al., 2009; Baral et al., 2015a). bsiio nokasano, 4to
B KJIETKaX CYyCIEH3MOHHOU KyJIbTYyphl Tabaka Nicotiana tabacum Bright Yellow 2 (BY-
2), aKKJIMMHPOBAHHOW K BBHICOKMM KOHIIeHTpanusM NaCl, HOHBI HATpHsI HAKATUTMBAIACH
B MHKpOBakyoisix. OO0 5TOM CBUAETEIHCTBOBAJA KO-JOKAIM3AIUSA DHIOIUTO3ZHOTO
uaaukatopa FM 4-64 u Na'-ungukatopoB B ruapodho0Hoi hopme (IPOHUIAIOIINX Yepe3
yemOpanbl) CoroNa-Green u Asante Natrium Green (Garcia de la Garma et al., 2015;

Olmos et al., 2017).
1.9. CBeieHus1 00 HHAUKATOPAX U MHTHOUTOPAX, HCMOJIB30BABIIUXCS B padoTe

B pactuTenbHBIX ~ KJIETKax  JHAOLUTO3  OOHAapyKHMBAIOT C  ITOMOIIBIO
(dbayopecuieHTHOr0 aM(PUPUIBLHOTO CTEPUIIOBOTO KPAaCHUTEId, HHANKATOPA HA SHIOIUTO3
FM4-64 — N-(3-triethylammoniumpropyl)-4-(6-(4-(diethylamino) phenyl) hexatrienyl)
pyridinium dibromide. FM4-64 umeer neHTpajbHYIO0 00J1aCTh, PACHOJIOKEHHYIO MEKIY
ruApooOHBIM XBOCTOM U MOJsIpHOM rosioBkoil (puc. 11.) (Betz et al., 1996).
@dyopeceHTHbIE CBOMCTBAa KpacUTEelNs OMpeaeseT LeHTpaiabHas obnacth. [lonspHas
rOJIOBKa IpeNoTBpalllaeT MPOHUKHOBEHHE KpacHUTENs depe3 JUnuAHb oucioil 1IM, a
3TO 03HAYAET, YTO KPACUTENIb MOXKET MONACTh B KJIETKH TOJBKO Onaroaaps SHAOLUTO3Y.

IIpu uccnenosannn CME c ucnonszoBanueM ¢iyopecieHTHbIX Kpacuteneid FM (FM4-
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64 u FM1-43) mMakcumyMmbl (IIyopecUeHUIMH NPUXOJUINCh Ha KpacHBIA M KEITHIN
criekTp cooTBercTBeHHO (puc. 116.) (Henkel et al., 1996; Johnson et al., 2020). IIpu
nobasnenuu FM4-64 x HHTaKTHBIM KJIETKaM, POMCXOAMUT oKpamuBanue [IM B kpacHbIi
user. OOpasyromuecs HHAOUUTO3HBIE BE3UKYJIbl HMHTEPHAIU3YIOTCA  KIETKAMH,
CJIIMBAIOTCS C AHAOCOMAaMHU M B KOHEYHOM CUETE OKa3bIBalOTCS B Bakyoiu (puc. 11B.)
(Bolte et al., 2004).

Wonst Na" BHyTpH BE3UKYJ MOXHO OOHAPYKUTh C MMOMOIIBIO HHANKATOpa Ha Na*
ANG-2 TMA (Asante Natrium Green) B runpodun gopme (puc. 12.) (He npoHuUKaromas
yepe3 MmemOpanbl ¢opma). ANG-2 TMA™ sBasiercst (iyopodop-HeCymM KpayH-
3pHUPOM, KOTOPBIH crieruduIecKu CBA3biBacT HOHBI Na'. DTOT KpacHTeNlb MPeICTaBIsACT
co00# BOJIOPACTBOPUMYIO CONb TeTpamerrinammonus (TMA™). ®nyopecuennus ANG-2
TMA™ Bo3MosKHa JIHIIb TIpH 00pa3oBanuu Komiiekca Na® ¢ kpayH-s¢upom. Hammaue y
KpayH-3(pupa MON0KUTENBHO 3apsHKEHHBIX TPYII TETPAMETUIIAMMOHHS JeTaeT 3TOT Na'-
MHIUKAaTOp HE MpoHMKaroumMm yepe3 memOpansl (Roder et al., 2014), 6narogaps yemy
ANG-2 TMA" Moxer monacth B KJICTKHA TOJIBKO B pe3yibTaTe SHmonuro3a. Ha sTux
CBOICTBaxX KpacurTessi OblJI OCHOBAH HCIIOJNb30BABIIMICS B pab0OTe IKCIIEPUMEHTAIbHBIN
nogxon. B pabore (Mazel et al., 2004) ucronp30BaH MPOHUKAIOIMINNA B KICTKH Na®
WHIUKATOp, aueTokcumeTwioBbll >gup (AM) Sodium Green, koTOpblid, Oyayun
rupoPoOHBIM, JIETKO MpOHUKaeT B KieTkH. [locne ormemienus ruipopoOHON TpyIIbl
AM 5HAOTeHHBIMU 3CTEpa3aMH MHJIUKATOP B3aUMOJEUCTBYET C YK€ HAXOAAIIMMUCA B
LIUTOIUIa3ME MOHAaMHU HaTpus. Takum o0pa3oM, aBTOPbBI 3TOM pabOThl JETEKTUPOBAIU
uoHbl Na', mpeaBapuUTENbHO MOTIONICHHBIC KICTKAMH W IOMABINHE TyJa pPa3sHBIMH
NyTSIMHU (Yepe3 MOHHBIE KaHalbl U TPAHCIOPTEPHI, a TAKXKe IyTeM 3HaouuTo3a). Ha
OCHOBAaHMU TE€TEPOTE€HHOr0 paclpeleNeHus cBeTsauerocs kommiekca Sodium Green c
Na" aBTOpbI MpeanonokmiH, uto Na“ ObUT JIOKaIU30BaH IIABHBIM 00pa3oM B BaKyOJISX.
ITepernoc Na® ¢ moMomp0 HAOIMTO3a B 3TOHM pabore He ObLI mokasan (Mazel et al.,

2004).
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Puc. 11. CgoiictBa dmyopecuentnoro kpacurens FM4-64. (a) — Xumuueckasi cTpykrypa; (0) —
CHEKTphl BO30YyxaeHust / ucnyckanus ¢uryopecueniuu (Thermo Fisher Bioscience Fluorescent
Spectra Viewer); (B) — cxeMaTu4eckoe m300pakeHUe MoriomeHus: kpacurens FM4-64, 1-Ty —
MHKYOallMK C KpacuTeldeM U ero 3arpyska; 2-Tend — OTMBIBaHME OT KpacuTelns (KpacuTelb

MHTEPHAIU3YETCs TOCPEICTBOM 3HI0IUTO3a). B3sTo 13 (Johnson et al., 2020).

Baxnyio nHdopmanuio o BT BemectB MOXHO MOJIY4YUTh, UCHOJB3YsS HMHTUOUTOPHI,
KOTOpbIE OJIOKUPYIOT €ro OTAeNbHble NyTH. Huke NpuBOAATCS CBEAEHHUS O TaKHX
unruoutopax: opedengun A (BDA), koTopserit GiokupyeT aBHKEeHHE 3HA0COM K [IM u
pacmipenenenue  (sorting) ©OenkoB Ha craguu TI'C, BbI3bIBas oOpa3oBaHue
sHaocomanbHbIX arperatoB (B®A-kommaprmenToB) (Nebenfuhr et al., 2002; Emans et
al., 2002; Ritzenthaler et al., 2002); BopTMaHHMH, KOTOpPBIH HWHIUOUpPYET
dbocharuaunuuo3uTon-3- u GpochaTuIUINHOZUTON-4-KUHA3BI, YTO OJOKUPYET CIHUSHUE
I[IBK / MBT c Bakyonsimu (Wang et al., 2009; Foissner et al., 2016); ukapyromuiiuH,

MHTHOUpYIOMIMI KilaTpuH-onocpenoBanHblid sHaounTo3 (Elkin et al., 2016).
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Puc. 12. Crpykrypa umumukaropa Ha Na'ANG-2 TMA B ruapoduishoii (opme. Bzsto u3
(Roder et al., 2014).
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I'maa 2. OBBEKTbBI U METOAbI HCCJIEJOBAHUSA

2.1. O0BbeKTHBI HCcJIe10BaHUS

B kadecTBe 00BEKTa MAHHOTO HCCIENOBAHUS HCIIONIH30BATN MOJECIBHOE PACTCHHE
Arabidopsis thaliana (L.) Heynh (3xotun Columbia-0) aukoro tumna u co3/laHHbIE Ha €T0
OCHOBE MHCEPLUOHHbIE MYyTaHTHI: (1) MyTaHT ¢ MOBBILIEHHOW 3KCIpeccHel reHa Oenka
MeMOpaHHBIX HaHOAOMEHOB Flotl co BctaBkoi B mpomotope — Atflotloe (CS444812GK)
u (2) HOoKayT-MyTaHT 1o 3tomy reny — Atflotlko (SALK 205125C). Cemena pacreHuit
nonyuenbl u3 komiekuuu TAIR (https://www.arabidopsis.org/). Wcnonb3oBanu Takxke
CYCIEH3HOHHYIO KYJIbTYpYy KIETOK A. thaliana (Col-0), momydeHHYI0 U3 Kajulyca JIUCThEB

pacrenni [T.

2.2. BeipamuBanue pacrenui A. thaliana
2.2.1. IIporpaBiMBaHKie CEMSH M UX NPOPAaIMBaHHE

CemeHa 1e3uHGUIMPOBANIN MTOTPYKEHHEM B pacTBOp 15 % runoxmopura HaTpus Ha 5
MHH, 3aT€M 3 pa3a NPOMBIBAJIIA CTEPUIBHOM BOJOM M BBICEBAJIM HA arapu30BaHHbBIC
nutatenbHble cpeabl (IIC) mnm B mouBy. Jlis CHHXpPOHM3AlMM BCXOXKECTH CEMSH
BBICESIHHBIE ceMeHa BblaepkuBaiuM npu +4 °C B TEMHOTE B TEUEHUE 2 CYTOK.
[IpopamuBaHue ceMsH OCYIIECTBIISUIN B (PAKTOPOCTATHOM KaMepe IpH TemiiepaTtype 23 +
2 °C, oTHOCUTENBHON BiaxkHocTu Bozayxa 70 £ 5 %, ¢oronepuone 12 4. win 8§ 4. B
CYTKM ¥ MHTEHCUBHOCTH cBeTa 120 MKMOIb KBaHTOB / (M?'C), IIOJYYEHHOTO OT

momuHecteHTHbIX Jiamn Phillips TL-D-58W/33-640 (ITonba).
2.2.2. BelpamiBaHue PaCTeHHH B YCJIOBHAX BOJAHOM KYJIbTYpPbI

JUis BBIpaIllMBaHUsI PACTEHHUI B YCIOBUAX BOJHOM KYJBTYpbl MPOPALIMBAHUE CEMSH
ocymectBisiini Ha arapuzoBanHHoi [IC Y2 Mypacure-Ckyra (Murashige and Skoog)
(MC), 3anuToii B KpBILIKK MPOOMPOK AMNEHAOP(P, C MPOAETAHHBIM OTBEPCTHEM IS

oOpasyromierocs kopHs (puc. 13.). Uepe3 7 AHENl KPBIIIKA C TPOPOCHIMMHU CEeMEHaMU

54



IIEPEHOCUIIN Ha a’pupyeMble KUJKHE IC: 72 Xormanaa

(http://scienceinhydroponics.com/2009/02/the-hoaglands-solution-for-hydroponic-

cultivation.html) unu na mogudunuposannyio [1C 2 ['ubo (Gebeaut et al., 1997), (Tabu.

1.), 3aMThIe B HEMpO3pavHbIe MIACTUKOBBIE EMKOCTH 00beMoM 1 nuTp (4 pacteHus Ha
cocyn). [anpHelmnii pocT pacTeHUIl OCYIIECTBIISUICA B (PAKTOPOCTATHOW Kamepe Npu
TE€X JK€ YCIOBUAX, YTO M MpOpallMBaHUE CEeMsSH. B sKkcrnepuMeHTax HCIOIb30BAIH

pactenus 45-55-THEBHOTO BO3pacra.

SSFasisTeT= e

Puc. 13. IlpopammuBanue pactenuii A. thaliana na 0.8% arapu3oBaHHOU MUTATEIBHON Cpeze

72 Mypacure-Ckyra B 1-J1 eMKOCTSIX.

2.2.3. BoipamuuBanue pacrteHuiil A. thaliana na nouBeHHoM cyocrpare

Pacrenus BeIpamuBanu B (paKTOPOCTATHOM KaMepe MpHU TeX e YCIOBHSX, YTO U IS
npopamuBanuss  cemsH  (em.  2.2.1.), wHa cybctpare (Arpob6ant-C, 3A0
POCTOPOUHBECT, Poccus). CyOcTpar, NpUrOTOBJIEHHBII Ha OCHOBE BEpPXOBOIO
Toppa M oOoram€HHbIE MHUHEPATBHBIMH YAOOPEHUSAMH U JIOJIOMUTOBOM MYKOIi,
CMEIIMBAIIA C NEPIAUTOM B cooTHomeHnHu S:1. IlomydeHHyr0 cmech mpeaBapUTEIBHO

YBIIAKHSJIW B TeUeHUU 14 nHEN.

55



2.2.4. BoipamuBaHue NPOPOCTKOB A. thaliana Ha arapu30BaHHON NMUTATEJIbHOM

cpene

[IpopocTku 4-5-1HEBHOTO BO3pacTa BHIPAIIMBAIH B CTEPUIIBHBIX YCIOBHIX B YalIKax
Ilerpu na arapuzoBannoil IIC 2 MC, pH 5.8 ¢ nob6asnenuem 0.5 % (macc / 00.)

caxapo3bl. Y CIIOBHS BbIpallliBaHUs OMKUCAHbI B pazaene 2.2.1.

2.2.5. IlosryyeHue CyClIeH3MOHHOM KYJbTYPbI KJ1eTOK A. thaliana

Cycnen3uoHHas KynpTypa Kietok A. thaliana (Col-0) Obula momyuyeHa u3 Karyca
JUCTHEB HALIUMU KOJUIETaMu U3 otaena buonorun knerku u buorexnonorun UHctutyTa
¢usnonorun pacrenuid uM. TumupszeBa PAH, ®omenkoBeiM A. A. u HocoBeim A.B.
(®omenkoB u ap., 2014). CyCneH3HMOHHYIO KYyJIbTYpPY KJIETOK BbIpammBaid B 50 M
cpeanl llenka u XunbneOpanga (Schenk u Hildebrandt — SH) ¢ moGaBnenuem 3 %
caxapo3bl (Macc / 00.), 1 mr / 1 2,4-quxnopdeHokcuykcycHoil kuciotel 1 0.1 mMr / i
KMHETMHA B CTEKJSIHHBIX KoJ0ax o0bemMoM 250 MI B CTEpPHIBHBIX YCIOBHSX.
BrlpamyBanue oCymecTBIIAJIM B TEMHOTE Npu Temieparype 26 °C U OTHOCUTENbHOU
BIaXHOCTU Bo3ayxa 70 % mpu mocrossHHOM nepememnBanuu (110 06 / mun). [lepuon
CyOKyJIbTUBUPOBAaHMS cocTaBisil 10 qHel.

Taba. 1. CocTaB nuTarte/ibHOI cpeabl V2 'ndo

Maxkpo3/1eMeHThbI Konuenrpauus B cpege, MM
KNO3 2
Ca (NO3)2 2
MgSO4x7H20 1
KH>POq4 0.5
Mukpo3/1eMeHThbI Konuenrpanus B cpene, MkM
KCl 75
MnSOq4 15
CuSO4x5H20 2.25
ZnSO4x7H,0 3
H;BO:s 75
(NH4)sM07024 0.1125
NaxMo0O4*x2H>O 0.1125
FeSO4x7H,O 75
NaB3/ITA%x2H,0 75
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2.3. BoisiBJIeHHe TOMO3MTOTHBIX pacTenuii A. thaliana

2.3.1. Boinesienne renomuoii JIHK u3 Tkaneii A. thaliana

Hns Beimenenuss JJHK wucnonb3zoBanmu meronq Myppes u Tommcona (Murray &
Thompson, 1980) c¢ HekoTOopbIMH H3MEHEHHSIMU. PactutenpHyio TKanb (200 wmr)
pactupanu ¢ uemwmrtoMm B 200 mn jusupyromero 6ydepa MicroPrepBuffer (tabin. 2.),
nobasisin 550 Mkt aToro ke Oydepa u nepememmBanu. OOpa3ubl nporpesanu npu 65
°C B Tteuenue 60 wmuH, poGaBmsimm 700 Mk XjgopodopMma, MepeMElIMBAIM U
LHEHTpUPYTrupoBanu Npu KoMHaTHOW Temneparype 5 muH npu 12 000 g. CynepHaraHt
MEPEHOCUIIN B CTEpUIIbHBIE MPOOUPKH, T00ABISUIM HM30MPONAHOI B PAaBHOM OOBEME.
O6pa3upl unkyoupoBanu npu mnokauuBaHuu (300 o6 / muH) B Teuenne 20 MuH,
uentpudyrupoanu 5 mun npu 10 000 g u yaansanu cyneprarant. K ocanky go0aisiiu
500 Mk 96 % sTaHOoNa, MepeMEMMBAIN U LEHTPUPYTUPOBAINA IPU TEX KE YCIOBUSAX.
Cynepnarant ynansnu, ocanku JIHK moacymmBanu na Boszmyxe 10 - 15 Mun m
pacTBOopsiM B cTepuibHOM Boje. Bwigenennyro cymmaphytro JIHK o6paOateiBanu
PHKa3oii. s storo B mpenapatsl JJHK BHOcunu o 1 mxn pactBopa PHKa3zsr (10 mr /
M), ceobonuoi ot JAHKa3bl, nepemermuBanu, nuukyouposanu npu 37 °C B teuenue 30
MmuH. [Tomyuennsie npenapatsl JIHK xpanunu npu — 20 °C.

Taoa. 2. Bydep nas Boigenenus reiomHoii JHK (MicroPrepBuffer)
s nmpurotoienus MicroPrepBuffer npeasaputensHo npurotasnuBamu DNA extraction
buffer u Nuclei lysis buffer

HaszBanus 0ydepos KommnoneHTsI

0.35 M Sorbitol
DNA extraction buffer (pH 7.5) 0.1 M Tris
5 MM EDTA-Naz

0.2 M Tris

Nuclei lysis buffer (pH 7.5) 0.05 M EDTA-Na;
2 M Na(Cl

2% CTAB

2.5 ma DNA extraction buffer
MicroPrepBuffer 2.5 ma Nuclei lysis buffer

1 mn Sarkosyl 5 %

0.01 r 6ucynedat HaTpUs
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2.3.2. ITocranoBka I P 1151 BIABJICHUS TOMO3HIOTHBIX (DOPM MYTAHTOB

Atflotloe u Atflotlko

Jina nposenenns III[P B kadecTtBe MaTpuubl Hcnoias3oBam reHomHyw JIHK.
Peaknuto npooaunu B JIHK-ammmmdukarope (Ammmdukatop «bBUC», Poccus). dns
Atflotloe Obumm monoOpansl mpaiiMepbl FLotlmut u LB-GK — nns BoigBieHus
mytantHoro amiesns, Flotlf u Flotlr — ansa BeIsIBACHUS HamW4usl ajuieliss TUKOTO THUIIA
(tabx. 3.). Ilpu HamuuuM ajuienst AMKOro TUNa aMIuuuuupoBaics GparMeHT pasMepoM
1040 1. H., a npu Hanuumnu BctaBku T-/IHK — 1080 1. H., 4TO MO3BOISUIIO OJHOBPEMEHHO
ONpEeNiATh NPUCYTCTBUE KAK MYTAaHTHOIO ajulesid, TaK W ajulels JUKOIro THIIaA.
[Iporpamma s nposenenus [P Bxmrowana cnenyromue craauu: 94 °C — 2 mun; 33
nukia (92 °C - 30 ¢, 59 °C - 20 ¢, 70 °C — 3 mun); 70 °C — 10 mun. dns Atflotlko 6vuin
nono6pansl npaiimepsl Flotl 9F18 u Flotl 761R18 st BbIIBIEHUS MyTaHTHOTO aJUIeNs
W ajuiensl JUKOTO TUIA, COOTBETCTBEHHO (Tabu. 3.). Ilpu Hammuum amiens IUKOro THIA
amrmuduimpoBaiicst pparment pazmepom 1014 1. H., a npu Hanuyuu BctaBku T-/JHK —
5315 m.H., 9YTO MO3BOJAIO OJHOBPEMEHHO ONPEIEIUTh NMPUCYTCTBUE KaK MYTaHTHOTO
ajiens, Tak W amwienss aukoro tuna. [Iporpamma mis nposeaenus [ILP Bxmrouana
cinenyromue craguu: 94 °C — 2 mun; 33 nukina — (92 °C -30c¢, 61 °C -20 ¢, 70 °C — 3
MuH); 70 °C — 2 muH. [IpoaykTel ammmudukanun paszaensiau B 1 % HegeHaTypupyroem
arapo3HoMm rene, coaepxkasmem 0.5 mxr / ma Opomwucroro stuaus (EtBr). Ilpu

HE00XO0IMMOCTH aMIUIU(PHUIIMPOBAaHHBIE (PparMeHThl cekBeHHpoBaiIu B 3AO «EBporen».
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Tabu. 3. I'en-cienuguyHble NpaiiMepsl AJ15 BbISIBJICHUSI TOMO3UTOTHBIX MYTAHTOB

Ha3Banmne HyxneoTrnanas mocsie10BaTe1bHOCTD, Leapb 3xcnepumenTa
npaiimeposn 5'-3'
FLotlmut CTTAAACTCCTTTGTCCCTTCAAA | BoisiBieHue  pacTEHHUH,
LB-GK CCCATTTGGACGTGAATGTAGAC | roMO3UIOTHBIX 1o
AC MYTaHTHOMY aJICIIIO
Atflotoe
Flotlf GCAGCCACTTTGTAAAATAAATC | BoisiBieHue  pacTeHHUH,
A TOMO3UTOTHBIX 10
Flotlr TCAACCTAGCATACAAAATCAGC | amnento IUKOro THIIA
G
Flotl 9F18 CTAAATCATTTGGGCGAA BeiaBnenue — pacreHui,
TOMO3UTOTHBIX o
Flotl 761R18 TTAGCTACATCAGCCTCC AlUICNI0 THKOrO THIA M
[0 MyTaHTHOMY aJIJIEJIO
Atflotko

2.4. Ananus 3xcnpeccuu reHoB A. thaliana

2.4.1. Boinenenne cymmapuoii PHK u3 tkaneit A. thaliana

Beinenenne cymmapnon PHK w3 pactuTenpHbIX TKaHEHd NIPOBOIMIM COTJIACHO
(Yuorieva et al., 2018) ¢ HeOGoapmMKu MoaudukanusaMu. Opraibl pacTeHUN (JUCThS U
KOpDHM), BBIPAllICHHBIX B YCJIOBUSX BOAHOW KyJIbTypbl (cM. 2.2.2.), HakaHyHe
AKCIIEPUMEHTA 3aMOPAKUBAIIU B JKUJIKOM a30Te U xpaHuiu npu — 70 °C. 3aMopoKeHHBIN
MaTepual MOMEUWAIM B OXJAKICHHYIO XUIAKAM a30TOM CTYIIKY M pacTHpald B
MIPUCYTCTBUHU )uakoro azora. s skcrpakuun PHK k 0.5 r pacturensHOro marepuaina
nobasisuin 1 M ropsiuero (90 °C) skcTpakimonHoro oydgepa (tadmn. 4.), CMEmaHHOro ¢
kuciabiM (enosnoM (1:1). Kucnpiii ¢enon Obul mpeaBapUTENbHO HACBILEH LUTPATHBIM
oydepom, pH 4.5. [locne oTrrauBanus, rOMOreHAT MEPEMEIIUBAIH U IEPEHOCUIN B 2-MJT
npobupku snneraopd. OOpa3upl UHKYOUpPOBAIM MPU KOMHATHOW TeMIlepaType 5 MUH
npu nokauuBanuu, 300 o6 / mua (Heidolph Unimax 1010, I'epmanus). B kaxawiii
obOpazery BHocwiu 0.5 mu xyopodopMa U TEpeMENIMBaId MPU TEX K€ YCIOBUAX B
tedeHnH 30 muH. Cmech HeHTpUPyrupoBaau nIpu KOMHaTHON Temneparype rnpu 12 000 g

15 mun (Eppendorf, minispin, I'epmanus). CynepHaTaHT NEPEHOCWIM B CTEPUIIbHbBIE
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npoOupku >mmneHaopd, 106aBIsIu XJIOPpoPopM B TaKOM Ke 00beme, IepeMenInBaiu Ha
Boprekce 30 Cek M OCTaBIsAIM IIpU KOMHATHOM Temimeparype eme Ha 15 MuH npu
nokaynBanuu. Cwmech ele pa3 HeHTpU(yrupoBald IpU KOMHATHOW TemIepaTrype Nnpu
12 000 g 15 mun. CynepHaTaHT NEPEHOCWIH B CTEPHJIbHBIE NPOOMPKHU SMNEHAOP) U
BHOCWIU B Kaxayto mpooupky 10 M LiCl (%4 ot o6bema cynepHaTaHnTa), HHKyOMpOBaJIU
npu temmeparype +4 °C 12-18 gac. O6pazubl nenrpudyruponanu npu 12 000 g 30 mun
npu +4 °C. Ocagox PHK npomsiBanin 200 mxn 2 M LiCl, nenrpudyrupoBanu 1 MuH u
MOJHOCTBIO yJalsuih cynepHaranT. [ns gonomaurtensHor ounctkn PHK pactBopsiiu B
90 mxn MQ crepuiibHOi Boabl, 106aBasuin 10 mxi 3 M CH3COONa (pH 5.9) u 300 mxn
96 % »THIIOBOrO CcHUpTa, NepeMennBai Ha Boprekce 30 cek u nHKyOupoBanu mpu — 20
°C 30 mun. O6pa3ubl nentpudyruposanu npu 12 000 g 10 mun. Ilonyyennsie ocagku
PHK noacymwim npu KOMHAaTHOM TEMIIEpaType A0 MCUE3HOBEHHU JKMJIKOCTH M 3araxa.

Ocanku pactBopsiiu B MQ Bone u xpanwu npu — 70 °C.

2.4.2. OnpeaesieHue COAEePKAHUA HYKJIEHHOBBIX KHCJIOT B 00pa3nax

CopnepxaHue HYKJIEHMHOBBIX KHUCIOT B PACTHTEIBHBIX Ipenaparax M HX YHUCTOTY
ONpPENEsUIN  CHEKTPO(POTOMETPHUYECKMM  METOAOM C  IOMOINBIO  aHAJIM3aTopa
HyKi1eruHOBbIX KuciaoT NanoDrop-1000 (Thermo Fisher Scientific, CIIA), u3mepss
ONTUYECKYIO IUIOTHOCTH IIpenapartoB npu JiInHax BoaH 260, 280 n 230 HM corimacHoO
(Maniatis at al., 1982).

Ta6u. 4. CocTaBbl Hcnosb3yeMbix 0ydepoB 1is Bbiaeaenuss PHK

Ha3Banmue 0y¢epa KoMnoHeHTBI
0.1 M LiCl
OKCTpaKkIMOHHBIN Oydep 0.1 M Tris-HCL, pH 7.5

10 MM EDTA, pH 8.0
1 % SDS
0.1 M numoHHas KuciaoTa

Kucneriii 6ydep 0.1 M mutpar narpusa x SH>O
(pH 4.5)

Kucnwrii henon Cwmech kucnoro 0ydepa u ¢penona (1:1)
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2.4.3. Oopadorka cymmapuoi PHK /IHKa3oii I

[Ipumecu renomuoii JIHK B BwimenenHbix oOpasmax cymmapuoi PHK ynamsuim c
nomotibio oopadbotrku JIHKa3zoii I cornacno meronuke mpousBoautenst (Thermo Fisher
Scientific, CIIIA). Peakumonnas cmech coaepxamna 2 wMkr PHK, 2 wmxn 10X
peakimonHoro Oydepa u 2 mkin JIHKa3e1 I (1 ex. aktuBHoctr). O6bem poBoawiu a0 10
MKJI. PeaknmoHHyto cmech MHKyOupoBanu B amiundukarope (Amminpuxatop «bUCy,
Poccust) mpu 37 °C 30 wmwun, mocie yero nobaiusiim 1 mxn 50 MM EDTA wu

nHKyOoupoBanu npu 65 °C 10 MuH A1 OCTAHOBKH PEAKIIMH.

2.4.4. DnexkTpodope3 HYKJIEHHOBBIX KHCJI0T B arapo3HOM reJie

DnekTpodope3 HyKIEUHOBBIX KUCTOT nmpoBodwin B 0.8 — 1 % HemeHaTypupyromem
arapo3Hom reine, npuroroieHHoM Ha 1xTAE-OGydepe, ¢ HanpskeHHocThio 7.1 B/cwm.
JIns OLleHKW MOJIEKYJISIPHBIX MacC HYKJIIEMHOBBIX KUCIOT ucnosib3oBai JHK-mapkepsl
(Cub2n3um, Poccus). [Jlnga Bu3yaiu3aldd HYKIEHHOBBIX KHUCJIOT HCIOJIB30BaIU
TPAaHCWUIFOMHHATOP € MakCUMyMOM u3inydeHus npu 254 HM. B kadecTtse
OKpAIIMBAIOIIETO arcHTa MCIONb30BAIM HMHTEPKAIMPYIOIHUA Kpacutenb EtBr B
KoHueHTpauuu 0.5 MKr / M, KOTOpbI D00aBJsUIM B PacTBOpP arapo3bl B Ipolecce
MPUTOTOBIICHUsI arapo3Horo rens. Ilepenq Hanecennmem Ha renb oOpasusl PHK

nporpesainu mpu 65 °C B TeueHue 5 MUH.

2.4.5. Ilon6op npaiimepos

[Ipaiimepsr miist xonudectBeHnodt OT-IIIP (OT-xIILIP) B peansHOM BpeMeHH
noabupanu ¢ nomoueto mporpammsl Light Cycler Probe Design Software 2.0 (Roche,
HlIBeiinapusi), yOeqUBIINCH B OTCYTCTBUU HX HACHTHYHOCTH C TMOCIEIOBATEILHOCTIMU
T€HOB-rOMOJOTOB A. thaliana (B cnywae wux Hannuus). [lpaiimepsl ans apyrux

AKCIEPUMEHTOB NOAOUpaH, UCTIOIBb3Ys porpammy Oligo 7, 1160 BpydHYIO.
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2.4.6. OT-IIIP na maTpune cymmapuoit PHK

Ilepeyro nens x/IHK Ha martpune cymmapnont PHK cunTesmpoBamm ¢ momombro
MMLV-peBepra3zbl 1o uHCTpyKuuu npousBoautens (EBporen, Poccus) ¢ momoruisio

JHK-ammugukaropa (Ammugukarop «bUCy», Poccus).

2.4.7. KonmnuecrBennas IIIP ¢ ooparnoit Tpanckpunuueit (OT-xIIIP) B

peajbHOM BpeMeHH Ha MaTpuue kKIHK

Conepxanue TpaHCKpunToB reHoB AtFlotl, AtAHAI v AtAHA2, B opranax A. thaliana
y pactrenuii AT u mytantoB AtFlotloe, AtFlotlko onpenensuu ¢ momomibio OT-IIIIP ¢
mpaiiMepaMu, MPEACTABICHHBIMU B TaOJ. 5., 1 WHTEPKATHPYIOMIUM (HIIyOpPECIICHTHBIM
kpacurenieM SYBR Green. B kauectBe pedepeHCHOro reHa MCIOIb30BAId T€H aKTHHA
ACT2. PeakuMOHHYIO CMe€Chb TOTOBUJIM B COOTBETCTBUM C PEKOMEHJALUSIMU
npousBoautensi cmecu SYBR Green (EBporen, Poccust). B o6paser; BHocuiu 30—100 Hr
MaTpuLBbl, UCXOAs U3 KoandecTtBa cymmapHou PHK, B3saTOM 1u1s cuHTE3a mepBOM LienH
kJIHK. YcnoBus npoenenus peakiuii: 95 °C — 300 c, 40 mqukinos (95 °C — 20 ¢, 58 °C —
15¢,72°C—-15¢),95°C—- 10¢, 65°C—-60c, 97 °C — 1 c. B pabote ucnosb3oBaiu 96-
nyHounblt ammudukarop LightCycler 96 (Roche, IllBeitapus). OTHOCUTENIbHBIN
YPOBEHb MPEACTABICHHOCTH TPAHCKPUIITOB aHaIM3upoBainu B mporpamme LightCycler 96
SoftwareVersion 1.1 win paccuntsiBamu mo gpopmyne R=NOgene/NOref=2(Caref-Cagene) ppe
NOgene — HauanbHasi KOHIEHTpalUs MaTpull uccienyemoro reHa, NOref — HauanpHas
KOHLEHTpauus MaTpull pedepeHcHoro rena, Cqref — 3Hauenune Cq pedepeHcHoOro resa, a
Cqgene — 3nauenue Cq uccienyemoro rena (Sergienko et al., 2022; Khalilova et al.,

2023).
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Ta6a. 5. IIpaiiMmepsbl, HCIOJIB3yeMble 1JIsl ONpeAeIeHHs CO/lepPKaHusI TPAHCKPUIITOB

AtFlotloe, AtFlotlko, AtAHAI n AtAHA2

HasBanmne HyxkJiieoTuanasi mocjie10BaTeJIbHOCTD, 5'— I'ennri
npaiMepos 3
FlotRT F GGAACCGAAGCAAGTGACTC
AtFlotl (nns
FIotRT R TTCGCATGGATGTTCAACCAC myTanta Atflotloe)
FlotRT F GGAACCGAAGCAAGTGACTC
FlotRT R2 TTC GCATGGATGTATCTTCAACCAC AtFlot] (13
- myTtanTa Atflotlko)
ACT2F CTTGCACCAAGCAGCATGAA
ACT2
ACT2R CCGATCCAGACACTGTACTTCCTT
At AHAIL F1 AGGTGTGATTTGGATTTACAGT
AHAI
At AHA1 R1 CTGTTGTCAAACAAGCTGG
At AHA2 F1 CTCAACTTGTTTGAGAACAAGACGGC
AHA2
At AHA2 R1 GGCTGTAAACCGTGAAGTGTCC

2.4.8. OnpenesieHne cogepxaHuss MeMOPAHHBIX 0€JIKOB

Conepxanue 0enka Onpeessuii ¢ OMOIIbI0 OUIIMHXOHUHOBOTO METOJ1a, UCTIOb3YsI

Habop (Pierce BCA Protein Assay Kit, Thermo Fisher, USA) cornacHo pekomeHaanusm

npousBoauTenss. ONTUYECKYIO TJIOTHOCTh pacTBopa u3mepsuiu ¢ nomoiibio 511 UV/Vis

Spectrophotometer (Portlab, BenukoOputanusi) nmpu A = 562 um. KanubpoBounyro

KPUBYIO CTPOWJIU, UCIIOJIb3YS OBIYMII CBIBOPOTOUHBIN aIbOyMHUH.

2.4.9. Boiteienne MeMOpPaHHBIX (paKuuii, 000rameHHbIX MJIa3Maa1eMMOM, U3

opraHoB A. thaliana metoaom pa3aejieHusi MeMOpaH B BOJHOI ABYX(a3HOii

MOJIMMEPHOI cucreMe

[Tonyuenne memOpaHHbIX (PpaKIUil U3 OPraHOB pacTeHUil A. thaliana oCymIECTBISIIN B

BOJHOW JIByX(pa3HOHM cUCTEME MOJUMEPOB, corslacHo Metonauke (Larsson et al., 1987) ¢
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HEOONpIIMMH MOAHPUKAIUAMUA. PO3ETKM JUCTHEB M KOpHEW MOMEUNAIM B Cpeay
¢dukcanuu, oxyaxaeHHyo a0 +4 °C, Ha 15 MUH C 1eJbI0 OCTAaHOBKH BE3UKYJSIPHOTO
TpaHcnopTa. PacTUTeNbHBIN MaTepuan NpocylnBaiu GuIbTpoBaIbHON Oymaroi npu +4
°C, cMemmMBaIM CO Cpelod ToMoreHe3aluu B OTHomeHun 1:2 (00beMm cpenbl
TOMOTEHHU3AIMHU K CBIPOMY BECY PaCTUTEIIBHOTO MaTepuana) ¢ nooasienueM 1 MM PMSF
HEMOCPEJCTBEHHO Nepe]l HayaloM padoThl. TKaHM pacTeHWil pa3pyllald C MOMOUIBIO
onennepa SUPRA HBS-123 (Kurait) B Teuenue 40 cex mpu 12 000 o6 / mun. ['omorenar
MIPOLIEKUBAIU 4yepe3 2 cios TKaHu, ueHTpudyruposanu npu 10 000 g npu +4 °C B
tedenre 15 muH. CynepHarant pa3daBisuid (a3oBbIM Oydepom M LEHTpUPYTHPOBAIU
npu 186 000 g B teuenue 40 mun Ha nentpudyre Beckman 70 Ti (Porop TYPE 42.1).
CynepHaTtaHT yJaisuld, OCaJKU MHUKPOCOMAJbHBIX (PAKIUN pEeCyCcleHIUpOoBad B
¢dazoBom Oydepe. [ns paznenenuss MmemOpaH Ha cyOdpaklMHM HCIOIb30BAIA BOAHYIO
IByX(a3Hyr0 MOJIMMEPHYIO CHCTEMY, CMEIIMBAas €€ C MOJYyYEHHbBIMHM MUKPOCOMAaMH B
otHomiennn 1:3 (o / o). Cmecp ABYyX MOJMMEPOB TOTOBWJIACH MPEIBAPUTENILHO, B
otHomennu 1:1 myrem ux pactBopenus B ¢azoBoM Oydepe (10 uacteit). Conepxanue
KaXJIOI0 M3 IOJMMEPOB B IOJYYEHHOM CMECH COCTaBIIO 6.2 BECOBBIX IPOLIEHTOB.
Pa3nenenue cmecu Ha aBe (a3bl OCYIIECTBISIN LeHTpUdyrupoBanueM (uentpugyra K-
23, Janetzky, T'ZIP) 5 mun mpu 2 500 o6 / mun. CynepHaraHT, OOOTraIieHHbIN
I1a3MaaeMMoOM, OTOMpaIu U pa30aBisuIM CPEoN CyCIEHAUPOBAaHUs HE MEHee, yeM B 4
paza, nentpudyruposanu npu 186 000 g 40 mun na nentpudyre Beckman 70 Ti (Porop
TYPE 42.1). IlomyuyeHHble OCaaKH PECYCHEHAUPOBAIM B CpPEIE CYCHEHIUPOBAHUS.
CycneH3un MeMOpaHHBIX BE3HMKYJ pa3/eisuld Ha aJMKBOTHI, 3aMOPAKUBAJIA B JKUJKOM

azore u xpanw npu —70 °C. CoctaB cpell IpuBeieH B Ta0I. 6.
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Tabu. 6. CocTaBbl cpej, HCNIOIb30BABIINXCSH /ISl BblleJIeHUs MeMOpPaHHBIX Gpakuui

Ha3sBanue cpen

KoMmmnoneHTBI

Cpena ¢ukcanuu

300 MM caxapo3za
100 MM Tpuc — HCIL, pH 8.0

Cpena roMoreHu3anuu

300 MM caxapoza

100 MM Tpuc — HCIL, pH 8.0
10 MM D/ITA-Na;

0.6 % PVP K30

5 MM K>2S,05

SMM ATT

1 MM PMSF

da3oBsIii Oydep

300 MM caxapo3za

5 MM kanmii-pocarusiit 6ydep pH 7.8
3 MM KCI

1 MM JUIT

0.1 MM DJITA

Cpena cycrneHaupoBaHus

300 MM caxapo3za
5 MM ©6uc-tpuc-nponan — Mes pH (7.2)
0.5 MM DJITA-Na

Taba. 7. CocTaB pacTBopoB / 0y(hepoB, HCNIOJIb30BAHHBIX /IJIl IPOBEACHUS
3j1eKkTpodope3a GeJIKOB B MOJHAKPUIAMHIHOM rejie

Ha3Banue pacrBopa / 6ydepa

KoMnoHneHTDBI

5x Dnekrpoansiii Oydep, pH 8.3

379 Tris
180.2 r roumua
10r SDS /1 1 H,O

30 % pactBOp akprinamuaa (mix)

29.2 r akpunamuaa
0.8 r merunen-6uc-akpunamuaa / 100 mi
HO

Bydep nns KOHIIEHTPUPYIOIIETO Tes

1.0 M Tris-HCI, pH 6.8
10 % SDS

30 % axpwmiamuy (mix)
10 % APS

TEMED, 1 /1000 (o / o)

Bydep nns paznensiroriero rens

30 % axpuiamuy (mix)
1.5 M Tris-HCI, pH 8.8
10 % SDS

10 % APS

TEMED, 1 /1000 (o / o)
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2.4.10. DuekrTpodope3 0e1KOB B NOJTHAKPUIAMHTHOM reje

OnekTpodopes O0enkoB MeMOpaHHBIX Ppakiuii ocymiecTBasn o Jlammin (Laemmli
et. al., 1970). Konuentpauuu akpunaMmuja B pasfeistoiiemM reine cocrapisuia 13.5 %, a B
KOHIIeHTpupytoieM rene 5 %. Ha nopoxky HaHocuiau mo 1 MKr Oeika MeMOpaHHBIX
¢bpakuuit. Paznenenue OenkoB  ocymiecTBIsiM  npu  Hampsbkenuun 100 B B
KOHIEHTpUpyromeM reie u 135 B B pazgenstomem rene. st mpuroToBieHus reist U

MIPOBEIEHUS EKTPOodope3a ObUIN UCTIONb30BaHbI CIEAYIOIINE PACTBOPHI (Ta0I. 7.).

2.4.11. BecTepH-0JIOTTHHI M €r0 BU3yaJIU3aLUsA

[Tocne anexTpodopesa, HUTPOIEIUIIOIO3HYI0 MeMOpaHy ¢ nuameTpoM nop 0.45 MKM u
pa3ieNAoNIni Teyib IpeaBapUTEIbHO HHKYOUpoBan B Oydepe s mepeHoca OelKOB B
teuenue 10 mun. [lomycyxoit nepeHoc 0EIKOB C refisi Ha HUTPOLEIUTIOI03HYI0 MEMOpaHy
OCYILECTBIISIA C MOMOIIBI0 TpaHcOnoTTepa Semy-Dry (Xenukon, Mocksa, Poccust) npu
Toke 100 MA B TeueHue 1 4. cormacHO peKOMEHIalusIM Mpou3BoauTens npudopa. [locne
nepeHoca OelkM Ha MeMOpaHe BH3yaJu3MpOBaIM IyTeM MX OKpammBaHus Ponceau S.
[Tocne aToro mem6pany ormeiBanu B 1x 6ydepe TBS / Tween (Tabu. 8.) u o6padbarsiBasin
OJoKkupyroImKUM pacTBopoM B TeueHne 30 MUH BO H30€kXaHHE Hecnenu(puyecKoro
CBSI3bIBaHUsI OCJIKOB ¢ MeMOpaHoil. MemOpany otMmbiBaniu 1x Oydepom TBS / Tween 3
paza mo 5 MUH M UHKyOHMpoBaiu 12 yacoB ¢ mokauuBanueM npu +4 °C B pacTBOpe
MEPBUYHBIX MOJUKIOHAIBHBIX aHTHTel K H'AT®aze (Agrisera), pazoasieHubx B 1000-
1500 pa3 pactBopom 1 % BSA, mpuroronenHoro Ha 1x Oydepe TBS / Tween.
MeMOpaHy OTMBIBaJIM OT NEPBUYHBIX aHTUTEN B 1X Oydepe TBS / Tween 2 pasza no 10
MUHYT U UHKYOHpOBaJIM ¢ TOKaYMBAaHUEM 2 yaca B PACTBOPE BTOPUYHBIX aHTUTEN IpH +4
°C. PacTBOp BTOPUYHBIX aHTUTEN, KOHBIOTHPOBAHHBIX C MEPOKCHUIA30M XpeHa (aHTUTENA
KO3bl K MMMyHornoOynuHam kponuka, «MIMTEK»), Ob11 pasbaBnen B 2500 pa3 1x
oydepom TBS / Tween, cogepxkaium obe3xupennoe cyxoe moioko (Nestle, CIIIA) (5
%). Ilocne aToro memOpany npomsiBasii B TeueHue 10 mun 2 paza 1x Oypepom TBS /

Tween, 3arem 3 paza nmo 10 MHMH JUCTWUIMPOBAHHOW BOJOW W IPOBOJIMIHN
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XEMHUJIIOMUHECIICHTHYIO JETEKIHIO OETKOB Ha MEMOpaHe C MCIOIb30BAHUEM JTIOMUHOJIA,
p-KyMapoBoil kucioThl M Tnepokcuga Bogopona (Litovchick, 2013). Mem6Opany
nHkyOupoBanu B pactBope ECL 1 munH c mokauuBanueM. CoCTaB HCHOJIb30BaHHBIX
pacTBOpOB IpuBe/eH B Ta0n. 8. MemOpaHy nojacyumuBaiu QuibTpoBaIbHOW Oymaroi u
JNETEKTUPOBAIIM JIIOMUHECHEHTHBIA curHai Ha npuoope «ChemiDoc™ XRS+ System»
(Bio-Rad). OtHocutenbroe konudectBo H' -AT®a3pr P-Trma B MeMOpaHHBIX (QpaKIHsX,
oboramennsix [IM, ompenensny Mo WHTEHCHUBHOCTH WMMYHOPEAKTUBHBIX IIOJIOC Ha
BectepH-0m0Tax O€NKOB 3TUX (pakiuii, HCIONb3ys NPOrpaMMHOE OOecredyeHue
ImegeLab x ykazannomy npubopy. Ha nmoposkkax BbeIOMpanu o0JaacTh, COAEPKAIILYIO B
OJM3KO pACIIOIOKCHHBIE OCHOBHBIC IOJIOCHI, COOTBETCTBYyome u3zodopmam H'-

AT®a3sl ¢ monekysipabiMu Maccamu 100 u 115 x/la, cooTBETCTBEHHO.

Taou. 8. CoctaB PacTBOpPOB, HCITOJb30BABIIUXCH 1JISI IPOBECACHUSA Be(!TepH-ﬁ.]'IOTTI/IHl"a
H BU3yaJIu3allun 0eJIKOB

Ha3Banue pactBopos / 0y¢pepos KoMnoHeHTBI
ECL oydep (pactBOp TUTST
BU3yaJIM3alluU OeJIKOB
XEMUITIOMUHECIIEHTHBIM MeTOZI0M) 10 Mt K 10 M 100 MM Tris-HCI, pH 8.5
N00aBIISIIN:

30 mxa 3 % HoO»
50 Mk 250 MM momunoina (8 DMSO)
25 Mk 90 MM p-KyMapoBO#l KUCIOTHI (B
DMSO)
48 MM Tris
Bydep nns mepenoca 6enkoB 39 MM runmH
0.037 % SDS
20 % sTaHOon

Ponceau S x 10 (pactBop miis 3 % yKCcycHasi KUCIIOTa
OKpaIIvBaHus OEIKOB) 0.2 % Ponceau S
Paz6asmsim no 1x

20 MM Tris-HCI, pH 7.4

1x 6ydep TBS / Tween 70 MM NacCl
0.1 % Tween-20
bioxupyromuii pactTBop 5%  o00e3XKHpEeHHOE  CyXO0€  MOJIOKO,

npurotoBieHHoe Ha 1x Oydepe TBS / Tween
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2.5. Onpenenenne cogep:xanus uonos K*, Na* B pacrenusx

Kopan u nucTes B3BemIMBalIM M BbICYyIIMBaNM npu Temmepatype 95 °C no
MIOCTOSIHHOTO Beca. BpICyllIeHHbIE OpraHbl B3BEIIMBAIM M PAcTUPAIM B CTYNKE 0
nopoikooopazHoro cocrosiuus. [lopomok cycnenauposanu B Boje (100 mr / 10 M MQ
H>0), cycneH3uio KUMATHIM W OXJaXJadd J0 KOMHATHOM TeMIeparypbl, IMKJIIbI
HarpeBaHMsI-OXJIaXACHU NoBTOpsan 3 pasza. CycneH3uio (GUIbTPOBAIU U B (UIBTpATE
onpenensiin Kouentpauu K, u Na® ¢ momoripto miamenHoro goromerpa GIIA-2-01

(OAO 30M3, Poccus).

2.6. Mukpockonust

2.6.1. UccnenoBanue yJbTPacCTPYKTYPhI KJI€TOK KOPHEH MHTAKTHBIX POPOCTKOB

U CYCIIEH3UOHHOM KYJabTYpbI A. thaliana

VYABTPaCTPYKTYpy KIETOK H3y4YalH C IOMOIIBI0 TPAaHCMHUCCUOHHOW 3JEKTPOHHOM
Mukpockonuu (TOM). B skcnepuMeHTax Ha HMHTAKTHBIX MPOPOCTKAX HCCIEI0BAIN
KJIETKH DBIUAepMbl M KOpbl KopHed. CerMeHThl KOpPHEH 5-IHEBHBIX HPOPOCTKOB
pasMepoM 2 — 3 MM, BBIPE3aHHBIX Ha PACCTOSSHUM | — 2 MM OT KOHYHMKA KOPHS
¢ukcupoBanu B 2.5 — 3 % (o / 0 ) rmyTapoBoM aibAeruje B TedeHue Houu npu +4 °C u
3areM godukcupoBaivd B 1 % (0 / 0) OsO4 (3 u. mpu +4 °C). dukcupyroume pacTBOpbI
roroBwiIH Ha 50 MM kokagmiatHom Oydepe, pH 7.0 (OsO4 u xoxkagunar HaTpus Sigma-
Aldrich®). 3adukcupoBaHHBII pPACTUTEIBHBIM MaTepuanl 00E3BOXKHBAIM B PACTBOpax
3TaHOJIa Bo3pacTarouiei KoHueHTtpauuu oT 30 10 96 oO0bEeMHBIX MPOIEHTOB U Jajiee B
cmecu 100 % nsranona u 100 % anerona B cootHomeHuu 1:1. 3aduxcupoBaHHBIN U
00€3BOKEHHBII MaTepua MoCJIeI0BaTEIbHO MPOBOAMIIN Yepe3 Psii cMecel AMOKCUIHON
cmonbl  Epoxy Embedding Medium, Fluka u 100 % ameroHa c¢ mnocTeneHHO
Bo3pacTatouieil jonei cMmonbl. OOpa3ibl 3aJuMBajid B 3TY CMOJY, MOJIMMEPU30BAIIN MPU
37 °C B TeyeHwe CyToK, a 3areM npu 56 °C B TedyeHHe NABYX CyTOK. Dukcanuio,
00€3BOKMBAHME W 3aJMBKY B 3MOKCHJIHYIO CMOJIy KIETOK CYCIIEH3MOHHOW KYJBTYpPbI

MPOBOJWJIM TakUM K€ o0O0pa3oM. YIbTPATOHKHE Cpe3bl MOIy4YaId C IOMOUIBIO
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ynbTpamukporoma C. Reichert Om U3 (Asctpusi). Cpesbl momemniaiym Ha CETKH,
oOpabaThiBajIy ypaHWJIALETaTOM MO CTaHJAPTHOM METOJWKE M MpOCMATpPUBAIU B
TPAaHCMUCCHOHHBIX 3JEKTPOHHBIX MuKpockonax JEM-1400 (JEOL Ltd., Slnonus) win
Libra 120 (Carl Zeiss, I'epmuus). ns nmomydeHuss MOpPOMETPUUECKUX TMOKa3aTelen
ucnoiaszoBasu nporpammy ZEN-2012 AxioVision Rel. 4.8, unctpyment «Outline» (Carl

Zeiss, 'epmanmus).

2.6.2. Iloryiomenue 3JHAOUUTO3HOIO 30H1a FM4-64 KOpHAMHU IPOPOCTKOB

Kopnau 5-naeBHBIX npopocTKOB A. thaliana AT n ero myrtantoB Atflotlko u Atflotloe
norpysainu B xkuakyto cpeay 2 MC (pH 5.8) n unkyouposanu npu 21+2 °C. B HyneBoit
MOMEHT BPEMEHHM B Cpeay BHOCWIM 3HIOLUTO3HBIA 30HI FM4-64 (Molecular Probes,
Eugene, OR) u NaCl B xoneunbix konnentpamusx 2 MkM u 100 MM, cOOTBETCTBEHHO,
ninu ToJibko 2 MkM FM4-64 B citywae xkontpons. YUepes 2, 5, 10, 15, 20, 25 u 30 mun
MHKYOaIM1 U3MEPSIIM MHTEHCUBHOCTh (uryopecueHunn FM4-64 B knerkax kopueit. Jlis
3TOr0 KOpPHU OTMbIBaJIM OT HapyxHoro FM4-64 norpyxenuem B 2 MC (pH 5.8) u
ONpEENsId  MHTEHCUBHOCTh  IOIVIOIMIEHHOIO  KOpPHSAMU 30HJa C  IOMOIIBIO
snudiyopecuieHTHOoro  Mukpockona Axiolmager Z2 (Carl Zeiss, I'epmanus).
Cratuctuueckyro oOpabOTKy AaHHBIX MPOBOJWIM C MOMOILIBIO Mporpammbl Microsoft

Excel 2007.

2.6.3. Oonapy:xenune Na™ B Be3uKyJIaxX CyCHeH3HOHHOM KyJIbTYPbI KJIETOK A.

thaliana nytem ko-nokaauzanuu FM 4-64 u ANG-2 TMA

Houst Na® B Be3ukyngax KICTOK CYCICH3MOHHOW KynbTypel A. thaliana
UIACHTU(PUIUPOBATIN IMYTEM ONPEIACICHHUs] KO-JOKAIM3alMU JIBYX (IyOpeCUEHTHBIX
30H70B FM 4-64 u ANG-2 TMA B Henponukaromeil yepe3 memOpanbsl ¢opme (TEF
Labs, Octun, Texac). UeTbIpex THEBHYIO CYCIIEH3MOHHYIO KYJIbTYpy KIETOK 00beMoM 50
Ma ueHTpudyrupoBaiu npu 1400 g B TeyeHMe 5 MHH, NPOMBIBAIIM OJUH pa3
peakimonHoit cpenoit (1 % pactBop caxapo3ssl (M / 0), npurotoBieHHbld Ha MC u
3a0ydepennsiii 50 MM BTP-MES, pH 8.0) u cycnenaupoBanu B 2.5 MJI peakIIMOHHOU
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cpeabl. Knetku oxnaxkpanu Ha Jbay B TedeHue 15 muH u noGaBnsmu FM 4-64 B
koHeyHoU koHueHTpauuu 4 MkM. Yepe3 10 munyt BHocunu NaCl u ANG-2 TMA no
KOHe4YHbIX KoHueHTpauuu 100 MM u 4 MxM, cootBeTcTBEHHO. KeTOUHYI0 CyCcHEH31UI0
nepenecnu B temio (22 °C). Yepes 0, 5, 30, 60, 90 u 120 MuHyT OTOMpANU aqTUKBOTHI,
uentpudyrupopanu npu 1400 g B TeueHHe 5 MHH, TPHKIBI MPOMBIBATN XOJOAHOU
PEaKLMOHHON Cpeol M aHAIM3UPOBAIU KIIETKH C MOMOIIBIO 3MHU(IyOPECHEHTHON WIN
KOH(QOKaIbHONH  MHKpoCcKOmuHU. [l  wucciienoBaHusl  yIbTPACTPYKTYPHl  KIIETOK

HCII0JIB30BAIM MMPOCBCUYUBAIOIIYTIO BHGKTPOHHOﬁ MHKPOCKOIINH.

2.6.4. DnuduryopecueHTpas 1 KOH(POKAIbHAS JIa3ePHO-CKAHUPYIOLIAS

MHUKPOCKOIIUA

B cnyuyae snuduyopeclieHTHON MHKPOCKONHUU M300pa)KEHUs MOJIy4ald C MOMOIIbIO
Mukpockona Axiolmager Z2, cuabxenHoro oosexktuBoM EC Plan-Neofluar x 40 / 0.75
M27 n moHoxpoMmHOU IdpoBoi kKamepoil AxioCamMRm, ucnonb3yst nporpammHoe
obecnieuenne AxioVision 4.8 (Carl Zeiss, ['epmanus).

Kpacnywo ¢uyopecueniuto FM 4-64 nerekTupoBasid ¢ MOMOIIBI0 Habopa (UIBTPOB
14 (Aex = 510 — 560 HM, Aem = 590 HM), 3enenyio dayopecuenunio ANG-2 TMA
JNETEKTUPOBAIIU C MOMOIIBI0 Ha0opa GUIbTPOB 44 (Aex = 455 — 495 HM, Aem = 505 — 555
HM). VHTeHCHBHOCTH (DIIyOpecleHIMN 30HAOB B OTAEJBHBIX KIETKaX OLIEHUBAIH C
nomolieto nporpammuoro obecneuenust ZEN Blue (CarlZeiss, I'epmanus), ucnomnb3ys
uHCTpyMeHT Spline. i pacyeToB cpeaHeld HMHTEHCUBHOCTH (DIyOpPECUECHIIMU U
CTAaHJAPTHBIX OTKJIOHEHUN ObUIM HCTOJIb30BaHbI OT 30 10 50 M300pakeHUN OTACIBHBIX
KJIIETOK B KaxaoW moBTopHOCcTH (n = 3). M300pakeHusi, MoJy4yeHHBbIE C IMOMOIIbIO
Axiolmager Z2, Tak:xe ObUTM TPOAHAIU3UPOBAHBI, HCIIOJIb3Ys TPOTPAMMHBIA MOJTYJIb KO-
nokanuzanuu AxioVision 4.8, yTo MO3BOJISLIO MOJIyYaTh Ipapuueckre n300paxeHus Ko-
JOKanu3anuu B BujJe rpaukoB paccesHus. KonnuecTBeHHas OLEHKA KO-JIOKAJIU3ALHUU
ObLi1a TaKXe IpoBeJeHa, aHanu3upys koddduuuents! [lupcona u Mannepca (Manders et
al., 1993; Zinchuk et al., 2007). B caydyae KkOH(pOKaIbHOM MHUKPOCKONHUH OBLI

WCIIOJIBb30BaH  Jla3epHO-CKaHupyomuii  Mukpockon LSM-710-NLO, ocHaieHHbIN
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MacJsHbIM UMMEpPCUOHHBIM 00beKkTHBOM Plan-Apochromat x 63/1.4, u nmporpaMMHbBIM
obecnieuenniem ZEN 2010 (CarlZeiss, I'epmanus). 115 aHanm3a KIETOK UX IEPEHOCHIH B
cTepuiibHble Yamku lleTpu ¢ TOHKMM CTEKJISHHBIM JHOM. CHUrHasbl (uIyopecueHUun
PETHCTPUPOBATIM B  KOH(POKAIBHOM peXUME C JByMS (POTOYMHOXKHUTEISIMH U
TUXpOoUYHBbIM cBetoenuTeneMm 488 / 561 u xondokanbHOM nuadparmort quamerpom 46
MKM. Pasmep mzoOpaxenuii coctaBimsur 1024 % 1024 nukceneit (132 HM Ha mHKCenb),
CKOPOCTh CKaHHpoBaHMs Oblna 1.27 Mkc Ha nukcenb (1.33 ¢ Ha uzobOpaxenue). Curnan
FM 4-64 Bu3yanu3upoBaiu Npu Aex = 561 HM, Aem= 595 — 730 HM, a curnan ANG-2 TMA
pH Aex = 488 HM, Aem = 490 — 555 HM™.

2.6.5. Biusinne HHTHONTOPOB BE3UKYJISIPHOTO TPAHCHOPTA Ha colep:xkaHue Na* B

KJIETKAX CYCINIeH3UOHHOM KYJIbTYPHI A. thaliana

Kierkn 4-x JHEBHOW CYCIIEH3MOHHOM KyJbTYpbI, BBIPAlllCHHBIE B  Cpele
KyJnbTuBUpOBaHUs 0e3 nobasneHusi NaCl, ocaxxnanu uentpudyruposanuem npu 1400 g
B TEUYEHUE 5 MUH, IPOMBIBAJIM OJIMH pa3 peakUUMoHHOU cpenoi, (1 % pactBop caxapossl
(M / o), nmpuroroBinenHbli Ha MC wu 3a0ydepennsiii 50 MM BTP-MES, pH 8.0).
Cycrnensuto KJIETOK KoHIeHTpupoBainu 10 20% oObema yruioTHeHus kietok (o / o). K
anukBoTtaMm, o0bemoMm 10 M, A00aBISUIM WHTHOUTOPHI BE3UKYJSAPHOIO TpPAaHCIOPTA
Opedpenmun A, wuxkapyramMuniH u BopTtMmaHuH (Sigma-Aldrich) B KOHEYHBIX
koHueHTpauusax 178, 10 u 30 mxM cornacuo (Shpetner et al., 1996; Emans et al., 2002;
Ritzenthaler et al., 2002; Bandmann & Homann 2012). HMcxoaHble CTOK-pacTBOPbI
WHTUOUTOPOB TOTOBWUJIM B METaHOJE WM JauMeTwicynbhokcuae. PacTtBoputenu B
COOTBETCTBYIOLIMX OOBEMax J00aBIsUIM K KJIETOYHBIM CYCHEH3UAM KOHTPOJBHBIX
BapuaHTOB. CyCIEH3UH KJIETOYHOU KyJIbTYPhl OXJIAXK/IadU Ha JIbJy B T€UEHHE 15 MHH U
BHocuin NaCl no koneuHoil kouuentpauuu 100 MM, nmepeHocuiv Ha IHIeHKkep U
MHKYOMpOBaIu MpHU MOCTOSIHHOM nepememinBanuu 110 00 / mun npu 26 °C B Teuenue 3
4. 2.5 MJI aJUTKBOTHI (PUIBTPOBAJIU Yepe3 CTEKIOBOJIOKOHHbBIE (uibTpbl (Whatman,
Maidstone, BenukoOpuranus) B 4 noBTOpHOCTAX. OTHUIBTPOBAHHBIE KIETKU TPUKIbI

npombiBaiy 2 MM CaCly u 3kcTparupoBanu noHsl Hatpus B Boge npu 100 °C B TeueHue
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30 muH. KoHueHTpamuioo HOHOB HATpus B DOKCTPAKTaxX OINPEHCIUIM, HCIOJIb3Ys

mameHnbiit porometp (PITA-2-01, Ceprues Ilocan, Poccus).

2.7. CTaTHCTHYECKUI aHAIN3

Craructuyeckyro 00paOOTKy TIOJYYEHHBIX JIA@HHBIX MPOBOJMWIM C IOMOIIbIO
0JIHO(AKTOPHOI'O JIMCIIEPCUOHHOIO aHajiu3a, UCIosb3ys nporpamMmy Microsoft Excel
2010. JlaHHble NpeACTaBIEHbl KaK CPEIHUE 3HAYEHUS M UX CTaHIAPTHBIE OIIMOKH.
JIOCTOBEpPHOCTh pPAa3aW4YMi MEXKIYy MYTAaHTHBIMM pacTeHussMH H pacteHusmu [T
olleHMBaJIU 1O t-Kputeputo CThIOIEHTA MPU pa3HbIX 3HaUEHUsAX BeposiTHocTu: p < 0.05 -

(*), p<0.01 - (**), p<0.001 - (***),
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TJIABA 3. PE3YJIbTATHI HCCJIEJJOBAHUI U UX OBCYKIEHUE

3.1. YuacrTue 6e1xa MeMOpaHHbIX HaHOAOMeHOB AtFlotl B BesukyJasipHoM

tpancnopte H-AT®a3p1 P-Tuna y A. thaliana B ycj0BHsIX C0JIEBOT0 CTpecca

JUis  MOCTMKEHHWS TIOCTaBICHHOW B paboTe menu psix  3a4ad  pemaics ¢
UCIIOJIb30BAaHUEM JIBYX MYTaHTOB A. thaliana mno rteny AtFlotl (GK-467G04),
MOJy4YeHHbIX Ha ocHOBe Odkotuma Col-0 myTeM HWHCEPUUOHHOTO MyTareHesa.
[IpenBapurensHo 3t MyTaHThl Atflotloe (CS444812GK) u Atflotlko (SALK 205125C)
ot oxapaktepuzoBanbl Hamu (Khalilova et al., 2020; Khalilova et al., 2023). Huxe

MNPpHUBOANTCA UX OIMMCAHUC.

3.1.1. XapakTepucTuKa HHCEPUHNOHHBIX MYTaHTOB Atflotloe n Atflotlko

3.1.1.1. KoopauHaThl BCTABOK U NIPOBEPKA rOMO3MIOTHOCTH MYTAHTHBIX JMHHH

JUis mpoBepKU HaaM4Ms BCTaBOK y 00OMX MyTaHTOB Mcmnojb3oBanu meron I[P, a B
kaduectBe MaTpuilbl TeHoMHYI0 JIHK. Cornacno undopmanmu, copepkaiieiics B 0aze
nanHblx TAIR, mytant Atflotloe conepxur BcraBky T-JJHK B mpomorope rena. B
pesynbrare nposeAeHus [P Obun nmomydeHsl aMIuIMKOHBI pazMepoM npumepHo 1080
IL.H. aja mytantHoro ajiens Atflotloe n 1040 m.H. ans amnens JT. O6e xpomocombl
colepXaiau BCTaBKy B TeHe AtFlotl, 4TO yKa3blBa€T Ha TOMO3UTOTHOCTH JAHHBIX
pactenuit Atflotloe mo wMyrtantHOoMy amento (puc. 14a). Jlna Oosiee TOYHOrO
ONpe/eNIeHUs KOOpJAWHAT pacnojiokeHuss BcTaBku [ILIP-pparMeHT cekBeHHpOBalIu.
Okazanoce, uro BctaBka T-JIHK pacnonoxena B monmoxkenuu (— 91 m.H.) oT crapra
TpaHckpunuuu (puc. 14B).

Y wmytanta Atflotlko, coriacHO naHHBIM, TNpUBEACHHBIM B 0Oaze gaHHbIX TAIR,
BcraBka T-JIHK nHaxoautcs B monoxkeHuu (— 10 IM.H.) MO OTHOIIEHHUIO K CTaPTOBOMY
KoJloHy reHa AtFlotl, a neBast 6opnepHas nocienoBarenbHocTh (LB) y aToro myranra
pacmojio’)keHa B IPSIMOM HANpaBJIE€HUU O OTHOUIEHHIO K HyMEpaluu HYKJIEOTHIOB B
xpomocome. B pesynbrare mpoBenenus [ILIP Obp1 mosiydyeH aMIIMKOH pa3MepoM

npumepHo 5315 n.H. mis myrtantHoro amnens Atflotlko n 1040 nns amnens AT (puc.
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146). Jlns TOYHOrO OmpeNeNeHHs] KOOPAWHAT PacHoOJIOKEHHsS BCTaBKHM B I'€HE Hayallo
nonyuennoro IIIP-¢pparmenta cexBenupoBanu. Oxazanoch, yto BctaBka T-JHK y
MyTaHTa Atflotlko HaxoauTCs B KOHLE MEPBOrO AK30HA B MOJIOKEHMHM 321 1.H. mocie
(downstream) crapr-koaoHa, a LB pacnonaraercss B HalpaBi€HHH, TPOTUBOIOI0KHOM
HyMEpalUd HYKJIEOTUIO0B B XxpoMocoMe (puc. 14B). Y myrtantHbix pactenuil Atflotlko
TaKxke 00e XxpoMocombl cosiepxkanu BecraBky T-JIHK, cBueTenbcTBys 0 rOMO3UTOTHOCTH
JTAHHBIX PACTCHUMU.

(a) 3 (©)

1 2
T M oe

5315 n.H.

1040 m.8. 1080 m.1.

1014 n.g.
(B) Atflotloe Atflotlko
LB-GK

RB LB LB RB

5007 10007 15007 20007 25007
I - - - — ——
POMOTOpP S'HTO 3'HTO
Flot1f Flotl_9F18 ﬁ)tlr Flotlmut  Flotl_761R18 FlotRT_F  FlotRT_R2

Puc. 14. Crpykrypa rena AtFlotl v pacnionoxenue BctaBok 1-/[HK y mytantoB Atflotloe n
Atflotlko. (a) OmnpeneneHue TroMO3UTOTHOCTH TO reHy AtFlotl B wmytante Atflotloe ¢
ucnosbp3oBanueM napsl npaiimepoB FLotlmut u LB-GK na BctaBky T-JIHK u naps! npaiimepos
Ha aukuii Tan Flotlf u Flotlr. Ilpu ucnonws3zoBanuu JJHK JIT cunTe3upoBancs amIUIMKOH
pasmepom 1040 m.H. (mopoxkka 1), Ttorma kak npu Hamuumu T-JIHK(oe) obOpazoBbiBayics
amuiikoH pasmepom 1080 m.H. (mopoxka 3). (0) OmpenencHre TOMO3UTOTHOCTH IO TCHY
AtFlotl y mytanTtHbIX pactenuil Atflotlko ¢ ucnonp3oBanueM mnapsl npaiimepoB Flotl 9F18 u
Flotl 761R18. Ilpu ucnonszoBanuu JJHK JIT cunTesupoBaiics aMIummkoH pazmepom 1014 m.H.
(mopoxka 1), Torma kak npu Hammuuu BcraBku T-JIHK (ko) oOpasoBbiBasics aMIUIMKOH
pasmepoM 5315 m.H. (mopoxka 3). (B) Pacnonokenue (QpyHKIIMOHAJIBHBIX JJIEMEHTOB B TCHE
AtFlotl. TeMHBI NPSIMOYTOJIBHUK W TEMHAsl CTpesKka — 1-bIif U 2-0i SK30HBI, COOTBETCTBEHHO;
cepple TPSMOYTOJIBHUKA — HETpaHCIHpyeMble OO0NacTH; IMyHKTHpHAs JMHUS — WHTPOH;

TpeyronbHuky — BctaBku T-/IHK; yepHbIe cTpenku B HUKHEN CTPOKE — IOJI0KEHHUE PaiMEpOB.
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3.1.1.2. Ananu3 3xkcnpeccuu rena AtFlotl y pacrennii A. thaliana IT n myranToB

Atflotloe u Atflotlko

Dkcnipeccus reHa AtFlotl y pacrenuit Tpex nmunauil (Atflotloe, Atflotlko u IAT) A.
thaliana 6wuta uccnenonana (Khalilova et al., 2020) meromom xoiaumdectBennoi 1P B
peaJbHOM BPEMEHU B KOHTPOJIBHBIX YCIIOBUSIX U npu 8-yacoBoM JnerictBuu NaCl (puc.
15a). NaCl Baocunu B [1C B koneunoit konuentpauuu 100 MM. [lob6aBieHue XJI0pucToro
HaTpHsl IPUBOJIMIO K CTUMYJALMM TpaHckpunuuu AtFlotl B kopHsax pactenuid AT u
Atflotloe. Ilpu 3TOM OTHOCHUTENBHBIN ypoBeHb 3Kcnpeccun AtFlotl B 3TOM opraHe y
Atflotloe Obin cymectBeHHO Bbiie, yemM y T (puc. 15a). B nuctesix Hu myTtamus
Atflotloe, am npucyrctBue NaCl mpakTUYecKy HE BIIMSIIM Ha OTHOCHTEIBHBIN YpOBEHB
skcnpeccun AtFlotl (puc. 15a). Y Hokayt-mytanta Atflotlko wabnioganach JHUIIb
«OocTaToYHas» 3Kcmpeccus reHa AtFlot] B KOPHAX U JMCThSIX HA OYEHb HU3KOM YpOBHE

(puc. 156).

Atflotloe Atflotlko

—~
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~
—~
=)
~

N
Wi
,
],
o
(=]

- /(T

- T ke
. - /(T xopHI 5— za- Atflotlko

EZ2) - Atflot]oe kopHIt
- 1T miuetea
- Atflotloe nuctbs

b
b
15k 0.06 |
1.0 F b s I
0.5 F 02t
a € abab ab ab e i
0.0 _-@.1—15& o] i L V/] . V/]

KoHTposb 100 MM NaCl Kopnn Jhuctes

=
o
o0

20

(=
(=]
=

OTHOCHTENBHOE KOJIMYECTBO
TPaHKPHIITOB reHa AtFlot]
(=4
=3
=1

OTHOCHUTENIBHOE KOJIMYECTBO
TPAaHKPUNTOB reHa AtFlotl

=3
(=3
=}

Puc. 15. Dxcnpeccust rena A¢tFlot] B KOpHAX U TUCThAX 45-THEBHBIX pacTeHuil A. thaliana y
mytantoB AtFlotloe (a), AtFlotlko (6) u JIT. Pacrenns Boipamusanu Ha I1C /> Xornanma. B
ciyuae AtFlotloe (a) x IIC no6asmsuim NaCl B xoneunoit kouientpanuu 100 MM 3a 8 4 1o
aHanmu3a. B koHTponbHbIX ycnoBusx NaCl He mo6aBisum. DKCHEPUMEHTHI MPOBOIMWIA B TpPeX
OMOJIOTHYECKUX TOBTOPHOCTAX. B KaXAOH MOBTOPHOCTH HCIOJIB30BAJIM CMECh JIUCTHEB HWIIU
KopHe#t 20 oTaenbHbIX pacTenuil. [IpuBeieHsl cpeHie 3HAUSCHHUS U UX CTaHAapTHBIE OMIMOKHU (n
= 3). Pa3nble OykBbl 0003HAYAIOT CTATHCTUYECKH 3HAYMMBIC PA3JIMUMA MEXIY BapHaHTaMH

(ANOVA; P <0,05), onHakoBbie OYKBbI YKa3bIBAIOT Ha OTCYTCTBUE JTIOCTOBEPHBIX PA3ITUUMIA.
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3.1.1.3. ®enorun mytanToB Atflotloe u Atflotlko: pocToBble XapaKTepPUCTUKH,

coaepxxanue Boabl, moHOB Na™ u K* B opranax
9

Jlnst uccnenoBaHuss (PEHOTUIIOB JIBYX YKa3aHHBIX MYTaHTOB H3YyYallUCh: POCT,
yYpOBEHb OBOJHEHHOCTH TKaHEH, cojepkanue noHoB K' um Na' B KOpHSX U JIHCTBSX
pactenuit Atflotloe, Atflotlko w [T, BbIpalieHHbIX KaKk B MPUCYTCTBHM, TaK U B
orcyrctBue NaCl B muratensHoit cpeae (I1C) (Khalilova et al., 2020; Khalilova et al.,
2023). NaCl Buocunu B IIC B konuentpanusax S0 win 100 MM 3a 20 nHel 10 OKOHYaHUS
pocTa u cOopa BhIpaIlleHHBIX pacTeHUM ais aHanuza (puc. 16a, ). Hamumune NaCl B T1C
pacrenuit A. thaliana JAT wu wmytantoB Atflotloe wu Atflotlko He oKa3bIBajIO
CTaTUCTHYECKH JOCTOBEPHOIO BIMSHUS Ha CHIPYIO Maccy KOpHEH nmpu KoHueHTpauuu 50
MM, HO IPUBOAMIO K CHIXKEHUIO OMOMACChl 3TOTO OpraHa mpu KoHieHTpauu coiau 100
MM. CHuxeHue cblpoil Macchl ucTheB no aeiictuemM NaCl HaOnroa10Cch y pacTeHuit
Bcex Tpex Junuit kak npu 50, Tak u npu 100 MM NaCl B I1C (puc. 16 a, 6 B, e, Xk, 3.).

[Tonasnsromiee aeiictBue NaCl Ha poct nuctbeB mipu 100 MM ObL10 cHIIbHEE, YEM TIPU
50 MM NaCl. Mytauus Atflotloe B 1enoM okas3blBajla CTUMYJUpPYIOIIEE NEHCTBUE Ha
poct opraHoB A. thaliana (puc. 16a, 0, B). IloBbIIEHHBIH POCT KOpPHEH y MyTaHTa
Atflotloe nabmogancs B KOHTposIbHBIX ycioBusixX U npu 50 MM NaCl B I1IC, HO He nipu
100 MM NacCl, Toraa kak CTUMYJISIIUS pOCTA JINCTHEB Y ATOTO MyTaHTa MPOUCXONIIA KaK
B KOHTpOJIE, Tak U npu o0enx koHueHtpauusax NaCl B cpene.

Hoxayr-myrtanus Atflotlko He oka3piBana WHIHMOMPYIOIIETO JEHCTBUS Ha POCT
pactenuii. He Obuto OOHapyXeHO CTaTHCTUYECKHU JOCTOBEPHBIX pa3iMuuil B CHIPOU
Macce KOpHEH M JIMCThEB y HOKayT-myTaHTa M pacteHuil /[T, kak B KOHTPOJIBHBIX
yCJOBUSIX, Tak U nipH 3acosieHuu [1C (puc. 16 e, x, 3).

OBoAHEHHOCTh (COJEpKaHWE BOJBI B pacyeTe Ha €QUHUILy CyXOHM Macchl KOpHEH M
JUCTBHEB) Maso u3MeHsuiach noa neiictsueM NaCl y pactenuil Tpex munuid. O6e Mmytanuu
(Atflotloe u Atflotlko) Taxe MpaKTUUECKH HE OKa3bIBAIM BJIMSHUS HAa OBOJHEHHOCTH
OpraHoOB KakK B KOHTPOJIE, TaK U B YCIOBUSX 3acoyieHus (puc. 16 T, 1, u, k). OTCyTCTBUE Y

HaKayT-MyTaHTa CHMKCHUA CBIpOﬁ OMomMacchl u OIHOBPECMCHHO CHUKCHUA
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OBOOJHCHHOCTH TKaHEH YKa3bIBacT Ha OTCYTCTBHUC y HETO TOPMOKCHUA

OMOCHUHTETHYECKUX MTPOIIECCOB.

(a)

KOHTPOJIb 50 MM NaCl 100 MM NaCl

AT

Atflotloe

o o
B o4 - /(T -
g‘_ & ==-Atflotloe 8 o
Z = B B e
gBor ¢ ¢ 58,
QO Q Q9
S s b B S s
e 1 Lg = d i
g "2t ¢ a | E
=) = c J
] = D
O &)
0,1 ; a H
00 0 [
KOHTpOnb 50 MM 100 MM KOHTpO1b 50 MM 100 MM
NaCl NaCl NaCl NaCl
(r) ()
< 5
= 20 a = 20
a, a -
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g < g =
Q= =)
2’3 2 2
g 510 »,s; 5‘ 10
] = § ‘\:
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KOHTpoinb 50 MM 100 MM KOHTponp 50 MM 100 MM
NaCl NaCl NaCl NaCl

Puc. 16. O6mmii Bug pactenwmii (a), ceipas macca (0, B) U OBOJHEHHOCTH (T, 1) KOpHEH U
mucteeB T u Atflotloe; (0, T) — kKopHH; (B, 1) —IHCThi. PacTeHHs BBIpAIIEHBI B OTCYTCTBHE
(xortpons) win B mpucyrctBuu NaCl B IIC B koHeuHbix koHneHTtpamusx 50 u 100 mMM;
(MacmrabHas nuHeiika — 5 cm). IlpuBeaeHsl cpeqHue 3HaUYeHus + cranaapTHas omuoka (n = 3,
cpenHuil Bec 16 pacTeHmid B KaXKI0H MOBTOPHOCTH). PazHbie OyKBBI 0003HAYAIOT CTATHCTUYECKU

3HauuMBble pa3nuuus Mexay Bapuantamu (ANOVA; P <0,05).
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KOHTPOJIb 50 MM NaCl 100 MM NaCl
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Puc. 16. O6uwmii Bua pactenuid (€), ceipasg macca (K, 3) ¥ OBOJHEHHOCTb (U, K) KOPHEH H
mucteeB AT u Atflotlko; (k, u) — KOopHH; (3, K) — JTUCThsI. PacTeHHs BBIpAIICHBI B OTCYTCTBHUE
(xontposip) mwim B npucytctBur NaCl B IIC B xoneunsix koHneHtpauusx 50 u 100 MM;
(Macmrabnas nuHeiika — 5 cm). IlpuBeaeHsl cpeqHue 3Ha4YeHUs + crangapTHas ommoka (n = 3,
cpenHuil Bec 16 pacTeHmid B KaXKI0W MOBTOPHOCTH). PazHble OyKBBI 0003HAYAIOT CTATHCTUYECKU

3HauuMBble pa3nuuus Mexay Bapuantamu (ANOVA; P <0,05).

Coneprxanne noHoB Na* u K B kopHsX 1 jucThsix pacteHuii J|T 1 MyTaHTOB, KaK
Atflotloe, Tax u Atflotlko, namensinock B orBeT Ha BHeceHue NaCl B IIC. ¥V pactenuii AT
u mytanrta Atflotloe Buecenne NaCl B [IC mpuBoauiio K CHMKEHHIO conepkanus K
(puc. 17a, B) m BO3pacranuio cojaepkanuio Na® B obOomx opramax (puc. 176, 1).

VBenuuenue copepkanusi Na® 6buto Oonee 3ametHpiM mpu 100 MM, vem mpu 50 MM

78



NaCl B cpene. Conepxanne K' B kopusix pacrenuii Atflotloe 6bu10 BhINIE, ueM y AT npu
koHneHTpanusx NaCl B I1C 50 u 100 MM (puc. 17a). B nucteax sToro myranta Ooliee
BhICOKOE coaepxkanne K, mo cpaBuenuro ¢ [T, Habmomanock Toasko mpu 100 MM NaCl
(puc. 178). B nenom, myramus Atflotloe npuBena K CHIKCHHIO coaepxanus Na“ u K
yBenuueHuto coxaepxkanune K' B opranax A. thaliana. Hoxayt-myrauus Atflotlko, B
otnnuue ot Atflotloe, He TpuBena K CTAaTUCTUYECKH JOCTOBEPHBIM H3MEHEHHSIM B
comepxkannu Na™ u K B opranax, kak B KOHTPOJIBbHBIX yCIOBHUSIX, TAK U B MPUCYTCTBHU
NaCl B IIC, uTo yka3bIBaeT Ha CHOCOOHOCTh HOKayT-MyTaHTa mojaepkuBath Na', K'-

rOMeocTa3, B TOM YHCIIE U B YCIOBUsX 3acojeHus (puc. 17 1, e, Xk, 3).

Atflotloe
K& - Na*
§ " 100 (]
- [T B 3
-Atflotloe 2 g 30
L
5 8
58 ¢
E I\E “ b b
% £
8 - a a
oL s
(B) KOHTpOTH 50 MM 100 MM (r)  KOHTpOH 50 MM 100 MM
NaCl NaCl NaCl NaCl

200

B JIMCTBSX,

s
U

i

¢

g

b

b b b
a g :
= S a a
0 0 =

koHTponb S0 MM 100 MM koHTporne S0 MM 100 MM
NaCl NaCl NaCl NaCl

MMOJIL/KI ChIPOii MaccCk
3

Conepxanne Na

Puc. 17. Conepxxanue K' (neBbie manenu) u Na™ (mpaBble maHenn) B opraHax 45-THEBHBIX
pactenwii A. thaliana JIT (uepubie cronbukmn), Atflotloe (cepoie cTondbukm); (a, 6) — KOpHH; (B, T)
— mucthsi. NaCl B koHeuHsIx KoHueHTparusax 50 MM unu 100 MM no6asnsum k I1C 3a 20 gueit
710 IpoBeieHus aHaau30B. [IpencraBneHnble cpeiHue 3HAUYSCHUSI U UX CTaHIapTHBIE OMUOKH (N =
3). Pa3uble OykBBI HaJ CTOJIOMKAMM YKa3blBalOT HAa CTAaTUCTHYECKU JIOCTOBEPHBIC DPa3IUYMs
Mexay cpenaumu 3HadeHmsiMH (ANOVA; P <0.05), omuHakoBbie OYKBBI YKa3bIBaIOT Ha

OTCYTCTBHE IOCTOBEPHBIX PA3JIMUUN.
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Puc. 17. Conepxxanue K' (neBbie manenu) u Na™ (mpaBble maHeln) B opraHax 45-THEBHBIX
pactenwii A. thaliana JIT (uepubie cronouku), Atflotlko (3amITpuxoBaHHBIC CTOJIOUKH); (11, €) —
KopHH; (K, 3) — nucThs. NaCl B koHeunbix koHueHTparmsax S0 MM wmu 100 MM nobaBisum K
I[IC 3a 20 nHeit no npoBeneHUs aHanu3oB. llpencraBieHHblE cpeAHME 3HAYEHUS M HX
crangapTHeie ommmOku (n = 3). Pa3ubie OykBbI Ha/J CTOJIOWKAMHU YKa3bIBAIOT Ha CTATHCTUYECKU
JOCTOBEPHBIE paznuumsi MeKAy cpenaumu 3HadeHusiMu (ANOVA; P <0.05), onuHakoBbie OYKBBI

YKa3bIBalOT Ha OTCYTCTBUEC JOCTOBCPHLIX pa3JII/I‘IPII>'I.

3.1.1.4. Bausinue myrauuii Atflotloe, Atflotlko n cojieBOro IOKAa HA COAePKAHHE

H"-AT®a3b1 P-Tuna B miia3maTu4yeckoii MeMOpaHe KJIeTOK opraHoB A. thaliana

OtHocutensHoe coaepkanme H'-AT®aszer B IIM ompemensim ¢ HOMOIIBIO
MMMYHOOJIOT-aHalu3a, UCHoyib3ys oboramennsie [IM  MemOpanHbie  (pakiuu,
BBIJICJICHHBIE U3 KOpHEH u nucTheB pactenuil Tpex nunuit (AT, Atflotloe n Atflotlko)
(Khalilova et al.,, 2023). Jlnsa BoiaBienuss ydactuss NaCl-3aBUCHUMBIX MPOIECCOB
aHAIM3UPOBAIU pacTeHus, BelpamieHHble npu orcyrctBun NaCl B IIC u 3arem
MOABEPTaBIINECS WM HE MoJBeprapiuecs (KOHTpoib) coieBoMy moky (100 MM NaCl,
12 ).

Pactrenus Atflotloe n Atflotlko BbIpamiBaIu B YCIOBUSAX BOJHOU KYJBTYpBHI 10 45-
naHeBHOro Bospacta. H'-AT®aza P-tuma Obuta BbIOpaHa Kak MeMOpaHHBIN O€oK,
WUTPAIOUIUMi KJIIOYEBYIO POJIb B MOHHOM TOMEOCTaTUPOBAHUHU, OCOOEHHO B YCIIOBHSIX
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3aconeHus. [l BecTepH-OJOT aHaiM3a HUCHOJB30BAIM MOJIMKIOHAIBHBIE AHTHUTEINA
MPOTUB CUHTETUYECKOTO MENTUA, KOJAUPYIOIIEr0 KOHCEHCYCHYIO MOCJIE10BaTEIbHOCTb,
BBIBEJICHHYIO Ha OCHOBE Kak psia pactutenbhbix H-AT®a3 P-tumna, tak u H'-AT®a3 P-
THIA U3 Apyrux opranusmoB. H'-AT®as3a P-tuna Ha 6710Tax MpeacTaBicHa B BUAE IBYX
MMMYHO-PEAKTUBHBIX I0OJIOC C MOJIEKYJISpPHBIMU Maccamu npubiusurensHo 100 u 115
k/la (puc. 18a, 6), 4TO, MO-BUAUMOMY, OTPAKAET B3aUMOJCHCTBUE AHTUTEN C Pa3HBIMU
uzopopmamu  H'-ATda3pr. J[Be 1OAOOHBIE HMMYHO-PEAKTUBHBIC MOJOCHI  OBLIH
NOJIyYeHbI APYruMH uccienoBarensmu npu ananusze H'-AT®da3er P-tuna A. thaliana
(Haruta et al., 2010). O6e wmyrtauum, Atflotloe u Atflotlko, npuBenun K CXOAHBIM
sbdexram B KopHAX pacteHuil A. thaliana. llpu otcyrctBum conu B IIC B
MJIa3MaTHYeCKON MeMOpaHe, BBIJICIICHHOW M3 KOpPHEH 000MX MYTaHTOB, OTHOCHUTEIIBHOE
comepxkanne H'-AT®a3bl B pacyere Ha eAMHHILy MAacChl oOIiero Oenka MeMOpaHHOM
¢dpakuuu ObLI0 3aMeTHO Oosbiie, o cpaBHeHUIO ¢ JIT. ConeBod mIOK MPUBOIUI K
CHUYKEHHIO OTHOCUTETbHOTO cojepkanus H'-AT®da3bl B 3TuX (Qpakuusx A0 3HAYCHUIA,
0ojiee HU3KMX WM TAaKUX K€, KaK B KOHTpoJIbHOM Bapuante pactenuid JIT. B xopHsx
pacrennii /T comeBol MmIOK NPUBOAWI MOYTH K JBYKPAaTHOMY YBEIWYEHUIO
otHOocuTensHOTro comaepxkanuss H'-AT®a3sr B [IM (puc. 188). AHamoruunsiii 3pQexrt
Ha0r01amu B JIUCThAX A. thaliana B cnydae HokayT-myTtauuu Atflotlko. B KOHTpOIBHBIX
YCIOBHSAX OTHOcHTENnbHOEe comepkanne H'-AT®as3sr B IIM, BBIAECICHHOW U3 JHCTHEB
mytanTa Atflotlko, Ob110 B 3.5 paza 6onbliie, yeM B [IM nucteeB pactenuit AT B Tex xe
ycaoBusix (puc. 18r). Buecenue NaCl B [IC npuBoauno K CHUKEHUIO OTHOCUTEIIBHOTO
conepxanust H'-AT®a3sr B [IM kietok nuctheB Atflotl ko, Tak e, Kak U B €10 KOPHSIX.
Onnaxo, y Atflotloe, B OTIHYHE OT HOKAyT-MyTaHTa, OTHOCUTEIbHOE coaepskanmne H' -
ATd®da3ze1 B [IM kiieTok TUCTHEB OBLIO TakUM ke, Kak y AT B KOHTpoJie U OCTaBajIoCh Ha
3TOM K€ YPOBHE B YCIOBUAX COJNEBOro Imoka. OtHocuTenbHOE coaepxkanne H -ATda3br
B [IM knerok nucteeB [T yBennuuBanaoch npuOInM3UTENbHO B 1,5 — 2 pa3za B OTBET Ha
Buecenne NaCl B cpeny. Takum oOpasom, npu Hakomiennd H -AT®as3sr P-tuna B TIM,
BBIICJIEHHOM U3 KOpHEW 000UX MyTaHTOB M JUCTheB Afflotlko coneBoil MIOK NPUBOIUI K

YCTPAHCHUIO 3TOr0 HAKOIIJICHHA. B ciIydac «HOPMAJIbHOIO», C63.J'IaHCI/IpOBaHHOFO
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conepxanus Flotl B kieTkax, To €CcTh B KJI€TKaxX ¢ HEM3MEHEHHOU skcnpeccueit AtFlotl,
no6asnenne B cpexy NaCl mpuBoauT wim K yBenmdeHuto copepskanus H-ATDazsl B
MeMOpaHe, WJIM COBCEM HE OKa3blBaeT Ha Hero jeiictBus. K uuciny Takux KIIETOK
OTHOCSITCSI KJIETKH KOpHEW U JIMCTheB pacTeHui [T, a Takke KIETKU JTUCTHEB MyTaHTA
Atflotloe. CnenyeT OTMETUTB, UTO B JIUCThAX Atflotloe B KOHTPOIBbHBIX YCIOBHSIX, TAK Ke

kak y T, baktuuecku He HaOIIOAAIOCH MOBBIIIEHHOM 3Kcnipeccun AtFlot] (puc. 181).

(a) (6)
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Puc. 18. IMMyHOOIOTHHT MeMOpaHHBIX MpenapaToB, NOTYYSHHBIX U3 KopHel u nuctbeB [T,
Atflotloe (oe) u Atflotiko (ko) mytanToB A. thaliana, moIBepraBIINXCS WINA HE TOIBEPTaBIINXCS
(KOHTpOJIB) coNieBOMY IMIOKy. MeMOpaHHbIe ¢pakiuu, obOorameHHblie [IM, momydeHHBIE C
UCIOJIb30BaHMEM JByX(a3Hoil mnonumepHoi cuctemsbl, pasmemsuii B 10 % SDS-PAGE wu
NEPCHOCHIM HA HHUTPOLCIUTIONIO3HYI0 MEMOpaHy /sl HMMMYHOICTEKIMU ¢ aHTHTenamu K H'-
AT®aze P-tuma. (a) — oOmwmii Buj 0710TOB 11 KOpHEH; (0) — 0Omuii BUa OJIOTOB ISl JIUCTHEB;
(B) — orHocutenbHoe conepxkanue m3opopm H'-AT®daser B [IM kierok kopHei; (T) —
OTHOCUTEbHOE cojepkanue u3opopm H'-AT®azer B IIM kierok mucteeB. 3a 100 %
NpUHUMAIK OTHOcUTeNnbHOEe coxaepkanue H'-ATdaszer B pacrenusix [T mnpu orcyrcTBum
cosieBoro moka. [IpuBeneHsl cpelHUE 3HAUEHUS W MX CTaHAapTHbIe omuOku (n = 3). Pa3zHble
OyKBbI 0003HAYAIOT CTATUCTUYECKU 3HAUYMMBIC PA3InYMs MEXIy BBIOOpKamMH (0JHO()AKTOPHBIN
nucnepcuonHbiil aHanus; P <0,05). OnuHakoBble OyKBBI YKa3bIBAIOT Ha OTCYTCTBUE pa3ivuuil

MEX/1y CPEJHUMH 3HaUYE€HUsIMHU B Kaxxaou rpymnmne (ogHocropoHHuiit ANOVA, P <0,05).
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3.1.1.5. Bausinue myraumii Atflotloe, Atflotlko n cosieBoro crpecca Ha
comep:kanue TpaHcKpunToB renoB H-AT®a3pl P-runa, AHAI u AHA2, B

pacrenusix A. thaliana

Jlnst omeHKH pasnuymii B dKcmpeccud reHoB H'-AT®a3bel u UX BO3MOXKHOTO
BKJada B paznuuus cojepxkanHuss AT®d-aznoro Oenka B [IM wmyrtantoB Atflotiko,
Atflotloe w JIT uccrnemoBanu 3KCIpeccuio reHoB nByX uzopopm H'-AT®Da3zwr, AHAI
(At2g18960) u AHA2 (At4g30190) (puc. 19a, 6) (Khalilova et al., 2023),
XapaKTepU3YIOIUXCsl HauOOJIbIIEH TPAHCKPUIIIIMOHHON aKTUBHOCTBIO IO CPAaBHEHHIO C
npyrumu u3zodopmamu 3toro 6enka. Merogom kKOT-IILP B peansHOM BpeMeHU ObLIO
U3MEPCHO OTHOCHTENIbHOE cojepkanue TpaHckpuntoB H'-AT®daser B pactenusx T,
Atflotloe n Atflotlko, Beipamennbix npu orcytctBuu NaCl B cpefie U moaBepraBIInxcs
WIM HE TNoJBEpraBIIMXcA (KOHTPOJb) cojieBoMy IoKy. Mexny pacrenusimu T,
Atflotloe u Atflotlko e ObII0O OOHAPYKEHO pa3NUYUN B OTHOCUTEIHHOM COJIEpPKaHUU
TpaHCKpunToB Kak AHAI, Tak u AHA2 B 000uX OpraHax, Kak B KOHTPOJIBHBIX YCJIOBHSIX,

TaK M B YCIIOBUSIX COJIEBOTO 110Ka (puc. 19a, 0).

(a) AHAI (©) AHA2
30 B — -(T 30 B
- Atflotloe
ez21- Atflotlko
2.5 KOPHH JIHCTBA KODHH JIHCThS 255 KOPHH JIACTBS KOPHH JIHCTBS

o
o
g
o

H*-AT®a3k1 P-tuna, AHA2
5  in

H*- AT®a3s1 P-tuna, AHA
S
(9.}

OTHOCHTENBHOE KOJIHIECTBO TPAHCKPHUIITOB

OTHOCHTENBHOE KOIMIECTBO TPAHCKPHIITOB

0.0
KOHTpPOJb NaCl KOHTpOIb NaCl

Puc. 19. OTHOocuTenbHOE copepx)aHUe TPaHCKpUNTOB reHoB AHAI m AHA2 B KOpHIX U
JTUCTBAX pacTeHuil A. thaliana Tpex TEHOTHIIOB, HE MOJBEPraBIIMXCS (KOHTPOJIb) WIH
nojBsepraBmuxcs coiesomy moky (100 MM NaCl). (a) — AHAIL, (6) — AHA2. anbl cpenHue
3HA4YEeHUsI U MX CTaHAapTHbIC omuOKHU (n = 3). Pa3HpiMu OykBaMu 00O3HAYEHBI CTATUCTUYECKH

JIOCTOBEPHBIE pazIuuus Mexay cpeaHumu 3HaueHusaMu (ANOVA; P < 0.05).
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brina BbIsIBIIEHA TEHIEHUUS K CTUMYJSIIUU d3Kcripeccuud AHAI mnon aedcTBHEM
COJIEBOTO IIOKAa B JIMCThSIX PAacTEHUM BCEX TPeX JMHHM, a Takxke B KopHsx Atflotlko,
OJIHAKO PA3JIUYUsi B COJIEPKAHUU TPAHCKPUIITOB MEXKAY KOHTPOJBHBIM U COJIEBBIM
BapUaHTAMHU HE ObUIM CTATUCTHUYECKU JTOCTOBEPHBIMHU. Takum oOpa3oM, BIMSHUE 00enX
mytanuit Ha comepxkanne H'-AT®a3et B [IM A. thaliana omocpenoBaHO CKOpee
W3MEHEHUSMU B BE3UKYJSIPHOM TPAHCIOPTE, HO HE HU3MEHEHUSIMH B DSKCIIPECCUU
nzopopm H'-AT®Paszer. Usmenenus B comepkanuun H'-AT®aser 8 [IM B oTBeT Ha
nevicteue NaCl, mo-BuguMomMy, MOTYT OBITh OOYCJIOBJICHBI HE TOJIbKO M3MEHEHHUSIMU B
BE3UKYJIIPHOM TpaHcnopTe, HO U NaCl-uHaynupoOBaHHBIMU U3MEHEHUSIMU B DKCIIPECCUU

renoB H'-AT®assI (puc. 19a, 6).

3.1.1.6. Bausinue myraumii Atflotloe, Atflotlko n cosieBoro crpecca Ha

NOTJIONIeHNe IHA0UUTO3HOTr0 30H1a FM4-64 kopHssMu PpopocTKOB A. thaliana

Jns ompejaenieHHus] SHIOIMTO3HOM aKTUBHOCTU KJIETOK MYyTaHTOB (Atflotloe n
Atflotlko) n pacrenuit AT A. thaliana v BnIusHUA Ha HEE COJEBOTO IIOKa ObLiIa
UCCJIeIOBaHa JMHAMHUKa IMOTJIOMEHUs (DIyOpEeCEHTHOrO MapKepa 3HAOLUTO3HBIX
CTPYKTYp KopHsiMu S5-gHeBHbIX TpopocTkoB (Khalilova et al., 2023). T'mapodoOubie
Monekyinsl FM4-64 mormomarorcst KiIeTKaMu KOpPHS 3a CYET CBS3BIBAHMS C JIMIIAJIAMHU
[IM u nocnenyroiie X MHTEPHAIM3ALUUA B COCTABE PHAOLUUTO3HBIX Be3ukyl (Bolte et
al., 2004). Ilpopoctku Ttpex nuHuMt A. thaliana (AT, Atflotloe, Atflotiko), ne
MO/IBEPraBUINXCS COJIEBOMY IIOKY (KOHTPOJIb), MOMIOMAIN (JIyOpEeCHEHTHBIM KpacuTelb
[IM npakTudecku ¢ oAMHAKOBOM ckopocThio (puc. 20a). CoseBol MIOK 3aMETHO
YBEIUYUI CKOpocTh HHTepHanm3anuu FM4-64 y wmyranta Atflotloe (puc. 200).
Beposatno, NaCl nmpuBoaui K MHIYKIUHA SHIOIUTO3HOIO MyTH / MMyTEH B JIOMOJHEHUE K
MyTsIM, UMEBIIMM MECTO B OTCYTCTBUE coJid. [lo-BMAMMOMY, yCKOpEHUE MOTJIOLIEHUs
FM4-64 y Atflotloe B OTBET Ha COJICBOM HIOK CBS3aHO C MOBBIIICHHOW 3KCIIpeccUen
AtFlot] B KOpHSX 3TOro MyTaHTa. B cooTBeTcTBUM ¢ 3TUM ObLIO MoKa3zaHo, yTo NaCl-
3aBUCUMAsl CTUMYJSILMS HHAOLMUTO3a CBS3aHA C MHAYKIUEH (QIIOTHILIMH-3aBUCUMOIO

SHJOIMTO3a B KJIeTKax pactenuil A. thaliana (Li et al., 2011; Li et al., 2012).
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3.1.1.7. Bausinue myraumuii Atflotloe, Atflotlko n cosieBoro crpecca Ha

YAbTPACTPYKTYPY KJIETOK KOpHeil A. thaliana

C nomomrsto TOM, MBI UCCIEIOBAIN YABTPACTPYKTYPY KIETOK KopHel A. thaliana AT
u aByX MyTtaHTOB Atflotloe u Atflotlko, BbIpallleHHBIX NPU OTCYTCTBUHU (KOHTPOJb) U
Hannuuu NaCl B cpene. B kimerkax pacTteHuid 3THUX JUMHUNA Ha ocHoBe TOM Obuin
BBIMIOJIHEHBI ~ TaKXke  u3MepeHuss  koiauuectBa  komiuiekcoB  lompmxu  (KID),
MyIbTUBE3UKYISIpHBIX Ten (MBT), mapamypansubix Ten (IIMT) u mpou3BOIHBIX
napamypasibHbix Ten ([IIIMT) B pacuere Ha enuHMIly TUIOMAAU cpe3a (Mopdomerpus),
oTpaxkaroImue cojaepxkanue »Tux cTpyktyp B muromiasme (Khalilova et al., 2020;
Khalilova et al., 2023).

B knerkax KopHs IpopocTKOB A. thaliana AVMKOTO TUIA, BBIPAILEHHBIX HA Cpele
6e3 NaCl, oOHapyXwid TUIOUYHYIO [JIi PACTUTENBHBIX KIETOK YIBTPACTPYKTYDPY.
Arnmnapat ['onbaku ObLI aKTUBHBIM, Ha YTO YKa3bIBAIOT BE3UKYJbI, OTICISIOLUIUECS OT
nuktrocoM u mparnc-I'onsmxu cetu (TI'C) / pannux sumocom (PD). MemOpans! nucTepH
SHJOIIa3MaTuueckoro petukyiayma (OP) umenu oOwrunblit BuaA (puc. 21a; puc. 23a, 0).
BoipamuBanue npopoctkoB AT Ha cpene, conmepxamedn 100 MM NaCl, npuseno x
M3MEHEHMSIM B YJIBTPAcTPyKType KieTok KopHs. [Ipousomunn mzmenenus B OP, KI' u
noct-I'onpmKH CTPyKTypax.

B ycnoBusx 3aconeHust akTHUBUPOBAJIMCH TPOLIECCHI BE3UKYJIISIUU U BaKyOJIU3alUH
uuroriasmsl (puc. 216—e; puc. 238, r). Habmoganoce Habyxanue uuctepH JP, kotopsie,
MO-BUAMMOMY, (opmupoBain MukpoBakyonn (MB); mocnennue cinuBanuck B Ooiee
KpynHsle CcTpyKTypbl. llomoOnoe peiictBue NaCl Obulo oOHapyK€eHO HaMHM Ha
YIBTPACTPYKTYpY KiIeTOK Mapu Oenoit (Chenopodium album) (Ivanova et al., 2016). B
YCIOBHAX 3aCOJIEHHs 4Yalle HaOnoAanoch OTHoudkoBbiBaHME Be3ukyn TI'C / PD or
cekpetopHoro nojtoca KI' (puc. 21B—e). Menkue BE3UKYJIbl YaCTO HAXOIWINCh BHYTPU
OoJiee KpYIHBIX BE3WKYJ, YTO yKa3biBaeT Ha (opmupoBanue MBT, sBustommxcs, mo-

BUJIUIMOMY, O3 JHUMU SHIO0COMaMU (puc. 90, B).
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Puc. 20. /lunamuka NOTJOWICHHUS SHAOIMTO3HOrO 30HAa FM4-64 KopHSAMH S5-IHEBHBIX NPOPOCTKOB A. thaliana. IlpopocTku ObLIH
WHKyOupoBaHsl B cpene 2 Mypacure-Ckyra, conepxameii 2 MmkM FM4-64 B orcyrcTBue (kKoHTpoib) (a) minu B npucyrctBun NaCl (6) B
koHewHou koHIeHTparuu 100 MM. 1 — [T, 2 — Atflotloe, 3 — Atflotixo. l|BeTHBIC N300paKeHUS MOKA3BIBAIOT HHTEHCUBHOCTh FM4-64 B KieTKax
KopHs nocne 30-muH uHKyOauuu. [IpuBeneHsl cpennue 3HaYeHHS MHTEHCUBHOCTEH (uyopecuenimn FM4-64 u ux cTaHgapTHBIC OMIMOKH B

KOpPHSIX, NOJYYCHHbIE B TpPEX HE3aBHUCHMBIX 3KCIIEPHMEHTaX C HCHOib30oBaHHMEM S50 KOpHEH B KaxaoMm skcnepuMmente. Macmrad: 20 MKM.
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Komnuecteo MBT B nuromnazme noja aeiictBuem NaCl yBenuuunoch (puc. 220).
[lony4yeHHblli  pe3yiabTaT MOET  yKa3blBaTh Ha  aKTUBHpPOBaHHME  Ipoliecca
oTnoukoBbIBaHUsA nocT-I'onbmxkn Be3ukyn or KI' m cospeBanmmsa mx B MBT. Yacro
HaOmoaanocs ciusaue MBT ¢ IIM win TOHOMIACTOM U BBIXOJT BE3UKYJI, COAECPKAIIUXCS
BHyTpu MBT, B Bakyosb Win nepumiasMaTuueckoe npocTpancTso (puc. 216, 1, e).

CpaBHeHHE YIBTPACTPYKTYpbl KieTOk MyTaHta Atflotloe u pactenuin [T,
MopdoMeTpUsi HMX CTPYKTyp IOKa3aJd, YTO MyTalus, KaK W YCIOBHUS 3aCOJICHUS,
CTUMYJIMPOBaJIa BE3UKYJISALMIO U 00pa30BaHHUE SHAOCOM. B muToninazMe HakaminBaaiuch
Be3uKynbl 1 MB pazmepom npubauzurenbHo 30—250 HM u 1-2 MKM, COOTBETCTBEHHO
(puc. 21x-—wu). B HeKOTOpBHIX KJIETKaX OHM 3aHUMaJIU 3HAYUTEIBHYIO YacTh O0bema
uurorasmsl (puc. 21k). Conepxanue MBT B pacueTe Ha eJUHUILY TOBEPXHOCTH Ccpe3a y
MyTaHTa ObUIO CyIIeCTBEHHO Oouibiie, yeM y pactenuir T (puc. 226). IloBsimienHoe
conepxxanne MBT u Gosee yactoe ux cinusinue ¢ ToHortactoM U [IM Obun pesynbraTtom
Kak MyTaluu, Tak u neiicteus NaCl.

MyTanus okaspiBajia 0ojee CUIbHOE JEUCTBUE, YeM 3acojieHue, a 3P(HEeKThl 3TUX
IBYX (aKTOpPOB CyMMUpPOBaNuCh (puc. 21a, 6, x—H). Y myTtanrta Atflotl oe Habm01a10CH
TAaK)K€ CHIKEHHE YHCIa JUKTHOCOM B KoMIUIekcax [onpmku M mpoucxoausia HX
nedopmMaiiisg ¢ 00pa3oBaHHEM KOJBLENOJ0OHBIX CTPYKTYp Ha TpaHc-ctopoHe KI', uto
OBLIIO 0COOEHHO 3aMETHO B YCJIOBUSX 3acojeHus (puc. 21k).

Takue wn3menenns KI' Moryr orpaxaTb aKTUBHUPOBAHHME BE3UKYJIPHOIO
TpaHCIIOPTAa M YCKOPEHHOE pacxoJOBaHHE MaTepHuajla KOMIUIEKCOB ['onbku Ha
oOpa3oBaHue sHA0coM. [Ipy 3TOM coBMecTHOe NeicTBUE IBYX (PAKTOPOB, & UMEHHO
3aconeHust U mytauuu Atflotloe, 3aMETHO YBEJIMYUBAJIO YUCIO KOMIUIEKCOB ['0baku B
uurorasme (puc. 21u, x, M, H; 22a). [lony4yeHHBII pe3yabTaT MOXKET YKa3blBaTh Ha
aKTHUBUpOBaHUE OuoreHesa KomruiekcoB ['onbmxu. Mytamus Atflotloe, B oTauuue OT
NacCl, okazana nuib cnaboe BiusiHue Ha oOpasoBanue MB B ruTorazme.

HccnenoBanue ynbTpacTPYKTYpbl KIETOK KOpPHS HOKAyT-MYTaHTa Yy pacTeHHI,
BbIpanieHHbIX Ha cpene 6e3 NaCl, mokazano, uro MemOpanbl OP 4dacTto pacxoIunuchk,

o0pasyst MpOCBETHl U TMOJOCTH, HE CBOMCTBEHHBIE B ITUX ychoBusax P pactenuit [T
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(puc. 23n, e, 3). Annapat l'onpmxu y Atflotlko B OoTCyTCTBHE 3aCOJCHUSI BBITIISIEI
aKTUBHBIM,  OTIENSAl  HA  CEKPEeTOPHOM  TOJIOCE  BE3UKYIbl.  Be3ukyinbl
OTIIOYKOBBIBAIOIIMECS B IIUTOIIA3MYy y HOKayT-MyTaHTa, Tak ke Kak, y AT m myranTa
Atflotloe, Obun pa3Horo pasmepa B auamnazone 30—250 am. IIpouecc Be3ukynsuuu y
HOKayT-MyTaHTa Atflotlko BeiTnsinen Ooynee akTUBHBIM, ueM y [IT. B HEKOTOpBIX KileTKax
HOKayT-MyTaHTa BE3UKYJIbl 3aHUMaJIA 3HAYUTENbHYIO YacTh 00beMa LUTOILIA3MbI (PHC.
231, e). Conepxxkanne KI' y Atflotlko u AT mpakTuyecku HE pa3auvyalioch, TOT/a Kak
conepxanue MBT y HokayT-MyTaHTa ObUIO cyliecTBeHHO HUXke, yeM y T (puc. 22a, 0).
B mpucyrctBun NaCl HOkayT-myTanus TMpuBeida K JIOCTOBEPHOMY CHUKEHUIO
comepxkanuss KI' m MBT B kierkax kopHs (puc. 22a, 0). CraemyeT OTMETUTh
MIPOTUBOIIOJIOKHOE AeiicTBue HOoKayT-MyTauuu U NaCl Ha conepxanue MBT.

UccnenoBanue yabTpactpykTyphl A. thaliana T, Atflotloe n Atflotlko BwIsIBUIO B
KJIETKaX KOpHS BCEX TpeX JHMHHUM Hanuuue napamypaibHbiX Ten (An et al., 2007).
[Tapamypanbasie Tena (IIMT) npencraBisitoT co0oil MHBAarvHaIMK, HalpaBICHHBIE B
BaKyoOJlb, cpa3y 1Byx MeMmOpaH, [IM u ToHomacta (puc. 230, )x—M). Takue nHBaruHaluu
OTIEJSIOTCA B BaKyoslb, oOpa3ysi B HEl JAByMeMOpaHHBbIE CTPYKTYpbl, KOTOpBIE jaajiee
Janee Mo TeKCTy OyIyT Ha3bIBaThCA MPOU3BOAHBIMU MapamypaibHbix Ten (IITIMT) (puc.
238, 3). [IIIMT, Haxonsch B BaKyOJIu, IOJABEPTatOTCs Jerpalaliii.

[Ipu orcyrctBuu NaCl B cpene y myrtanta Atflotloe conepxkanue [IMT B kierkax
KOpHs ObUIO CYIIECTBEHHO BBbIIIE, a Yy HOKayT-MyTaHTa Afflotlko nuxe, yem y AT (puc.
24a). Buecenne NaCl B nutarensHyto cpeny y pactenuit T npuBoausio K 3aMeTHOMY
yBennueHuto coaepxkanus [IMT u IIIITM (puc. 24a, 6). B npucyrctBun NaCl, kak y
Atflotloe, Ttak u y Atflotlko conepxxanne I[IMT Obuto Huxe, uem y AT wu
nogaepxkuBasiock Ha ypoBHe JIT B kontpone (puc. 24a). CruemyeT OTMETUTH
MPOTUBOMNOJIOKHOE JelcTBue HokayT-myTauumun u  NaCl nHa copepxkanne [IMT.
Conepxanue IIIIMT B Bakyomnsix Atflotloe, kKak B MPUCYTCTBUM TaK U MPU OTCYTCTBUU
NaCl B cpene ObUIO CyIIECTBEHHO BbIlE, 4eM y /[T COOTBETCTBYIOIIMX BapUaHTOB.
OcoOenno Bbicokoe cozepxkanue I[IIIMT wnaGmomanocs y Atflotloe B ycnoBHAX

3aCOJICHHA.
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Puc. 21. YapTpacTpyKTypa KIETOK KOpHEH 4-IHEBHBIX HpPOPOCTKOB A. thaliana JIT (a—e) u
myTtanTta Atflotloe (%—H), HCCIeNOBaHHAs C IIOMOIIBI0 TPAHCMUCCHOHHOW 3JIEKTPOHHOM
MuKpockonuu. IIpopocTku BelpamuBanu Ha arapuzoBaHHoM 50 % mnurarensHoM pactBope MC,
comepxkaBmemM 1 % caxapo3y c¢ mob6asimenuemM 100 MM NaCl wnm 6e3 mob6asnenust NaCl
(xonTpoub). (a) — AT, xkoutpons; (6—e) — AT, 100 MM NaCl; (x—u) — Atflotl oe, KOHTPOIIb; (K—H)
— Atflotloe, 100 MM NaCl. MB — mukpoBakyonu, MBT — mynbTuBe3ukyssipHble Tena, B —
Bakyoib, A® — ayrodarocoma, DP — sumomnazmatmueckuii perukymnym, KI' — komrmuiekc
lonbmpky, 4YepHBIE CTPENKH YKa3blBaIOT Ha IUIa3MajeMMy, YEpHBIE TPEYTOJIbHUKA — Ha

CTPYKTYpBI, CIMBAIOIIMECS C TOHOIUTaCTOM. MaciirabHas auHeika — 0.5 MKM.
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Puc. 22. Yacrora Bcrpewaemoctn KI' (a) m MBT (0) B kierkax KopHeW 4-IHEBHBIX
npopoctkoB A. thaliana JT, Atflotloe u Atflotlko, BeIpallleHHBIX HA arapu3OBaHHOU cpeje B
orcytctBue NaCl (koHTposb) u ¢ BHeceHHeM B cpeny NaCl B koneuHoi koHuenTpamuu 100 MM.
YacToTra BCTPEUAaEMOCTH — KOJMYECTBO COOTBETCTBYIOIIECH CTPYKTYpHI, TOACYHUTAHHOE Ha
SIEKTPOHHBIX MHKpodoTorpapusx Kierok B pacuere Ha 100 Mxm? cpesa. Jlis Kaxaoro
BapHaHTa JaHbl CPEeIHUE 3HAYCHUS M UX CTaHJIApTHBIE OMMOKH, onpeaeneHHbie B 100 kieTkax.
PazupiMu OykBaMu 00O3HAYEHBI CTATUCTHYECKH JIOCTOBEPHBIC PA3IHUYUS MEXKIY CpPEeIHUMH

3HaueHusiMu (ANOVA; P < 0.05).

VY HokayT-myTaHTa coaepxkanue [IIIMT u B Tex, u B Ipyrux yCIOBHUAX COXPaHSIOCH
Ha ypoBHe /T B KOHTpospHOM Bapuante (puc. 240).

Conepxanue [IMT, Haxoasiiuxcst B HUTOIUIa3Me, JOJKHO 3aBUCETh KaK OT CKOPOCTH
uX 00pa3oBaHMs, TAK U OT CKOPOCTU UX OTAEJIECHHUS OT ILUTOIJIA3Mbl U IIEpexojia B
cBoOomHOe coctosinne B Bakyonu. [lpu orcyrctBum NaCl B cpene, HaOm01anoch
noBelieHHOe conepxkanue [IMT y Atflot]loe n NOHMKEHHOE COAEPKAHUE ITUX CTPYKTYP
y Atflotlko no cpaBuenuto ¢ JT. Ilpu sToM y Tpex AMHUN pacTeHUN dYacToTa
Bcrpeuaemoctu [IMT u IIIIMT 6111 conoctaBumsl (puc. 24a, 6). B npucyrctBun NaCl
y AT u nHokayt-myTtanTa 66110 60mb11e [IMT u mensiie IITIMT (puc. 24a, 6). Y mytanra
Atflotloe B ycOBUSX COJIEBOTO CTpPeCcCa 3HAUUTEIBHO YBEIUYMIOCH conepxanue [ITIMT
B BakyoJisix (puc. 24a, 6). Moxuno mnpeamnonoxutsb, uto AtFlotl ywacTByer, kak B

¢dopmuposanue [IMT, Tak u B nocneayromeid Tpancpopmanuu [IMT B IIIIMT. Ycnosus
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COJICBOTO CTpecca, BUANMO, U3MEHSIOT CBOMCTBO MEMOpaH TaKMM 00pa3oM, YTO TPOIIECC

ornenenus IIMT oT uuronnazmMel, CTaHOBUTCS BOCHPUUMYUBBIM K U30bITKY AtFlotl.
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Puc. 24. Yacrora Bcrpeuaemoctu [IMT (a) m IIIIMT (6) B kieTkax KOpHEW 4-THEBHBIX
popoctkoB A. thaliana JIT, Atflotloe n Atflotlko, Beipaniennbix B cpene 6e3 NaCl — KoHTpoJib,
u B mpucyrctBud NaCl B koneunoil konmentpauumu 100 MM. YactoTa BCTpeyaemocTu —
KOJINYECTBO COOTBETCTBYIOIIEH CTPYKTYDHI, MIOJICUNTAHHOE Ha ANEKTPOHHBIX
mukpodororpapusax kierok B pacuere Ha 100 mMxm? cpesa. [ KakIoro BapuaHTa JaHbI
CpeaHHEe 3HAUEHHsI YacTOT BCTPEYAEMOCTH W MX CTaHAApTHBIC OMMOKH, ompexaeneHHbie B 100
kineTkax. Pa3HbpiMM OykBaMu OOO3HAYEHBI CTATUCTHYECKH JOCTOBEPHBIC PA3IUYMs MEXITY

cpennumu 3HadeHusiMu (ANOVA; P <0.05).
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Puc. 23. YapTpacTpykrypa KIETOK KOpHEH 4-THEBHBIX MPOpocTKoB A. thaliana JIT (a-r) m myranta Atflotlko (n—m), ucciemoBaHHas ¢
IIOMOUIbIO0 TPAHCMHUCCUOHHOM AJIEKTPOHHON MUKpOcKonuU. [IpopocTku BelpaliuBaiy Ha arapu3oBaHHON nurtatenbHOU cpene 2 MC, conepxaniieit
1 % caxapo3sy, B oTcyTcTBUE (KOHTPOJb) WK B npucyrctBuu NaCl B koneuynoit konnenrpauuu 100 MM. (a, 6) — AT, xontpons; (8, r) — AT, 100
MM NaCl; (n1—3) — Atflotlko, xoutpons; (u—Mm) — Atflotlko, 100 MM NaCl. YUepnsie 3Be310uku — MBT, Genbie 3Be3nouku — KI', uepHble cTpenku —

napamypanbueie  Tena  (IIMT), Oemble  crpenku —  mpoumsBogHble  mapamypaibHbix — Ten  (IIIIMT).  Macmrab: 1 Miwm.
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OBCY/XJAEHHUE PE3YJbTATOB, IPEJACTABJIEHHBIX B PA3/IEJIE 3.1.

Oddextet mytaumii Atflotloe u Atflotlko, a Taxxke NaCl Ha Be3uKyISIpHBIN
TpaHcnopt u coxepxanue H'-AT®a3sl B [IM cymmupoBanst B Tabnuie 10 i Ha pUCYHKE
25. HeoxunanHbli pe3ylbTaT — CXOAHOE JelcTBUE HOKayT-myTauuu Atflotlko u
mytanuu Atflotloe na cogepxanne H'-AT®a3sr B [IM KIETOK KOpPHS MOXKET HAWTH
OoOBsICHEHHE B paMKax IPEACTAaBICHUN O UUKIMYHOCTU BE3UKYJIIPHOTO TpPaHCIOpPTa
oenkoB u BoBieuenun AtFlotl B ero mytu. Coxepkanue Genka B [IM, B wactHocti H'-
ATd®da3ss1, onpenensercs: 6amTaHCOM CKOPOCTEHN SK30IIMTO3a, SHAOLUTO3a U BAaKyOJSIPHOTO
IyTH, IO KOTOPOMY OeJIoK HampasiisieTcs Ha aerpanaunto (Bandmann et al., 2011; Mulet
et al.,, 2013; Dragwidge, Van Damme, 2020). YBenuuenue conepxanusa Oenka B [IM
MPOUCXOJUT 3a CYET MpeobiiajaHus CKOPOCTH €ro JOCTaBKHU (PK30IIMTO3a), TOTJa Kak
CHIDKEHHME cojepkaHue Oenka B [IM, mno-BuauMomMy mOpoucXoauT Omaropaps
peo01alaHnio CKOPOCTEHW SHAOLNTO3a U BaKyOJIIPHOTO MYTH HaJ SK30IIUTO30M.

Bosbiioe Konm4yecTBO BE3UKYJI U HU3KOE conaepxkanne MBT B nurTomnazme KIeTok
HOKayT-MyTaHTa B KOHTPOJIbHBIX YCIIOBUSIX, HAOJIIOJaBIIMECS NPU OJHOBPEMEHHOM
noBeiieHun conepxkanus H'-AT®a3pr 8 [IM, moryT ykaseiBaTh Ha: (1) momaBieHue
nporiecca npespamienuss TI'C / PO 8 MBT / I19 (puc. 25, nytu 4, 5), 4TO0 MOXKET OBITh
cnenctBueM orcytctBus Oenka AtFlotl, (2) akTuBupoBaHME HpPSIMOro MEpeHOca Kapro
(H'-AT®as3s1) Tpancnoptabivu Besukyiamu ot KI' u TI'C k [IM (puc. 25, nyteii 1, 2) B
00xo0 myTH, cBsi3aHHOrO ¢ oOpazoBanuem MBT / [13 (puc. 25, nyTs 4).

Hannuue nyrteil mepeHoca O€NKOB TpPaHCHOPTHBIMHU BE3UKYJIaMH, MHHYS CTaIUIO
obpazoBanusi MBT, y A. thaliana nokazano B psne pabot (Contento & Bassham, 2012;
Wang et al., 2018; Zhang et al., 2019; Hu et al., 2020). He uckitoueHo takxe, 4To
Hu3koe coxepxkanne MBT y HokayT-mMyTaHTa B KOHTPOJIE SIBJIIETCS PE3YyJIBTATOM
MOBBIIIEHHON ckopocTu ciaussauss MBT ¢ IIM, 4To npuBOAUT K YyCKOPEHHOW TOCTaBKE
kapro kK IIM u, cooTBeTCTBEHHO, K Ooyiee OBICTPOMY pPAacXOAOBAHHIO MEMOPAHHOIO
matepuana MBT. Cnenyer, onHako, OTMETUTb, YTO BTOPOW CLIEHAPUN MEHEEe BEPOSTEH,

IMMOCKOJIbKY B MNCPUIIIa3MAaTHYCCKOM IIPOCTPAHCTBC Yy HOKAYT-MYTaHTa B KOHTPOJIbHOM
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BApUAHTE MPAKTUYECKH  IOJHOCTBIO  OTCYTCTBYIOT  3K30COMBl —  BE3UKYJIBI,
oOpa3zytouecs 3 MBT (puc. 111—3). Huskoe conepxxkanne KI' u MBT y HokayT-
MyTaHTa, HaOII0JaBIIEECs B YCIOBUAX 3aCOJIEHUS, MOKET yKa3bIBaTh HA HHTHOUPOBAHUE
AK30IIMTO3HOrO TyTH U BoBieueHue Oenka AtFlotl B »Kk3ommTOo3 Ha craguu
dbopmupoBanus komruiekca ['onbmku. MoxHO mpeanonoxuTs, uyto AtFlotl Heobxogum
JUISL CEKPETOPHOTO IyTH TpaHCHOpTa OENKOB, CBsA3aHHOTO C oOpa3zoBanuemM MBT,
koTopblil umeeT Mecto y T B atux ycnoBusix. [loBeimiennas sxcnpeccus AtFlotl takxe
BIIMSUIA HA BE3UKYJISAPHBIA TpaHcHopT u coaepxkanue H'-AT®a3wl B [IM y pactenuit A.
thaliana. Opnnako, HaOmonaBuieecss y myrtaHTa Atflotloe B KOHTPOJIBbHBIX YCIOBHSX
yBenuuenue copepkanus H-AT®a3er 8 [IM 1o cpaBuenuto ¢ [T, compoBoxIanoCh He
YMEHBIICHUEM, KaK Yy HOKayT-MyTaHTa, a yBenudeHueM cogepxkanuss MBT u KI' B
uuroriazme (tabn. 10). [lpu stom y Atflotloe Bwvicokoe conepxkanue KI' u MBT
COXpaHsIOCh W B YCJIOBHSX 3acojicHMs, Korma comepxanne H'-AT®dazpr B IIM 0Obu10
Hu3kuM. Beposarno, u3oeitok AtFlotl B orcyrctBue NaCl mpuBoaun K CTUMYJISLUN
9K30IIUTO3HOrO myTH 4depe3 (opmupoBanue MBT, nocrabnsromiero 6emnoxk k IIM, a
BozaeiicTBue NaCl mpuBoauio Kk ero uHruoupoBanuio Ha craauu cinusaus MBT ¢ [IM.

Beposatno, orcyrctBue Oenka AtFlotl B kimeTkax HOKayT-MyTaHTa WM, Ha00OpOT,
MOBBIIIIEHHOE €T0 cojiepxkanue y Atflotloe nenarT 3K301UTO3HBINA MyTh YyBCTBUTEIbHBIM
k NaCl.

V pacteHuii AMKOTO THUIIA, HE TMOABEPIIIUXCS COJIEBOMY IIOKY, coaepkanue H'-
AT®a3er B IIM COOTBETCTBYET COQJIAHCUPOBAHHOMY COCTOSTHHUIO 3K30ILMTO3a U
9HAOLMTO3a, KOTOpPOE, BEPOSTHO, OMNpEeseTcs] (U3HOIOTHYECKUM JIHANAa30HOM
BHyTpHKJIeToUHOro conaepxxanust AtFlotl. B nmpenenax sroro nuanasona, NaCl-mok, no-
BUAMMOMY, 3a cuerT crumyasiuud MBT-onocpegoBaHHOrO IyTH, YBEIUYUBACT
comepxkanne H'-AT®da3er B [IM kierok kopHeir pactenuit JT. Takum o0Opazom,
cornmacHo Hamed runore3e (Khalilova et al.,, 2023), coseBoil moOK NPUBOIUT K
TOPMOKEHHIO HK301IUTO3a HE TONBKO y Atflotlko, no 'y Atflotloe, oiHAKO MEXaHU3MBI

TOPMOKCHUA Y IBYX MYTAHTOB, IIO-BUAUMOMY, pa3JIndarOTCA.
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Puc. 25. T'unorernyeckasi cxema, OMUCHIBAIONIAS IEPECTPONKY CEKPETOPHBIX MyTeH y HOKayT-myTaHTa Atflotlko u ctumynsuuio nytu u3 [IM B
BakyoJib yepe3 ouorene3 [IMT y mytanra Atflotloe ¢ noBeieHHON sKcnpeccuei Flotl B xopHe. [1yTn Be3UKyISpHOTO TPaHCHOPTA B KIETKAX A.
thaliana: 1, 2, 4, 5 — sx3ouuT03, 3, 6 — 3HAONKUTO3, 6 — BaKyOJSPHBIA MyTh. [lOKa3aHBI MpeanoiaracMbie albTEPHATUBHBIC MYTH 3K30IMTO3a Y
HokayT-myTanTa (1, 2, 3) B o6xox oOpazoBanuss MBT. DIIP — sunomnazmaruueckuii perukyinym, TT'C / PO — tpanc 'onbmxu ceth / panHue
sunocomsl, MBT / I1D — mynbTuBe3uKyIsipHBIE Tena / mo3nuue suaocomsl, [IMT — napamypansusie Tena, [IIIMT — npousBogHbIe TapaMypanbHBIX

TCII.
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Bcraer Bompoc, KakoB BKJIa[ SHAOIKMTO3a B M3MeHEeHHs cojaepkanus H'-AT®daswer B
[IM, BebiBaBmiKecs MmyTanmusmu U NaCl Kak mnoxaszanu uccienoBaHusi JUHAMHKU
IIOTJIONICHUSI JHIAOLUTO3HOrO 30HHa FM 4-64 KOpHAMH IIPOPOCTKOB, BIIMSHUE Ha
SHJOLMTO3 OKa3blBajla TOJIbKO MyTauusi Atflotloe B yCIOBUSAX COJIEBOrO MLIOKAa. OTHU
pe3yIbTaThI COMIACYIOTCS C pe3yJibTaTaMHt, MOJTyYeHHbIMU Apyrumu aBropamu (Li et al.,
2011; Li et al., 2012; Hao et al., 2014), koTopsie mokazanu, 4To (HIOTHUILIUH-3aBUCUMBIN
SHIOUUTO3 Y A. thaliana ctumynupyertcs nobasnenuem NaCl. Haubosiee 3HaUUTENbHBIN
BKJIaJl BO (IOTMJUIMH-3aBUCHUMYIO CTUMYJISILIMIO 3HAOLUTO3a, MHIyHupyemyro NaCl,
cleayeT OXHUJaTh y MyTaHTa C TMOBBIIIEHHON sKcmpeccueit reHa AtFlotl. Pe3ynbrarsl
3TOT0 3KCIEPUMEHTA MMOKA3bIBAIOT, UTO (PJIOTUIUINH-3aBUCUMBINA SHJOLIUTO3 CKOPEE BCETO
BHOCHT BKJIaJ[ B peryisiuto coaepxkanus H'-ATda3wr B TIM.

[TocKOBbKY MACCHBHOE MOCTYIUIeHHEe Na' B KJIETKH 3aBUCHT OT DIIEKTPUYECKOTO
noteniraina [IM, riaaBHbIM TeHepaTopoM KoToporo seisiercst H -AT®da3za, To n3MeHeHHs
COOTHOILIEHUS 3K30LMTO3/3HI0IUTO3 JJIs 3TOro Oejka MOXKET ObITh CIIOCOOOM OBICTPOM
peryssin noctymienus Na* B kietku npu BHeceHnn NaCl B MUTaTeNbHbIN PacTBOP.

[Ipn u3yyeHUn CTPYKTYpHBIX aCIEKTOB BE3UKYJSIPHOTO TpaHcnoprta A. thaliana mbl
oOHapyxunn 3bdexter mytauuii Atflotloe u Atflotlko na obpazoBanue IIMT u ux
nocineaywomeit Tpanchopmanuu B IIIIMT. IlonydenHsle B ATUX 3KCIEPUMEHTaX
pe3yabTaThl CBUJIETENHCTBYIOT 00 yyacTuu Oenka memMOpaHHbIX HaHogomeHOB Flotl B
ouorenese [IMT u, COOTBETCTBEHHO, B IEPEHOCE BEIIECTB B BaKyOJIb.

Takum oOpa3oM, Hanbosee BeposTHO, 4To AtFlot]l ogHOBpeMeHHO BOBIIEUEH B pa3HbIE
MyTH BE3UKYJISIPHOTO TPAHCIOPTA, YTO COIVIACYETCS C MPEJICTAaBICHUEM O TOM, YTO
(GJIOTUIUIMHBI WIpalOT CKOpEe CTPYKTYPHYIO, 4eM (yHKIHMOHaJIbHYI0 poisib. Cnemyer
OTMETUTH, YTO Yy (UIOTHJUIMHOB /10 HACTOSIIETO BPEMEHHM HE OOHapyXeHa aKTHMBHOCTb,
10/100Hasi aKTUBHOCTSAM (PEPMEHTOB WUJIM TPaHCIOPTEPOB. Poib 3THX OENKOB, BEPOSTHO,
3aKJII0YAaeTCd BO BIMAHMUM Ha JIpyrue O€JKM TMOCPEACTBOM  Oel0K-OeIKOBBIX
B3anmoeicTeuil (Baumann et al., 2000; Ma et al., 2022: Li et al., 2023). [loka3zano, 4To
AtFlot2 oOpa3yeT KOMIUIEKCHI C O€lNKaMM, Yy4YacTBYIOIIMMU B  Pa3iIM4YHbIX

MeTabO0INIYECKUX mmporeccax u (pU3HOIOrHYECKUX GYyHKIUAX: MOHHOM
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TOMEOCTaTUPOBAHUHU, TPAHCIOPTE BOJbl, BHYTPUKIETOYHOM TPAHCIOPTE BEILECTB,
peakuuy pacTeHUl Ha OMOTHYECKHE U aDMOTHYECKUE CTPECChl, YOMKBUTUHUIUPOBAHUU U
MIPOTEACOMHOMN Jerpanauuu 0enkoB, u ¢ Apyrumu Oenkamu (Danék et al., 2016; Junkova
et al, 2018). H'-AT®a3a mmia3MaJeMMbl OTHOCHTCA K YHCIy OCIIKOB,
B3auMoeicTByomux ¢ AtFlot2 (Junkova et al.,, 2018). ®IOTUIIMHBI MOTYT HUIpaTh
BAXHYIO POJIb B COJIEYCTOMYMBOCTH PACTEHUM, TaK KaK, CyIs IO B3aUMOJICHUCTBUIO C
OpyruMH OelKaMy, BOBJIEYEHbl B MOHHBIA U BOJAHBIA 0OMeHBbI. X yyacThe B BOJAHOM U
MOHHOM OOMEHaX MOJKET OCYIIECTBIAThCA Yepe3 BE3UKYJSIPHBIA TPaHCHOPT HOH-
TPAHCHOPTUPYIOUIMX  O€NKOB W akBamopuHoB. CBs3b  COJIEYyCTOMYMBOCTH €
BE3UKYJISIPHBIM TPAHCIIOPTOM ObLIA IMOKa3aHa B psAJI€ UCCIEIOBAaHUM, B TOM YUCIIE U HAMU
(Mazel et al., 2004; Leshem et al., 2006; Hamaji et al., 2009; Ebine et al., 2011; Li et al.,
2011; Baral et al., 2015a; Sergienko et al., 2022; Rodriguez-Furlan et al., 2023).

XO0Ts1 (IOTHIUIMHBI BOBJIEYEHBI BO MHOTHE (PU3MOJIOIMYECKHE IPOIECCHl, MBI HE
OOHapyXWiIu yrHeTeHust pocta (puc. 4e, kK, 3), a Takke Hapymenwii Na'-, K'-
roMeocTtasa (puc. 54—3) B KJIETKaX KOpPHS W JIMCTa HOKayT-myTaHTa Afflotlko. 310 MOKeET
OBITh CBS3aHO C AKTHBALMEH albTEPHATUBHBIX IyTEH BE3HUKYJSPHOTO TPAHCIOPTA, a
Takke ¢ BblmoiaHeHueM QyHkiuil AtFlotl apyrumu wuzopopMamMu (HIOTHIIMHOB.
[Tocnennue, B yactHoctu AtFlot2, MoryT yyacTBoBaTh B 00€CIIE€UEHUHN aJIbTEPHATUBHBIX
myTed  BE3WKYJSIpHOro  TpaHcmopta.  [lpeamonoxenue o0  (yHKIIMOHAIBHOU
B3aumo3ameHnsieMoct guotmiinHoB AtFlotl u AtFlot2 moarBepkaaercs pesyibrataMu
UCCJIEI0BaHUs, MOKAa3aBLIIMMHU, 4YTO TNojiydeHHas ¢ mnomoiubto PHK-unTepdepenuun
muHus A. thaliana co cHWXeHHOHN sKkcrpeccueil obeux mzodopm, kak AtFlotl, Tak u
AtFlot2, 6p11n MeHblIIE 1O pa3Mepy, ueM pacteHus AT, u uMenu cTpyKTypHbIE 1€(PEKTHI
B anukanbHOM Mepucteme (Li et al., 2012). Kpome Toro, O6bu10 OOHapy>KeHO, 4YTO
MHCEPLUOHHbIE MYTaHTbl A. thaliana TONBKO MO OJHOMY M3 3THUX I'€HOB B YCIOBHSX
COJIEBOTO U JpYruxX aOMOTHMYECKHX CTPECCOB HE UMENM CYLIECTBEHHBIX pa3Iuuvil B
JUIMHE KOPHEW M HE NPOSBISIM APYIMX 3aMETHBIX MOP(OJOTMYECKUX W3MEHEHHH IO

CpaBHEHHIO C pacTeHusiMu aukoro Tuna (Kroumanova et al., 2019).
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B 1o ke Bpems, moBbllIeHHas 3kcnpeccus AtFlotl B KiIeTKax KOpHEW MyTaHTa
Atflotloe mpuBoAWiIa K 3aMETHOM cTtumyisiuuu pocta (puc. 4a, 0, B), MOBBILICHUIO
conepxanns K™ u cHmwkeHuto copepxkanus Na' B opraHax 3TOro MyTaHTa MPH COJIEBOM
ctpecce (puc. S5a, 0, B, T'), UTO CBUACTEIBLCTBYET 0 BaxkHOCTU Oenka AtFlotl nms pocta 4.
thaliana v noanepxaHusi MOHHOTO TOMEOCTa3a B KJIETKaX B ATHX YCJIOBUAX. XOPOIIO
W3BECTHO, YTO (DEHOTHUII, HAOJIIOAAEMBIN MTPHU MOBBIIIEHHON SKCIPECCUU 1I€JIEBOTO OenKa,
MOXXET OTpPa)KaTh MOJJIMHHYI0 OHOJOTMYECKYI0 pPOJb, KOTOPYIO HUIPAeT 3TOT OEsIoK
(Prelich, 2012). Takum o0pa3oM, pe3yJbTaThl, MOJYyYECHHbIE B HACTOsIIEeH pabdore,
yKa3blBalOT Ha BoBieueHue Oenka AtFlotl B mpouecchl, nexamue B OCHOBE

ycTouuBOCTH A. thaliana k NaCl.
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Taou. 9. Bausnue myranuii Atflotloe, Atflotlko u NaCl Ha Be3UKYJISIpHBIIl TPAHCIIOPT U OTHOCUTEbHOE coiepkaHue H-AT®a3p1 B [IM

A. thaliana
Bimsiame NaCl Dddexts Atflotloe Dddextor Atflotlko
Ha pactenus AT
KOHTPOJIb NaCl KOHTPOJIb NaCl
Copnepxanue H*-AT®a3e! B [IM BO3pacCTaeT B BO3pacTaeT B CHIKAETCs B BO3pacTaer B CHMKAETCs B
KOPHSX M JIMCTBAX KOPHAX KOPHAX KOPHSAX M JIMCTBAX KOPHSAX H
BO3pacTaeT B
JIUCTBAX
DHJIOUUTO3HAsl AKTUBHOCTh HE U3MEHSETCH HE U3MEHSETCS yBEJIMYUBACTCH HE U3MEHSETCS HE U3MEHSAETCS
Be3uKyIsuums HUToIia3Mbl BO3pacTaeT BO3pacTaeT BO3pacTaeT BO3pacTaeT BO3pacTaeT
Conepsxanue KI' B nuTonnasme BO3pacTaer BO3pacTaeT BO3pacTaeT HE U3MEHAETCH CHIDKaeTCs
Copnepxanue MBT B nuroruiazme BO3pacTaer BO3pacTaer BO3pacTaeT CHMIKAETCs CHIDKAETCsl
HE3HAYUTEJIHHO
Conepsxanue [IMT B xi1eTkax BO3pacTaeT BO3pacTaeT HE U3MEHAETCH CHIDKAeTCs HE U3MEHSAETCS
Copepsxanue [ITIMT B Bakyossax BO3pacTaeT BO3pacTaeT BO3pacTaeT HE U3MEHAETCA HE U3MEHAETCSA
HE3HAYUTEIILHO
= DddexTs MyTalui " NaCl NIPUBEICHBI 1o OTHOLIEHHUIO K AT B KOHTPOJIbHBIX YCIIOBHSX
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3.2. HCPEHOC HOHOB HATPHUSA SIHAOMUTOZHBIMHU BE3UKYJTAMHU KIE€TOK

CYCIIeH3UOHHOM KYJAbTYpPbI A. thaliana

3.2.1. Buszyaau3anusi uoHOB Na* B SHIOLIHTO3HBIX CTPYKTYpaX KJIETOK

CYCIIeH3UOHHOI KyabTYpbl A. thaliana

Jlnst oOHapyseHus HOHOB Na' B 9HIONMTO3HBIX BE3UKYJIaxX MbI HCIOJIb30BAIU J1Ba
(dbayopecuenTHbix 30H1a: FM 4-64 — 30H1 Ha sH101IMTO3HBIE Be3UKYJbl U ANG-2 TMA —
30H] Ha MOHBI Na' B HEMPOHHUKAIOIIEH Yepe3 MeMOpaHsbl, T.e. B THAPO(GUIBLHON (GopMme.
DKCIepuMEHT ObUT MOCTaBJeH cieayromuM oOpa3oM. CycneH3ui0 KIETOK B
peakimonHoit cpene (PC), comepxanryro FM 4-64, unkyOupoBanu Ha xonony (+4 °C)
Ui cBs3bIBaHMS MHAMKatopa ¢ I[IM  u mnpepoTBpamieHus SHIOLMTO3a, 3aTEM
onnoBpemeHHo 100aBisiu NaCl u ANG-2 TMA B koneunbix koHuentpauusx 100 MM u
4 MM, cootBercTBeHHO. CycneH3uto HarpeBanu a0 +22 °C il MHULMMPOBAHUS
sHAOLMTO3a. Yepe3 ompenereHHble MHTEpPBajIbl BPEMEHUM W3 CYCIIEH3UM OTOMpalu
QIMKBOTBI, KJIETKM MPOMBIBAIM M HCCIEAOBAIU C IOMOIIbIO (IyOpECLIEHTHOTO
mukpockomna (Orlova et al., 2018; Orlova et al., 2019). Cpa3y nocne no6asnenust NaCl na
nepudepun KIEeTOK HaOIIoganach TOJIbKO KpacHas (ayopecuennus FM 4-64 (puc. 26, 0
MUH), YTO yKa3blBaslo Ha npucytcteue FM 4-64, ces3aBuierocs nepBoHadaibHO mpu +4
°C ¢ IIM. Yepes3 5 wmuH, kpacHas ¢ayopecuenuuss FM 4-64 He3HauuTEIbHO
yBEJIMUMIIACh, Toraa Kak ¢uayopecueHunss ANG-2 Bu3yanbHO elle He Ha0mroaanack (puc.
26, 5 mun). Buzyansao ¢uyopectenius ANG-2 B KJIeTKax cTaja 3aMETHOM JIUIIb CITyCTS
30 MUHYT MOCJI€ HarpeBaHHsl CYCIIEH3MM [0 KOMHATHOM Temmeparypbl. OpHako, ¢
nomoleko nporpammel Axiolmager Z2 ¢ayopecuenuo ANG-2 B KJIeTKax MOKHO ObLIO
Ha0IOJaTh YK€ Ha MOITOM MHUHYTE (CM. JuarpamMMbl —paccestHusi, puc. 27a).
NuTencuBHoCTh (piryopecueHuu kak FM 4-64, tak 1 ANG-2 nocteneHHo Bo3pacraia B
xone uHKyOamuu kiaetok ¢ NaCl m gocturana MakCUMaldbHBIX 3HAYEHUN K KOHILY
sKkcrnepuMeHTa yepe3 2 yaca nociue gobasnenus NaCl (puc. 26, 27a, 6, 120 mun). Ilpu

HaJI0’KEHUU JIBYX W300paxeHUM, MOJTYUYEHHBIX OTJAeIbHO B KpacHOM (FM 4-64) u B
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Caetyioe 1noJje FM 4-64 : ANG-2 TMA i CrusHue

5 MuH 0 MuH

30 MUH

60 MHH

H }
2. % 728 s

90 MUH

120 muH

Puc. 26. Ko-nokanuzamusi sH10UMTO3HOTO (uryopeciieHTHOro mapkepa FM 4-64 u Na'-
uaaukatopa ANG-2 TMA B knerkax A. thaliana. HaOmroneHus TpOBOAWIUCH B JIMHAMUKE
OTBETa KIJIETOK Ha CONeBOW MIOK. IM300pakeHHs KIETOK TMOJydald C TOMOIIBIO
smmudryopecieHTHOro Mukpockorna gepes 0, 5, 30, 60, 90 u 120 munyt nocne BHeceHnus NaCl B
peakumonHyto cpeay. (1) — u3oOpaxeHue, MOJIyYeHHOE B CBETIIOM Tmole; (2) — n3o0pakeHue B
kpacHoMm kanane (FM 4-64); (3) — uzoOpaxenue B 3eneHoMm kaHane (ANG-2 TMA); (4) —
CoBMenieHre M300paKEHUM, MOJIYYEHHBIX B KpPacHOM M 3€JIEHOM KaHajaX; 3Be3J04YKaMu
OTMEUEHBI BaKyoOJH; OEIbIMU CTpPEIKAMU OTMEYCHBI TUCKPETHBbIE MEMOpaHHBIE CTPYKTYPHI.

[IpencraBneHsl pernpe3eHTaTUBHBIE JaHHBIE OJJHOTO U3 dKcrepuMeHTOB. Macirad — 20 MKM.
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3enieHoM  (ANG-2) kaHanmax, MOXHO OBUIO BHJETh  KO-JOKAJIM3alMIO  JABYX
(hbIyOpecleHTHBIX UHANKATOPOB (puc. 26, 27a).

JIns manpHeWIIed XapakKTEPUCTUKH U OLIEHKU Pa3MEpPOB dHIOLUTO3HBIX CTPYKTYD,
ObUIM TMPOBEAECHBl AKCIEPUMEHTHl [0 COBMECTHOM JIOKAJIM3AallMM JIBYX 30HIIOB C
MOMOIIBI0 KOH(OKaIbHON Mukpockornuu (puc. 28). Hanoxenue wn300paxeHUUN,
MOJIyYEHHBIX B KPACHOM M 3€JIeHOM KaHajnax depe3 120 munyTt nocne nobdasnenus NaCl,
nokasano Hamuuue Na' B BE3UKYJSIPHBIX CTPYKTypax B mutoruiazme. diayopeceHiust
JIBYX 30H/I0B ObLIA JIOKAJIM30BaHA B BE3UKYJaX — AUCKPETHBIX MEMOPAHHBIX CTPYKTYpax
chepuueckoi popMbl pazHOro pasmepa (puc. 28, Ko-JoKaau3alus IByX 30H/I0B MTOKa3aHa
ctpenkamu). Ko-nmokanuzoBaHHbie 30H/bI TakKe HaOM0AaNMCh B MUKpoBakyossix (MB)
pa3MepoM 10 5 MKM, MOKa3blBas, YTO MPOMU3OILIO CIUSHUE O0pa30BaBIIMXCS MUCXOIHO
MEJKHUX D3HIOLUUTO3HBIX BE3UKYJ C O3TUMHU CTpykrypamu. Crenyer OTMETUTh, 4YTO
COBMECTHasi (IyOpecUEHLHUsl JBYX HWHIUKATOPOB IMPOSBISUIACH HE TOJBKO B BHJE
JTUCKPETHBIX CBATSIIUXCS CTPYKTYp, HO M B BUAE AUPPY3HOro (HOHOBOrO U3IyUEHUS
(puc. 27a, 28). Haubonee BeposITHO, YTO OCHOBHAsi Macca SHJOLUUTO3HBIX BE3UKYJ C
3axBaueHHbIM Na' He clMBanach ¢ I[CHTPAIBHBIMH BakyousiMH  (00O3HAYCHBI
3BE3/I0YKaMH Ha M300paKEHUSIX, MOJYUYEHHBIX B CBETIIOM moJje, puc. 28). [lomydennsie
JaHHBIE COIJIACYIOTCA ¢ paboTamMu, B KOTOPBIX MOKa3aHo, 4To FM 4-64 oOHapyxuBaercs
B BaKYyOJISIX KJIETOK A. thaliana, uepe3 12 u 24 4aca, COOTBETCTBEHHO, T0ciie 00paboTKU
(bmyopeclieHTHBIM 30HJI0M KOpHEW U KyJIbTyphl kieTok (Hamaji et al., 2009; Baral et al.,

2015a).

3.2.2. KoinyecTBeHHAS OLIEHKA KO-JI0KAJIM30BAHHBIX BE3UKYJI B KJIETKAX

CYCIIeH3UOHHOI KyabTYpbl A. thaliana

KonnuecTBeHHYI0 OLICHKY JO0JIM BE3UKYJI C KO-JOKaJIM30BaHHBIMU 30HAamMu, FM 4-64
n ANG-2 TMA B xoae nByxudacoBoil nukyOanuu kietok (Orlova et al., 2018; Orlova et

al., 2019) ocymiecTBisuIM, UCTIONB3YS TUarpaMMBbl paccesiHus (scatter plots).
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Puc. 27. KonuuecTBeHHBIM aHAINU3 IOIJIOLIEHUS KJIETKAaMHU CYCHEH3MOHHOM KYJbTYpbl A.
thaliana mapxkepa Ha su70111T03 FM 4-64 1 Na'-ungukaropa ANG-2 TMA B [uHaMuKe OTBETa
KJIETOK Ha COJIEBOM IIOK. (a) — JUHAMMKA KO-JIOKAJIU3aluu 3HI0UUTO3HOro Mapkepa FM 4-64 u
Na*-unmukaropa ANG-2 TMA, npeacraBicHHast B BUIC CEPUU AHArpaMm paccestausi, gepes: 0,
5, 10, 30, 60, 90, 120 mun mocne BHecenusi NaCl B cpeny. (0) — cpenHsss BHYTPUKIETOUHAS
uHTeHCUBHOCTh (iyopecuienuuu FM 4-64 u ANG-2 TMA B KpacHOM M 3€JI€HOM KaHaJax,
COOTBETCTBEHHO. (B) — KodddunumeHT koppessnuu [Tupcona, KodpGUIMeHTsl KO-T0KaTu3aluu
Mangepca M1 u M2 s FM 4-64 u ANG-2 TMA, cootBerctBenHo, uepes 0, 5, 10, 30, 60, 90,
120 mwmu, mocne BHecenuss NaCl B cpemy. Cpennue 3HaueHHs, IMOJy4YE€HHBIE H3 Tpex
He3aBUCHUMBIX 3KcrnepuMeHToB (30-50) wm300pakeHWil OTHENBHBIX KJIETOK B  KaXJIOM
JKcIiepuUMeHTe. JlaHHbIE IpEICTaBIEHbl KAaK CPEJHUE 3HAUYEHUs + CTAHJAPTHBIE OTKIOHEHUS
(n=3). Pa3uble OykBbI HajJ OapaMu yKas3bIBalOT Ha CTATUCTHYECKHU JOCTOBEPHYIO pas3HUILy rpu P
< 0,05. Ucnonk3oBancs ogHOGaKTOpHEIN qucnepcuonnbiii anamm3 (ANOVA) u anoctepuopHbie

Kputepuu ThIOKU.
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Ha nmarpammax, momydeHHsix cpasdy nociie ao6asinenust NaCl (puc. 27a, 0 Mun.),
PSAIOM C OCBIO abCLMCC U BJIOJIb HEE BHUJIEH TOJBKO «XBOCT» IUKCENIEH, YTO COracyercs
¢ nepBuyHbIM OkpamuBanueMm IIM 3ompmom FM 4-64 u mnpakTUYeCKu MOJHBIM
orcyrctBueM Na' u ANG-2 TMA, B kietkax. Ha msaToii MUHyTe 3KCcriepuMenTa, (puc.
27a, 5 MHH.), OOHAPYX UJIOCh HEKOTOPOE KOJIUYECTBO MUKCEIEH B TPEThEM KBAJIPAHTE
JIarpaMMbl, TO €CTh KO-JTOKaJIM30BaHHBIX MHUKCENEH. DTO O3HA4aeT, 4YTO HEKOTOPOe
KonruecTBO KomiwiekcoB Na' u ANG-2 TMA yxe momnajio B KJICTKH Yepe3 5 MHUHYT
nociie noo6asnenusa NaCl. C TeueHrneM BpeMEHHM KOJIMUYECTBO MUKCENEH yBEINUYNBAIOCH B
TpeTbeM KBajpaHTe (puc. 27a, 120 MuH), CBUAETENBCTBYS O TOM, YTO KO-JIOKaJIU3aLUs
JIBYX MapKepoB BoO3pacTajla B X0/l OTBeTa KieTok Ha jaobaienue NaCl. [lunamuka
HAOJIFOIABIIETOCS.  pACIpECICHUS] MUKCENICeH COrjacyercss ¢ TeM, YTO HOHbI Na',

HaXOWBHIUCCSA BHC KIICTKH, 3aXBAaTbIBAIOTCSA OSHAOIMTO3HBIMU BC3UKYJIAMH, KOTOPBIC

MHTEPHAIU3YIOTCS KIETKaAMHU.

FM 4-64 ANG-2 TMA . 4 Cinusaue

120 mun

Puc. 28. Ko-okanu3zamus TO4eyHON (I1yopeceHIMy SHI0IuTo3H0ro Mapkepa FM 4-64 u Na'-
uaaukatopa nMoHOB ANG-2 TMA B KIeTKax CyCIEH3MOHHOW KynbTypbl A. thaliana.
N300paskeHus TOTYYECHBI C TOMOILBIO JIA3€PHOT0, CKAHUPYIOLIETO KOH(POKATHHOTO MUKPOCKOTIA
gepe3 120 muu mocne BHecenuss NaCl mocne BHecenuss NaCl B cpemy. Cernoe mone —
n3o0pakeHue, IMONydYeHHoe B cBeTsioM mnoie, FM 4-64 — wuzoOpaxenue ¢uyopecueHInn
SHIOIUTO3HOrO Mapkepa FM 4-64; ANG-2 TMA - wusobpaxkenue (iayopecieHunn Na'-
unaankatopa ANG-2 TMA; ciusiHue (HaloKeHHe, COBMEIICHHE) H300pakeHUH (hIyopecieHInn
FM 4-64 u ANG-2 TMA. 3Be3n0oukoil OTMEYeHa BaKyOJb, CTpPEIKAaMU — JHUCKPETHHIC

MeMOpaHHbIe CTPYKTYpbl. Macitad — 10 MxM.

KonnuecTBeHHYI0 OLIEHKY KO-JIOKaJIM3allMu JBYX 30HJOB OIpPENEIsIN, H3Mepss
MHTEHCUBHOCTh UX (IyopecleHIM B XOje HHKyOamuu (puc. 270) M paccuuThIBas
kod(ppunuentsl koppensuuu Ilupcona u ko-mokanuzamuu Mangepca (M1 u M2)
(Manders et al., 1993; Zinchuk et al., 2007) (puc. 278). B camom Hauasie UHKyOaIuu u
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yepe3 AT MUHYT mocie noOasinenus NaCl, naGmromanace kpacHas (uryopecieHIus
(puc. 27a, 6 — 0 MmuH U 5 MuUH), OTpaxarolasi IepBoHavaibHOE CBsi3bIBaHue FM 4-64 ¢
mazMaieMmMon. 3eneHas (QiiyopecueHIuss B 3TOT IEpUOJ INMPHUCYTCTBOBaja JIMIIL B
HE3HAUYUTENbHBIX KoJnmuecTtBax (puc. 27a, 6 — O muH u 5 muH). B nanpHelimem
MHTEHCUBHOCTb (IyopecleHInn Oo0OMX 30HJOB YBEJIWYMBajIach B XOA€ HMHKyOauuu
kieTok ¢ NaCl u nocturana MakcuMajiabHBIX 3HAYEHHI yepe3 2 yaca rocie Jo0aBiIeHus
NaCl (puc. 27a, 0). i OLUEHKM CTENEHH COBIMAJCHHUS LBETHBIX H300paKEHU,
MOJIYYEHHBIX C IOMOILIBIO JIBYX 30HJAOB, ObLI OmpefesieH Ko3()(PHUIMEHT KOoppersuuu
[Tupcona (Manders et al., 1993). Koaddumuent koppemsiuu [lupcona mokasbIBaer,
HACKOJIbKO MPOMOPIMOHAIbHA U3MEHYUBOCTh JBYX IEPEMEHHBIX, B JJaHHOM Cllydyae OH
OTpaXkaeT CTENEeHb NEepEKPbIBaHMs N300pakeHui B ABYX kaHanax (Manders et al., 1993).
OH Obul MUHUMAJIBLHBIM B Havale uHKyOaruu kierok c¢ NaCl, (me Oomee 0.2),
YBEJIMYMBAJICA B XOJ€ HMHKyOauuu M jgocturan makcumyma (mopsnaka 0.7) K KOHIY
sKcriepuMeHTa (puc. 27B, 4YEpHbIE TPEYrOJIbHHMKH), YTO CBUIETEIBCTBYET O
CYILLIECTBEHHOM COBIIaJIEHUU M300pakeHUI IBYX (hIyOpeCleHTHBIX 30HJ0B. JlJ1s OlleHKH
CTENEHU COBIAJEHUS KAKJIOr0 M3 ABYX 30HAOB C JPYTMM 30HJOM, OBbUIM PacCUMTAHbI
kod(ppunuentsl ko-nokanmuzauuu M1 u M2 (Manders et al. 1993) (puc. 27s).
Koadduuuentst Mannmepca mpomnopuuoHadbHbl (IYyOPECHEHIUH KO-JTOKaTW30BaHHBIX
(bayopodopoB B KaxkJAOM KaHAllE COCTABHOTO HM300pa)K€HUs MO OTHOUIEHUIO K OOIIeH
¢dbayopecuennmn B 3ToM kaHazne. [lepBeiit koadduument (M1) omuceiBaeT BKIIAJ
KkpacHoro kaHana FM 4-64 B ko-okanu3aliuio, Toraa kak BTopoit (M2) onuceiBaeT BKJIaa
3eneHoro ANG-2 TMA. B nyneBoii MoMeHT BpeMeHu M1 61u30k K 0, 4TO yKa3bIBaeT Ha
HE3HAYUTEIBHYIO JOJII0 KO-JOKATU30BAHHBIX KPACHBIX MHKCENeH, MOCKONbKy Na' u
ANG-2 TMA emie He BOLUIM B KIETKY B 3aMETHBIX KoimnuecTtBax (puc. 27B). B xoxe
unky6an Na* 1 ANG-2 TMA cOBMECTHO HMHTEPHATH30BAIUCH MTyTEM SHI0INTO3a, M1
YBEIUYMIICS U JOCTUT MakcuMaiabHOro 3HaueHus (0,9) xk koHIly 2-yacoBOW MHKyOauuu
(puc. 278), yka3bpIBas Ha TO, YTO MMOJABIIAIOIIEE OOJIBIIMHCTBO KpacHbIX nukceneit FM 4-
64 xo-nokanuzoBaioch ¢ 3e1eHbIMU ANG-2 TMA. KoadgduuueHTt ko-nokanuzauuu M2,

B oTinuu oT M1, Obun BeicokuM, okosio 0,9 (puc. 27B) B camMoM Hauane WHKyOauuu
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kietok ¢ NaCl u ocraBajicsi Ha 3TOM YpPOBHE J0 KOHIIA JIBYX4YacOBOT'O KCIIEPUMEHTA.
DTO yKaspIBaeT Ha TO, YTO OOHAPYKCHHBIH 3THM METOJOM B KieTKax Na' IMpOHHK B
KIETKH C DHIOUWTO3HBIMU BE3UKYJaMH W HAXOAWJICA B MPOAYKTAX CIHSHUS
SHJIOLUMUTO3HBIX BE3UKYJ ¢ 3HA0coMamu Wi MB. IlomyueHHBI pe3ynabTaT MOKAa3bIBAET,
yro Na', Hapsjy ¢ HOHHBIMH KaHajJaMH W TPAHCIIOPTEpaMH, IPOHHUKAT B KIETKH

MoCPEaACTBOM S3HAOIMNTO3A.

3.2.3 YabTpacTPpyKTypa KJIETOK CYyCIIeH3UOHHOM KYJIbTYPbI A. thaliana B

JUHAMMKE UX OTBeTa Ha C0JieBOi cTpece

JInst  moJydeHWs — JOTOJHHUTENBLHOTO  MPEACTaBIeHHs O  TpaHcmopre  Na'
SHJIOIMTO3HBIMU  BE3UKYJaMH  KIETOK A. thaliana Oblla uUccleqoBaHa  HX
YIBTPACTPYKTypa B JUHAMUKE UX OTBeTa Ha coyeBol mok (Orlova et al., 2018; Orlova et
al., 2019), merogom TOM. KoHTpoJibHBIE KIETKHU, KOTOPHIE HE TIOJIBEPrajnuch 00paboTKe
NaCl, neMOHCTpUpPOBaIN TUIUYHYIO JJISI PACTUTEIBHBIX KIETOK YIBTPACTPYKTYPY (pHc.
29a, 0). B muTonnazme HabmI01aMMCh BE3UKYJIBI pa3Horo pasmepa 1 MB 1o 5 Mxwm (puc.
29a, 6). Jlamembr OTIP ObLIM TUIOTHO yrakoBaHbl (puc. 29a; Oenble CTpeiKn), HadyXInue
PETHKYJISIpHBIE IIUCTEPHBI OTCyTCTBOBamM. MBT B muTOIIIa3Me KOHTPOJIBHBIX KIIETOK
Ha0II0JaTUCh OTHOCUTENIBHO penko. B nuromnasme taxxe O0bimu Bugubl KIT (puc. 29, a,
0, udepubie ctpenku). JloGaBinenne NaCl k KynbTUBHpPYEMBIM KieTkam A. thaliana
OPUBOAMIO K W3MEHEHHIO WX YIbTPacTPYKTypbl. [lmasmonms3, mMposBISIOUIHIACS
CMOPIIMBAaHUEM TIPOTOIUIA3Mbl M PACIIMPEHHEM MEPUIIIIa3MaTHIECKOTO MPOCTPAHCTBA
HaOmonanu yepe3 S u 30 munyT nociue nodasieHus NaCl k kinerounoi cycneHsuu (puc.
298, 1, %, 3, u). B mepunnazme HaOM0gan0Ch OOMIBHOE CKOIUICHUE CPEPUUECKUX U
IJIACTUHYATBIX MEMOpPAHHBIX CTPYKTYp, 3k30coM (puc. 29) (An et al., 2007; Rutter &
Innes 2017). Dx3ocombr (DK) Obum pasmepoMm 110 1| MKM U HUMEIUd Pa3IUYHYIO
ANEKTPOHHYIO TJIOTHOCTH (puc. 298, Xk, 3, u). llosBnenne DK MoxeT OBITH CBSI3aHO C
yMeHblIeHHeM mnoBepxHocth [IM  Bo BpeMms muasMonu3a U € HEOOXOAUMOCTBIO
npou3BojicTBa 3k30coM u3 [IM (Battey et al., 1999). Ilocne Buecenuss NaCl cpenusis

yacToTa BcTpedaemocTd MB B nuromnnasme ypenuuuiach (puc. 29r, 1) u uepe3 30 MUHYT
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CTAHOBUJIACh TOYTH B 2 pasza OoJibllle KOHTPOJIbHOTO 3HaueHus (tabm. 11). Cpegnue
pasmepel MB B xone MHKyOanMM He MOKa3ajdu CTaTUCTUYECKH 3HAYMMBIX OTIMYUNA OT
KOHTpPOJIbHBIX 3HadeHud (Tabn. 10), omHako, cymMmapHas IUIONIaAb, 3aHHUMaeMas
BaKyOJISIMH, YBEJIMYWIACh MPUOJMU3UTENIBHO B 2 pas3a. 3aMETHO, YTO pa3Mepbl
MEMOpPAaHHBIX CTPYKTYpP, B KOTOPBIX OblIM KO-iokanu3oBaHbl FM 4-64 u ANG-2 TMA
(puc. 26, 28) mpuMepHO coBmajaiu ¢ pazmepamu MB, oOHapyXeHHBIX C TOMOIIBIO
TOM. Annapar ['onbaxu B 3TO BpeMmsi Kaszajicsa 0ojiee aKTUBHBIM, Y€M B KOHTpOJE, U
npoayuupoBan Oosbliiee KonudecTBO Be3ukyn, u3z TI'C / PO (puc. 298, e, yepHbie
ctpenku). Yepes 60 u 90 mun nocne BHecenuss NaCl B cpeqly B KjeTkax HaOJ01al0Ch
ciusinue MB (puc. 29k, 1, o, i), mpoucxoauio Habyxanue muctepH IIIP (puc. 29x-H, m,
Oenble cTpenku). HaOyxime peTukysisipHble HUCTEPHBI, IO-BUINMOMY, MPOAYLHUPOBAIIN
MB u crnoco6cTBOBaIM BaKyOIM3alMK UTOIA3MbI (puc. 29k, 1, H, m). Muorue u3z MB
cojepxkainu MemMOpaHHbld MaTepuan. Takxke HaOmoganoch ciausiuue MBT c¢ TIM unm
TOHOIIaCTOM (puc. 29M, 3BE370YKH), M B IEPUIIA3MATUYECKOM IMPOCTPAHCTBE
dbopmupoBanuch 3K30coMbl  (puc. 29x). HMnHorma HaOMIOAanoch — pacuIupeHue
MEPUIIa3MaTHYECKOr0 MPOCTPAHCTBA 3a cueT (POPMHPOBAHUS INIyOOKMX HWHBArvHalun
[IM B nuromnasMmy. B 3Tom ciayuae minazmaruyeckas MeMOpaHa M TOHOILJIACT BMECTE C
MIPOMEKYTOUYHBIM IUTOIUIA3MATHYECKUM CJIOEM BIITYMBAJIUCh B BaKyoJIH, oOpazys
napamypanbible Tena (IIMT), 3amonHeHHble MeMOpaHHBIM MATEPUATIOM Pa3IUYHON
dbopmel u pazmepoB (puc. 29u) (Marchant & Robards 1968; An et al., 2006; Goh et al.,
2007). Ilocne unkyOanuuu kinerok ¢ NaCl B reuenue 120 mun cnusitnue MB u TenaeHnus

K CHIDKCHUIO YHCIeHHOCTH MB B niuTomiasme, mo-BUANMOMY, COXpaHsutuch (Tadm. 10).
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Puc. 29. TpancmuccuoHHasi 3J€KTPOHHAS MHUKPOCKOIMS KIIETOK CYCHEH3MOHHOHN KyJbTYphl A.
thaliana B nuHaMuKe OTBETA Ha COJEBOW MIOK. M300paxenus momydensl yepe3: 0 muH (a, 0), 5
MuH (B — 1), 30 muH (e — n), 60 mun (k — M), 90 mun (1 — 1), 120 MuH (p — T) OCIE BHECEHS
NaCl B cpeny. A® — aBtrodarocombr, KC — xnerounsie crenku, DK — 3k3ocomb, MB —
MukpoBakyoiau, MBT — mynetuBusuxynsgpsasie tena, [IMT — mapamypanbusie Tena, AM —
ammioractel, K — kpaxman, B — Bakyonu; yepHble CTpEJKH — IUla3MaTH4YecKass MemOpaHa;
YepHble HAKOHEYHUKU CTpenok — ammapar [ompmxu (Al'); Oenble HAKOHEYHUKH CTPEIIOK —
SHJIOIUIA3MAaTUYECKUM PETUKYJIYM; 3BE3J0YkM — ciuBawommecs MBT ¢ mmasmatuyeckoit
membOpanoit (IIM) u Tonomnacrom (T). Macmrab (M) — 0.2 MxMm; (a), (e — u), u (m —¢) — 0.5 MKM;

(6 — n), (x), (71), (1), (0), 1 (T) — 1 MKM.
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Ta6ua. 10. KostuyecTBo M pa3mep MukposakyoJiei (MB) B 1MHaMuKe 0TBeTa KJIeTOK A.

thaliana Ha coJieBOM HIOK

Cpennee Cpenusis miomajib Cpennsis momap,
kosmuectBo MB /100 MB (mxm?*/MB) + 3anumaemast MB, (%)
Bpems B Mmun
MKM? + CTaHIapTHOE CTaHIapTHOE
nocye Jo0aBiieHUes
NaCl OTKJIOHCHHUE OTKJIOHCHHUE
0 9.73+£0.942 1.59 +0.39% 15.44
5 16.79 + 1.36° 1.51+£0.332 25.35
30 18.42 +1.34° 1.14 +0.29* 21.09
60 17.47 +£1.38° 1.19 +0.25° 20.77
90 17.04 +£1.19° 2.04 +0.55° 34.84
120 16.21 +1.3° 1.74 £ 0.45% 28.18

*[lnomaau kietok 1 MB m3mepsiin ¢ momomrsio nporpammbl ZEN2012 Microsoft, ucrons3yst
UHCTPYMEHT «KOHTYp». I3MepeHust IIpOBOMIN B Auanasone pasmepos ot 0.07 xo 18.5 Mmxm? (0T
0.25 no 5 mxm B auametpe). s nmoacyetoB ucnodib3oBasid oT 70 1o 100 kieTok ais Kaxaon

BpeMeHHOU Touke. J{Jist cTarucTryeckoro ananu3a npuMensin Microsoft MS Excel 2007.

3.2.4. Biausinue HHrHOUTOPOB BE3UKYJISPHOr0 TPAHCIIOPTA HA COAEpP:KaHHE HOHOB

Na™ B KJIeTKaX CyCHeH3UOHHO# KyJbTYpbl A. thaliana nipu cojieBoM moke

YtoObl MOATBEPIUTH y4YacTHE OSHAOIMTO3a B TMOTJIONICHHH HOHOB Na' KieTkamu,
WCCJIEIOBAJIM BIIMSAHUE HEKOTOPHIX HWHIMOUTOPOB BE3UKYJSIPHOTO TpaHCHOpTa Ha
comepxkanne Na' B KIIeTKax CYCHECH3UOHHON KYNbTYPbI A. thaliana mipu CONEBOM IIOKE.
Oddexter Opedenmuua A (bDPA) — HHrHOUTOpa CEKPETOPHOrO NYTH HA CTATUU
dbopmupoBanust mpanc-I'onbmxu cetu, unu panuux sugocoM (TI'C/P3), uz AI' (Emans
et al., 2002; Ritzenthaler et al., 2002); ukapyramununa (MKA) — uaruburopa xinaTpuH-
onocpenoBannoro suaonuro3a (Elkin et al., 2016); Boptmannuna (BT) — unruburopa
dbocharununuuo3uTon-3-u  GocPaTuAUINHO3ZUTON-4-KUHA3, OJIOKUPYIOIIETO CIHUSHUE

MBT/IID c¢ Bakyosnsimu (Wang et al., 2009; Foissner et al., 2016). Ilociie TpexdacoBoii
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unky6au kietok ¢ NaCl B mpucyrctBun BOA BHyTpHKIeTOUHOE comepkanne Na
ObLTO TakuM e, Kak u B KoHTpoute (puc. 30). KA Takke He BIusuT Ha coaepxkanne Na*
B kietkax A. thaliana. Hanpotus, BT cylecTBeHHO CHMIKal BHYTPHUKIECTOYHOE

coxepskanue Na* (na 60%) (puc. 30).
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40

20 +

OTHOCHUTEIIBHOE COAEPIKAHUE Na®, %

BDA HKA BT

Puc. 30. BimsiHre MHTHOUTOPOB BE3UKYJISIPHOTO TPAHCIIOPTA HA BHYTPUKICTOYHOE COJICPIKAHUE
Na' B KJIeTKax CyCIeH3HOHHOM KyJIbTYpbI A. thaliana nipu coneBoM moke. BOA — 6pedenaun A,
NKA — ukapyramunut, BT — Boprmanuaus. ['paduku oroOpakaror cpeanee cojpepxanne Na' B
KJIETKaX, 00paOOTaHHBIX MHTHOMTOpaMH. 3HAYeHHs JaHbl B % IO OTHOLICHHIO K KOHTPOIIO

(oTCyTCTBHE UHTUOUTOPOB).

OBCY/XKAEHUE PE3YJbTATOB, IPEJACTABJIEHHBIX B PA3/IEJIE 3.2.

Wnest 0 TOM, 9TO MOHBI, TPUCYTCTBYIONIUE B HAPYKHOU Cpelie, MOTYT OBITh 3aXBaUCHBI
3apOKIAIONMIUMUCS SHIIOIMTO3HBIMU Be3uKyidamMu [IM u WHTEpHATU30BaHbI KIETKAMH,
Obua BhickazaHa panee (Baral et al., 2015b), oqnako, 3T0 He ObUIO SKCIEPUMEHTAILHO
MoNATBEpKAeHO. Pe3ynbTarhl, mpencTtaBieHHBIE B paszziene 3.2, CBHICTEIBCTBYIOT 00
YYaCTHH SHIOUXTO3a B MHTEepPHaIM3anuud Na' KIIeTKaMH CyCIIEH3HOHHOU KyIbTYPHI A.
thaliana B ycnoBusx coijieBoro crpecca. OCHOBHOM 3KCIEPUMEHTAIBHBINA MOAXOJ B 3TOU
CepUH DSKCIEPUMEHTOB OBUI OCHOBAaH Ha KO-JIOKQJIHM3AIUU JBYX (IIyOPECIEHTHBIX
30H/I0B, YHJOIMTO3HOTO 30HAa FM 4-64 u HempoHHKaromero 4epes memoOpansl Na'-

uraukaropa ANG-2 TMA. Na'-uHAUKaTOpbI, IPUMEHSBIIHECS PaHEe B IKCIICPHMEHTAX
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Ha pacTUTENIbHBIX KJIETKAX, B MpOHUKarolen, ruipodoodnoit hopme, (Mazel et al., 2004;
Garcia de la Garma et al., 2015), naBanu undopmanuo 06 oOIEM coaepKaHUU HOHOB
Na' B kieTkax, a He TOJbKO MOHOB Na', 3aXBaUCHHBIX JHJOIMTO3HBIMU CTPYKTYpaMH,
Kak B ciaydae npumeHeHus ANG-2 TMA. MonHble THANKATOPHI B MpOHUKaroeh Gopme
pacTBOPSAJIUCh B JIMOUAHOM OHCIIOE, JIETKO IPEOoJI0JIeBAIM MEMOpaHHBIM Oapbep U
00pa30BBIBAIM KOMILUICKCHI C HOHaMu Na', MOIJIONIEHHBIMA HE TOJNBKO MyTeM
SHOLMTO3a, HO U Yepe3 HOHHBIE KaHAJIbl U TPAHCIIOPTEPHI.

MeMmOpaHHBIE CTPYKTYpbl C KO-JIOKQJIM30BAaHHBIMHM 30HJIaMH, MO-BUAUMOMY,
ABJIAIOTCS TNPOAYKTAMHM CIUSHUS OO0Jee MEJKHMX MEMOpPaHHBIX KOMIIAPTMEHTOB,
00pa30BaHHBIX  TEPBUYHBIMU  OSHJOLMTO3HBIMHM  HWHBAarMHALMSIMH. Toueunas
(dayopecueHIMs JBYX 30HAOB HA0JI01aIach B CTPYKTypax AUAMETPOM MPUOIU3UTEIBHO
5 MM (puc. 26 u 28), 4TO OTpakaeT HaxOXkJAeHUE MapkepoB B MB, Torma, kak
muddysnoe pacnpeaeneHre (HIyopecleHIIMN, BEpPOSTHO, OBUIO CBsI3aHO C Oolee
MEJIKUMU MEMOpaHHBIMU CTpPYKTypaMu. TodeuHoe U (OHOBOE pacIpeaesieHue Ko-
JIOKaNU30BaHHBIX (IyopodopoB cormacyercss ¢ pe3ysibTaTaMy, I[OJIYYEHHBIMU C
IIOMOIIIBIO IEKTPOHHOW MuKpockonuu. Hapsany ¢ MB, pasmepbl KOTOpBIX Je€Xald B
nurarrazone or 0.25 mo 5 MKM, B muTOIUIa3Me HaOmroganuch mHBarmHamuu IIM u
BE3MKYJIbl TOpa3lo MeHbIMX pa3mepoB. Panee MB cpaBHUMBIX pa3mepoB OblIN
oOHapy’KeHbl B KI€TKax KOpHeW A. thaliana mocne MHAYKIMH XJOPUCTBIM HATpUEM
KJIATPUH-HE3aBUCUMBIX AHAOLUUTO3HBIX MyTEH, XapaKTEpU3YIOIIUXCS OTCYTCTBUEM
kapro-crneneduunoctu (Baral et al., 2015a). ABTopsl 3TOM paboTHl Mokazanu, uro MB
(dbopMHUpYIOTCS U3 HEOOJBUIMX KHCIBIX KOMIIAPTMEHTOB. ODHIOLUMUTO3HBIE BE3UKYJIbI
auameTpoM okosio 30 u 100 HM Takke ObUIM OOHApyEHbl B LUTOIUIA3ME KIETOK A.
thaliana (L1 et al.,, 2012) B sKkcnepuMeHTax, COYETAIOIUX KOH(OKAIBHYIO JIA3€pHYIO
MHUKPOCKOMHIO, (PIIyOpeclieHTHO-MEUeHbIe OeIKU (Jerkas 1enb KiarpuHa u GuoTuuinHl)
Y IMMYHHO-3JICKTPOHHYIO MUKpOcKomnuio. BepositHo, doHoBas (iyopecuenius FM 4-64
n ANG-2 TMA, HaOnrofaBIIMECs HaMH, CBsA3aHa C IMOSIBJIEHUEM MEJKUX CTPYKTYp B
LUTOIUIa3ME HA HAYyaJbHBIX CTAAMSIX DSHIOLUTO3a. B nmanmpHEHIeM 3TH CTPYKTYpbI

CIIMBAJIUCh B OoJiee KpynHbIe CTPYKTYpbl. bonee kpynusie MB ctanu oOHapykuBatbcs B
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LUTOIJIa3ME KIIETOK A. thaliana He panblue, yeM depe3 60 mun nocie godasnenus NaCl
K CYCIIEH3MOHHOW KyJIbType KJIeTOK. OUeBHUHO, YTO MOSABJIEHUE JOCTATOYHO OOJBIIMX
CTPYKTYp, Pa3JIMUYMMBIX B CBETOBOM MUKPOCKON, TpPEOyeT OIpeneseHHOr0 BPEMEHHU.

Toueunass ko-nokanuzanus GayopodopoB Obuia Oosnee BbIpakeHa K KOHILY
nByxyacoBoi uHKyOanmu kinerok c¢ NaCl. IlpeacraBinenne o TOM, YTO 3HIOLMTO3
y4acTBYeT B moruonieHur Na“ KJIeTKaMu ¢ MOCISAYIONNM ciausHiueM Na'-comepxanimx
Be3UKyJ B MB, nonreep:knaercs pe3ynbTaTaMH 3KCIEPUMEHTOB, B KOTOPBIX M3y4alocCh
BJIMSHIE MHTMOMTOPOB BE3WKYIISIPHOTO TPAHCIIOpTa Ha cojepikaHne Na' B KieTkax A.
thaliana. BoOpTMaHHMH 3aMETHO CHW)KAI BHYTPHKICTOYHOE cojepkanue Na'.
[TonyueHHBIN pe3yNbTaT cOrjacyeTcsl ¢ JaHHBIMH 00 MHTHOMPOBAHMHM BOPTMAHHUHOM
cusinug MBT/IIO ¢ Bakyosnbio (Wang et al., 2009; Foissner et al., 2016). [To-Buaumomy,
SHJOLMTO3HbIE BE3UKYJbl JOCTAaBISUIM HOHBI HATpUs K DSHIOCOMaM, a Jaiee,
BOPTMAaHHUH, OJOKUPYs BaKyOJSIPHBIN IMyTh, CHIXKAJ JOCTaBKY HOHOB Na' B Bakyouu u,
COOTBETCTBEHHO, conepkanne Na' B kimerkax. Cremayer OTMETHTh, YTO KIATPUH-
3aBHCHMBII SHIOIIMTO3 CKOPEE BCEro He yuacTByeT B moriomiennd Na*, tak kak UKA ne
BIMSUT Ha comepkanre Na' B kieTkax. Takke MaloBEpOsSTHO, 4TO B morioineHune Na'
BOBJICUEH CEKPETOPHBIM IMyTh, MOCKOJbKY no0aBka B®MA Takke He Biusaina Ha
cogeprkanne Na® B kierkax (puc. 30). MOXHO TNPEANOIOKHUTh, YTO SHIOIMTO3,
BOBJICUEHHBI B IOIJIOLIEHUE MOHOB HATPHsI, OTHOCUTCS K KaTE€ropuu KUIAKO(PA3HOIO
suporuTo3a (KD3I) (Etxeberria et. al.,, 2012). XK®dD3, no-Bunumomy, sBiseTCA
pacupoOCTPAaHEHHBIM MEXAaHHU3MOM IMOTJIOLIEHUSI PA3JIMYHBIX BEIIECTB, HAXOIALIUXCS B
nepuriazme. Ogaum u3 npumepoB KOO sBnsgercsa norjiomeHue (QuryopeclueHTHO-
MEUYEHHOW TJIIOKO3bl MPOTOIJIACTAMHU KIJIETOK CYCIIEH3MOHHOHM KyJbTyphl Tabaka BY-2
(Bandmann & Homann 2012). B »ar1oii pabotre OBUIO MMOKa3aHO, 4YTO TJIOKO3a
CTUMYJIMpOBajia OTAeNeHne uHBaruHamuii ot IIM. 3axBar TIJIOKO3bl KIETKAMH OBLI
HeuyBcTBUTeNneH K KA, MHrHOUTOpY KIATPUH-3aBUCUMOTO MYyTH. JpyruM mpumepom
KDD dapnsieTcss BKIIOUEHHE Ccaxapo3bl U (PIIYOPECIIEHTHOTO MapKepa SHJIOIUTO3a
Jlrouegepa xenroro (LY) B KIETKM CYCNEH3MOHHOM KynbTyphl IulataHa (Acer

pseudoplatanus) (Etxeberria et al., 2005). Bxarouenue o000ouX BelIECTB OBLIO
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YyBCTBUTEJIbBHO K MHICMOMTOpaM SHJAOLMTO3a BOpTMaHHMHY u LY294002 wu
aKTUBHMPOBAJIOCH IOBBIIIEHUEM KOHIIEHTpanuu caxapo3bl B cpene (Etxeberria et. al.,
2005). B nByx mpumepax, IpUBEICHHBIX BBIIIE, BEIIECTBA, TPAHCIIOPTUPYEMbIE BHYTPU
SHJOLHUTO3HBIX BE3UKYJI, CTUMYIHPOBaIH 3H01MTO3. NaCl Takke U3BECTEH Kak QpakTop,
ctumynupyromuiit suponuto3 (Mazel et al., 2004; Hamaji et al., 2009; Baral et al.,
2015a). Pe3ynbpTaThl, Npe/ICTaBICHHBIE B 3TOM pa3jielie, TAaKKe MOoKa3alu, YTO BBEJCHUE
NaCl B peakUMOHHYIO Cpelly CTUMYJIUPOBAJIO BaKyOJU3ALMIO LUTOMIA3Mbl. Takoe ke
nevicteue NaCl Mbl HaOIIO1amu B KJIETKaX MHTAKTHBIX KOpHEH A. thaliana (cM. pazaen
3.1.1.7 aTo0ii paboThl), a Takke paHee B kieTkax kopHs Chenapodium album (Ivanova et
al., 2016). Y A. thaliana ctumynsnus BaKyOJU3allMU LMTOIUIA3Mbl HaOIIOJalach B
TeueHue nepsbix 5 muH nocie godasienus NaCl. [locnenyromas nHKyOaus KIETOK ¢
NaCl ue mnpuBena K 3aMeTHBIM H3MEHEHMSIM KoinuectBa MB B 1muromiasme.
Bakyonuzanus npoucxoauia OJHOBpEMEHHO co ciussHueM MB, uro cormacyercs c
yBenudeHueM Ko-mokanusaimu FM 4-64 u ANG-2 TMA wu ¢ Hakomennem Na' B
cnuBatonuxcs MB. Wureprnanuzanus wonoB Na' ¢ mocrmemyrommm ciusHieM Na'-
cojiepxkanmx Be3ukysn1 ¢ MB moxer obecnieunts mpsMoil TpaHcmopT Na' B BakyoJIH.
Besukyssipabrii Tpancnopt Na' B Bakyouid, MO-BHIMMOMY, SIBISICTCS 0O0JI€€ BBITOTIHBIM
IyTeM, [0 CPABHEHHIO C TOCTyIUICHHeM Na' uepe3 MOHHBIC KaHAJIbl U TPAHCIIOPTEPHI.
MOHO TPENOIIOKHIT, YTO TPH COJIEBOM CTpecce MHTepHanu3aims Na' u, BepOsTHO,
Cl" mocpencTBOM 3HAOLUTO3a, @ TAKKE MOCIEIYIONINI NEPEHOC ITUX MOHOB B BaKyoOllb
3alMIIAI0T LUTOIUIa3My OT HX TOKCHYECKOro AeicTBus. OJHOBPEMEHHO C 3TUM
MIPOUCXOJIUT CHUKEHUE BOJHOTO MOTEHIIMAJA CONEPKUMOTO BaKyOJIH, YTO CIIOCOOCTBYET
MOTJIONICHHUIO BOBI KieTkamu. CIeayeT OTMETUTh, 9To B JBrmkeHne HoHOB Na™ u Cl k
BAaKyOJIM MOTYT OBITb BOBJICYEHBI TAKXKE HHIAOCOMAbHBIE H30(OPMBI MEPEHOCUUKOB
nonoB Na" u Cl-, Na'/H" antumoprepsr NHXS5 u NHX6 (Pardo et al., 2006; Bassil et al.,
2011) m CI" tpancnopreppt CLCd (von der Fecht-Bartenbach., 2007) u CLCf

(Marmagne et al., 2007), COOTBETCTBEHHO.
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3AK/IIOYEHHUE

B rnmaBax 2 u 3 paccMarpuBanuch JBa aCIEKTa y4acTUsl BE3UKYJISIPHOTO TPAHCIIOPTA B
OTBETE pACTEHHWH Ha COJIEBOM cTpecc. lIepBeIii acmekT CBA3aH C BOBJIICYCHHEM
BE3UKYJSIPHOTO TpaHCIOpPTa B PEMOJEIMPOBaHHME OEJIKOro cocraBa MeMOpaH,
no3poJisitoniee  MeMOpaHe, MOIM(DHUIMPOBAHHOM  BE3UKYJSAPHBIM  TPaHCIOPTOM,
IIOAIEPKNUBATh KJIIETOYHBIM TOMEOCTa3 B CTPECCOBBIX YCIOBUAX. BTOpOM acnekT cBsA3aH ¢
UHIYKIUCH COJIbI0 TPAHCIOPTa HOHOB Na' HEMOCPEACTBCHHO BE3HKYJIAMH, YTO TAKXKE
BHOCHT BKJIaJ] B oj/iepkanie Na'-roMeocrasa B yCIOBHSX 3acojieHus. B o0oux cimydasx
HaOyoaeTcd  aJ€KBAaTHBI OTBET HAa W3MEHSIOUIMECS YCJIOBHS CpeAbl, KOTOPBIU
HalpaBJIeH Ha NOJAJEpKaHWE (PU3NOJIIOTMUECKUX IIPOLIECCOB KIETKU IpPH COJIEBOM
cTpecce. B cimydae pemonenupoBaHus O€IKOTO cocTaBa MEMOpaH MOXKET H3MEHSTCS
KAueCTBEHHBII U KOJIMYECTBEHHBIN COCTaB MEMOPAHHBIX OEJIKOB, K KOTOPBIM OTHOCSTCS:
VMOHHBIE KaHAJbl U TpaHCHOpTepbl, TpaHcopTHble AT®da3bl, NEPEHOCUUKHU PA3ITUYHBIX
OpPraHMYECKUX COEIMHEHUN, B TOM 4YHCIE ayKCMHA, TOPMOHAJIbHBIE PELENTOPbI, OENIKU
AHTUOKCUJIAHTHOM cHUCTEeMbl U Jpyrue. Bce 3T Oenku BOBJIEUEHBI B MOJJEpKAHUE
KJIETOYHOI'O T'OMEOCTa3a W MOTYT UIPATh OINPEIECICHHYIO POJIb B OTBETE PACTCHUM Ha
COJIEBOM CTpPECC U B COJEYCTOMYMBOCTU pacTeHus. BaxHyro posib B (PU3NOIOIMUECKHX
mpoleccax M B OTBETE€ pPacTEHW Ha CTpeccoBBIC Bo3aciicTBust murpaer H'-ATdaza P-
TUIIA, KOTOpas, Cco31aBas TIPAJAMEHT DIIEKTPOXMMHUYECKOIO IIOTEHIMaaa IIPOTOHA,
IIOCTABJIICT DHEPIUIO Il BTOPUYHO-AKTHBHOIO TPAHCIOPTAa MOHOB, B YaCTHOCTH, IS
BeiBeieHust Na'™ u3 muromia3mel Na'/H -antunoprepom (Yang et al., 2021). Pe3ynbrarsr
9KCIIEPUMEHTOB C UCIOIh30BAHHEM BECTEPH-OJ0T aHanmu3a ¢ antutenamu Kk H-ATdaze
P-tuna, xonmuuectsennass OT-IILIP B pearibHOM BpeMEHU B COBOKYITHOCTH C 3JI€KTPOHHO-
MHKPOCKOIIMYECKAMH HCCIIETOBAHUAMHU HYHIAOCOMAIBHOIO KOMIUIEKCA U HCCCIEHOBAHUS
SHIIONUTO3a C TIpuMeHeHueM (iyopecuenTHoro 3ouga FM 4-64 mokasamm, uro H'-
AT®aza P-tuma (H'-AT®a3za [IM) TpaHCIOPTUPYETCSl BE3MKYJIaMH IOJ JCUCTBHEM
NaCl, mpucyrcTByroumero B cpene. B skcrnepumMeHTax € HCIOJIIB30BAaHUEM HOKAYT-

MyTaHTa M0 TeHy Oeiika mMemMOpaHHbBIX HaHonoMeHOB AtFlotl (Atflotlko) n myTtanTta c
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MOBBIIIIEHHOM AKcTpeccueit 3Toro rena (Atflotl oe) noaydeHsl TaHHbIC, YKa3bIBAIOIINE Ha
yuactue AtFlotl B mepenoce H'-AT®as3pl Be3ukynaMu B pa3HbIX MyTSIX BE3UKYJSIPHOTO
TpaHCIopTa (3K30LUTO3€ U SHIOLMTO3€E). MOXKHO NPEaNON0KUTh, YTO (DIOTHIUIMHBI PU
3TOM WIpaloT CKopee CTPYKTYpHYIO, 4YeM (QYHKIUMOHAIbHYIO poisib. CorjacHo
CYLIECTBYIOUIEMY B HACTOSIIEE BpeMsS MPEACTABICHUIO, (IOTUIUIMHBI, CO3JAI0T
matdopmy i BCTpauBaHus O0enkoB B MeMOpany (Ma et al., 2022). Ponb ¢GpaoTHILITHHOB,
BEpPOSITHO, 3aKJIFOYAETCS BO BIMSHHUM Ha JAPYrHe OENKH MOCPEICTBOM OEI0K-OEIKOBBIX
B3auMoeicTBuil (Baumann et al., 2000).

@OIOTWIIMHEL MOTYT WrpaTh BaXXHYIO pOJb B COJEYCTOMYMBOCTH PACTEHHIA.
N3BectHo, uto u3zodopma ArFlot2 B3aumoneicTByeT ¢ OelKkaMu, BOBJICYCHHBIMH B
WOHHBIN U BoaHbIA oOMeH (Junkova et al., 2018). Xotrsa ¢GIOTHIIUHBI BOBJIEYEHBI BO
MHOTHE (U3HOJIOTHYECKUE (PYHKIMH, B Halled paboTe He ObUIO OOHAPYKEHO YTHETEHUs
pocra, u Hapymenus Na'-, K- romeocraza y nokayr-myranta Atflotlko, 4ro MoOXer
OBITh CBS3aHO C AKTHBALMEH albTEPHATUBHBIX IyTEH BE3HUKYJSPHOTO TPAHCIOPTA, a
Takke ¢ BelnoiaHeHueM QyHkiuii AtFlotl npyrumu nzopopmamu paoTuiuIMHA.

B Hacrosmieil pabore mokasaHo, YTO, B YCJIOBHSIX COJIEBOIO CTpecca, Hapsamly C
pPEMOJIETMPOBAHUEM OEJIKOBOIO COCTaBa MEMOpaH, BKIIIOYAIOTCS TaKKe MPOLECCHI
neperoca WOHOB Na' wu, mo-suaumomy, Cl°, HENmoCpenCTBEHHO Be3WKyIaMu. B
MCCJIEI0BAaHNN KO-JIOKAIM3AUU ABYX (PIIyOpECLUEHTHBIX 30HJIOB — 30HJa Ha 3HJOLIUTO3
FM 4-64 u unaukatopa MOHOB HATpHUs B HEMPOHUKAIOIIEH yepe3 meMOpaHbl (opme
ANG-2 TMA Ha KJeTKax CYCHEH3HMOHHON KyJIbTypbl A. thaliana ™Mbl TOXY4YUIH
pE3yNbTaThl, YKa3blBAIOIIME HAa 3aXBaT HMOHOB HATPHUS SHIOLMTO3HBIMU BE3UKYJIaMH,
MHTEPHAIM3ALMIO BE3UKYJ, CcoAepXkaliux Harpui. MccimenoBaHue yiIbTPacTPyKTYpbl
KJIETOK MPOJAEMOHCTPUPOBAIO AKTUBALMIO SHJOLMTO3a, BE3UKYJALMIO U MOCIEAYIOIIEe
CIIMSIHME BE3UKYJ C BaKyOJSIPHBIMM KOMIapTMEHTaMu KieTku noxa aeiictBuem NaCl.
BopTmMaHHMH — MHTHOMTOP BE3HMKYJSIPHOTO TPAHCIOPTA, OJIOKUPYIOIIMM CIIUSHUE
Mo3HUX 3HA0cOM ¢ Bakyosnsimu (Wang et al., 2009; Foissner et al., 2016) 3ametHO
CHIKan cojepxkanne Na' B KIETKax CyCIEH3HOHHOW KylIbTypel A. thaliana,

noaBepruyThix JedctButo NaCl. ®usmonornyeckas poJjib 3TUX IPOLECCOB, IIO-
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BUJIMMOMY, COCTOUT B 3allIUTC IUTOIJIA3Mbl OT TOKCHYHBIX HMOHOB Na' B yCIOBHSX
coneBoro ctpecca. IlocTymaromme B KISTKM HMOHBI HATpus, 3aKIIOYEHHBIE B
SH/IOIIMTO3HBIE BE3UKYIIBI, TPAHCIOPTHPYIOTCS B BAKYOJIH, MUHYSI, IIATOTNIA3MATHIECKHIHA
komnaptMeHT. [lomyuennsie B paboTe pe3ynbTaThl JEMOHCTPHPYIOT IBOWHYIO pOJIb
BE3UKYJIIPHOTO TPAHCIOPTa B YCJIOBUSX COJIEBOTO CTpecca — pEMOAEIHPOBAHUE
OEJIKOBOI0 CcOCTaBa MEMOpaH M IEPEHOC HMOHOB HATPHUS BE3UKYJIAMM, KaXAbId W3

KOTOPBIX BHOCUT CBOM BKJIaJ B OTBET PACTEHUS HA COJIEBOM CTpecc.
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B X OTBETE HA COJIEBOM CTpPECC.
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