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OBLIASA XAPAKTEPUCTHUKA PABOTHBI
CumbOuoTHueckass  a30TQUKCAlMs  SBISETCA OJHUM W3  BAXHEWIIMX  HCTOYHUKOB

¢ukcupoBaHHOrO aszora Uit Ouocdeprl. [IpenmymiecTBO mporecca BOCCTaHOBJICHUS
razoo0pa3Horo asora arMoc(epsl B aMMHMaK B KOPHEBBIX KIyOEHbKAaXx B TOM, YTO PEaKIIHA
MIPOXOJAUT MPU HOPMAJIBHOM aTMOC(EPHOM JaBJICHUH U TEMIIEPAType U OCYIIECTBIISETCS 3a CUET
(bepMeHTa HUTPOT€HA3bl, IKCIPECCHI KOTOPOTO MHAYILHPYETCS B OAKTEPHIX IPYMIbI pU300HiA B
Ipoliecce UX COCyIecTBOBaHMA ¢ 0000BBIM pacTeHueM. bruonorndeckas a3orukcanus apiaseTcs
OJHUM U3 TEPBBIX KAHIUAATOB Ui pa3pabOTKH TEXHOJOTHH, HCIONb3YIOUIMX NPHUPOIHBIC
MPOIIECChl. DTO JeNaeT u3yueHne CuMOn03a aKTyaJIbHbIM U HEOOXOIMBIM.

AKTYyaJIbHOCTB NPO0JIEMBI H CTeNeHb Pa3padOTAHHOCTH TeMbl.

IlognepkaHue B JKMBOM DYKAPUOTUYECKOM KIETKE OrPOMHOM  KOJIOHHUM  JKUBBIX
a30TPUKCUPYIOMUX OaKTEepHil SBISETCSA HE TOJBKO KpailHE WHTEPECHBIM OHOIIOTHUYECKUM
(eHOMEHOM, HO U OJTHUM U3 HCTOYHUKOB HEOOX0IMMOro aiisi Onocdepsl azora.

Byayun BHyTPUKIETOUHBIMU CUMOMOHTAMH, PU300HMH MOJIyYalOT AOCTYI K pecypcaM KIIETKHU-
X0311MHA U TPUOOPETAIOT crIOcOOHOCTh K (pukcanuu armochepHoro azota. Ilpu sTom B KileTKax
KOPHEBOTO KJIyOEHBKa, 3aCENICHHBIX 0aKTEpUsAMHU, HE MMPOUCXOAUT UHIYKIMH ITPOrpaMMHUPYyEMOi
kietouHoit cMeptu (PCD) u 6akTepun He SIIMMUHHUPYIOTCS B IIPOLIECCE CIUSHUS C TUTHYECKUMHU
KOMIIApTMEHTAaMH HEMEIJICHHO MOCIIE BX0/1a B KIIETKY.

[IpoAOIKUTENPHOCTh JKU3HU KIYOCHBKOB COCTaBJSIET JMIIL 60-8 HeAenab, HO TNPHUYUHB,
KOTOpPBIE BBI3BIBAIOT OBICTPYIO TMOETh MHPHIHMPOBAHHBIX KJIETOK M KIyOCHbKA, IMOKa TaK M HE
BBISICHEHBI.

OnHoil m3 Hambojee SPKUX OCOOCHHOCTEH WMH(OUIIMPOBAHHOM KIIETKH SIBISIIOTCS DPE3KHE
M3MEHEHMS B 9HJA0MEeMOPaHHOM crcTeMe, KOTOPbIE IPOUCXOAT OCIEe TPOHUKHOBEHHSI OaKTEepHid
B CUMIUIACT KJIETKU-X03s1MHA. Co3/1aHre MeMOpaHHOTo HHTepdeiica Mex /1y KIETKON KITyOeHbKa 1
BHYTPHUKJIETOUYHBIMU OaKTEpHUSAMHU, MHTETpaIMs SHAOMEMOPAHHON CHCTEMbI KJIETKHU-XO3SMHA H
pa3BUBAIOIICHCS B KJETKe OaKTEpUaTbHOM KOJOHHUH, IMPEICTaBIsET COOOH BaXKHYIO YacTh
pacTUTENIbHO-MUKPOOHBIX B3aMMOJACUCTBHUM, KOTOpas IO CHUX TMOp H3y4YeHa HEJOCTaTOYHO.
PesynbraThl McciaenoBaHU MOTYT OBITH BOCTpEeOOBaHBI M B APYrux 00jacTsx OWMOJOTHH U B
MEIMIMHE, a TaKXKe CO3Jal0T BO3MOXXHOCTH TIOBBIIEHUS 3(deKkTuBHOCTH Mporecca
a30T(UKCAIUH.

esu 1 33724 MccaeI0BAHUH

Lenbto  paboTel  OBLIO  BBIABICHHE  MOJICKYJISIPHBIX ~ MEXaHM3MOB  MOAM(DUKALUi
SHIOMEMOpPAaHHON CHCTEMBbl MH(MUIIMPOBAHHON KJIETKH, KOTOphIE 00ECTIEUHBAIOT MOIEpKaHUE
KOJIOHMH a30T(UKCUPYIOMINUX OAaKTepHil B CHUMIUIACTE KJIETKH PACTCHUSA-XO3fMHA B IpOLECcCe

pa3BUTHs CUMOMO03a.



Jns  wucciaemoBaHuit  ObUTM  BBIOpAaHBI  HAMpaBICHHUS MOAM(PHUKAIMU  dHIOMEMOpaH,
MIPOUCXOJISIINE B MIPOLIECCE N3MEHEHUS (PYHKIIMOHATHHOTO COCTOSTHUS HHPUITMPOBAHHON KIIETKU
IpH Tepexofe K a30TPUKCAIMU, a TAKXKE MPEKPaIleHUs CUMOMOTUYECKUX OTHOILICHUH MpHu
HATYpaJIbHOM CTapEeHUU WM BCIICJCTBUE HEOIArOMPUATHBIX yCIOBUU. J[7s AMAarHOCTUKH ObLIN

0TOOpaHbI FeHbI-MAPKEPhI ITHX U3MEHEHUH.
Jist fOCTHXEeHHS TOCTABICHHON 1eNu ObLTH chOpMyIMpOBaHBI CIEAYIOIINE 3a0a4u:

1. Jlnsa BbISICHEHUS YCIOBUHM TOANEpXKaHUS BHYTPHKJIETOYHOH KOJIOHMM pU300UN B
CHUMILJIACTE PACTUTEJILHOM KJIETKH HCCIEeNOBAaTh MOJIEKYJISIPHBIE MEXaHU3MBbI, KOTOpbIC
NPEJOTBPALIAIOT 3JIMMHMHAIMIO BHYTPUKIETOYHBIX PH300MI Ha MyTH CIUSAHUU C
JUTUYECKUMHA KOMIAPTMEHTAMH, a TaKKE BBIIBUTHh JWHAMHMKY W3MEHEHHH TJIaBHOTO
JUTUYECKOTO KOMITAPTMEHTA KIIETKH - BaKyOJIH.

2. TlpoBecTH aHalu3 PEryJALMHU MPOLECCOB TPAHCIOPTa K MeMOpaHaM CUMOMOTHYECKOTO
uHTepdeiica B MHPUUIMPOBAHHON KIIETKE M ONPENEIUTh KIIOYEeBBIE TeHBI M OEJKH,
yUYaCTBYIOIIME B 3TUX MPOIIECCaX.

3. Jnd BBIACHEHHS MOJEKYJSPHBIX MEXaHH3MOB TapreTMPOBAaHHOTO MEMOpPaHHOIO
TpaHCIIOpTa M  TEpPEHAINpaBICHUs] MEMOpaHHBIX KOMIIOHGHTOB M  O€JKOB K
CUMOMOTHYECKOMY HHTepdeiicy, HCCIeAoBaTh MPOIECChl W3MEHEHHUs KOH(POpMaIuu
aKTHHOBOTO IIUTOCKENIeTa M pacipeaesieHus] B UHOUIIMPOBAHHOM KieTke OenkoB Arp2/3-
KOMIIJIEKCA, KOTOPBIN perylIupyeT HyKiIealuto OeKa akTHHa.

4. BbIABUTH MEXaHU3MbI HOBOOOPA30BaHUS MEMOpPAHHBIX KOMIIOHEHTOB B MH(PHIIMPOBAHHON
KJIeTKe U (popMUpOBaHUS BEKTOpa MepeHoca MeMOpaH K CHMOMOCOMHOMY HHTEpdeiicy,
sapucsiqe ot Ca?’-CeHCOpPOB M3 TPYNIBI  CHHANTOTATMHUHOB, YYacTBYIOUIUX B
pereHeparyy MoBpeXICHHBIX MEMOpaH.

5. OmnpenenuTh HMCTOUYHUKM M CTUMYJIHUPYIOIIME MEXaHU3MBbl, KOTOpbIE MPHUBOIAT K
M30BITOYHOMY CHHTE3y DJEMEHTOB DJHJOIIa3MAaTUYeCKOoro pertukynyma (OP) B
MHQHUIMPOBAHHBIX KIIETKaX.

6. Jlyis BBISICHEHUS IPUYHH YCKOPEHHOTO CTapeHHs UH(UIIMPOBAHHBIX KIETOK KIIyOeHbKa U
HU3KOH YCTOWYMBOCTH KIyOCHBKOB K COJEBOMY CTpECCy HCCIEI0BaTh IKCIPECCHUI0 H
pacnpenenenre 6eIKOB HOHHBIX KaHAOB melikepHoro tuna MtAKT1 u MtSKOR/GORK
Y T€HOB, YYaCTBYIOIIMX B TPAHCIIOPTE MOHOB KaJIUS M HATPUSI B KOPHEBOM KITyOCHBKE.

WuTerpauust mHGOpMaLUK, MOJYyYECHHOH B MPOLIECCE HUCCIIENOBAaHUM, MO3BOJIMIA BBIACHUTH

KIIIOYEBBIE 3JIEMEHTBI, KOTOPBIE MHAYIMPYIOTCS B SHAOMEMOPAHHOM cUCTEME KIETOK KOPHEBOTO
KiIyOeHbKa B OTBET Ha mpoiudepanuio OakTepuil B CHUMIUIACTE, U OLEHHUTH IOCIEICTBHA

MNoAACPIKaHUA 6aKTepHaan0171 KOJIOHHH IJI KJIICTKH PACTCHUA-X035IMHA.



O0beKTHl HCCIETOBAHUSI: KOPHEBbIE KIyOeHbKH OO0O0OBBIX U HEOOOOBBIX pacTEHUH,
CIOCOOHBIX K CHUMOMO3Y, T€Hbl M O€JIKM 3THX PACTCHUH, y4acTBYIOIIME B CHMOHMOTHYECKOM

nporecce.

HayuHasi HOBH3HA NOJIyYeHHBIX Pe3yJIbTaTOB

BriepBblie moka3aHo, 4TO HapylIEHHE OpraHeJUIoreHe3a Bakyoiel B MH(UIIMPOBAHHBIX KJIETKAaX
3aBHCHT OT pernpeccus reHoB koMiuiekca HOPS, koTopslii peryiaupyeT celeKTUBHBIN TPAaHCIOPT U
ciusiHue ¢ MeMOpaHo# ToHorutacTa. beul caenan BeIBOL, 4TO penpeccus komriekca HOPS B
MHOQUIMPOBAHHBIX KIETKaX KIyOGHbKOB SBISAETCA OJHUM M3 ONPEACISAIONIUX YCIOBHM
NOJ/IeP’KaHKUsI BHYTPUKICTOUHOW OaKTepHalbHONW KOJIOHHH, a TaKKe CHOCOOCTBYET CO3IaHHUIO
MPOCTPAHCTBA Il CAMOMOCOM B CUMILIACTE MH(PHUIIMPOBAHHBIX KIIETOK.

BrniepBrie ObUIO TOKa3aHO, YTO MeMOpaHbl CUMOMOCOM HE NPHOOPETAIOT MOJIEKYJISPHBIX
MapKepoB, CHEUM(UYHBIX A TEPBBIX 3TAlOB HHJIOIMTO3a, YTO, BEPOSITHO, IO3BOJISET
IPEIOTBPATHTD JIM3UC CUMOMOCOM Ha HAYaJIbHOM 3Tare KOJOHU3AINH PACTUTEIBHBIX KIIETOK.

BrnepBele Obuta  BBISIBICHA WAGHTHYHOCTH MeMOpaH CHMOMOCOM B OHTOIEHE3E,
MOCJIEJIOBATEIHHOE TOSIBIICHHE HA CHMOMOCOMHBIX MeMOpaHax OenkoB ImyTH 3HIo1mTo3a (Rabs,
Rab7), GenkoB perymsiTopoB CIHUSHUS MEMOpPaH CHEIU(PUIHBIX IS SHAOCOM M TOHOIUIAcTa: (t-
SNARESs): SYP21/22, SYP51/52, VTI11, VPS11, VPSI15, a takxke  OelIKOB MyTH CEKpELUH,
IpUHaUIeKalmx K rpynne VAMP7.

BriepBrie nmoka3aHo, 4To O€JIKH MyTH ceKkpenunu u3 rpynnsl VAMP71 sBnsorcs He00X0IUMBIM
KOMIIOHEHTOM CHMOHMOTHYECKHMX OTHOLICHMHA B pa3HbIX TUIAX CUMOMO3a, W, CPelu IPyTux
¢byHKIMH, 00ecreunBalOT JOCTaBKY (DEPMEHTOB, YYacTBYIOIIUX B MOAU(HUKAIMU KIECTOYHOU
CTEHKHM MH(EKIIMOHHONW HHUTH 3a CYET Yero CO37aeTcsi MeMOpaHHBIH HHTEpdENc, MO3BOISIOMINN
BBIXO/l PU300Mii B CUMILIIACT KJIETKHU-XO35IMHA U TTOCIEAYIOUIHA poIecc a30T(hUKCaITUH.

BrniepBbie ObIIO MOKa3aHO 3HAYCHHWE [UIs CMMOMO3a T€HOB M OeNKOB KomIuiekca Arp2/3,
KOTOpBIE PEryaupyroT (OPMHPOBAHHUE M POCT aKTMHOBOTO IIMTOCKEJETa, o0ecredynBas poCcT H
CO3peBaHHE CHUMOUOCOM.

Brepeble ObLia BbISBIEHAa pPOJb OEIKOB CHHANTOTArMUHOB, u3 rpymmsl Ca’'ceHcopos,
YUYaCTBYIOIIMX B pEreHepaluyl MOBPEkKACHHBIX MEMOpaH, B CO3JaHMM U PETYISALUU BEKTOpa
nepeHoca MeMOpaH K CUMOMOTHYECKOMYy UHTepdeiicy. bt uccinenoBaHbl MOJEKYISpHbIC
MEXaHU3MbI HHIYKIIMHA N30BITOYHOTO CHHTE3a MEMOpAH 3HOIUIa3MaTHYECKOTro peTukynyma (OP)
B UH(HUIUPOBAHHBIX KIIETKAX.

C 11enp10 BBISBICHUS IPUYHMH BBICOKOH YyBCTBUTEIBHOCTH KOPHEBBIX KIIyOCHBKOB K COJIEBOMY
cTpeccy, ObUT IPOBEICH aHAIN3 CIIEKTPa HOHOB B KITyO€HBKaX pAaCTEHUH, IOIBEPTHYTHIX COJIEBOMY

CTpeccy, U HCCIICIOBAHbI TE€HBI, YYAaCTBYIOIIME B YIAJICHHHM WU CEKBECTpUpOBaHMU Na' Kak



3alIUTHOM peakluy Ha cTpecc. Briepsble ObUIM MOKa3aHbl HAPYIICHUS B PACIpPE/ICICHUN OCITKOB
MOHHBIX KaHAJOB HIEMKEPHOIO TUIA, yYaCTBYIOIUX B IepeHoce MoHOB Kanusd, MtAKT] (xanan
Bxoasmiero BeimpsimieHus)) 1 MtSKOR/GORK (kaHanm BBIXOISIIETO BBIPSIMIICHUS). bblin
MOKa3aHbl U3MEeHeHusl B pacnpeneneHuu 6einxkoB NHX6 n NHX7, ydacTByIOIIMX B BBIBEICHUH
noHOB Na' B MH(UIIMPOBAHHBIX KIIETKaX, a TAKXKE BBIABICHA JAWHAMHKA dKcmpeccuu Oosee 20
JIPYTUX TE€HOB, YYaCTBYIOLIMX B TPAHCIOPTE MOHOB KajHs B KOPHEBBIX KIIyOCHBKaX JIIOLEPHBI
YCEUEHHOM.

CornacHO JaHHBIM aHalU3a, B MH(QUIIMPOBAHHBIX KJIETKAX HAKaITUBAJIOCh B 5 pa3 Oosblie
HaTpHs, 4YeM B HeMH(UIMPOBAaHHBIX. [I[pHUnHBI HAOMIOAEMBIX H3MEHEHUH 3aBUCST OT HAPYIICHHS
JoKanu3aluu Oe’akoB HOHOOOMeHHHMKOB rpynmbl NHX Ha MemOpaHax © HapylIeHHE UX

HKCTIPECCHH B MH(PHUIIMPOBAHHBIX KIIETKAX.

Teopernyeckasi M NpaKTHYECKAs 3HAYUMOCTDH PadOThI

[Iponeccsl amantanuu MHQHUIMPOBAHHBIX KJIETOK K HMX HEOOBIYHOMY 00pa3y >KH3HH,
M3MEHEHHUS M PETYISALUN BHYTPUKICTOUHBIX MPOIECCOB U MOJICPKUBAIOIICH 3HI0MEMOPaHHOM
CHUCTeMbl HWHQUIMPOBAHHBIX KJIETOK II0OKA Majl0 H3y4YeHbl. Pe3ynbTarel HCCIIEIOBaHUM,
NPUBEACHHBIE B IHCCEPTALUU, MOTYT OBITh HCHOJB30BAaHBI JUISI MPOBEICHHS T'€HETHUYECKUX
MaHMUIYJSIMA € TeHaMH,  ONPENeISIONIMMH  yCIOBHS  CYIIECTBOBaHMA  KOJOHHH
azorukcupyromux OakTepuid B HMHPUIMPOBAaHHON KieTke. VccnemoBaHusi —agantanuu
9YKapHOTHYECKOM KJIETKH K OaKTepuajbHON KOJOHWH, HaxoJslleiica B CHUMIUIACTE, CO3JAl0T
BO3MO)KHOCTH JIJIsl CO3J@aHMS HMCKYCCTBEHHBIX OHMOCHUCTEM C BO3MOXXHOCTBIO IONYYCHHS
(bUKCHPOBAHHOTO a30Ta.

MeTonoJjiorust 1 MeToAbl McciaedoBaHuil. B auccepranmuy MCIOIb30BaHBI COBPEMEHHBIC
METONBI:  MOJICKYISIPHO-TEHETHYECKUE METO/AbI MPUMEHSUIUCh JUIsl KJIOHUPOBaHHUS TE€HOB U
TpaHc(hopMUpPOBaHUS PACTEHU, CBETOBAS, IEKTPOHHAS M KOH(POKAIbHASI MUKPOCKOIIHS, a TAKKe
METO/IbI UIMMYHOIIUTOXMMHUU OBUIM MCIOJB30BaHbl I aHalu3a (EHOTHIIOB M JIOKAJIHM3ALUU

OEJIKOB.

HO.]'IO)KeHI/IH, BbBIHOCHMMBbBIC HaA 3aIIIUTY

1. Hapymenuss opraHe/uioreHe3a BakKyold B HWH(QHUIMPOBAHHBIX KIETKaX CBSA3aHBI C
penpeccueli reHoB komuiekca HOPS, koTopslil peryaupyeT celeKTUBHBIN TPaHCIOPT U CIMSIHUE
¢ MeMOpaHoii ToHormIacTa. JleQyHKIMOHAIN3aUs BAaKyOJIH SIBIISICTCS] OTHUM U3 ONPEIEIISIONINX
YCIIOBHIA NOA/IEPKaHHs OaKTepHaTbHON KOJIOHHU U MpoLiecca a30THHUKCALINN.

2. V3MeHeHME MIEHTUYHOCTH CUMOMOCOMHON MEMOpaHbl M IOCIIEA0BATEIbHOE MOSBICHNUE
Ha 3Toii MeMOpane Manbix GTPa3 Rab5, Rab7, perynsaropoB ciusuus memOpaHn crneruuIHbIX

s MmemOpas sH10coM 1 ToHotacTa: (t-SNAREs): SYP21/22, SYP51/52, VTI11, VPSI11, VPSI15



u OEJKOB MYyTH CEKpeUuH, NMpuHayiexamux kK rpynne VAMP7 olycrnaBiuBaeT BO3MOXKHOCTD
BPEMEHHOW NOAJIEPKKU OaKTepUaNbHOM KOJIOHUHU B CUMIUIACTE PACTUTENBHON KIETKH.

3. Ilepenoc Ha MeMOpaHy CHMOMOCOMBI OENIKOB KOMILIeKca Arp2/3, KOTOPBIA perynupyer
(bopMHpOBaHUE U POCT AKTUHOBOTO ITUTOCKEIIETA, 1, BBI3BAHHOE 3TUM IIEPEMEIICHUEM U3MEHEHHE
KOH(OpMalMyi aKTHHOBOTO ITMTOCKENEeTa B WH(UIIMPOBAHHBIX KIIETKAX, SBIAETCS (aKTOPOM,
00eCTeYrBAIOLIIM POCT CUMOHOCOM.

4. VI3MeHeHue BEKTOpa MepeHoca MeMOpaH B HAINIPABICHUN CUMOMOTHYECKOTO UHTEpdeiica B
UHQUIMPOBAHHBIX KIE€TKaXx 3aBUCUT oT Ca’’CeHCOpoB W3 TIpyNIbl  CHHANTOTATMUHOB,
YUYaCTBYIOIIMX B pEreHepaly MOBPEKICHHbIX MeMOpaH. MHAyKIus W30BITOYHOTO CHHTE3a
MeMOpaH 3H/I0TUIa3MaTHYECKOTO PETUKYITyMa B MHPHUIIMPOBAHHBIX KJIETKAX KIIyOeHbKa, BEPOSTHO,
3aBHCHUT OT T'€HOB OTBETA Ha CTPECC HHIOIIIA3MATHIECKOTO PETUKYITyMA.

5. BbIcOKass 4yBCTBUTEIBHOCTh KOPHEBOTO KIYyOCHbKa K COJEBOMY CTpEcCy, a TaKxKe
YCKOpEHHOE CTapeHue WHQUIMPOBAHHBIX KJIETOK, 00YCIaBIMBAETCSA SHAOTCHHBIMU Je(hEeKTaMH

TPaHCIIOPTa NOHOB KaJIvsl M BHIHOCA MOHOB HATpUs U3 MHPUIMPOBAHHOMN KIIETKH.

CTeneHb 10CTOBEPHOCTH M anpodalusi pe3y/IbTaToOB

JloCTOBEPHOCTh ~ pe3ynbTaroB oOecreyeHa HCMHOJNb30BAaHHEM COBPEMEHHBIX METOOB,
KOJUIETHAJbHOCTBIO HUCCIICIOBAHUN, NPOBEICHHEM CTAaTHUCTHYECKOW 00pabOTKH IOy4YeHHBIX
PEe3yJIbTaToB, HECKOJIBKUMHU TTOBTOPHOCTSIMU KCTIEPHMEHTOB.

Marepuansl AuccepTalyi ObUTH OIyOIMKOBAaHBI B MEXIYHAPOIHBIX JKypHaJIaX ¢ PEHTHHIOM

Q1, u mpencTaBiIeHbl HA HAYYHBIX KOH(EpEeHLIUAX:
V Bceepoccuiickas mikona-KoH(QEpeHIMs MOJOABIX YYEHBIX C MEXIYHAPOAHBIM ydacTHeM
«MoneKynsipHO-TeHETHUECKHE u KJICTOUHBIC ACTIEKTHI pacTUTENIbHO-MUKPOOHBIX
B3aumozeiictBuity. Cankr-IlerepOypr, 2021; XVII National Meeting of the Spanish Society of
Nitrogen Fixation, Madrid, Spain, 2019; 20th International Congress on Nitrogen Fixation,
Granada, September 2017; 12th European Nitrogen Fixation Conference, Budapest, Hungary,
2016; 36 New Phytologist Symposium, Munich, Germany, 2015; European Nitrogen Fixation
Congress, 2014, Tenerife, Spain; II IBEMPA CONGRESS, SEVILLA (SPAIN), 2013; European
Nitrogen Fixation Conference, Geneva, Switzerland, 2010; 8th European Nitrogen Fixation
Conference, Ghent, Belgium, 2008; IV Moscow International Congress «Biotechnology: State of
the Art and Prospects of Developmenty», 2007.

JIuuHbIii BKJAA aBTOPa M CBA3b € IUIAHOBBIMH HCCJI€JOBAHUSIMHM W HAYYHBIMH
nporpaMMamMHu.

Juccepranusi BomonHsuiack auuHO PenopoBoit E.D. B 2005-2024 rr B COOTBETCTBUU C

IUTAaHOM Hay4yHBIX HccliefoBaHui DenepanbHOr0 ToCyIapCTBEHHOTO OIOKETHOTO YUPEKICHHS



Hayku Wuctutyra Qusmonorun pacrenuii um. K. A.TumwmpsizeBa PAH, B coorBeTcTBHH C
[Tporpammoii (hyHIaMEHTANbHBIX HAyYHBIX UCCIIEAOBAHHUNA TOCYIapCTBEHHBIX aKaJIeMUN HayK Ha
2013-2020 roasl. Paznen VI. buonornyeckue Hayku, noapaszzaen 56. «duznonoruss 1 OMOXUMHUS
pacteHuil, poToCHHTE3, B3aUMOACUCTBUE PACTCHUN C OPYTUMH OpraHuzMammuy», lIporpamMmoii
(byHIaMEHTAIbHBIX HAayYHBIX MCCIEIOBAHHM TOCYIapCTBEHHBIX akajaemMuil Hayk Ha 2021-2025
ronsl. Paznen VI. buonornueckue Hayku, noapaszaen 56. «Pu3nonorust 1 OMOXUMHS PacTEHUH,
¢doTocuHTE3, B3aUMOJACHCTBHE pPACTEHHH C IpyruMu opraHusmamm», Ne 122042700043-9 u
nojyepkkod MunucTepcTBa Haykun Hu  oOpaszoBaHus Ne AAAA-A19-119041690042-7, Ne
122042700043-9, Ne.0087-2019-0013. Yactp uccnenoBaHuii ObLIN BHIMOJIHEHBI TPU MOJIEPIKKE
coBMeCTHOro rpanta Hunepnanzackoil opraHusanuu HayuHbIX wuccienoBanuii (NWO) u
Poccuiickoro ®@onna @ynaamentanbubix uccneaoanuii (PODI) 047.018.001, B koropoMm aBTOp
y4acTBOBaJa KaK PYKOBOAUTEIb CEKIIMU 7 MO BBIIOJIHEHUIO NIPOEKTa «AHAJIN3 TPAaHCKPUIITOMA U
UACHTU(UKAINS KITIOYEBBIX UTPOKOB B (POPMHUPOBAHUM U IMOJICPKAHUM CUMOMOCOM», a TaKXKe
nepcoHasibHOro rpanta POOU 19-04-00570. MccnenoBanus BBINOJHEHBI aBTOPOM JIMYHO HIIH
IIpY HETNOCPEACTBEHHOM YYacTHMHM. ABTOp OCYILECTBIsIa MOCTAHOBKY 3aJ]ad, IUIAaHMPOBAHME,
(dbopMHpOBaHUE KOJUICKTHBA, AHAJIU3 IOJNyYEHHBIX pE3yJbTaToOB, MOATOTOBKY IyOIMKaUUi u
JIOKJIa/I0B Ha MEXYHAPOIHBIX U BCEPOCCHUMCKUX KOH(PEPEHIIUSAX.

Iy6aukanuu. Ilo marepmanam aucceprauuu omyOnukoBaHo 36 crareif, u3 HuUX 31 B
PELIEH3UPYEMBIX HayUHbIX U3/1aHUSAX, PEKOMEHJOBAHHBIX JUISl 3aLUTHI B TUCCEPTALIMOHHOM COBETE
MI'Y umenun M.B.JlomonocoBa no cneruansHoctu 1.5.21. @usnonorust 1 OMOXUMHS pacTeHHUM
(Omonoruueckue HayKH).

CrtpykTypa u 00beM auccepTanum. Juccepranus usiioxkeHa Ha 228 cTpaHUIAX, COACPKUT
68 wuttoctpanuit u 4 TabIUIBI, CIUCOK JIUTEPATYphl BKIIOYaeT 416 CCHUIOK.

OCHOBHOE COAEP/KAHME PABOTbI

B I'maBe 1 npezcrasieH 0030p JUTEpaTyphl, B KOTOPOM H3JI0KEHBI CBEJICHUS O Pa3BUTHU U
(YHKIMOHMPOBAHUU KOPHEBOTO KIyOCHBKA, Pa3BUTUM CHUMOHMO3a W POJIM BHYTPUKIETOUYHBIX
MeMOpaH B OJ/IeP>KaHUHN BHYTPUKIETOUHON KOJIOHUU a30T(HUKCUPYIOIINX OaKTEpUid.

B I'nase 2 n3noxxensl MaTtepuaJibl 1 MeTOAbI HCCIEI0BAHUIA.

PactutenbHblii  MaTepuas, IITaMMbl KJIy0OeHbKOBBIX OakTepuii M yCJOBHSA
BbIpalllUBaHUs pacTeHuil. Pactenus mouepHsl yceueHHOH (Medicago truncatula) n cou
(Glycine max) BeIpallIBaiv B BETETALlMOHHOM Kamepe npu 16-1 ocBemennn u remmneparype 21°C.
Jlnst mosryueHus KiyOeHbKOB IPOPOCTKHU JIIOLEPHBI HHOKYJIUPOBAIK Oaktepusmu Sinorhizobium
meliloti 2011. TIpopocTku cou HHOKYTUpoBaiu Bradyrhizobium japonicum USDA 110.

Ilondop reHoB 1Jsi MccjegoBaHuii. /[ moucka reHOB HCHOJIB30BAIU JOCTYIHBIE Oa3bl

TAHHBIX T€HOMHBIX MOCJIESOBATEIILHOCTEMN: https://www.uniprot.org,

https://phytozome.jgi.doe.gov/pz/portal; https://www.ncbi.nlm.nih.gov



https://www.uniprot.org/
https://phytozome.jgi.doe.gov/pz/portal
https://www.ncbi.nlm.nih.gov/

AHaJM3 JKCIpeccHM TeHOB in silico. YpOBEHb DKCIPECCHMHM TI'€HOB, HAMEUEHHBIX IS
UCCIICZIOBAaHHM, TpeIBapUTEIbHO OLIGHUBAIM, UCHOJIB3ysd 0a3zy HaHHBIX MopTasa Symbimics

https://iant.toulouse.inra.fr/symbimics (Roux et al., 2014).

HN3mepenne s3xcnpeccun reHos Merogom IIIP B peaabHom Bpemenn. PHK Brinensun us
KOpHEH U KOPHEBBIX KIIYOCHBKOB ¢ MOMOIIbI0 Habopa mist Beigenenus PHK u3 pacturensHbix
Tkanei (Qiagen), Habopa nns Beinenenus PHK (Evrogen). PHK tpanckpubupoBamu B k/IHK ¢
nomorteio Habopa st cuHTe3a KJHK iScript (Bio-Rad), Habopa nns tpanckpunuuu (Evrogen).
[P B peasibHOM BpeMeHU TPOBOAMIN B 20-ITyHOUHOM PEAKIIMOHHOM CUCTEME C UCIIOJIb30BaHUEM
iQSYBR Green Supermix (Bio-Rad).

JAu3aiin npaiimepoB, cnerM@UUHBIX JUISI T€HOB, OCYILECTBIISJICS C MCIOJIb30BaHUEM
nporpammbl PRIMER 3-PLUS (Untergasser et al., 2007). Kak pedepeHcHbIe TeHbI HCIIOTb30BATH
reHbl JOMallHero xossiiictBa cons6, Mtc27, MtGAPDH nns reHoB pacTeHUs-XO3MHA W
SMc00128 it reHOB GakTEepHH.

KnoHnpoBaHue reHOB M MPUTOTOBJIEHHE TUATHOCTUYECKUX F'eHEeTHYeCKUX KOHCTPYKTOB.
OTKpbITBIE pPaMKHU CUYUTHIBAHHMsS TeHOB Obutn amruuduuupoBansl merogom 1P u3 k/IHK
KIIyOeHBKOB ¢ wHcrmosib3oBaHueM PhusionTaq-monuMepassl M HampaBiIeHHO KIOHMPOBAHBI B
pENTR-D-TOPO (Invitrogen). pENTR kionbs! 0butM pekoMOMHUpOBaHbI B ofuH u3 Gateway-
COBMECTHMBIX OMHApHBIX BeKTOpoB ¢ ucnonb3oBanueM LRClonase (Invitrogen). [{ns mepenoca
IUIa3MUJ] B KOPHU U KIyOCHBKM BBINOJHSUIACH TpaHC(OpMAIys ¢ MCIOIb30BAaHMEM IITaMMa
Agrobacterium rhizogenes MSU440 (Limpens et al., 2004).

HccnenoBanue orBeTa KOPHEBOI0 KJIYOCHbKAa Ha COJIeBOil cTpecc. PacTeHus JronepHsI
nojBsepranu coneBomy crpeccy (100 MM NaCl). Jlns ananm3a HCHOJIB30BAIM KOPHEBBIC
KITyOCHBKH, PACIIONIOKEHHbIE HA OOKOBBIX KOPHSIX.

LuTonoruyeckne ucciaegoBaHus. TpaHcreHHbIE KOPHU U KIyOCHbKM OTOMpAIM HAa OCHOBE
skcnpeccun GFP mnmu DsRED1 ¢ momompbio OuHOKymsipa. AHanu3 pacnpezencHus OenkoB
MIPOBOAMIIN C HCTIONb30BaHueM criennpuyeckux antuten (GenScript, CIIA). [{nst uccnenoBanus
pacrpesielieHus KOMIIOHEHTOB KJICTOYHOH CTEHKH HCIIOJIb30BAIM COOTBETCTBYIOIIUE AHTHUTEIA
(PlantProbes, BenukoOpurtanus) wim cneunduunyto okpacky. Cpessl kKoHTpactupoBaiun FM4-64
uu onucteiM ponuaueM (PI).

Jns muddepeHaabHOro OKpallMBaHUs LUTOCKENIETa HCIOJIb30BAJIM AHTUTENA IPOTHB
TyOynuHa (Sigma), akTHH MapkupoBanu ¢ nomoibio Bodipy Phallacidin FL (Molecular Probes,
CIIA). Ucnonb3oBanuch KOHPOKaIbHbBIE Ja3epHble MUKpocKkombl Zeiss LSM 510 u Meta LSM
510 (Leica). O6pas3iisl 115t 3IEKTPOHHON MUKPOCKOIMHU (PUKCUPOBAH B 4% napadopManbaeruie,
cmemanHoM ¢ 0,3% unu 3% rinytapansaeruaom B 50 MM docdataom 6ydepe, pH 7.4, u 3anuBanu

B cmoiry LRwhite (Fedorova et al., 1994). JIns UMMYHOJETEKITUH C UCTIOIB30BaHUEM AJIEKTPOHHON


https://iant.toulouse.inra.fr/symbimics
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MHUKPOCKOIIMM HUKEJIEBBIE CETKH CO Cpe3aMu OJIOKHMPOBATM M MHKYOHPOBAIU C MEPBUYHBIMH
aHTUTEJIaMH, JUIA JIETeKIHMU HCIIOJIb30BAIM BTOPUYHBIC AHTHUTENA, MEUEHHBIE KOJUIOMIHBIM
3010TOM ¢ yactuniamu pazmepom 15 am umu 10 am (BioCell, New Delhi, Muaams).

AHaJau3 pacnpeaeleHUs HOHOB B TKAaHH KOPHEBbIX KJIy0OeHbKOB. AHanu3 NPOBOAWIN Ha
HU3KOTEMIIEPATYPHOM CKaHHUPYIOIIEM SJIEKTPOHHOM MHKpockone Zeiss DSM-960 ¢ dhyHKimsaMu
SHEPrOJUCIIEPCUOHHON  CHEKTPOMETPHM W  PEHTreHOBCKoro MukpoaHanusa (Pentaflet,
BenukoOpurtanus). s aHanu3a KOpHEBbIE KIYOCHBKHM 3aMOPaKUBAIM B IKHJIKOM a30Te,
CKaJIbIBAJIH 10 JIMHHOW OCH U aHaNU3upoBaiu. KolnyecTBEHHbIN aHAIN3 2JIIEMEHTOB IPOBOAMIICS
C HMCIIOJIb30BAaHUEM CTaHAAPTHBIX Ipoueayp koppekuuu ZAF (aToOMHBIM HOMED, NOTJIOLIEHUE U
¢nyopecuennysi) ¢ nmomoiubto nporpammsl Link Isis, Bepcust 3.2 (Oxcdopn, BenukoOpuranus).
Jlnst ompeneneHus 3HAYMMOCTH Pa3IMYMi MEXIy CpPeIHHMHU 3HAUYEHUSMH HaOOpOB JaHHBIX
ucnosb3oBaiucs t-rect CTbIoJIEHTa.

AHaJM3 TPOTEOTUTHYECKON AKTHBHOCTH BaKyoJell KOPHEBBIX KJIy0eHbKOB.Cpe3bl
kiy6enbpkoB okpamuBanu 0,001 % pactBopom HeWTpaiabHOTO KpacHoro B Oydepe PBS, pH 7.4 u
¢dororpadupoBanu nocie 1 4 uakyOaruu. s KOHTPoIIs cieun(UIHOCTH PEeaKLIUU MOKPOBHOE
crexno yaamsun U nobasmsmu 400 Mk cmecu noHOdopoB 20 MKM KapOOHHIIIMAHHUIA M-
xnopodpenmwtruapazona (CCCP) u 1 mMxM BanuHOMUIIMHA IS JUCCUTAIMU MeMOpaHHOTO
rpaauveHTa. J{s aHann3a JIMTHYECKOW aKTUBHOCTH BaKyoJiel cpe3bl KiyOeHbKOB TOMIUHON 50-
100 MKM moMeIaau B pacTBOp (IIyOpeCUEHTHBIX 30HIO0B: 7-aMuHO-4-MeTHnkymapuHa CBZ-L-
¢ennnananud- L-aprunun amun rugpoxiopuna (AMC), cyOGcTpaTa CepHHOBBIX NHpoTeas, U
pomamuna 110, Ouc-(CBZ-L-denunananun- L-apruawa amun auruapoxiopuaa), (RPA),
cyOcTpara IUMCTEMHOBBIX W CEPUHOBBIX MpoTea3 Ha 3 4 W 3aTeM MpOCMAaTpUBAIU B
MU (ITYyOPECIEHTHOM MUKPOCKOIIE B COOTBETCTBYIOIIUX MPOOAaM peKHMax.

I'naBa 3. Pe3yabTaThl M 00CyXk/AeHUE.

B mnpouecce pa3Butus cuMOHO3a PU300MU TEPEXOASAT B CHUMIUIACT KIETKU-XO3iMHA U
CTaHOBSITCS BPEMEHHBIMHU a30T(PHUKCUPYIONMMH BHYTPUKICTOYHBIMH OpTaHeIIaMU, KaKaas U3
KOTOPBIX OKpY>KeHa MEMOpPaHOH, TPOU3BOTHOM IIUTOIIA3MATHUECKONH MeMOpaHbl. e HTHYHOCTD
MeMOpaHBbI SBISETCS KIIOUYOM K IPOTHO3UPOBAHUIO YPOBHS U CIIEKTPa MEMOPAHHOTO TPAHCIIOPTa,
a B CHMOMOTHYECKHUX OTHOIIEHUSX 00€CIIEYNBACT BBDKUBAHUE a30T(PUKCUPYIONTNX OAKTEPOUIOB.

B kieTkax 3yKapHOTHYECKHX OPraHU3MOB IMPHUCYTCTBYIOT OCJKH, KOTOpHIE YYacTBYIOT B
mpoleccax TpaHCIOpTa M CIUSHUM Be3WKyJd. B wuccienoBaHusx OuoreHesa opraHeil H
TpaHCHOpPTa dYepe3 MX MeMOpaHy, 3TH OeNKH HCIOJIBb3YIOTCS KaK MapKepbl HICHTUYHOCTH
MemOpan. K MapkepaM UAEHTHYHOCTH IyTH SHAOIMTO3a OTHOCATCS Oenku Manbix GTPa3 Rab5 u

Rab7, yuactByromue B copTupoBke O6enkoB oT anmapara ['onbmku k Bakyonu (Tse et al., 2004),
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TaKXke MapkepaMu HIeHTUYHOCTH ABMstoTCs Oenku SNARE (N-3TunmaneumMus 4yBCTBUTEIbHbIC
OenKoBbIe perenTopsl (hakTopoB cBsa3biBaHus) (Borchers et al., 2021).

3.1. UneHTHYHOCTH cuMOMOCcOM. /[ BBISICHEHUS cTaTyca CUMOMOCOM B MH(UIIMPOBAHHOMN
KJIETKE M OTBETa Ha BOMPOC, KAK CHMOMOCOMBI M30€Tal0T IUTUYECKOTO YHUUTOXKEHUS U CIUSHUS
C BaKyOJIbIO U KaKUE MOJIEKYJIAPHBIE MEXaHU3MBbI IIPEIOTBPAIIAIOT UX YHUUTOKEHUE, HAMH OBLIO
HCCIIEZIOBAaHA POJIb YHIOCOMANIBHBIX OEJIKOB M OEJKOB TOHOIUIACTa Ha MeMOpaHax CUMOHOCOM.
Jlnst muarHocTuky ObLIH BEIOpaHbl perynstopHbie Manbie GTPa3sl cemelicTBa Rab, a Taxke Oenku
SNARE (N-aTunmanenMu]] 4yBCTBHUTEIbHbIE OEIKOBBIE PELENTOpbl (DaKTOPOB CBS3BIBAHUS),
SABJISIOIIMECS MapKepaMu MICHTUYHOCTH IyTH SHJOLMTO3a B KJIETKAX JXUBOTHBIX U JIPOXIKEH
(Behnia, Munro, 2005; Lipka et al., 2007). MbI uccnenoBaiy TpaHCT€HHBIE KITyOCHBKH JTIOLIEPHBI
u cou, Hecymue mansie GTP-a3er Rab5, Rab7 u SNARE MtSYP22, kotopbie ObUTH TTOMEUYESHBI
GFP (Limpens et al., 2009, Ivanov et al., 2012, Gavrin et al.,2014, 2015). ITo pe3ynpratam
uccienoBanuii, Oermok MtRab5, Mapkep paHHUX 3HI0COM, He OBUT HalIeH HA CUMOMOCOMHOMN
MeMOpaHe HM Ha OJHOM W3 CTaiuii pa3BUTHUS, XOTs MeTKa Obula HaiiieHa Ha SHAOCOMAax
MHOUIMPOBAHHBIX KJIETOK. TakuM 0O6pa3zom, ObLIO MOKa3aHO, YTO CUMOMOCOMBI TIPH BXOXKJICHUH

B KJETKYy HE MNPHOOpPETaoT WIACHTUYHOCTH DPAHHEH SHIOCOMBI, YTO, BEPOATHO, MO3BOJSET

n30exarb OpicTporo nusuca (Puc.1).

Puc.1. Pacnpenenenune 6enka MtRab7 B mononoii nnpunmupoBanHoii kietke. (A) Mooaas KIeTka
Ha JTane WHPHUIMPOBaHUS, OAKTepHH MOMeueHbl KpacHbIM ¢uryopodopom, MH-undexmonnas
HUTh, H-HeMHpUIMpoBaHHAs KJIETKAa. DHAOCOMBI, IMOMEYeHbIe 3eleHbiM (yopodopom GFP,
NPUCYTCTBYIOT Kak B WH(UIMPOBAHHOW, Tak M B HEMH(UIMPOBAHHOW KieTke; b-3penas
uHunmposanHas kiuetka (MK), 3anonnennas cum6uocomamu(CM), MeMOpaHbl CUMOMOCOM H
toHomact (Bak) HecyT 3enenslii ¢piryopodop, metky Rab7-GFP. Macmitabnas nuneiika = 10pm.

B npouecce co3peBanusi cCMMONOCOMBI TIPUOOPETANN UASHTUYHOCTh MOJIOJBIX BAaKyOJel, HO

n3z0eranu CIusHUS C Bakyosbio nmHpuuupoBanHoi kietku (Ivanov et al., 2012, Gavrin et al.,
2016). Taxk, Bakyonsipabiii 0emok SNARE MtSYP22, meuensnii GFP(Puc.2A), nosiBisiicss Ha

MeMOpaHax 3penbix ciMOMOCOM B Havalie mporiecca azotdukcanuu (Puc.2B).
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Puc.2. Pacnpenenenue 6enka MtSYP22 B kneTkax kiyOeHbKa B MPOIECCE Pa3BUTUS CUMOMO3A.
benoxk MtSYP22 (3enensiii guryopodop) HaxoauTcst Ha ToHOIuacTe (A, b) B MHQpUIMPOBaHHBIX
(MK) u wneundunumpoBanabix (H) kierkax, m Ha CHMOMOCOMHOW MeMmOpaHe B 3pelbixX
uHGUIMpOBaHHBIX KieTkax (B). Macmtabnas nuneiika =10um. UK-undunupoBannas kietka,
H-HeunduumpoBanHas KJIeTka.

bruta npennoxena runoresa, YTO MHTHOMPOBaHUE Mpoliecca yAaueHust OakTepHil CBA3aHO C

3aJIep)KKON MpuoOpeTeHruss MeMOpaHOW CHUMOMOCOMBI WJACHTUYHOCTH BaKyOJM M W3MEHEHUS
JUTUYECKHX CBOMCTB BaKyOJIM HH(PUIUPOBAHHOMN KIETKH.

3.2. IlporeosmTHYecKkass AKTHBHOCTb H KHCJIOTHOCTH BaKyoJedH B KOPHEBBIX
KJIy0eHbKaX.

B kopHeBbIX kiyOeHbKax M.fruncatula poaHAIM3UPOBAIN MPOTEOIUTUUYECKYIO AaKTUBHOCTh
Bakyousiel (Puc.3) ¢ ucmonp3oBanuem ayopecueHTHBIX 30H10B AMC (cybcTpara CepHHOBBIX
mporea3) u RPA (cyOcTpara HHMCTEMHOBBIX M CEpUHOBBIX mportea3). Jlns anamm3a pH
HCIOJIb30BaJIM allUJOTPOIHBIN kpacurens Helitpanbhblil kpacHblil (HK).

B kierkax KiyO€HBKOB aKTUBHOCTh OOOWX 30HJOB OTMEYaJach TOJBKO B BaKyoOJIAX

HeMH(pUIMPOBaHHBIX KIeTOK (Puc.3).

RPA AMC Puc.3. AHUaJII/I3 pacrpeaesieHust

JUTUYECKOH  aKTHMBHOCTH B
A KJIeTKaX KIyOeHbKa.
(A,b) — aBtodmyopecueHnus
TKaHU JI0 3arpy3Ku 30H70B, (B,I)
— pacupeneiieHUuEe JUTHYECKON
aKTUBHOCTH TKaHU nocie
3arpy3Ku TKaHU c
HCIO0JIb30BaHnEM 30HA0B RPA u
AMC. UK- wunpunupoBanHas
KiIeTka, H-HemHpuUIMpoBaHHAas
kiaerka. CTpenkamMu TOKa3aHbI
BaKyoJH  HEWH(HUIMPOBAHHBIX
KJIETOK, B JIIOMEHE KOTOPBIX
OTMEYaeTCs BBICOKas
¢byopecueHus 30H/I0B
(Fedorova, Brown, 2007).
MacmrabHas nuaeiika= 50 pum.
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Puc.4. Ananus KucnoTHocTu
BaKyoJiel B KIIyOeHbKax COU
(A) u mrouepHBl yCEUEHHOMN
(b) meromom KOH(OKAIBHOI
MUKPOCKOIIHU c
ucnoas3oBanneM HK. HNK-
MHOUIMPOBAHHAS  KIIETKA,
H-neundunupoBannas

KJIeTKA. MacmtaOHas

Cornacno ananu3y pH c¢ ucnosnp3oBanueM anunorpornHoro kpacutens (Puc.4), kucnsiit pH
COXPAHMJIU TOJIBKO BaKyoJId HEMH(DUITUPOBAHHBIX KIETOK.

B nanbHelimieM OBITM W3y4YeHBl MOJIEKYJIIPHBIE MEXaHU3MBI, KOTOpBIE MPHUBOAAT K
neyHKIMOHAIN3aUHU BaKyosel nHpuumpoBaHHbIX KiIeTok (Gavrin et al., 2014).

3.3. Moaeky/asipHble MeXaHM3MbI Ae(PYHKIMOHAJM3ANMN BaKyO0JH HHQUIIMPOBAHHOMU
KJIETKH, IKCIPECCHS U JOKAJIM3alUs TeHOB BaKyoJIsipHOro komimaexkca HOPS.

JUiss  BBISBIEHUS MOJEKYJSPHBIX MEXaHU3MOB, MPHBOIAIMX K Ae()yHKIMOHAIN3ALUU
BaKyoJiei, ObUIM UCCIIEOBAaHBI SKCIPECCHS M PACIIONIOKEHUE B KJIETKE OSNIKOB, MPUHAICKAIINX
K TerepuHroBomy komiuiekcy HOPS, koTopblii BKIIOUAET BaKyOJSIpHBIE COPTUPYIOIINE OCJKH
(VPS):VPS11,VPS16, VPS18, VPS33, VPS39 u VPS41 u siBisercs KIOUYEBBIM PETYJIATOPOM,
ydacTByoIuM B (hopmupoBanuu Bakyosn (Balderhaar, Ungermann, 2013).

bruta npoananusupoBana skcnpeccust reHoB VPS11 u VPS39, a Ttaxke Oblia BBINOIHEHA
BU3yaJIM3alUs SKCIPECCHH B TKAHU C MCIOJIB30BAHUEM METKH MPOMOTOpa [-TIIOKYpPOHHIA30M
(GUS) B xopHEBBIX KIyOeHbKaX. AHAJIN3 MMOKAa3aJl, YTO IPOMOTOPHI 3TUX I'€HOB ObUIN aKTHUBHBI B
HEMH(DULIMPOBAHHBIX KIJIETKAaX MEPUCTEMbI, B KIETKaxX MepuepuyecKkux TKaHEH U B 30HE
MHQEKIUH, TOT/1a KaK B MHPUIUPOBAHHBIX KJIETKaX 30HbI a30T(HHUKCAIIMN IKCIIPECCHUS ITUX T€HOB

ObL1a ojxaBieHa (Puc.5).

Puc.5. Amnanus
pacripenienieHust  30H
IKCIIPECCUU
MtVPS11 B
KITyOeHbKaX.
Okcmpeccust  (cuHee
OKpAIlMBAaHUE),
MHOUIMPOBAHHBIC
KJIETKU (UK)

OKpAIlIEHbl PO30BbIM
(A,b). MacmrabHas
nuHedka:  A=75um,
b=25 pum.
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Penpeccus kommiekca HOPS, BeposTHO, sIBIIsIeTCSI MPUYMHOM AeyHKIIMOHAIN3ALNN BaKyOIH
B 30HE aKTUBHOM a30T(hUKCaMU KOPHEBOTO KIyOeHbKa, YTO CO3/aeT BO3MOXKHOCTh BBKUBAHHS
BHYTPHKJIETOYHON OaKTepUaIbHON KOJTOHUH.

3.4. U3MeHeHusi pa3sMepoB M APXUTEKTypbl MH(GUIMPOBAHHON KJIETKM B Ipolecce
cum0Ouo3a. JluHamMuka oObeMa KIETOK ObUIa OIICHEHAa KOJUYECTBEHHO C HCIIOJIb30BaHHEM
KOH(OKATBbHOH MHUKPOCKOIMHM TPAHCTEHHBIX KIYOCHBKOB, B KOTOPBIX OBLI IKCIPECCHPOBAH
BakyossipHbiii SNARE SYP22 ¢ metkoii GFP (Gavrin et al., 2014) (Puc.6). Mukpodotorpadum,
CHATBIE B IIOCJTEIOBATEIBHOCTH IO BEKTOPY C TOBEPXHOCTH BIIIyOb TKaHU (Z-CTEKH),
MCTIOJB30BATMCh JJISI TPEXMEPHOM PEKOHCTPYKIIMM M KOJIMYECTBEHHOW OLIEHKH OOBEMOB B

nporpamme IMARIS.

Puc.6 A,b,B,I',JI. Jlunamuka u3sMeHeHHsI 00bEMOB KJIETOK, BAKYOJIH U CUMOMOCOM B TIpOIIecce
pa3ButTUs cuMOro3a. Bakyonu momeueHsl 3eneHbIM (hiryopodopom, GakTepuu MOMEYEeHbI
KpacHbIM (hiryopodopom. KenTeiM momMeueHa BaKyolib B IPOIEcce U3MEpEHUs: o0bema.
(B)-Bakyons,MH-undexunonnas uutb, C-cumbuocombl. UK-nnpumpoannas
kietka.MacmrabHas nmuaeiika (A)=100um, (b)=25um, (B,I)=75um, (1)=5 um, (E,2K)=10um.

AHanu3 u3MeHeHN 00beMOB KJIETOK M KoMIapTMeHTOB (Puc.6) mokasan, 4To B CIIOSX 30HBI
azoT(ukcanun aOCOMIOTHBI 00beM BakyoJel yMmMeHbIIWICS B 4 pa3a, a aOCOIMIOTHBI 00beM
CUMOHMOCOM yBEJIMYWIICS B 2,5 pa3a, BCICACTBUE YETO CHMOMCOMBI OBUTH CIIOCOOHBI 3aHATH OKOJIO
65% oobema kaetku (Puc.6/1).

Bein cienaH BbIBOX, 4TO JAeyHKIIMOHAIM3AIMS BAaKyOJH SBISETCS OOIIEH OMOIOTHYECKOM
O0COOCHHOCTBIO HWH(MUIIMPOBAHHBIX KIETOK B CHMOHMO3€, OOyCIaBIMBas BO3MOXHOCTH €€

KOJIOHU3AIUU PU300USIMH U TMIOCIIEIYIOIETO Mpoliecca a30TPUKCAIUH.
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3.5. Mapkepsbl yTH CeKpeluy HA CMMOMOCOMHOIH MeMOpaHe JIIIEePHbI U COM U UX POJib
B Pa3BUTHH CUMOHO3a.

PazButne MHQUUUPOBAHHBIX KIETOK KIYyOCHBKOB MPHUBOAMT K POCTY BHYTPHUKICTOYHOMH
0aKkTepHaIbHON KOJOHHMM, KaK IO YHCIy OakTepuil, Tak U Mo MX 00beMy. DTOT mpolecc
IpEeroiaraeT COOTBETCTBYIOIIEE YBEJIMYEHHE OOBbEMa KIETKU-XO35IMHAa U (hopMupoBaHHE
uHTEepdeiica MexXly HUTOMIa3MON X03iWHA M OaKTEpUsSMHU - CUMOMOCOMHOW MeMOpaHbI, UTO
o0yciaBIUMBaeT HEOOXOJUMOCTh YYacTUsi IyTH CEKpelHuH, U OENKOB, YYacTBYIOIIUX B
NIepeHanpaBiIeHuH U ciusHuu MeMOpas (Brewin, 2004, Tsyganova et al., 2021).

CraustHue Be3UKYJI ITyTH CEKPEIIMU KOHTPONIMpyeTcs Tpymmoii 6enkos u3 rpynnbsl SNARES, kak
npaBuUjIo, KomIwiekc oOpasyioT oauH SNARE-0Oenok, pacnojoXeHHbI Ha TpaHCHOPTHOM
Besukyne (V-SNARE), vesicle-associated membrane protein (VAMP), u tpu SNARE-Genka,
KoTopbie HaxomsTcs Ha meMmOpane-mutnern (t-SNARE) (Bassham, et al., 2008) (Limpens et al.,
2007, Ivanov et al., 2012, Zhang et al., 2015, Gavrin et al,2017).

beumn uccnenoBansl Oenku cemeiictBa VAMP72 B kiryOeHbKaxX JIOIEPHBI YCEYCHHONW U COH
(Ivanov et al., 2012, Gavrin et al, 2017). B xopHsx u B KiyOeHbKaX JIOIEPHBI YCEUEHHOW NpHU
CpaBHEHHM YpPOBHS 3KCIIpeCCHU ObUIM OTOOpaHbl AJIS JaJbHEUIIEro aHalInW3a T'eHbl TPYIIIbI
VAMP72: MtVAMP721a, MtVAMP721d u MtVAMP721e (Ivanov et al., 2012), skcnpeccus

KOTOPBIX ObLIa MaKCUMAalIbHOU B KITyOeHbKax. B kiryOeHbKaX COM MO 3TUM K€ KPUTEPUSIMH OBbLIH

Puc.7. Pacnipenenenue 6enka MtVAMP721d n GmVAMP721d B xierkax kiryOeHbKa JIOLEPHBI
(A,b) u cou (B). Un-undexumnonnas uurs, MK-unpunuposannas xnerka. benok momeuen GFP
(3enenslit ryopodop). Cumbuocomusie MemOpanbl okpamieHsl FM64 (kpacHslii Giyopodop).
Macmrabnas nuneiika: (A,b) =25um, (B) =lum

bouta ompenenena cyOkIeTO4Has JIOKanW3alusi OENKOB, KOIUPYEMBIX ATHMHU TE€HAMH, C

HCIOJIb30BAHUCM MCTOAAa UMMYHOUUTOXUMHU U KOH(bOKaHBHOﬁ MHKPOCKOIIMU Ha KJIy6€HBKaX,
MOJIYUYCHHBIX Ha TPAaHCICHHBLIX KOPHAX, B KOTOPLIX OTKPBLITASA paMKa CUUTLIBAHHA I'CHA ObLIa

nmomeyeHa GFP (Puc.7A,b,B), Ocnku ObUIM BBISBICHBI B JIOKAJIbHBIX 00JacTAX BOJIU3H
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MHQEKIMOHHBIX HHUTEH, Tne (HOPMUPYIOTCS OECCTeHHbIE KAaIlld W HAYMHAIOT Pa3BUBATHCA
CUMOMOCOMBI.

Jns BeIACHEHUS] (PYHKIIMOHAIBHOM pOJM OENKOB ObUI HCIOJNB30BaH METOJ YaCTUYHOTO
MHTUOMpOBaHUs 3Kcrpeccun reHoB MetonoM PHK-untepdepenim aByx renoB. s JIOLEPHBI
ObUTa OgHOBpeMeHHO OnokupoBaHa 3kcmpeccus MtVAMP721d w MtVAMP721e, a nis cou
OJTHOBpEeMEHHO OnokupoBau dkcnpeccuto GmVAMP72d v GmVAMP72a (Ivanov et al.,2012,
Gavrin et al, 2017). HokayT reHOB IpuUBOIMI K YMEHBIICHUIO YPOBHS 3KCIIPECCUU B KOPHEBBIX
kiybeHbkax BIIOTH 10 80%. L{uTomornyeckoe McClieOBaHUE TMOKA3aJi0, YTO B TPAHCTEHHBIX
KiyOeHbKax monepHsl 1 cou (Puc.9 A,b,B,I'), B kieTkax HaOmM01aMKUCh KPYTHbIE OaKTEpUaIbHbIC
knactepsl (b,I") monoOHble MHPEKIIMOHHBIM HUTSAM, HO BBIXOJ OaKTepUil B CUMILIACT KICTKH H
(dopmupoBaHUEe «OECCTEHHBIX» Kalelby, JUIIEHHBIX KIETOUYHOW CTEHKH, OBUIO OJIOKMPOBAHO

(Puc.9A,b).

Puc. 9. ®enotun TpaHCTeHHBIX KIIyOSHBKOB JIIOLIEPHBI M COM IPU HOKAyTe I'€HOB ITyTH SK301IUTO32
u3 rpynnsl VAMP721. Tkanb K1yOeHbKOB, KOHTPOJIb (A) M TKaHb TPAHCTEHHBIX KIIyOEHBKOB C
HOKayTOM TeHOB rpynnsl VAMP721 (b) mouepHsl U KOHTpoib (B) W HOKayT reHOB TpYMIIBI
VAMP721 B kiy6enbkax cou (B, I'). uk-unpumpoBanHas KiieTka, H-HEeHH(PHUIIMPOBaHHAs KIIETKa.
Macmrabnas nuneiika: A, b =25um, B, I'= 50 um.

Jlis BBIICHEHUS, KAKHE€ MMEHHO KOMIIOHEHTHI KJIETOYHOW CTEHKH 3aBHCAT OT TPAHCIOPTA,

KOTOpbIi o0ecrieueH 6enkamu VAMP721d/a, 66111 mpoaHann3upoBaHbl KOMIIOHEHTHI KIIETOYHBIX
CTEHOK: IIEJUTI0JI03a, KAJJI03a, METUI-3TepUPUIIMPOBAHHBIA U Je-3TepUPUIIMPOBAHHBINA TEKTHH,
apaOuHoranakTa, pamHoraitaktyponanan Il (Gavrin et al., 2017), ornuune ObuTO HAWACHO
TOJILKO B PAcIpelesIeHUH MEeKTHHA. PU300MM B TPaHCTEHHBIX KIyOEHbKax ObUIM MOTPY>KEHBI B

Matrpuny, KOTOpas COJACpKajla Kak MCTI/IJI-BTepI/I(bI/II_[I/IpOB aHHBIﬁ, TaK W  OC-MCTHUII-
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STepUPHUIUPOBAHHBIA MEKTUH, B OTJIUYME OT KOHTPOJBHBIX KIIyOEHBKOB, IJe ObUIa HaleHa
TOJIBKO METHII-3Tepu(pULIpOBaHHAsS (hOpMa MEKTHUHA.

[Tpu nanpHeimem ucciaenoBaHUU ObUTIO TOKa3aHo, yT0O VAMP721d-mo3uTHBHBIE BE3UKYJIIbI
BOBJICYCHBI B JIOCTABKY (DEPMEHTOB PEMOJICIMPOBAHUS KIECTOYHOM CTEHKH, a IMEHHO (pepMeHTa
nekrar-nuasbl (Gavrin et al., 2016). YMeHbIIeHHE 2KCIIPECCHUU TPUBOIUIIO K 000TAIIEHUIO CTEHOK
Je-METHI-3TepU(DUITUPOBAHHBIM TEKTUHOM, MEHEE 3JIaCTHYHBIM M Oojiee aAre3WBHBIM, UTO
Hapyllano BBIXOJ OakTepuil B LUTOIUIa3My KJIeToK. HemaBHO Hamm pe3ynbTaThl ObUIH
MOATBEpKIeHbl paboroil rpymmbl Tomaca Otra (Su et al.,, 2023), xoTtopas mokaszamsa poJib
cneun(UUecKoil MEeKTUH METHJIICTEepa3bl M IMEKTaT-IHa3bl B IMPOLECCax BbIXOAa OakTepuil B
CHUMILJIACT KJIETKH KITyOeHbKa.

3.6. MexaHu3MBbl TapreTHPOBAHHOIO MeMOPAHHOrO0 TPAHCIOPTA W  PperyJsius
AOCTYNHOCTH MeMOpPaHHBIX pecypcoB B cuMOuo3e. I[lockonmpKy LHUTOIIa3MaTHYecKas
MeMOpaHa HedJlaCTMYHa M HE MOXET pactaruBaTbes Ooiee uem Ha 3% (Apodaca, 2002), To
HaOroaeMoe KpaTHOE yBeNIWYeHHE o0beMa HMHPUUIMPOBAHHOM KIETKH, TaKkKe Kak
¢dopmupoBaHHE CUMOMOTHYECKOTO MHTep(delica A HECKONbKUX THICSY OaKTepuid, 3aBUCUT OT
CHHTE€3a HOBOTO MEMOpPaHHOT'O MaTepHaa.

VYBenuyeHue MIOMAIM MeMOpaHbl y pPacTeHHUH 3aBHCUT OT HAINpPABIEHHOTO SK30IMTO3a,
KJIACCUYECKHMH TPUMEpPaMH SBISIOTCS POCT KOHYMKOB KOPHEBBIX BOJOCKOB M MBUIBIEBBIX
TpyOOK. B perymsiuu cnustHus MeMOpaH y4acTBYIOT CHHANTOTarMUHBI, KaJbLIUEBBIE CEHCOPBI,
KOTOpBIE PETYJIUPYIOT CBS3b SHAOIUIA3MATHYECKOTO PETUKYJIyMa M IUTOIUIA3MAaTHYECKOU
MeMOpaHbI B OTBET Ha pacTsokeHre MeMOpansl (Benavente ef al., 2021).

UToObl MPOBEPUTH TUIOTE3y O BO3MOYKHOM YYAaCTHH CHHANTOTArMHHOB B TapreTHPOBAHHOU
JOCTaBKE M M3MEHEHHMM BEKTOpa JIBM)KCHUS MEeMOpaH K CUMOMOTHYECKOMY HHTepdeiicy, Obul
BbIOpan MtSytl, romonor Oenka apadunoncuca AtSYT] KOTOpPBI y4acTBYeT B BOCCTaHOBIICHUH
MOBpPEXKACHHBIX MeMOpaH (Schapire ef al., 2008), u nBa npyrux romonora M.truncatula c BRICOKOH
JKCIIpeccHei B KOPHEBBIX KiryOeHbkax: MtSyt2, MtSyt3 (Gavrin et al., 2017).

Jns ananu3a (QyHKIMOHAIBHOM PO CHHANTOTarMMHOB ObUIM cO3AaHbl MpoMoTop-GUS
KOHCTPYKTBI, cojepkammue obnacte 2,5 k6 ot Havana tpancimsiuu MtSytl, MtSyt2 u MtSyt3,
ciutyto ¢ GUS (Puc.10). Hanbonee BBICOKHII ypOBEHb 3KCIpECCHU ObLT MOKa3aH Ui KIIETOK,
KOTOpbIE HaXOJATCS B Mpolecce JeNeHHs], ObICTPOro pocTa MW pacTsKEHHS, TAKUX KaK KIETKH
MEPHCTEMBI, MOJIOJIbIE KJIETKH B mporecce uHpuimpoBanus u pocta. (Puc.10)(Gavrin et al.,
2017).

Jnist u3yyeHus BHYTPUKJIETOYHOH JIOKIN3AaLUU CUHANITOTATMUHOB B KOPHEBBIX KITyOSHbKaX U

KOPHSIX, OBIITM CII0JIb30BaHbl FTeHETUUECKHE KOHCTPYKTHI, 3Kkcrpeccupytome GFP B C-xoHieBoit
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MO3UIMKU 3TUX T'CHOB MOA KOHTPOJIEM HX COOTBCTCTBYIOIIUX 2,5 KO HATHBHBIX IIpoOMOTOPOB

puc.11).
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Puc.10. Dxcnpeccus reHoB Syt1,Syt2 u Syt3 B kiryoeHbpkax. CHHUM [[BETOM TOMEUYEHBI 30HBI

skcnpeccun. MacmrabHast nuaerika=100 um.

Puc.11. Cunanrotarmunsl B KopHeBoM KiryOenbke. CII - cocyauctsiii myyok; Bb- Beixon
Oaxrepuii; UH - uadexnuonnas HuTh; M - mepuctema; C — cumbuocomsl. L[BeToBbIC
KOJIbI: CMHANTOTarMUHBL: 3eJieHas (DIyopecleHlus, pu300uu U sijipa KJIETKU-XO35SUHA:
KkpacHas prayopecuennus. Macmrabuas nuHeika: (A-I') = 100 puwm, (1) =25um, (E) = Sum.

Bricokuii  ypoBenb  QuyopecueHtHoro curHaia ProMtSytl:MtSytl-GFP  (b),

ProMtSyt2:MtSyt2-GFP (B), ProMtSyt3:MtSyt3-GFP  (I') Opi1 oTMedeH B 30HE

MepUCTEMBI KOPHS (A) U KITyOCHBKOB.

3.7. Bo3MoOkHbIe NPUYMHBI H30BITOYHOIO CHHTE3a MeMOpaH 3JHIOINIA3MATHYECKOIo

PEeTHKYJIyMa, KAK HCTOYHNKA MeMOpaH cuMONOTHYeCcKOro uuTepdeiica.
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O dexTuBHBI a30TPUKCUPYIONUI CUMOMO3 HEBO3MOXKEH 0€3 H3MEHEHHS SHAOMEMOpaH
MHOUIMPOBAHHONW KIETKH U (OpMHpOBaHHE MEMOpPaHHOTO HHTepderica MEXIy KIETKOH
pacTeHUs-X035iMHa M OaKTepuel, JOMOJHUTEIbHBIN CHHTE3 MeMOpaH MpeAroyiaraeT HalIu4yue
CHenu(pUIHbIX HMHAYKIUOHHBIX Mexanm3moB (Fedorova, 2023). Duumomiasmaruyeckuit
perukynyM (OP) Bceraa paccMaTpuBaics Kak OMH U3 HCTOUHUKOB MeMOpaH Jutst (popMupyembIx
cumbuocom (Roth, Stacey, 1989), HO npuunHBI €ro N30BITOYHOTO CHHTE3a B MH(UIIMPOBAHHBIX
KJIETKax Heu3BeCTHbl. ONHOM W3 peakiuil pacTUTENbHOM KIETKM Ha cTpecc OP sBustorcs
CTPYKTypHBIE H3MEHEHUS BHIpaXXCHHBIE B yBenndeHue oorema P memOpan (Zhang et al., 2012).
Tabmuma 1. I'enst DR cTpecca, KOTOpbIe SKCIIPecCUpyIOTCs B KiyOeHbkax M. truncatula B 30Hax

pa3BUTHs CUMOUO03a.

Ha3Banmne Homep DOyHKIHT Ikcnpeccus (%)
reHa FI |Fld |Fllp |1Z | ZII
IREI Mt0005 109 | OtBer Ha cTpecc OP 17 |15 16 24 |26
18
BIP3 Mt0009 007 | Mapxkep OP-ctpecca, | 20 | 22 31 19 |8
OTBEYAIOLUN HA HaJU4yue
22 HEIPaBUIILHO
c(hOpMHUPOBAHHBIX
0eJKOB
Bag7 (BCL- | Mt0061 100 | YuactByer B orBeTe Ha | 40 | 34 18 5 2
OP-ctpecc
2-) 07
Hmglp Mt0020 101 | Karmella (yuactByer B |44 |32 12 3 8
YBEIUYCHUU o0bema
(Hmgl) 13 chopmupoBanHoro OP B
cirydae
CBEPXIKCIPECCUH).

Mb1 nposenu in situ anamms (Roux et al., 2014) skcrnpeccuy TeHOB MHAYKIUM cTpecca P

(Semenova et al., 2024) pe3ynbpraThl aHaju3a MOKAa3aldd, YTO B 30HE MEPHUCTEMBI M B 30HAX
unpunmposanus kiayoenbka (FI, FILIZ) unnynupoana skcnpeccust reHoB-ER crpecca IREI,
BIP3, Bag7, Hmglp, Taxxe sxcnpeccust IRE1 nnaynuposana B 30He azotdukcanuu (3oue 1)
(Read et al., 2021, Li et al., 2021), 9yTo MOxkeT OBITh OJHOHN M3 MPUYUH U3OBITOYHOTO CHUHTE3A
MemOpan OP.

3.8. MoJiekyasipHble MeXaHM3Mbl MOAM(HUKALMH HHMTOCKeJIeTa B INpouecce pasBUTHS

cuMOMo03a. BHyTpuKkieTOUHasT apXUTEKTypa pacTUTENIBbHBIX KJIETOK B 3HAUYUTEIBHOW CTENEHU
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OCHOBaHa Ha (YHKIIMOHMPOBAHWU ITUTOCKENETa KJIETKH KiIyOeHbKa, (OpMHUPYEMOro U3
aKTHHOBBIX MUKPO(DHIAMEHTOB U TYOYJIMHOBBIX MUKPOTPYOOUEK.

N3menenne koHQUTypaluu aKTHHOBOTO ITUTOKJIENETa 3aBUCHT OT JUHAMUKUA COOPKHU U
poOCTa aKTHHOBBIX BOJIOKOH, YTO B CBOIO OY€pe.lb, 3aBUCUT OT dopmuHa (Aspenstrom, 2010), u
komriekca ARP2/3, KOTOpBIit yuacTBYeT B CO3[JaHUU Pa3BETBICHHBIX CeTeil MUKPO(UIAMEHTOB
(Campellone, Welch, 2010). ManumynupoBaHue C€ThI0 aKTHHOBBIX MUKPO(HUIAMEHTOB KJIETKH-
xo3arHa d4epe3 ARP2/3 kommiekc OTMEYEHO B KJIETKAaX >KHBOTHBIX NpU OaKTepUaIbHOM
undpexun (Welch, Way, 2013). Hamu 6bi1a uccrieioBaHa (pyHKIIMOHANbHAs posib TeHa ARP3 B

KOpHEBBIX KiyoeHnbkax M. truncatula (Gavrin et al., 2015).

Puc.13. Pacnpenenenue
BOJIOKOH aKTHHA
(HAKOHEYHMK CTPEJIKH),
MEUYEHOT0 KOJIJIOUAHBIM
3osoToM (10 HM), 1 Genka
ARP3(15 um) (cTpenka)B
KJIeTKax Kiyoenbska (A,B),
M0Ka3aJio, YT0 METKU
pacrioyio’keHbl Ha MeMOpaHe
cumbuocomsl (C) u
¢duiameHTax, BKIIOYast
(buaMeHThI, KOTOpBIE
pacxoasaTcst OT TOYKH,
pacIo0KEHHON Ha
CUMOMOCOMHOU MeMOpaHe.

YacTulibl KOJUIOUAHOTO 30510Ta, Mapkupyomue 6emok ARP3(15 am) u aktus (10HM) Obu1H
OTMEYEHBI TaK)Xe Ha MeMOpaHax 3HI0coM (DH) U MoJoAbIX Bakyoneil (Bak) (Puc.13 B,I).
Macmrabnas auneiika: A,b=100 nm,B,['=200 nm.

JUs yTOUHEHHS CBSA3U MEXY ATAIOM pa3BUTH cuMOnocombl 1 ARP3, Obl10 HCTIOIB30BaHO

gacTuuHOE OJIoKHpoBaHKe dKcnpeccun reHa merogoM PHK-unTepdepentum (Puc.14).

i ¢

Puc.14.®enotun kiybeHbkoB Medicago truncatula pyu 4aCTUYHOM OJIOKUPOBAHHUH IKCIPECCUU
ARP3.(A) — xontpomns, (b) — wactuuHoe OnokupoBanue 3xcnpeccun ARP3. CM-cuMOHOCOMBEI.
MacmtaOnas nuHelka = 2um
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[Ipu ananuse KkiIyOEHBKOB, OOpa30BAaHHBIX HAa TPAHCTCHHBIX KOPHAX, OBLIM OTMEUEHBI
M3MEHEHHS B aHATOMHH KIyOCHBKOB, B YAaCTHOCTH, OBLIM HApYyLICHBI 3aKIIOYUTEIBHBIC ATAITBI
muddepennmanun cumbuocoM u ux pocra (Puc.14).

MO’KHO 3aKJIIOYHTh, YTO MPOLECC U3MEHEHUS] KOH(DUTYPALIUU aKTHHOBOTO LIUTOCKJIENETa,
KOTOpBIiA 3aBUCHUT OT Komrieka ARP2/3, HeobxomuM Ajist pocTa v co3peBaHUs CHMOUOCOM.

3.9.U3MeHeHHEe TPAHCMOPTA W MOJIEKYJSAPHbIe MEXaHM3Mbl paclnpeaeeHUs] HOHA
KAJIusl B TKAHU KOPHeBOro kiayoenbka Medicago truncatula. UYyBcTBUTEIBHOCTh KOPHEBBIX
KIIyOSHBKOB K CTpeccaM, CBA3aHHBIM C AUCIIAPUTETOM HEKOTOPBIX MOHOB, HAIPUMEP K COJIEBOMY
ctpecy, xopomo u3BectHa (Chakraborty, Harris, 2022). M0XXHO TpeINONIOXKUTh, YTO TaKas
BBICOKasl YS3BMMOCTb TKaHH KOPHEBOIO KIyOCHbKa MOMKET OBITh 00yClOBiIEeHA JeheKTaMH
MOHHOTO 0anaHca, XapaKTepHBIMH [ TKaHU KITyOeHbKa.

JUiss IpOBEpKU ATOTO TMPENNOIOKEHUS MBI MPOAHATM3UPOBAIN JTUHAMHKY COJCpKAHUS
HMOHOB B KJETKax KOPHEBOTO KIyOEHbKAa METOJIOM HHU3KOTEMIIEPaTypHOH CKaHMPYIOLIEeH
3JIEKTPOHHON MUKPOCKOIIHHU U PeHTreHoBckoro Mukpoananusa (Fedorova et al., 2021, Trifonova
et al.,, 2022). AHanu3upoBalOCh pacIpeneicHHe Kauus, HaTpus, MmarHus, (ocdopa, Xiopa,
KaJIbIIMA, JKeJie3a, MU U MO0 IeHa.

OcHoBHOE paznuuue, OOHAPYKEHHOE B MH(DUIIMPOBAHHBIX KJIETKAX, OBUIO B M3MCHEHHH
COJICpKAaHUSl Kallusi, COZEpIKaHWE €ro CHIDKAIOCh B OHTOTr€HEe3e HH(UIIMPOBAHHBIX KIETOK.
Vposerb K' ObLT JOCTOBEpPHO HWKE B CHMOHMOCOMAaxX M BaKyoOJIsIX 3pENBIX H CTapCHOLIHMX
MHOUIMPOBAHHBIX KJIETOK B CPAaBHEHHH C MOJIOABIMH HH(pUIupoBaHHBIME KieTkamu (Puc.15).

Conepxanre K™ B HemH(UIIMPOBAaHHBIX KiIeTKax Ob1I0 cTabminbphbiM (Fedorova et al., 2021).

151 151 15
= :
T
[
3
S 10 10 - 10 -
c
s # #
z I
s 51 57 * 5 +
o
-
< r{—l
0 M C 0 3 c|l o 3 C
Bakyonu Bakyonu nHcpuumpoBaHHbIX Cumbuocomel
HeMHpULNPOBaHHBLIX KNeToK

KNeTokK

Puc.15. Pacnipenenenre MoHa Kainus B BaKyOJsIX B CUMOMOCOMAax MOJIOABIX (M), 3pembiX (3) U
CTaphIX (C) KIETOK KOPHEBBIX KITyOEHBKOB. (*), (#) — OTJIMYUE CTATUCTUIECKH TOCTOBEPHO.

3a BpeMs Ku3HH WHOUIIMPOBAHHBIX KIETOK coiepikanne K B Bakyousix M cMMOHOCOMax

yMeHblaercst B 3-5 pas. Mcuepnanue BakyousipHoro myia K™ orMedanocs B 30He peKpalieHust
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cuMOuno3a (30He 4), pacnooKeHHOI B 0a3anbHON YacTH KIyOeHbKa, TO ecTh uepe3 15-18 gueit
(Puc.15).

IMockonbky wuH(OpManms o peryisiun TpaHcmopra K' B HHQUIMPOBAHHBIX KIIETKAX
MPAKTUYECKH OTCYTCTBYET, OBLIM M3y4YEeHBI OCTIKU, BOBJICUEHHBIE B MPOIECCHI TPAHCIIOPTA KaIHs
B KiIyOeHbKax sonepHsl yceueHHoi (Fedorova et al., 2021). [ns ananu3a ObUTd BEIOpaHbI T€HBI
KAJIMCBBIX KAHAIOB PACTUTEIBHBIX KJIETOK, C MPOTUBOIOJIOKHBIMU BeKTOpamu TpaHcmopra K*:
BHyTpeHHHI BhIIpsiMisitornii  K'-xawan, MtAKT1, W KkaHan BBIXOISIIETO BBIIPSMICHUS
(outward-rectifying) xoTopslii omocpenyer BbicBoOOXxaeHue K™ u3 kimerok MtSKOR/GORK
(Ragel et al., 2019, Fedorova et al., 2021).

Amnanus sxcnpeccu ProMtAKT1:GUS noka3ai, uTo B KIIyO€HbKax 3TOT T'€H 3KCIIPECCUPOBaH
B MEPUCTEMATHYECKUX KIIETKaX, KOPE U COCYIUCTBIX MyUYKax.

s uccnenoanus pacupenencHus 6enka MtAKT1B kineTke kiryOeHbKa HCIIOIB30BAIM METKY
GFP c ucnonb3oBannem cooctBenHoro npomoropa reHa: ProMtAKT1:MtAKT1:GFP (Puc.16).
s BeisBrienus: nokanmmzanuu  O6enka MtSKOR/GORK ucnonbs3oBanu aHturena, MOTydYeHHBIS
poTtuB dToro Oenka (Puc.17).

Takum oOpazom, pacnonoxenue OenkoB MtAKT1 u MtSKOR/GORK B 3penbix
MHQUIMPOBAHHBIX KJIETKaX OTIIMYAIOCH OT pacrpeieieHus B HeMH(PUIIMPOBAHHBIX WM MOJOBIX
MHOUIMPOBAHHBIX KileTKaxX. O0a 6enka B MHPUIMPOBAaHHBIX KJIETKaX ObUTM YaCTHYHO yTEPSHBI C

[UTOTIa3MaTHIeCKO MeMOpaHsI (puc. 16, puc.17).

Puc.16. HmmyHoumTONOrMYeCKHi aHanmu3 pacnpexaenenus Oenka MtAKTI B
MHOUIMPOBAHHBIX W HEMHQHUIMPOBAHHBIX KIEeTKax kiybeHpka. M-mepucrema, HWMH-
uHpekonHas HuTh, MK-unpunmposannas knerka, H-nennpunupoBannas kierka. Puzobun u
Apa KOHTPACTUPOBAHBI MOJIUIOM MPONHIUs, KpacHbI duryopodop. MeTka Genka B Mepucreme
(A) m momompix uWHGUIUPOBaHHBIX KieTkax (Bb) pacmonaramack Ha IUTOIDIA3MATHYECKON
MeMOpane. B 3penbix nHpunmrpoBanHbix kieTkax (B) 6e1ok ObUT MOTEPSH C IUTOIIa3MATHIECKON
MeMOpaHbl, 1 METKa pacrioyiarajach B BUJIE€ TOUEK B SHIOCOMaX, MOJIOJIBIX BaKyoJsiX. B kieTkax
MepucteMbl (M) M B KJIETKax, BBIXOMSAIIMX M3 IMKJIA JIEJEHUS OeNoK pacrmojaraics Ha
uTorazMarudeckoir memopane (Puc. 16 A, b). Macmrabnas nuneiika: A=10 um, b=12,5um,

B=25 pm. M-mepuctema, HH-UHPEKIIMOHHASI HUTh, C- CHMOMOCOMBI
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Puc.17. Pactipenenenue 6enxa MtSKOR/GORK B kopHeBoM kiryOeHbke. benok MtSKOR/GORK
B HEMH(UIIMPOBAHHBIX KJIETKaX ObUI aCCOIMUPOBAH € IMTOIIa3MaTHYeckor MeMOpaHoii (A). B

MHOUIMPOBAHHBIX KIETKaX OH ObLI mepepacipenesieH Ha MeMOpaHy CUMOMOCOM, M YaCTHYHO
yTepssH ¢ 1uTomazMatudeckoi memoOpansl  (b,B). HWMH-undexnumonnas wuth, WMK-—
uHpuIMpoBanHas kietka,H-Hennpunuposannas kierka, CM-cumOuocomsl. MaciirabHas
nuHerka A=25um, b=25um, B=10um.

Jiist 6oiiee TOUHOTO BBISICHEHUS paclpe/ieieHus OeIKOB B IIUTOIIa3Me HH(DUITUPOBAHHBIX

KJIETOK OB MIPOBE/ICH aHAJIN3 C MCIIOJIb30BAHMEM METKH KOJUIOMIHBIM 30J0TOM U 3JIEKTPOHHOM
MHUKPOCKOIMU. AHAJIN3 TOATBEPAMI JaHHbIE KOH(OKATbHON MUKPOCKONHHU, CUTHAI MEUYEHBIX
3omotoMm aHTtHTen K MtAKT1 n MtSKOR/GORK Obi1 0OHapykeH Ha IUTOIUIa3MaTHYECKOM
MeMOpaHe MOJIOJIBIX KJIETOK, B HOIUIa3MAaTHYECKOM PETUKYITyMe, B 3pEJbIX KJIETKAaX CUTHAI ObLI
Haii/leH B 9HA0COMaX U BaKyOJIsIX.

Taxum o0OpaszoM, npu uccieaoBanuu pacronoxenus 6enkoB MtAKT1 u MtSKOR/GORK
B KJIyOEHBbKaX JIIOLEPHbI YCEUEHHOW OBLIIM OTMEUEHBI pa3IMyusl B PAcIOIOKEHUH OEIKOB 000uX
KaHAJIOB MEXIy HHOUIUPOBAHHBIMH M HEWH(QUIMPOBAHHBIMU KIETKaMH KIyOeHbKOB. B
HEUH(UIIMPOBAHHBIX KJIETKAX KITyOeHbKa ypoBeHb K ObLI CTAOMIBHBIM, H OHH HE TIO/IBEPTalCh
NIPEXIEBPEMEHHOMY CTapeHHio. JlJis MpOBEpKH JOCTOBEPHOCTH AMHAMUKU HAIW4Ms Oelka Ha
[IUTOIUIa3MAaTHYECKO MeMOpaHe ObUIa INpPOBEJNEHA CpaBHHUTENbHAs OICHKA HHTEHCHBHOCTH
(I1yopeclieHTHOrO CHrHajia ¢ MOMOIIBI0 MHOTOTOYEYHOTO aHajimu3a spkocTu B Imagel. Ananu3
MoKa3aJl JIOCTOBEPHOE MCTOILICHHE OeIKOB 000MX KaHAJOB Ha LUTOIUIA3MAaTHYECKON MeMOpaHe
uHuIMpoBanHbIX KieTok (Fedorova et al., 2021).

[Totepst 6enkoB ¢ MeMOpaH Ha3HAUEHHS IPECTABISAET COOON peaTbHYI0 WHBAIUAU3ALINIO
KJICTKH PAacTeHHUsI XO35IMHA, IOCKOJIbKY HapyIllaeT OajxaHc HOHOB B KJIETKE 0€3 BO3MOXHOCTH €T0
BoccTaHOBNeHHA. Ilpu sToM HabmogaeMble HapyIIEHHs paclpeneleHuss 00OuX KaHAIOB —
NEPEHOCYNKOB KaJIHsl ObLIIM OTMEUYEHBI TOJBKO B 3pENbIX MH()UIIUPOBAHHBIX KIETKAX.

3.10. BumsiHMe 3acoJieHHSl Ha HMOHHBIH TPAHCNOPT B KOPHEBBIX KJIy0eHbKax

JII0LepHbI yceueHHoM. Kak Obu10 moka3aHo BbIIe, HATMYKME BHYTPUKIETOUHONW OaKTepUaIbHOM
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KOJIOHMH MPUBOJUT K U3MEHEHHSIM B HIOHHOM TPAHCIOPTE, OTPAXKEHUEM 3TOTO MPOLIECCA CITYKHUT
W3MEHEHUE COJIEPKaHuUs Kaaus B MHPHUIIMPOBAHHBIX KJIETKaX U CUMOMOCOMAX.

N3meHeHus JOCTYIMHOCTH WM U30BITKA Psiia MOHOB MOTYT OBITh TAaK)KE€ MPUIHHON HU3KOM
TOJICPAHCTHOCTH KOPHEBBIX KIIYOCHHKOB K a0MOTUYECKUM CTpeccaM, B YACTHOCTH, K COJIEBOMY
CTpecCy, U MOXKET OBITh CBSI3aHA C U3MEHECHUSMH B MEXaHU3MaX, YYaCTBYIOUINX B HCKIIOUYCHUU
noHa Na' M3 1UTOIUIa3MbI X03dMHA, a Takke B Hejgocrarke K', ommcanHoM Beliie. JIaHHEBIE O
HEraTUBHOM BIIUSIHUU COJIEBOTO CTpecca Ha CHMOMO03 XOPOIIIO U3BECTHHI U ONMCAHBI B IUTEPAType
(Chakraborty et al., 2021). OpgHako NPUYHMHBI, JEXKAINUE B OCHOBE CTOJIb BBICOKOMH
9YBCTBUTEIHLHOCTH KITyOEHBKOB K COJIEBOMY CTPECCY, MIOKA HE BHISICHCHBI.

Jlyist BBISICHEHUsS] TUHAMHUKHU JIOCTYITHOCTH MOHOB B KOPHEBOM KIIYOCHBKE MPHU COJIECBOM
cTpecce OBLI TMPOBEACH aHANU3 paCHpeelieHHss MOHOB B 3pENIof a30TPUKCUPYIOMIEH dYacTh
KOPHEBBIX KITyOEHBPKOB KOHTPOJBHBIX PACTEHUN U PACTCHHIA, TOABEPTIIUXCS COIEBOMY CTPECCY.
CrnexTp MOHOB M3MEpsUIM B CHMMOMOCOMAax, BakyoJsX M LHUTOIIa3Me KIETOK. (puc. 18A).
AHanu3upoBanu pacmpesielieHue HaTpws, Kanus, a Takxke Maraws, ¢ocdopa, cepsl, Xjopa,
KanmpIus, skenesa, mean u monubaeHa (Trifonova et al., 2022). Ilpu ananm3e HaOII0IATOCH
CTaTHCTUYECKH 3HAYUMOC yBEJIMUYCHUE cojiepskanus Na“ B 1uTomIasmMe, Kak HHQUIIMPOBAHHBIX,

TaK ¥ HeMH(UIIMPOBAHHBIX KJIETOK, a Takke B cumbrocomax (Puc. 18).
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Puc.18. (A). Tkanb KOpHEBOTO KITyOeHbKa B mporiecce ananu3a. (b) YpoBens copepkanus HATpus
B Bakyonu (B), muromnazme um cumOuocomax (CM) B uHpuuupoBanHbix kietkax (MK) u
HenHpuUIMpoBaHHbIX KieTkax (H) kmyOeHpka B KOHTpoie M TpH coleBoM ctpecce. (*),(#)-
pa3HHIA JOCTOBEPHA.

C yuetom oO6bemMa HH(UIIMPOBAHHBIX KJIETOK, IPU COJIEBOM CTpPECCe OHU HAKAIUIMBAJIH B 5 pa3

OosblIe HATPUs, YeM HEMH(UIIMPOBAHHBIE.

IMognepkanue OanaHca MEXIy HATPUEM M KaJHeM 3aBHCHT OT OCJIKOB/aHTHIIOPTEPOB
K*/Na*/H'(NHX) (Sze et al., 2018). B kmerkax apabupmorncuca Oesnku/antunoprepsi NHX
crocoOusl Tpancmoptuposath K unn Na* B Bakyouss uim sHmocomy B oomen va H™ (NHX1-6),

WK OCYIIECTBIIATH BEIHOC HOHOB Na'u3 kietku B anorutact (NHX7/SOS1) (Bassil et al., 2018).
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Jis nanpHEWIero uccienoBaHUS HaMU ObUTH BBIOpaHbl aBa Oenmka rpynmsl NHX M.
truncatula: MtNHX7 u MtNHX6. MtNHX7 sBnsercs romoiioroM TeHa apaluaomncuca
AtNHX7(SOS1), 6enox MtNHX6 siBnsiercst romonorom AtNHX6 (Bassil et al., 2011,2018), B
KJIETKE OH pAcCIONIOKEeH Ha MeMOpaHax ammapata [ oNbIKH, DHIOCOM, TMpe-BaKyOJISpPHOTO
KOMITApTMEHTa, M y4acTByeT B cekBecTpannu K™ mimm Na® ¢ mepeHampaBieHHEM B IPOCBET
sunocoMm (Isayenkov et al., 2020). dnsa uccnenoBanus inokanuzanuu 6enka MtNHX7 (romomor

SOS1) B kierkax kiyOeHbKA HCIIOJIB30BAIM TPAHCTEHHBIE KIYOCHBKH, HECYIIHME KOHCTPYKT

ProNHX7:NHX7:GFP (Trifonova et al., 2022), (Puc.19).

Cxema pacnpeaeenns oenka NHX7 B RiIeTKax KOpHeBOIo

RJIYVOeHbKa
- -
HeHH()HIHPOBAHHAS HHQHIHPOBAHHAS KJIeTKa
KJIeTKa

Puc.19. UmmyHouuTOIOrMUECKUil aHanu3 pacnpenenenus 6eaxa MtNHX7 B kieTkax KOpHEBOTO
KiyOeHbKa. L{BeToBoM KOJ: KpacHas (uryopecueHIHs - 0aKTepUu U siipa, OKpaleHHbIE HOIUCThIM
npomnuarem, 3eneHas dayopecuenuus —oemok MtNHX7, meuensiit GFP. M—wmepucrema, MH-
uHpeknuonHass HUTh, WK-unpummpoBannas knerka, H-HeuHpumpoBaHHas  KIeTKa.
Macmrabuas muneiika:(A,b,J1)=50um ,B=25um ,(I')=10um.

Curnan 6enxa MtNHX7 npucyTcTBOBai Ha HUTOIUIA3MAaTUYECKOH MeMOpaHe KIETOK KOpBI,

COCYAHUCTBIX MYUYKOB, MCPUCTCMATHYCCKUX KJICTOK U MOJIOJBIX KJICTOK KJIYGGHBKOB. Hos 3pCIbIX
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MHOUIMPOBAHHBIX KJIETKaX ypoBeHb curHana MtNHX7 Ha muroruiazmMaTuueckoil MemOpaHe
KJIETKH OBII HM3KUM MJIM OTCYTCTBAJ, YTO yKa3bIBaeT Ha Ne(EeKThl pacmpenenceHus Oelka B
CpaBHEHHH ¢ HEMH(UIIMPOBaHHBIMHU KieTkamu (Puc. 19).

B kieTkax MepHucTeMBbl U AUCTaIbHOM 30HE HHOUIMPOBAaHUS UMMyHOcHUrHan 6enka MtNHX6
IPUCYTCTBOBAJ B LIUTOIUIA3ME M B TOHOIUIACTE MOJIOABIX BaKyoJiel Kak B HEMH(HUIIMPOBAHHBIX,
Tak W B uUHPUIMpoBaHHBIX KieTkax (Puc.20). B wmomompix kieTkax (Mepuctema, 30HA
WH(OUIMPOBAHMS) CUTHAJ IPUCYTCTBOBAJI HA HEOOIBIINX TOYCUHBIX CTPYKTypax ¢ pazmepom 50-
100 HM, TO €CTh Ha SHAOCOMAX/BE3UKYIAPHBIX TEIbIAX CETH TpaHC-IOJBIXKH, a TaKke Ha
MeMOpaHe TOHOIUIacTa (CTpelika), YTO OTpa)kKaeT BBICOKHHA YPOBEHb CIMSHUS SHAOCOM C
TOHOIJIACTOM. B 3penbIX MHQHUIMPOBAHHBIX KJIETKaX MPOUCXOAWJIA MOTeps CHrHayia Oenka
MtNHX6 ¢ ToHoMmIacTa, 4T0, BO3MOXKHO, CBA3aHO C K3MEHEHUEM YPOBHS CHHTE3a OeKa, TP 3TOM
B HEMH(UIUPOBAHHBIX KJIETKaX KOPHl M B COCYIUCTBIX Iy4YKaX CHTHAJI Ha TOHOIUIACTE
COXPAHSICA. DTO MOXKET CBUJETENBCTBOBATH O IEpepaclpeneieHUN TPAHCIIOPTa BE3UKYJ IIyTH
SHJIOIMTO3a OT BAKyOJH K IPYTMM CTPYKTypaM KJIETKH, MO0 00 YMEHbUICHUH MHTEHCHUBHOCTH

OHJOLMTO34a.

MtNHX6

T

Puc.20. UmmyHOLMTONOrMYEeCKH aHau3 pacnpenaeneHus oenka MtNHX6 B ki1eTkax KOpHEBOTO
kiy6enbka (A,B). LlBetoBoii kox: kpacHas (iayopeciieHuusi - 6akTepuu M sapa, OKpalIeHHbIE
HOMUCTBIM MpomnuaueM, 3eneHas QuyopecueHnus —oOenok MtNHX6, meuensiit GFP. M-
mepuctema, MK-—unpunuposannas kierka. MacmrabHas auneiika:(A)=50pum,B=10pum

Jlnst BeIsicHeHUs] AUHAMUKH cocTostHus OenkoB NHX7 u NHX6 Obut mpoBeneH aHalu3 dTUX

TKaHEll ¢ KCIOJIb30BaHHEM JJIEKTPOHHON MuKpockonuu. CoriacHo aHamu3y, UMMYHOCHUTHAI
6enxoB MtNHX7 u MtNHX6 kpome memOpaH ObUT HaliZieH B JIIOMEHAX MOJIOABIX BaKyoOJeH, 4To

yKa3bIBaeT Ha Jierpajanuio 0enkoB nocie notepu ¢ memopas (Trifonova et al., 2022). Bo3moxHo,
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4TO U3MEHEHUs Jokanu3aun 6enkoB NHX, koTopbie Habmoaamich B MHPUIIMPOBAHHON KIIETKE,
CBHUJIETENICTBYIOT O HAYaJIbHBIX MPU3HAKAX JETPAJALUU ATUX KJIETOK, TAK)KE OHU MOTYT OBITh
MHIYIMPOBAHBI THIIOKCHUEH B 3THX KJIETKaX, MOCKOJbKY HETaTHBHOE BIIMSHUE THUIIOKCUU Ha
HKCIPECCHI0 HMOHHBIX KaHAJIOB OTMedeHo HeoaHokpatHo (Wang et al.,2016, Fernandez-

Encarnacion et al., 2017).

3aKiIroueHue

Lenbro ganHOM pabOTH OBLIO MCCIEIOBAHNE U3MEHEHHH YHIOMEMOPAHHON CUCTEMBI KJIETOK
KOPHEBOTO KIIyOCHbKa, KOTOpPBIE MPOUCXOISAT BO BpPEMs KOPOTKOTO, HO BECbMa BAa)KHOTO JUIA
Oouocdepbl Hamed IIAHEThl COCYLIECTBOBAHHMS KJIETOK pacTeHUss U OakTepHalbHOTO
MHUKPOCUMOMOHTA, KOTOPOE HA3bIBAETCS a30THUKCUPYIOUIMM cUMOn030M. OIEHUBAJICS YPOBEHb
OKCTIPECCHHM TE€HOB M pACHpeleNieHHs B KJIETKax KIyOeHbKa OCHOBHBIX OEJIKOB-MapKepoB
MIPOIIECCOB HOBOOOPA30BaHM U MOJACpKaHMs 3HI0MeMOpaH. bbltn ucciaenoBanbl reHbl 1 OeNKH
nytu sHpouurto3a: Maisle GTPassr Rab5, Rab7, perymstopbl crnusiHust mMeMmOpaH, U Oenkw,
OTHOCAIIMECS K KOMIUIGKCY CIMSHUS MeMOpaH, cnenuuuyHoMy i MeMOpaH SHAOCOM U
torortacta: (t-SNAREs): SYP21/22, SYP51/52, VTI11, VPS11, VPS15, a takxke TeHbl myTH
cexkpenuu u3 rpynnsl VAMP7.

bruto mokaszaHo, yTo B mpolecce MHQHUIMPOBAHHS M BBIXOJAa B KIETKY KIyOeHbKa W3
MHQPEKIMOHHONW HUTH, MEMOpaHbl CHMOMOCOM HE TPUOOPETAIOT MOJIEKYIAPHBIX MapKepOB IyTH
SHJIOIMTO3a, YTO, BEPOATHO, MPEAOTBPAIIAET HEMEIJICHHBIH JIM3UC CUMOMOCOM Ha HayaJlbHOM
sTarne KojmoHu3auu. Takke Oblila MOKa3aHa penpeccus: B MHPUIMPOBaHHOHN KieTke reHoBVPS11
u VPSI15, npunaanexamux K BakyoisipHomy komruiekcy HOPS, perynupyromeMy TpaHcnopT u
CIIMSTHUE C MEMOpaHOW TOHOIIacTa. JTH M3MEHEHHUsS COIPOBOXKAAIKCH motepei kucioro pH u
JUTUYECKUX CBOWCTB BAaKyoJdH WHGUIMPOBAHHOW KJIETKH.  BbUT caemaH BBIBOZ, 4TO
neYHKIIMOHATH3AIUS BaKyOJIH KJIETKH XO3SIMHA SIBIISIETCS 001 OMOIIOTHYECKO 0COOCHHOCTRIO
MHOUIMPOBAHHBIX KJIETOK B cuMOHo3e. JlepyHKIMOHAIN3aus BaKyoJdl TaKKe CIOCOOCTBYeT
CO3JJaHMIO TPOCTPAHCTBA JUIsI CHMOMOCOM B CHMILUIACTe WH(HUIMPOBAHHOW KJIETKH, 00beM
BaKyoJiell yMEHBIIANCs, COCTaBisisl JHUIIb Okoino 30% oObemMa KIETKH, TOrga Kak B
HEeMH()UUIMPOBAaHHBIX KJeTKax oH cocTaBisieT 60-90%. B ximyOeHbkax Apyrux pacTeHuit (cos,
nsaBenen], [lapacrionus), eHTpaabHbIe BaKyOJIW MOJHOCTBIO MCYE3aIM MOCIe MHPUIUPOBAHHS
KIeTKH pu3o0usMu. OcBOOOIMBIIUICS 00BEM KIETKHU-XO35IMHA B KIyOeHbKax JII0OOr0 THIIA
3aHUMAaJId CUMOHOCOMBI.

JUiss BBISAICHEHMS ~ MEXaHHU3MOB pOCTa CHUMOMOTHYECKOro HHTepdeiica M TpaHCHOPTa,
00eCIeYnBaIONIET0 3TOT POCT, ObUT HCCIENOBAaHBI IMPOLECCH, 00ECIeUnBaIOIINE TPAHCIOPT

BE3UKYJl B IPOILIECCE CEKPELMM, C HCIOJIb30BAaHHMEM KIIOUYEBBIX TI'eHOB rpynnsl VAMP71(v-
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SNARES). Bsiio nokazano, uro 6eixu rpynnsl VAMP71 sBistoTcss HE0OX0MMBIM KOMIIOHEHTOM
CUMOMOTHYECKHX OTHOLICHMH B pa3HbIX TUNAaX CUMOMO3a, M, Cpenu Jpyrux QyHKIHH,
00eCreynBaloT JOCTaBKy (EPMEHTOB, YYACTBYIOUIMX B MOIU(UKAIMU KJIETOYHOH CTEHKU
WH(DEKIIMOHHOW HUTH.

brbulo moka3aHo, YTO pOCT CHUMOMOCOMHBIX MeMOpaH OO0eCIeYMBaeTCsl AKTUBHBIMHU
M3MEHEHUSIMH aKTMHOBOTO IIMTOCKEJETa, OMOCPEJIOBAaHHOTO T'€HaMU M OelKaMH KOMIUIEKca
Arp2/3. Ilpu yacTHuHOM HOKayTe TeHOB Arp2/3 pocT cuMOMOCOM U a30T(UKCcAH ObUTU MOYTH
MOJHOCTHIO0 HHTHOUPOBAHHI.

Jiss  BBISICHEHHSI MEXaHU3MOB TIIEpEHAIIPAaBICHHMS BEKTOpa IepeHoca MeMmOpaH K
CUMOMOCOMHOMY MHTepdeiicy B HHOUIIMPOBAHHON KIIETKE, UCCIIEI0BAIH POJIb TEHOB M3 TPYIIIHI
CHHANTOTArMMHOB, KOTOPbIE KOXMPYIOT Oenku-cencopbl Ca’', yuacTByroliue B pereHepanuu
MOBPEXJICHHBIX MeMOpaH. Bbulo moka3aHo, 4To BEKTOp IepeHOca MEMOpaHHBIX MaTepHuajoB
(Be3UKyJ) HM3MEHSETCSs B 3aBUCUMOCTH OT HM3MEHEHHUS HANpsDKEHUsl I[UTOIIa3MaTHUeCKOU
MeMOpaHbl, MeMOpaHbl MH()EKIMOHHOM HUTH U CUMOMOCOMHON MeMOpaHbI, YTO MPHUBOIUT K
nepeHanpanieHuo Tpap@uka MeMOpPaHHBIX BE3HMKYJ 10 BEKTOPY HANpPsHKEeHUS MEeMOpaHbI, H
o0ecreynBaeT pocT MEMOpaH-PELUITUEHTOB.

boun uccnenoBaHbl MeXaHU3MBbl M30BITOYHOTO CHHTE3a MEMOpaH SHIOIUIa3MaTHYECKOTO
perukynayma (OP). beuta oTMedeHa BbICOKasi SKCIpeccusi TeHOB cTpecca DP B 30Hax pa3BUTHA
cMMOHMO03a, YTO JaeT OCHOBAHUE MOJIararb, YTO TOT MEXaHU3M 00€CTIeunBaCT N30BITOUHBINA CHHTE3
MeMOpaH DP, KOTOpbIe SBISIOTCS OCHOBHBIM MCTOYHHKOM [T (DOPMUPOBAHUS CUMONOTHYECKOTO
uHTepdeiica.

Jiss  BBIICHEHMS TPUYMH YCKOPEHHOTO CTapeHusi KIyOeHbKa, a TakKe BBICOKOH
YyBCTBUTEIBHOCTH KIIyOCHHKOB K COJIEBOMY CTpeccy, ObUI HCCIEIOBaH CIHEKTpP HOHOB B
CUMOMOCOMAax, BaKyolIiX W IMTOIJIa3Me€ WH(HUIMPOBAHHBIX W HEUH(QUIIMPOBAHHBIX KIIETOK,
JKCIpecCcHsl M pacrpenelieHre OeTKOB HMOHHBIX KaHanoB mieiikepHoro tuma MtAKT1 wu
MtSKOR/GORK, a Takxe ypoBeHb 3kcmpeccuu Oonee 20 Ipyrux reHOB, Y4YacTBYIOIIUX B
TPaHCIIOPTE MOHOB KaJUs, K B CEKBECTPUPOBAHUH U YIAJICHUH HATPHS B CIIy4ae COJIEBOTO CTpecca.
Bb110 mokazano, 4yTo B MH(UIIMPOBAHHON KJIETKE HAOII0AAaeTCs OTEePs KaJIUs KAk CHMOMOCOMaMH,
TaK M BaKyOJSIMU KJIETKH-XO35MHA, TOT/Ia KaK B HEMH(PHUIMPOBAHHOMN KJIETKE YPOBHb ATUX MOHOB
6bu1 crabumiieH. [Ipu uccnenoBaHnyM pactoioKeHNs OEIKOB KaHAJIOB-TPAHCIIOPTEPOB Kalusi, ObLIO
MOKAa3aHO, YTO B 3pelioil MH(MUIIMPOBAHHOW KIEeTKe 00a Oelka B 3HAYUTEIHHOW CTENEeHU ObLIN
yTEpsIHBI € LUTOIUIa3MAaTHYECKOW MEMOpaHbl M CEKBECTPUPOBAINUCH B MOJOABIX BAaKyOJsX, B
OTVINYME OT HEMH(UIIUPOBAHHBIX KJIETOK. C IeNbI0 BBISICHEHHS NPUYMH YYBCTBUTEIBHOCTHU
KOPHEBBIX KITyOCHBKOB K COJIEBOMY CTPECCY, OB IPOBEJICH aHAIN3 COJCPKAHUS MOHOB HATPUS B

CI/IM6I/IOCOM8.X, BAKYOJIIX W IUTOILIaA3MC I/IH(I)I/ILII/IPOBaHHBIX n HeI/IH(pI/II_[I/IPOBaHHBIX KJIICTOK B
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ycnoBusix cTpecca. CormacHoO JaHHBIM aHAIKW3a MOHHOTO CIIEKTPa, B MHOUIIMPOBAHHBIX KIIETKAX,
C yyeToM OOBEMOB OTHX KIETOK, HaKalIMBaJIOCh B 5 pa3 Oojblle HATpHUs, YeM B
HEMH()HULINPOBAHHBIX.

Bruto mpoaHanu3upoBaHO BIMSHHE COJEBOTO CTpEcca Ha SKCIIPECCHUI0 T€HOB, CBSI3aHHBIX C
BbIBe/lcHHEM Na' M3 HUTOIIIa3Mbl: y4acTBYIOLIMX B cekBecTpaiu Na' B Bakyomsix (MtNHX1),
sanocomax (MtNHX6), u rena MtNHX7, romonora SOS1 u3 A. thaliana, y4acTByIolero B
BBIBEJICHUM HMOHOB HATPHS B allOIUIACT Yepe3 IUTOIIIa3MaTHIECKyI0 MEMOpaHy, a TaKXKe HeJlaBHO
aHHOTHPOBAaHHBIX reHOB-romosoroB MtNHX7-like 1 MtNHXS. bruta ormeueHa norepst 6ekoB ¢
[[EJIeBBIX MEeMOpaH, moJJ00Hasi TOMY, 4To ObUTO ToKa3aHo s 6enka MtAKT1 u nokanuzanus ux
B JIIOMEHE MOJOJABIX BakKyoJiell MH(UIIMPOBAHHBIX KJIETOK. [Ipy 3TOM NpaBUIIBHBIM MaTTEpH
JIOKaJIM3alMy ObUI COXpaHEeH B HEMH(DUIIMPOBAHHBIX KJIETKAX, PACIIONOKEHHBIX PSIOM.

Hapymenne wonHHOro OamaHca WHQUIIMPOBAHHBIX KIETOK, BEPOSATHO, CIOCOOCTBYET
YCKOPEHHOMY CTapeHHUIO KaK MH()UIIMPOBAHHBIX KJIETOK, TaK U BCETO KIYOEHBKA 110 CPABHEHHUIO C
KJIETKaMU KOPHsI, Ha KOTOPOM KITyOEHEK pacHoiIoKeH.

MO>XKHO 3aKITIOUUTh, YTO TOAJEPKAHNE BHYTPUKICTOUHON KOJIOHNHU OakTepuil 1 a30Tdhukcarus
MMEET CBOIO LIEHY, BBIPAKCHHYIO B OMOJIOTHUECKUX MOTEPSX, 8 UMEHHO B HETATUBHOM BIIMSIHUU Ha
KH3HECTIOCOOHOCTh M BpEMsl JKU3HM KIIETKH PACTEHHS XO35MHA, B KOTOPOW IOJIEPIKUBACTCS
OakTepuagbHas KOJIOHMSA, U YXYALUICHUH BO3MOXHOCTH 3TOH KJIETKH MPOTUBOCTOATH CTPECCAM.
[Tony4yeHHble JaHHbBIE TMO3BOJIWINM BBIICHUTH KIIOYEBBIC 3JEMEHTHI, KOTOPbIE HHIYLUPYIOTCS
KJICTKOM-X035MHOM B OTBET Ha Nponudepannio OakTepuii B CHMIUIACTE, ¥ TIOJIYYUTh BO3SMOKHOCTH
MOIM(HUKALMK ATUX TPOLIECCOB B JalbHEHIIEM C MEJIbI0 YBEIHUYCHHS JJIUTEIBHOCTH H
3¢ (heKTUBHOCTH a30T(HUKCUPYIOIIETO CUMOHO03a.

B pesynbrare paboTbl ObLIH ceNaHbl CIIEAYIOMINE BBIBOJIBL:

1. MemOpana cumOuocoM He mpuoOpeTaeT OeNKH-MapKepbl MYTH SHIOLMTO3a Ha IMEPBBIX
JTanax BXojAa OakTepHwil B KIETKY, YTO, BEPOSITHO, CIIOCOOCTBYET NPEAOTBPAIICHHUIO JIH3HCA
CMMOMOCOM Ha Ha4aJIbHOM 3Tare KOJOHU3AIMH PACTUTEIBHBIX KIIETOK.

2. Penpeccust B uHpuIMpoBaHHONW KieTke reHoB komruiekca HOPS, kotopwiii perymupyet
CEJICKTUBHBI TPAHCIOPT K TOHOIIACTY, HPUBOIUT K Je(yHKIMOHATU3AIMS BaKyoJen
MHOQUIMPOBAHHBIX KIETOK W CO3JAaHHIO MPOCTPAHCTBA M CHUMOMOCOM B CHUMILIACTE
MHPHUIMPOBAHHON KIETKH.

3. benku rpymmer VAMP71(v-SNAREs) sBusrorcst HEOOXOIMMBIM — KOMIIOHEHTOM
CUMOMOTHYECKHX OTHOLICHMA B pa3HbIX TUNAX CUMOMO3a, M, Cpenu Jpyrux QyHKIHH,
00eCreynBaloT JOCTaBKy ()EPMEHTOB, YYACTBYIOUIMX B MOIU(UKAIMU KJIETOYHOH CTEHKU

MHQEKIMOHHON HUTH, YTO 00ECIIEYNBACT BBIXOJ] pU300Uil B CUMILIACT KJIETKU-X035MHA.
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4. Poct cuMOMOCOM 3aBHCHUT OT MEPEAMCIOKAIMM HAa CHUMOMOCOMHYIO MeMOpaHy O€JKOB
KoMIutekca Arp2/3, KOTOpbIi peryaupyeT GopMupoBaHHE U pOCT AKTHHOBOTO ITUTOCKENETA.

5. HW3meHeHwe BeKTOpa TpaHCIOpTa MeMOpaH K CHMOHMOTHYECKOMY HHTEpdeiicy,
00€CIEUNBAOIIETO POCT MEMOpPaH, PEryJIupyeTcs CUTHaiaMu OenkoB-ceHcopoB Ca’’ rpyrmisi
CHHAIITOTarMUHOB.

6. W30bIToyHBI cHHTE3 MeMOpaH »HHJIOIJIA3MATHYECKOTO pEeTHKYyJIyMa B Ipolecce
(bopMHpOBaHUS BHYTPUKIETOUHON OaKTEpUaTbHON KOJOHUH, BEPOSTHO, SBISIETCS MPOSBICHUEM
OTBETa KJIETKU-X0341MHA Ha CTPECC SHOIUIa3MaTHYECKOTO PETUKYIyMa.

7. OnHOM M3 IPUYHH YCKOPEHHOTO CTapeHUs] MHPHUIIMPOBAHHBIX KJIETOK SBJISICTCS HAapyILICHHE
pacnpeneneHus: OenkoB MOHHBIX KaHaioB mieiikepHoro tuma MtAKTI u MtSKOR/GORK nHa
MeMOpaHax, a TaKKe U3MEHEHHE YpOBHS dKcrpeccuu Oonee 20 Qpyrux reHoB, yYacTBYIOIIUX B
TPAHCIIOPTE MOHOB. DTO OOYCIIaBIMBAET MOTEPIO Kallusi CUMOMOCOMaMHM M MH(DUIMPOBAHHBIMH
KJIETKaMHU.

8. BpICOKasi 4yBCTBHTEIBHOCTh KOPHEBBIX KIYOCHBKOB K COJIEBOMY CTpeccy, 0OycIOBJIeHa
HAPYIICHUEM MEXaHU3MOB BbIBeACHHS wHOHA Na', YTO TPHBOAUT K HAKOIUICHHIO B
MHOUIMPOBAHHBIX KJIETKax B 5 pa3 Oosblie HATpHs, YeM B HEHMH(PUIMPOBAHHBIX. IDTOT
SHJIOTEHHBIN 1e(eKT BbI3BaH MOTEPEH C COOTBETCTBYIOUIMX MeMOpaH OEJIKOB, Y4aCTBYIOLIMX B
cekBecTpanud Na® B sHmocome (MINHX6), u BemHOCcy Na' B amoriact depes
UToIIa3Marndeckyro memopany (MtNHX?7), uto, BbI3BaHO, BEPOSITHO, YaCTHUHOW THUIOKCHEH
3THUX KJIETOK.

9. l[MonnepxaHrie BHYTPUKJICTOYHOW KOJIOHUH OaKTepUid M (PUKCAITUS a30Ta C UCIIOJIb30BaHUEM
MEXaHU3MOB CUMON03a MO3BOJISICT PACTEHUIO BEDKUTH B YCIOBHUSIX HEIOCTATKa a30Ta B OYBE, HO
MMEeT B LIeJIOM HETaTUBHOE BIHMSHHME HA >KU3HECIIOCOOHOCTh M CPOK JKM3HU MH(PHUIMPOBAHHBIX

KJICTOK 1 KOPHCBOI'O KJIYGCHBKa.



31

Cnmcok nmy0aMKanMii B peleH3HPyeMbIX HAYYHBIX H3JAHUAX, PEKOMEHI0BAHHBIX ISl
3alIMTHI B qucceprauuoHHoM coBere MI'Y umenn M.B.JIoMOHOCOBA 110 ClIeUAJIBHOCTH 110

crnennaabHocTu 1.5.21. ®usnonorns u 6MoOXuMus pacTeHni (0MoJI0rn4ecKue HayKH)

1. Fedorova E., Thomson R., Whitehead L.F., Maudoux O., Udvardi M.K., Day D.A. Localization
of H(+)-ATPases in soybean root nodules // Planta. — 1999. — vol. 209, no. 1. — pp. 25-32. — EDN:
LFMYEX. — Umnaxkt-daxtop 0,994 (SJR); 0.81/0.70 m.1. (31eCh U nanee nmpuBeneH o0muii oobeM
paboThI U BKJIAJl aBTOPA B IIEUATHBIX JIUCTAX).

2. Cermola M., Fedorova E., Taté R., Riccio A., Favre R., Patriarca E.J. Nodule Invasion And
Symbiosome Differentiation During Rhizobium Etli-Phaseolus Vulgaris Symbiosis // Molecular
Plant-Microbe Interactions. — 2000. — vol.13, no. 7. — pp. 733-741. — EDN: LGJCZB. — Umnaxt-
¢dakrop 1,118 (SJR); 1,04/0,90 ..

3. Roudier F., Fedorova E., Gyorgyey J., Feher A., Brown S., Kondorosi A., Kondorosi E. Cell
cycle function of Medicago sativa A2-type cyclin interacting with a PSTAIRE-type cyclin
dependent kinase and a retinoblastoma protein // The Plant Journal. — 2000. — vol. 23, no. 1. — pp.
73-83. — EDN: LFVXXL. — Umnakr-dakrop 2,275 (SJR); 1,16/0,35 m.m.

4. Roudier F., Fedorova E., Lebris M., Lecomte P., Gyorgyey J., Vaubert D., Horvath G.,Abad P,
Kondorosi A., Kondorosi E. The Medicago species A2-type cyclin is auxin regulated and involved
in meristem formation but dispensable for endoreduplication-associated developmental programs
// Plant Physiology. — 2003. — vol. 131, no. 3. — pp. 1091-1103. — EDN: LHVHPD. — Mmnakr-
dakrop 2,162 (SJR); 1,39/0,25 m.m.

5. Vinardell J.M., Fedorova E., Cebolla A., Kevei Z., Horvath G., Kelemen Z., Tarayre S., Roudier
F., Mergaert P., Kondorosi A., Kondorosi E. Endoreduplication mediated by the anaphase-
promoting complex activator CCS52A is required for symbiotic cell differentiation in Medicago
truncatula nodules // The Plant Cell — 2003. — vol.15, no. 9. — pp. 2093-2105. — EDN: LHVQFT.
— UmmnakT-daxrop 3,704 (SJR); 1,50/0,35 .o

6. Goggin D.E., Lipscombe R., Fedorova E., Millar A.H., Mann A., Atkins C.A., Smith P.M. Dual
intracellular localization and targeting of aminoimidazole ribonucleotide synthetase in cowpea //
Plant Physiology. —2003. —vol. 131, no. 3. —pp. 1033-1041. — EDN: LWQMIZ. — Imnakt-daxTop
2,162 (SJR); 1.04/0,20 1.1

7. Fedorova E., Redondo F.J., Koshiba T., Pueyo J.J., de Felipe M.R., Lucas M.M. Aldehyde
Oxidase (AO) In The Root Nodules Of Lupinus Albus And Medicago Truncatula: Identification
Of AO In Meristematic And Infection Zones // Molecular Plant-Microbe Interactions. — 2005. —
vol. 1, no. 5. — pp. 405-413. — EDN: LIBWNN. — Umnakt-¢akrop 1,118 (SJR); 1,04/1,00 ..

8. Geurts R., Fedorova E., Bisseling T. Nod factor signaling genes and their function in the early
stages of Rhizobium infection // Current Opinion in Plant Biology. — 2005. — vol. §, no. 4. — pp.
346-352. — EDN: MFCXOD. — UmmnakT-daxrop 3.193 (SJR); 0,81/0,35 ..

9. Fedorova E., Brown S. Cytochemistry of proteolytic activity and pH status of vacuoles in
Medicago truncatula root nodules // Russian Journal of Plant Physiology. —2007. — vol. 54, no. 1.
— pp- 25-31. — EDN: LKVAYN. — UmnaxT-dakrop 0,296 (SJR); 0,81/0,75 m.n

10. Smit P., Limpens E., Geurts R., Fedorova E., Dolgikh E., Gough C., Bisseling T. Medicago
LYK3, an entry receptor in rhizobial nodulation factor signaling // Plant Physiology. —2007. — vol.
145, no. 1. — pp. 183-191. — EDN: LKRSWL. — Umnakt-¢akrop 2,162 (SJR); 1,04/0,20 m.m.



32

11. Wan X., Hontelez J., Lillo A., Guarnerio C., van de Peut D., Fedorova E., Bisseling T.,
Franssen H. Medicago truncatula ENODA40-1 and ENODA40-2 are both involved in nodule
initiation and bacteroid development // Journal of Experimental Botany. — 2007. — vol. 58, no. 8.
— pp. 2033-2041. — EDN: IRIWWB. — UmnaxTt-daxrop 1,778 (SJR); 1,04/ 0,25 m.m.

12. Fedorova E.E., de Felipe M.R., Pueyo J.J., Lucas M.M. Conformation of cytoskeletal
elements during the division of infected Lupinus albus L. nodule cells // Journal of Experimental
Botany. — 2007. — vol. 58, no. 8. — pp. 2225-2236. — EDN: LKLWAF. — Nmnaxkr-daxrop 1,778
(SJR); 1,39/1,30 m.o.

13. Limpens E., Ivanov S., van Esse W., Voets G., Fedorova E., Bisseling T. Medicago N2-fixing
symbiosomes acquire the endocytic identity marker Rab7 but delay the acquisition of vacuolar
identity // The Plant Cell. —2009. —vol. 21, no. 9. — pp. 2811-2828. - EDN: MW YKXX. — Umnakt-
dakrop 3,704 (SJR); 2,08/1,90 m.m.

14. Wang D., Griffitts J., Starker C., Fedorova E., Limpens E., Ivanov S., Bisseling T., Long S. A
Nodule-specific protein secretory pathway required for nitrogen-fixing symbiosis // Science. —
2010. — vol. 26, no. 327(5969). — pp. 1126-1129. — EDN: MXMAZR. — UmnakT-daxrop 10,416
(SJR); 0,46/0,37 ..

15. Ivashina T.V., Fedorova E.E., Ashina N.P., Kalinchuk N.A., Druzhinina T.N., Shashkov A.S.,
Shibaev V.N., Ksenzenko V.N. Mutation in the pssM gene encoding ketal pyruvate transferase
leads to disruption of Rhizobium leguminosarum bv. viciae - Pisum sativum symbiosis // Journal
of Applied Microbiology. — 2010. — vol. 109, no. 2. — pp. 731-742. — EDN: MXKJRN. — NUmmnakt-
dakrop 0,779 (SJR); 1,39/0,45 m.m.

16. Ivanov S., Fedorova E., Bisseling T. Intracellular plant microbe associations: secretory
pathways and the formation of perimicrobial compartments // Current Opinion in Plant Biology. —
2010. —vol. 13, no. 4. —pp. 372-377. — EDN: NBDFFR. — UmnaxTt-daxrop 3,193 (SJR); 0,69/0,59
ILJI.

17. Ovchinnikova E., Journet E.P., Chabaud M., Cosson V., Ratet P., Duc G., Fedorova E., Liu W.,
den Camp R.O., Zhukov V., Tikhonovich 1., Borisov A., Bisseling T., Limpens E. IPD3 Controls
The Formation Of Nitrogen-Fixing Symbiosomes In Pea And Medicago Spp. // Molecular Plant-
Microbe Interactions. — 2011. — vol. 24, no. 11. — pp. 1333-1344. — EDN: PECUSF. — Umnaxt-
¢akrop 1,118 (SJR); 1,39/0,35 m.m.

18. Op den Camp R.H., Polone E., Fedorova E., Roelofsen W., Squartini A., Op den Camp H.J.,
Bisseling T., Geurts R. Nonlegume Parasponia Andersonii Deploys A Broad Rhizobium Host
Range Strategy Resulting In Largely Variable Symbiotic Effectiveness // Molecular Plant-Microbe
Interactions. — 2012. — vol. 25, no. 7. — pp. 954-963. — EDN: RIFTNR. — Umnaxr-dakrop 1,118
(SJR); 1,16/0,20 ..

19. Margaret 1., Lucas M.M., Acosta-Jurado S., Buendia-Claveria A.M., Fedorova E., Hidalgo A.,
Rodriguez-Carvajal M.A., Rodriguez-Navarro D.N., Ruiz-Sainz J.E., Vinardell J.M. The
Sinorhizobium fredii HH103 lipopolysaccharide is not only relevant at early soybean nodulation
stages but also for symbiosome stability in mature nodules // PLoS ONE. — 2013. — vol. 1, no.
8(10). — P. €74717. — EDN: RRHVIN. — Ummakt-daxrop 0,803 (SJR); 1,39/0,35. m.o.

20. Gavrin A., Kaiser B.N., Geiger D., Tyerman S.D., Wen Z., Bisseling T., Fedorova E.
Adjustment of host cells for accommodation of symbiotic bacteria: vacuole defunctionalization,
HOPS suppression, and TIP1g retargeting in Medicago // The Plant Cell. — 2014. — vol. 26, no. 9.
— pp- 3809-3822. — EDN: UPFHVV. — Umnakt-daxtop 3,704 (SJR); 1,50/1,45 m.o.



33

21. Moling S., Pietraszewska-Bogiel A., Postma M., Fedorova E., Hink M.A., Limpens E.,
Gadella T.W., Bisseling T. Nod factor receptors form heteromeric complexes and are essential for
intracellular infection in Medicago nodules // The Plant Cell. —2014. — vol. 26, no. 10. — pp. 4188-
4199. — EDN: UQUEPT. — UmnaxkTt-daxrop 3,704 (SJR); 1,39/0,30 ..

22. Gavrin A., Jansen V., Ivanov S., Bisseling T., Fedorova E. ARP2/3-Mediated Actin Nucleation
Associated With Symbiosome Membrane Is Essential For The Development Of Symbiosomes In
Infected Cells Of Medicago Truncatula Root Nodules // Molecular Plant-Microbe Interactions. —
2015. —vol. 28, no. 5. — pp. 605-614. — EDN: UPFIZL. — Umnaxkr-dakrop 1,118 (SJR); 1,16/1,00
ILJI.

23. Gavrin A., Chiasson D., Ovchinnikova E., Kaiser B.N., Bisseling T., Fedorova E. VAMP721a
and VAMP721d are important for pectin dynamics and release of bacteria in soybean nodules //
New Phytologist. —2016. —vol. 210, no. 3. —pp. 1011-1021. — EDN: WPGEPR. -Mmnaxt-¢paktop
3,293 (SJR); 1,39/1,29 m.n.

24. Gavrin A., Kulikova O., Bisseling T., Fedorova E. Interface Symbiotic Membrane Formation
In Root Nodules Of Medicago Truncatula: The Role Of Synaptotagmins Mtsytl, Mtsyt2 And
Mtsyt3 // Frontiers in Plant Science. — 2017. — vol. 8. — P. 201. — EDN: YYBQJF. — Mmnakr-
dakrop 1,163 (SJR); 1,16/1,10 m.m.

25. Coba de la Pefia T., Fedorova E., Pueyo J.J., Lucas M.M. The Symbiosome: Legume And
Rhizobia Co-Evolution Toward A Nitrogen-Fixing Organelle? // Frontiers in Plant Science. —2018.
—vol. 8. — P. 2229. — EDN: XXKIJET. — Umnakr-¢akrop 1,163 (SJR); 3,00/1,80 m.m.

26. van Zeijl A., Wardhani T.A K., Seifi Kalhor M., Rutten L., Bu F., Hartog M., Linders S.,
Fedorova E.E., Bisseling T., Kohlen W., Geurts R. CRISPR/Cas9-Mediated Mutagenesis Of Four
Putative Symbiosis Genes Of The Tropical Tree Parasponia Andersonii Reveals Novel
Phenotypes // Frontiers in Plant Science. — 2018. — vol. 9. — P. 284. — EDN: XXWEPZ. — Imnakt-
dakrop 1,163(SJR); 1,62/0,60 m.m.

27. Fedorova E.E., Coba de la Pea T., Lara-Dampier V., Trifonova N.A., Kulikova O., Pueyo J.J.,
Lucas M.M. Potassium content diminishes in infected cells of Medicago truncatula nodules due
to the mislocation of channels MtAKT1 and MtSKOR/GORK // Journal of Experimental Botany.
—2021. — vol. 72, no. 4. — pp. 1336-1348. — EDN: SDUGCH. — UmnaxTt-paxrop 1,778 (SIR);
1,50/1,45 .o

28. Trifonova N.A., Kamyshinsky R., Coba de la Pefia T., Koroleva M.I., Kulikova O., Lara
Dampier V., Pashkovskiy P., Presniakov M., Pueyo J.J., Lucas M.M., Fedorova E.E. Sodium
Accumulation In Infected Cells And Ion Transporters Mistargeting In Nodules Of Medicago
Truncatula: Two Ugly Items That Hinder Coping With Salt Stress Effects // International Journal
of Molecular Sciences. —2022. —vol. 23, no. 18. —P. 10618. — EDN: JBGZXD. — UmnakT-paxrop
1,273 (SJR); 2,43/2,30 m.11.

29. Fedorova E.E. Rapid Changes To Endomembrane System Of Infected Root Nodule Cells To
Adapt To Unusual Lifestyle // International Journal of Molecular Sciences. —2023. — vol. 24, no.
5.—P. 4647. —- EDN: RXLMSH. — Ummnakrt-daxrop 1,273 (SJR); 1,50/1,50 ..

30. Semenova M.G., Petina A.N., Fedorova E.E. Autophagy And Symbiosis: Membranes, ER,
And Speculations // International Journal of Molecular Sciences. — 2024. — vol. 25, no. 5. — P.
2918. — EDN: OLOJEM. — UmnaxTt-daxrop 1,273 (SJR); 1,62/1,55 m.n.

31. Fedorova E.E., Pueyo J.J. Microbial Colonization Of The Host Plant: Cellular And Molecular
Mechanisms Of Symbiosis // International Journal of Molecular Sciences. — 2024. — vol. 25, no.
1. —P. 639. — EDN: XXIMOI. — Ummakt-daxrop 1,273(SJR), 0,58/0,50 1.1



34

IIpoune nydnukanuu

32. Limpens E., Mirabella R., Fedorova E., Franken C., Franssen H., Bisseling T., Geurts R.
Formation of organelle-like N2-fixing symbiosomes in legume root nodules is controlled by DMI2
// Proceedings of the National Academy of Sciences of the United States of America. — 2005. —
vol. 102, no. 29. — pp. 10375-10380. — DOI:10.1073/pnas.0504284102. — Umnakt-dakrop 3,414
(SJR); 0,69/0,15 .

33. Ivanov S., Fedorova E., Limpens E., De Mita S., Genre A., Bonfante P., Bisseling T.
Rhizobium-legume symbiosis shares an exocytotic pathway required for arbuscule formation //
Proceedings of the National Academy of Sciences of the United States of America. — 2012. — vol.
109, no. 21. — pp. 8316-8321. — DOI: 10.1073/pnas.1200407109. — Umnakr-dakrop 3,414 (SJR);
0,69/0,59 m.i.

34. Chiasson D.M., Loughlin P.C., Mazurkiewicz D., Mohammadidehcheshmeh M.,
Fedorova E.E., Okamoto M., McLean E., Glass A.D., Smith S.E., Bisseling T., Tyerman S.D.,
Day D.A., Kaiser B.N. Soybean SAT1 (Symbiotic Ammonium Transporter 1) encodes a bHLH
transcription factor involved in nodule growth and NH4+ transport // Proceedings of the National
Academy of Sciences of the United States of America. —2014. —vol. 111, no. 13. —pp. 4814-4819.
—DOI: 10.1073/pnas.1312801111. — Umnakt-daxrop 3,414 (SJIR); 0,69/0,25 ..

35.Yang S., Wang Q., Fedorova E., LiuJ., Qin Q., Zheng Q., Price P.A., Pan H., Wang D., Griftitts
J.S., Bisseling T., Zhu H. Microsymbiont discrimination mediated by a host-secreted peptide in
Medicago truncatula // Proceedings of the National Academy of Sciences of the United States of
America. — 2017. — vol. 114, no. 26. — pp. 6848-6853. — DOI: 10.1073/pnas.1700460114. —
Nmnakr-dakrop 3,414 (SJR); 0,69/0,15 m.m.

36. van Velzen R., Holmer R., Bu F.,, Rutten L., van Zeijl A., Liu W., Santuari L., Cao Q., Sharma
T., Shen D., Roswanjaya Y., Wardhani T.A.K., Kalhor M.S., Jansen J., van den Hoogen J., Glingor
B., Hartog M., Hontelez J., Verver J., Yang W.C., Schijlen E., Repin R., Schilthuizen M., Schranz
M.E., Heidstra R., Miyata K., Fedorova E., Kohlen W., Bisseling T., Smit S., Geurts R.
Comparative genomics of the nonlegume Parasponia reveals insights into evolution of nitrogen-
fixing rhizobium symbioses // Proceedings of the National Academy of Sciences of the United
States of America. — 2018. —  vol. 115, no. 20. — pp. E4700-E4709. — DOLI:
10.1073/pnas.1721395115. — Umnakt-daktop 3,414 (SJR); 1,16/0,1 m.o.



