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OBIIAS XAPAKTEPUCTUKA PABOTHBI

AKTYaJIbHOCTh HCCJIeIOBAHUS

Nonusupyromee usznyuenue (M) ABAsSETCS MOCTOSHHO AEHCTBYIOMUM (DaKTOPOM, KOTOPHBI
HETNPEPHIBHO OKa3bIBACT BIMSHHUE HA OMOTY. B psijie yCcioBHiA )KUBbIC OPraHU3Mbl MOTYT IOJIBEPTaThCs
BJIMSIHMIO TTOBBIIICHHOTO YPOBHS OOJYYCHHs: OT 3arpsS3HEHHBIX PaJHOHYKIUIAAMHU TEPPUTOPHHA 0
MEPCIEKTUBHBIX KOCMHMYCCKUX cucTeM ku3neobecneuenus (Geras'kin, 2016; Baranova et al., 2019;
Pozolotina et al., 2023). Mexanu3mbl BiusiHust M Ha jXuBbIe OpPraHU3MBI, B TOM YHUCIIE PACTEHUS,
SBJSIFOTCA TPEAMETOM HMHTEHCUBHBIX HccienoBanuil. Bmusaune MM Ha pacteHus xapakrtepusyercs
CJIOXHOM JTI030BO-BPEMEHHOM 3aBUCUMOCTBIO. OOIIENPUHATO, YTO BhICOKHE 10361 M moaaBisioT poct
Y pa3BUTHE PaCTCHUH, a HU3KHE, HAIIPOTHUB, 00J1a/1al0T CTUMYJIUPYIOIINUM JICHCTBUEM. Y CTAHOBJICHO, YTO
YTHETCHHE POCTa M Pa3BUTHS PACTCHUH BBICOKMMH a03aMu MU CBsA3aHO C MOAaBICHUEM aKTHBHOCTH
¢doToCHHTE3a, TpPAHCIIOpTAa ACCHMMJISTOB, CHH)KCHHEM COJCP)KAaHUS IUTMEHTOB, YIHETCHHEM
OMOCHHTE3a KIIIOUEBBIX META00IMTOB, TOPMOKCHHEM KJIETOYHOI'O ITUKJIA M C APYTUMHU HApYIICHHUSIMH.
[TomaieHne GU3NOIOTHUSCKUX MPOIICCCOB BBI3BAHO, TJIABHBIM 00Pa30M, OKHCIUTEIILHBIM CTPECCOM U
MHOTOYHUCIICHHBIMU TreHeTHueckumu noBpexacausmu (De Micco et al., 2011; Gudkov et al., 2019).
Crumymupyromuii  3pdekr manmbix 103 WM mnposiBaseTcs B YBEIWYCHHH MOP(HOMETPHUSCKHX
mapaMeTpoB M aKTUBALMU psjga (PU3UOJOTHYSCKUX IPOILIECCOB, B IMEPBYIO odepeib, (HOTOCHHTE3a
(Caplin, Willey, 2018; Volkova et al., 2022). Mexanu3mbl TaKOro BIUSHHS HA CETOAHSIIHHMHA IEHb
OCTaloTCsl MaJlon3ydeHHbIMU. Hambonpmmii mpoben nMmeer MecTo B 00JIaCTH MOHUMAaHHUS TOro, Kak
MU3MEHSIIOTCS aJalTHUBHBIC PEaKIIMH PACTEHHUH K HEOJIarompHUATHBIM (aKTOpaM OKPYKAIOIIEH Cpe/Ibl
(TakMM Kak THUIO- M THIEPTEPMUS, HEJOCTATOYHAsl BIAKHOCTh M JP.) B YCIOBHSIX XPOHHYECKOTO
o0Jy4eHus, 1 KaKOBbI MEXaHH3MBbI, JIeXKallue B oCHOBe Takux m3menenuit (Geras'kin et al., 2017;
Pozolotina, Antonova, 2017; Wang et al., 2018).

M3BecTHO, 4TO B aJanTallM¥ PAaCTEHHH K CTPECCOpaM Ba)KHYIO POJIb UIPAIOT JAMCTAHIIMOHHBIC
CUTHAJIBI, OOCCIEUMBAIONIME CKOOPAMHHUPOBAHHOEC HM3MCHEHHE aKTHMBHOCTH  IIEJIOTO  psija
(U3MOIOTUIECKUX MTPOIIECCOB, HAMIPABICHHOE Ha MOBbIIIeHUe ycTounBocTh (Szechynska-Hebda et al.,
2017; Zandalinas et al., 2018; Sukhov et al., 2019). OguuM K3 THIOOB 3HAYUMBIX CHTHAJIOB,
BO3HHUKAIOIIMX B OTBET Ha OBICTPOHAPACTAIOIINE CTPECCOPHI, SBIISIOTCS JJICKTPUUYECCKHE CHTHAIIBI.
ConpoBOXKIAOIINE UX CIIBUTH KOHLIEHTPAlMii HOHOB M BEIWYMHBI pH ABISIOTCS BaXKHEHIIIUM 3TanioM
aKTHUBAIIMHA COOTBETCTBYIOIINX BHYTPUKICTOUHBIX CUIHAJIBHBIX CUCTEM, KOTOPBIC YUYACTBYIOT B 3aITyCKe
CHUCTEMHOT0 OTBETA paCTEHUs, BHI3BAHHOIO TMCTaHIIMOHHBIM curHaiom (Baluska, 2013; Vodeneev et al.,
2017; Chatterjee et al., 2018; Demidchik et al., 2018). Ha ceroausiiHuii eHb CBEJACHUS O BIUSHHH
xponuueckoro MW Ha ajganTanuio pacTeHMl K JIpYrMM CTPECCOBbIM (akTopam SIBISIOTCA
(dbparMeHTapHBIMHA, a MCCICAOBAHKMS POJIM JUCTAHIIMOHHBIX CTPECCOBBIX CHUTHAJIOB B Pa3BUTHU
aJlanTalii B YCIIOBHUSX IOBBIIIEHHOTO PagHallMOHHOrO (OHA OTCYTCTBYIOT. B MHpOBO# juTepaType
UMEIOTCS TOJNBKO (pparMeHTapHble cBeaeHuss O BiausHud MU Ha HEKOTOpble KOMITOHEHTHI
BHYTPHKIICTOYHBIX CHT'HAJBHBIX crcTeM pacteHuit: ADK, kambpimeBoii, ropmonanproii (Latif et al.,
2011; Kimet al., 2012; Goh et al., 2014; Sevriukova et al., 2014; Qi et al., 2015; Bitarishvili et al., 2018;
Xie et al., 2019; Huang et al., 2022). Mexay TeMm, UMEIOTCSA OCHOBAHHUs IMOJIaraTh, YTO CHTHAJIBHBIC
CHUCTEMbl pPACTCHMIA, BKJIIOYas JUCTAHIIMOHHBIC CTPECCOBBIC CHTHAJBI, 007aJaf0T OOJIBIICH
pPaMOYyBCTBUTEIBLHOCTBIO B CPaBHCHHWU C 0a30BbIMH (DU3MOJIOTUYCCKUMH TPOIECCAMU, U YXKE B
nauana3one Maneix 103 MU moxer umeTh Mecto Monudukaims ux napamerpon (Grinberg et al., 2021).
DTO MOXKET MOBJICYh HAPYIIEHUE aganTalud PAaCTCHUH K M3MEHSIOIIUMCS YCIIOBUSM CPEJIbl, Pa3BUTHE
KOTOPOU TpeOyeT ClIaXKeHHOM paboThl BHYTPUKJICTOUYHBIX M MEIKKICTOYHBIX CUTHAIBHBIX CHCTEM.



Hean 1 3a1a4n UccIeJ0BAHUSA

[lenpto paboThl ABISETCS W3YYCHHE BIUSHUA XPOHHYECKOro OOJyueHHs B MallbIX J03aX Ha
ANEKTPUYECKUE CUTHAIIBI M UX POJIH B POPMUPOBAHUM YCTOMYUBOCTH K CTpecc-(haKkTopam y pacTeHUI.

B cooTBeTcTBHM € LIEIBIO OBLIM MOCTABIEHBI CAEAYIOIINE 3aJaUH.

1. Nzyuenue Biusgaus M1 Ha MoppoyHKIIMOHATBHOE COCTOSIHUE PACTEHHM B IOKOE.

2. Anann3 BausHuss WM Ha napaMeTpbl BBI3BAHHBIX JIOMOJIHUTEIBHBIM CTPECCOBBIM
(aKTOpPOM ANMEKTPUUYECKUX CUTHATIOB M COITPOBOKIAIOIINX UX (PYHKIIMOHAIIBHBIX OTBETOB.

3. AHanmu3 MexaHu3MoB BiusiHusA WU Ha snekTpuyeckue CUTHAIbl U BBI3BIBAEMBIE HMHU
(YHKIMOHAJIbHBIE OTBETHI.

4. Nzyuenue s¢pdekra, okassiBaemoro MU Ha popmupoBaHue BbI3bIBaEMOM 3JIEKTPUUECKUMU

CUTHaJIaMU YCTOMYMBOCTHU K TEIJIOBOMY CTpPECCY.

Hayuynasi HoBH3HA

O6napyxeno, uro MW ¢ HU3KOW MOIIHOCTHIO JO3bl MOXET BIMITH Ha MapaMeTpbl
JTUCTAHIIMOHHBIX AJIEKTPUUECKUX CUTHAJIOB PACTEHUI U BBI3BIBAEMBIX MU (DYHKIIMOHATBHBIX OTBETOB.
BrnepBbie mokazaHo, 4yTo 3¢ (dekTsl, oka3zbiBaecmMble WM Ha curHamel W BbI3BaHHBIE MMM OTBETHI,
00yCIIaBIMBAIOT U3MEHEHUE YCTOMYUBOCTH K cTpeccopaM. OOHapykeHo, uTo B ocHoBe 3 dextor NN
MOXET JIe)KaTh W3MEHEHHWE AKTUBHOCTU BHYTPHUKJIETOUHBIX HMOHTPAHCHOPTHUPYIOLIUX U CUTHAIBHO-
PETYJISATOPHBIX CUCTEM, BKJIIOYas cucteMy nojaeps;xanus pH.

HayuHo-npakTudeckasi 3HA4UMOCTb

Pe3ynbrathl quCCEPTAlMOHHOTO HCCIEAOBAaHUS BHOCAT 3HAYMTENBHBIN BKJIAJ B IMOCTPOCHUE
LEJIOCTHOW KapTUHBI BIUAHUSA XpoHuuyeckoro MM Ha apanTanuioo pacTeHUd K JCHCTBUIO
HeOJIaronpusATHeIX abuoTudeckux (akTopoB cpenpl. llomydeHHble pe3ynbTaTbl MOTYT OBITh
MCIIOJIb30BAHBI JUIsI IPUKIIAIHBIX pa3pab0TOK MO OpraHU3allii paboT Ha TEPPUTOPHUSIX C MOBBIIIEHHBIM
paauanMoHHBIM (OHOM, a TaKXKe I IUIAHUPOBAaHMS PAabOT B paMKax CO3JaHUS HMCKYCCTBEHHBIX
HKOCHUCTEM JIJIsl KOCMHUYECKHX MUCCHUI. Pe3ynbTaThl M BBIBOJIbI JUCCEPTALIMOHHOTO UCCIEA0OBaHMS OyayT
HCIIOJIb30BaHbl B Y4eOHOM IIpoliecce Mpu pa3paboTKe CHEUKYpPCOB JJsi CTYJIEHTOB M acCIUpPAaHTOB
OMOJIOTHIECKOTO TPOQUIISL.

OcHoOBHbIE 110J10:KeHUSI, BBIHOCUMbIE HA 3alIIUTY

NN ¢ HHU3KON MOIIHOCTBIO J103bl YCUJIMBAIOT JHUCTAHIMOHHBIE CTPECCOBBIE SJICKTPUUYECKHUE
CUTHAJIbI U BBI3bIBAEMbIE UMHU (DYHKIIMOHATBHBIC OTBETHI Y pacTeHMid. Takue U3MEHEHUs MapaMeTpoB
HapymiaroT GOPMUPOBAHHE YCTOMYMBOCTH K aOMOTHYECKUM (paKkToOpaM cpelibl (K TEIIOBOMY CTPECCY).
Onpenenstouuii Bkiaja B 3pdexrax, okazpiBaembix MW Ha popmupoBanne HHIyIIMPOBAHHON CUTHAJIaMU
YCTOWYUBOCTH, UMEET CTaAMsI MpeoOpa30BaHus CUTHAIA B OTBET.

JIMYHBIN BKJIAJ aBTOpa

ABTOp JIMYHO YYacTBOBaJ B TPOBEJEHUU HKCIEPUMEHTAIBHBIX HCCIEIOBaHHUM, 00paboTKe
MOJIYYEHHBIX pPE3yJbTaTOB, aHAIM3€ W OOCYXKICHUHM pPe3yJIbTaTOB, a TaKKe NPUHHUMAN ydacTHE B
HaIlMCAHUM HAay4YHBIX CTaT€l COBMECTHO C COaBTOpPaMHU U ampoOalliy pe3ysIbTaTOB UCCIEAOBAaHUN Ha
HAYYHBIX KOH(DEPEHITUAX.

Jl0CTOBEPHOCTH HAYYHBIX Pe3yJbTAaTOB

JlocToBepHOCTH HAy4YHBIX pe3yJIbTaToOB MOATBEPKAACTCS BOCIIPOU3BOJIUMOCTHIO
AKCIIEPUMEHTAIBHBIX JAHHBIX H 00YCIIOBIIEHA MIMPOKOH anpodaIeil 1 Haa¢KHOCTHIO UCTIOIB30BaHHBIX
AKCIIEPUMEHTAIBHBIX ~METOJOB HCCIEIOBAaHUSA, a TaKKe KaueCTBEHHOM M KOJWYECTBEHHOU
COTJIACOBAHHOCTBIO TIOJMYUYEHHBIX JAHHBIX C pe3yjbTaTaMH HE3aBUCUMBIX MCCIEIOBAHUM Jpyrux
aBTOPOB.



Anpobanus padoTsl

OcHOBHBIE pe3yJbTaThl padOTHl MPEACTABISIINCH HAa MEXKIYHAPOAHBIX M BCEPOCCHMCKHUX
MeporpusTusaX: Beepoccuiickas ¢ MEKIyHAPOJAHBIM YYACTHEM IIKOJIA-KOH(EPEHIIUS MOJIOBIX YUEHBIX
«buocucreMsl: opranuzainus, nosenenue, ynpasienuey (Huwxuuii Hosropoa, 2017), Mexaynapoanas
Hay4yHas KOH(pepeHIMs «AKTyalbHblE BONPOCHl Ouosornueckod ¢u3ukd u xumumn» (CeBacToIob,
2018), Mexaynapoanas IlyrmHckas mkoa-KoH(GpepEHIHs MOJIOABIX yUEHbIX «bronorus — Hayka XXI
Beka» ([Tymuno, 2018), Cre3n ouodusukor Poccun (Coun, 2019; Kpacnonap, 2023), MexayHapogHas
Hay4HO-TIpaKTHUYeCcKasi KOH(pepeHus «SaepHo-pu3nyeckue Uccie0BaHusl U TEXHOJIOTUU B CEIbCKOM
xo3srictBe» (OOHmHCK, 2020), Cbe3gq 1o paauanoHHBIM wHccienoBanusM (MockBa, 2021),
MexnynapogHass  MosoexkHas KoHbepeHuuss «CoBpeMeHHble  MpoOJeMbl  pagroOUOJIOTHH,
paanoskonoru U arposkoiorun» (OO6HuHCK, 2021), I'oguunoe coOpanue OOmecTBa (HU3HOIOTOB
pactennii Poccum (Hwxuuit Hosropon, 2022), Bcepoccuiickass Hay4yHas KoH(epeHUus
HammonansHoro 1ientpa ¢uszuku 1 mateMatuku (HLIIDOM) mo mabopaTopHoii acTpodusnke u reopusnke
(Capos, 2023).

Iyoinkanun

[To marepuanam auccepranuu omyoiukoBaHo 13 pabot, BkiIrodast 4 cTaTbu B PEIEH3UPYEMBIX
HayuHbIX n3nanusax (Web of Science, Scopus), Bxoasmux B crincok BAK.

CrtpykTypa 1 00beM AuccepTaluU

PaGotra cocTtour u3 BBeAEHMs, 0030pa JUTEpaTypbl, ONUCAHUS MaTEpHAIOB U METOJOB
UCCIIeIOBAaHUM, PEe3yJIbTaTOB U UX OOCYKIEHUS, 3aKIIOYCHHsI, BRIBOJIOB, CIHCKA JUTepaTypbl. O0beM
coctaBimsier 106 cTpaHWIl MAamIMHOMMCHOTO TEKCTa, WIUTIOCTPHPOBAHHOTO 27 pucyHKamu. CHUCOK
JTUTEPaTyphl BKIIOYaeT 216 nCTOYHUKOB, B TOM 4rcie 213 paboT HHOCTpaHHBIX aBTOPOB.

baaroxapuaoctu

JluccepraninoHHOE UCCIEA0BaHNE BBITIOJIHEHO TP (PUHAHCOBOM nojaepxkke MunobpHayku PO,
mpoekT Ne 075-15-2019-1892 u mpoext HamumonansHoro mnentpa ¢usuku u matematuku (HIIDOM)
«JKcnepuMeHTaIbHas JabopaTopHas acTpodusuka u reopusnka.

OCHOBHOE COAEP/KAHUE PABOTbHI

B raase 1 npeactaBieH 0030p aTuTepaTyphl, MOCBAIMIEHHBIA PACCMOTPEHHUIO OOIINX TPUHIIUIIOB
BimsiHug MW Ha cocTtostHue pacTeHui,

B ruaBe 2 mepednciieHbl HCIOJNBb30BaHHBIE B pab0OTe OOBEKTHI MCCIIEIOBAaHUS, MaTepHallbl U
000pyA0BaHUE, OMMCAHBI METOJIMKH UCCIEAOBAHUM.

Obvekmamu uccnedosanus CIyX WU pacTeHUs miieHUIBl msarkoit (Triticum aestivum L.) u
pactenusi tabaka (Nicotiana tabacum L.) copra Samsun, KOHCTHTYTHMBHO 3KCIPECCHPYOIINE
(bayopectieHTHBIN paTnomeTpudeckuii pH-uyBcTBUTENBHBIN Oenok Pt-GFP. Pactenus BeipamumBanuch
npu poronepuoae 16/8 (ceer/TemMuoTa) npu remmeparype 24 °C. O6mydeHre Nporu3BOIUIOCH 3aKPHITHIM
ToyeunbiM HCcTOUHUKOM 9Sr-2°Y  (B-m3myuartens) Ha HpOTSIKEHMHM BCETO IEPHOJA BHIPAIMBAHHUS
pactenuii (puc. 1). MomHocTs 10361 HcTOuHUKaA cocTaBisuia 31,3 Mkl 'p/gac. CymmapHasi HaKOIUIEHHAs
7032 y pacTeHHil muieHuIpl coctapisia okono 11 mIp, y pacrenuit tabaka — okono 32 mlp.
KoHTposibHbIe pacTeHHs BBIPAIIMBAIUCH B @aHAJIOTUYHBIX YCIOBHIX B OTCYTCTBUU McTOouHKKa M.



PucyHnok 1. BeipamuBanue pacTeHHil MIICHAIBI B KOHTPOJIE (CJIEBa) M B YCIOBHAX 00TydeHust (CripaBa)

Mopgomempuueckue nokazamenu ONPENCISUINCH MO AJIUHE, IUIOWAAN JIHCTHEB, CHIPOMY U
CyXOMY BECY pacTE€HHUH.

Hzmepenue napamempoe Inekmpozenesa. VIzmepenue  MeMOpaHHOro  MOTEHIMAa
MPOU3BOIUIIOCH MPHU MOMOIIHU 3JeKTpodu3nonoruueckoi ycraHoBku SliceScope Pro 2000 (Scientifica,
BenukoOpuranus). MUKpONMIIETKH HW3TOTaBJIMBaInCch Ha mysuiepe P-97 (Sutter Instrument, CIILIA).
BBeneHne MUKPONMIETKM B  KJIETKY OCYLIECTBISUIOCH IPU  IIOMOIIM  MOTOPHU3UPOBAHHBIX
MaHunynaropos PatchStar mon Bu3yanbHbIM KOHTpoJdeM. M3MepeHus npou3BOAMINCH B TAPEHXUMHBIX
KJIETKAX, OKPYXaIoUUX XKUIKH. JlanHble oOpabaTeiBanuch ycunurenem Multiclamp 700B, u cuctemoit
coopa nmanmnbix Digidatal550. Baexneroynass — perucTpanus — SJEKTPHUUYECKOW  aKTHBHOCTHU
ocymectBisuiach npu nomomm AQY/AJCl Makpo3IeKTpoJOoB M MHOTOKAHAIBHOW CHUCTEMBI IS
HU3MEPEeHUs OMOTOTEHITMAIOB U MOHHBIX TOKOB Mynbrutect UITJI-113 (Cemuko, Poccus). M3mepenus
MPOU3BOAMINCH B MOJIOZIOM IOJIHOCTBIO PAa3BUTOM JHCTE (2-i JINCT y MIIEHUIBI U 5-6 JIUCT y Tabaka).
Bapuabenbubrit norenmuan (BI1) naayupoBaics MmocTeneHHbIM HarpeBoOM KOHYMKA JIUCTAa B KIOBETE C
BOAOW (IUIs1 MINEHUIBI) WIM TOCPEACTBOM pe3ucropa (s Tabaka). Perucrpamnus mapamerpos BII
OCYILECTBIISIIACH HA CTUMYJIMPYEMOM JIUCTE Ha PA3IMYHOM PACCTOSHUU OT 30HBI pasapaxenus (Yudina
et al., 2020).

Hzmepenue napamempoe pomocunmesa u yCmvUYHOU nPoeooumocmu. J1jisi peructpaiuu
napamMeTpoB (OTOCHMHTE3a U YPOBHS YCTbUYHOW MPOBOJUMOCTH HCIOJIb30BAJICA HWH(pPAKpaCHBIH
razoananuzarop GFS-3000 u PAM-¢duyopumerp Dual-PAM-100 ¢ usmeputenbHoi ronoBkoit Dual-
PAM gas-exchange Cuvette 3010-Dual (Heinz Walz GmbH, I'epmanus). Pacuér mapamerpos
KBaHTOBOT'O BBIXOJa (oToXUMHUYeCKHX peakimi otocuctemsl | (Dps)) u porocuctemsr Il (Ppsi) u
HedoToxumuueckoro TymreHus ¢uryopecueHimu (NPQ) mpou3BoAMICS BCTPOSHHBIM MPOTrPAMMHBIM
obecnieuenurem npudopa (Maxwell and Johnson, 2000). IT1OTHOCTh (POTOHHOTO TOTOKA AaKTHHHYHOTO
ceera (460 mM) cocraBiusana 239 umons M2 ¢l Konnenrpaums COz B M3MEPUTENBHON KIOBETE
TIOUIEPKUBANIach Ha ypoBHE 360 pmoins Monb L, Temneparypa 23°C, oTHOCHTENbHAs BIaKHOCTEL 60%. B
XOZIe JKCIEPUMEHTa TaKKe IPOU3BOAMIACH 3alHUCh OTBeTa (OTOCHHTETHYECKHUX IOKa3zaTesled u
YCTBUYHOM IpoBOAMMOCTH Ha BII, nHAynIMpOoBaHHBIM HATPEBOM KOHUYHMKA JIUCTA.

Ilpocmpancmeenno-epemennoe  Kapmuposanue  napamempog  gomocunmesa. s
perucTpan npocTpaHCTBEHHO-BPEMEHHBIX XapaKTepUCTHK oTBeTra @Ppsii Ha BII y pactenuii tabaka
ucriosb3oBaiicsi PAM-duyopumerp Imaging-PAM MINI (Heinz Walz GmbH, T'epmanus). [TnotHOCTE
(GOTOHHOrO MOTOKa aKTMHUYHOTO cBeTa (480 HM) coctasisna 223 umons M2 ¢, Pazmep aHanusupyeMoit
obnactu coctaBisul 3x4 cM. AHaIu3 N300pakeHUi BBIMOJHSIICS B mporpamMe Imagel no cienyroniemy
anroput™My: 1) mmsd Kaxaol 3amucHu ycpeAaHsulock 1o 3 kazapa no npoxoxaeHus BII («HadanbHbII
YPOBEHBY»), 2) BBIUMCISUIACH PAa3HOCTh MEXKJY HAdaJlbHBIM YpOBHEM @psii U KaXAbIM M3 KaJpoB



JUHAMUKHU («Pa3HOCTB»), 3) HA KaXJOM KaJpe Pa3HOCTU ONpejelisiach oAb JUCTa, HA KOTOPOM
BEJIMYMHA OTKJIOHEHHUSI OT HAYaJIbHOTO YPOBHS MPEBBIIIANA MTOPOTOBBI YPOBEHB, KOTOPBINA COCTABIISI
0,05 otH. ex. Dpsi.

Hzmepenue ycmoituueocmu K mennogomy cmpeccy. YCTOWUUBOCTh K TEIUIOBOMY CTpECCY
ONpejeNaNach y PpacTeHUU MUIEHUIbI [0 COXPAaHHOCTH (POTOCMHTETHMUYECKHMX IIOKa3aTesed Iociie
nporpeBa (45 muu npu temmeparype 50°C) (Yudina et al.,, 2020). [us perucrpaiuy ypOBHS
(hOTOCMHTETHYECKON aKTUBHOCTH Hcmoib3oBasics PAM-dayopumerp Imaging-PAM MINI. Cxema
AKCIIEPUMEHTA MPUBE/ICHA HA PUCYHKE B TJIaBe 2.

H3zmepenue enympuxinemounozo pH. Bennuuna pH onenuBanach y pacteHuit Tabaka 1o ypoBHIO
(biayopeclieHIInd TeHEeTUYECKH KOAUPYEeMOro patuomeTpuyeckoro pH-uyBcTBHTENBHOTO ceHcopa Pt-
GFP (Ageyeva et al., 2022; Pecherina et al., 2022). ®nyopecrieHTHBIE H300paKEHHSI U CIEKTPHI
¢bayopecueHunn Oenka ObUIM TOJYYEHBI C IMOMOIIBI0 KOH(POKAIBHOTO JIA3€PHOIO CKAaHUPYIOLIErO
mukpockona LSM710 (Carl Zeiss, I'epmanust). YpoBerb pH u3Mepsicss 1O BEJIMYMHE OTHOIICHHS
dyopecuiennuun Pt-GFP (Aem — 505-525 M) mpu Bo3Oyxaenun Ha 488 m 405 um (ratiosss4os).
dnyopeciieHTHBIE M300paXKCHHUs aHATU3UPOBAIUCh B mporpammax Zen 2.1 (Carl Zeiss) u Imaged.
ITepeBon ratiosssisos B pH ObLI BBIIOIHEH B COOTBETCTBUH ¢ KaMMOPOBKO# B nuamnaszone pH 5,5-7,5.

Pecucmpavuun pH na yposne yenozo pacmenus. 1amepenus casuros pH, Bei3Bannbix BII, Ha
YPOBHE LIEJIOT0 pacTEeHUsl MPOBOJWINCH MPU MOMOIIU YCTAHOBKHU (DIIyOpEeCIEHTHOT0 UMUKUHTa DVS-
03 (MIIJIUT PAH, Poccus). Yposens pH uamepsiics mo BenmunHe oTHOIIEHUs Giyopecueniuu Pt-GFP
(Aem — 535/43 um) npu Bo30yxmeHuu Ha 490 u 395 HM (ratioOsgoses). IlepeBon ratiosgomes B pH ObLT
BBITNOJTHEH B COOTBETCTBHHM ¢ KaauOpoBKoii B quamna3one pH 5-8 (Ageyeva et al., 2022; Pecherina et al.,
2022).

Cmamucmuueckan o6padomka. J1Jis KaXX10ro SKCIIEPUMEHTA UCIIOIb30BaOCh 6 — 30 pacTeHui,
KaXk/1asi TOBTOPHOCTb BBIMIOJIHSIIACH HA OTJIEJILHOM pacTeHUH. J{J1s KaXk/10i COBOKYITHOCTH BBIYHMCIISLIIUCH
cpelHee 3HayeHHe W omuOKa cpenHero. J[aHHble NPOBEPsUIUCh HAa HOPMAlbHOE paclpe/esieHue,
JTOCTOBEPHOCTh pa3IM4Mi oleHuBanachk 1o t-kpurepuro CThIOJEHTA. YPOBEHb CTAaTUCTHUYECKOU
3HaYUMOCTH ObLT ycTaHoBJeH npu p<0,05. Koppemnsiiuu onpenensnch mo KodgUIMeHTy Koppensiuu
IInpcona.

I'naBa 3 comepXuUT u3IOXKEHHE U OOCYKIEHHE pe3ysbTaToB uccienoBanus BiausHus MU Ha
Mop(hoyHKIIMOHATHHOE COCTOSIHUE PACTEHUM B MOKOE.

[lepBriM 1m1arom B Hamiei pabote paccMmarpuBaioch BiausiHue MM Ha cocTosHME opraHu3Ma B
OTCYTCTBHE APYTHUX CTPECCOPOB (B MOKOE). XPOHUUECKOE OOJIyUYEeHHE, KaK MOCTOSIHHO JCHCTBYIOIIUN
¢bakTop, onpeaenser JOIrOBPEMEHHBIN CTaTyC PaCTeHUN U CITY’KUT OCHOBOM A1t (POPMUPOBAHUS Y HUX
OTBETa Ha U3MEHEHUE YCIOBUH cpefbl. IHTerpanbHOe COCTOSIHUE PACTEHUH MOKET ObITh OLIEHEHO I10
MopdoMeTpruecKiM noka3areiasiM. AKTUBHOCTh (PM3HOJIOTHYECKUX MPOIIECCOB, TAKUX KaK (POTOCHHTES
U TpPaHCIHMpALMs, BBICTYNAlOT B POJM OCHOBHBIX MEXAaHHU3MOB, OIPEACIAIONUX W3MEHEHHUE
MOp(hOMETPUUECKUX TTOKa3aTeIel Mpy JeMCTBUN PA3INYHBIX (DaKTOPOB CPEIbI.

Bauanue HH na mopghomempuueckue nokazamenu

B xone peructpanun MoppoMeTpuiecKuX mokasaresaeil 001yuEHHBIX U KOHTPOJIBHBIX paCTEHUMN
OBUIO MOKAa3aHO HEKOTOPOE YBEIHUEHHE psjia mokasarenet nmoxa BiusaueM U, YV pacteHuil nmeHuIst
3aperucCTpUPOBAHO CTATHUCTUYECKH 3HAUYMMOE YBEIMYEHHE CYyXOro Beca 2-r0 JIMCTa, KOTOPbIA ObLI
WCIIOB30BaH JJISl pEerucTpanuu (PU3NOJIOTHYECKUX TOoKazaTenel. Y oO0NydEHHBIX pacTeHUN Tabaka
CTaTUCTUYECKH 3HAYMMO BO3pacTaja IUIOIIaab JHCTHEB, CBIPON M CYXOi Bec pacTeHul (puc. 2).
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Pucynok 2. Bnusuue U1 Ha MmopdomeTpuueckue nmokasarenu nimeHuis! (A) u tadaka (b). * — p<0,05

M3BecTHO, YTO OTBET KUBBIX OPraHU3MOB Ha OOJyYeHHE 3aBUCUT OT BEJIUYHHBI U MOIIHOCTH
no3bl. Kak npasuio, maineie 10361 I He oka3bpiBatoT BeIpakeHHOTO 3P deKTa Wik BEAYT K HEKOTOPOMY
MOBBIIIICHUI0O MOPGOMETPUUYECKUX TOKa3aTesei, a BEICOKHUE J03bl BEAYT K MHTHOMPOBAHUIO POCTa U
pa3BuTHs pacTeHuil. B Hameil paboTe UCIoIb30BaIMCh XPOHUYECKOE 00TyUYeHHUE ¢ HU3KON MOIIIHOCTHIO
03bl. 3aperuCcTpUpOBaHHAs Ui psja IOKa3aTeled paJualmOHHO-UHAYIIMPOBAHHAS CTUMYJIALUS
COOTBETCTBYET JAHHBIM JINTEPATYPHI.

Bausanue HH na akmugnocms puzuono2uyecKux npouyeccos

Jnst ananmza mexaHu3moB BiusiHusg MM Ha pocT pacteHuil peructpupoBaiach BEIUYHMHA
(hOTOCMHTETHYECKUX MTOKA3aTeNel, YypOBEHb TPAHCIIUPAIIMH U BeIMYMHA MeMOpaHHoro noteHimaita. U
BBI3bIBAJIO HEKOTOPOE BO3PACTAHUWE AKTUBHOCTU (DOTOCHHTETUYECKUX IMPOLIECCOB. Y pPACTEHUU
MIICHMIIBI TTOKa3aHo yBenuueHue ypoBHs accuMuisaiuu CO2 (A) (puc. 3) — HHTErpaabHOTO MOKa3aTels
dborocunTe3a. Jlns pacreHmii Tabaka TakXke ITOKa3aHa TEHJCHIMS K YBEIMYCHHIO aKTUBHOCTHU
accummwsinnn CO2 non neiictBuem MU, ogHaKO CTaTUCTUYECKH 3HAYUMMBIE PA3IUYUs OTCYTCTBOBAIH
(puc. 2). Taxke y Tabaka 00JydeHHE BBI3BIBAIIO JTOCTOBEPHOE Bo3pacTanue @psii (puc. 3).
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Pucynok 3. Bmusune MM na accummisnuio CO2 M mokaszarenu (GiayopecleHlInd XJopoduiuia y pacTeHHl
meHuiel (A) u Ttabaka (B). A — accumumnsims COp, Fu/Fnm — mnoTeHIMaNbHBI KBAHTOBBIA BBIXOJ
dorocucremsl |, @psi u Dps)| — kBaHuTOBBIE BHIXOABI (poTocucteM | u I, NPQ — HepoToXummueckoe TymieHue
bayopecueniun. * — p<0,05

AKTHUBHOCTH (PM3UOJIOTHYECKHUX MPOIECCOB, BKIIIOYAs BAXHEWUIINI TpoIecc JUIsi HAKOTIJICHHS
ouomMaccel — (OTOCHMHTE3 — OMPEIENsieT WHTEHCUBHOCTh POCTa U Pa3BUTHS pacTEHUH. AKTUBALUS
¢dorocunreza mon BiusHueM MM mokazaHHas B HAMIMX JKCIEPUMEHTAX, COOTBETCTBYET IPYTHM
HCCIIEIOBAHUSIM C MCIOJIb30BaHneM Maiblx 103 MU, Ctumynsauus uMeeT MecTo Kak JJis CBETOBOM, Tak
H JIJ1s1 TEMHOBOM cTaauii potocunTe3a. CoryiacHO pe3ysibTaTaM TpaHCKpUNToMHOro anaiu3a (Kovalchuk
et al., 2007), y pacTeHuii, XpOHHYECKH OO0JydaeMbIX B MallbIX J103aX, HE MPOMCXOJUT aKTHBAI[UH
CBSI3aHHBIX C (DOTOCHHTE30M TEHOB JOMAIIHETO XO35AHCTBA, YTO MOKET KOCBEHHO YKa3bIBaTh Ha
npeobnasanue perysinui (OTOCHHTETUYECKONH MallMHepUH 3a CUET M3MEHEHHUs € aKTUBHOCTH, a HE
KOJIM4YeCTBa KOMIIOHEHTOB.



Ha akTBHOCTH ()OTOCHHTE3a MOXKET OKA3bIBATh BIIUSHHUE TIOCTYIHOCTE cybcTpaTa peakiuu — CO»
3a c4€T U3MEHEHHUs YCTbUYHOM poBoAMOCTH. [Ipu 00myueHnn Kak A paCTeHUH MIIEHUIIbI, TaK U JUIs
pacTeHuil Tabaka TMOKa3aHO CYIIECTBEHHOE BO3pacTaHHWE TpaHCHHpAllMd — IMpoliecca, BEIMYMHA
KOTOPOT0, KaK MPaBUIIO, KOPPEIUPYET C YCTHUIHOW POBOAMMOCTEIO (puC. 4).
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Pucynok 4. Biusaue MM Ha ypoBeHb TpaHcnupanuu y pacTeHuil nieHuisl (A) u tabaka (b). E — ypoBenb
Tpa"cnupanuu. * — p<0,05

HaGntomaemoe B 3KCHEPUMEHTE BO3pAacCTaHUWE TPAHCIUPAILMM COIJIACYETCS C  JIaHHBIMHU
JUTEPATYPhI, OJHAKO MCCIICOBAHUS B 3TON 00JaCTH HOCAT €AMHUYHBIN XapakTep. [loBbIlIeHe YPOBHS
TpaHCIHpalMd y OONYYEHHBIX PACTCHUI, BEpPOSITHEE BCETO, CBA3aHO CO CABUTOM COOTHOIICHUS
CTPECCOBBIX M CTUMYJHPYIOIMIMX TOpMOHOB. [lokazaHo, 4TO mpW MalbIX 103aX MNPOUCXOJUT CIIBUT
OalaHca «CTPECCOBBIX» M «CTUMYJHPYIOIINX» TOPMOHOB B CTOPOHY «CTUMYJIUPYIOIIUX», T.€.
YBEJIUYMBAETCS KOHIIEHTPALUS U YCUJIMBAIOTCA ITyTH TPAHCAYKIIUU CUTHAJIA TAKUX TOpMOHOB Kak YK,
uuToKuHUHBL, TnO6epenunsl (Latif et al., 2011; Bitarishvili et al., 2018). Taxxe mpu ManbIxX 103aX MOXKET
m3mensaTbes koHnentpanusa ABK (Latif et al., 2011; Qi et al., 2015).

Emé onqanm BaXKHBIM MEXaHU3MOM TOBbIIIeHUST YpoBHS accuMuiisiiiuu CO2 non aeiictBuem U
MOJKET SIBJISITHCSl YBEJIMUEHUE aKTUBHOCTH (PEPMEHTOB TEMHOBOM cTanuu porocunresa. M3BecTHo, 4TO
MIpU 00JIYYEHUH B MAJIBIX J]03aX MOXKET BO3PACTaTh AKTUBHOCTH KJIIOUEBOT0 (hepMEHTa TEMHOBOM CTaIUU
dorocunreza Pyoucko (Singh et al., 2012; Arena et al., 2013; Ahuja et al., 2014). B ocHoBe Takoii
aKTHBAIIMM TaKXKe€ MOXET JIe)KaTh U3MEHEHHE KOHIEHTpaluu (UTOTOpMOHOB. B muteparype omucaso,
YTO HEKOTOPBIE «CTUMYJIHPYIOIINE» TOPMOHBI MOTYT YBEIMYUBATH AKTUBHOCTH (JOTOCHHTETUUECKUX
(bepMeHTOB U yCUJIMBATh MOTPeOIeHHE MPOTYKTOB (POTOCHHTE3A.

Y CKOpEHHBIN OTTOK aCCUMUWIISITOB U3-3a BO3POCIIEN CKOPOCTH TPAHCIIOPTHBIX MPOLIECCOB MOXKET
SIBJIATHCA €€ OJTHON MPUYUHON aKTUBAIIMU aCCUMWISIIINK U (hoTOocHHTEe3a B 11e7IoM. OCHOBHOM popmoi
SHEPTUM MJiI BTOPUYHOTO TPAHCMEMOPAHHOTO TPAHCIOPTa SIBISETCS DJICKTPOXUMUUYECKUH TpagueHT
MIPOTOHOB Ha IUTOIIA3MATHUYECKON MeMOpaHe. DIeKTPUISCKUM TOTCHITMAT HAa MEMOpaHEe COJICPKUT JIBE
KOMITIOHEHTHl — AU Yy3MOHHYI0, BO3HUKAIONIIYI0O 3a CYET TMACCHBHOTO TIEpEHOCAa HWOHOB, H
MeTabOINYECKYI0, BO3HUKAIOIIYIO 3a cUéT paboTel H-AT®da3bl. /lobaBienne uarnouropa H-AT®da3sr
oproBaHanata Hatpusi (NasVVOs) BbI3bIBaeT [EMONISPU3ALNIO, BETUYMHA KOTOPOM OTpa)kaeT IOJIIo
MeTabO0IMYeCKO KOMIIOHEHTHI 3JIEKTPUYECKOTo MoTeHnuana Ha memOpane. [lokazano, uto M1 moxer
HECKOJIPKO yBEJIMYUBATH TMOTEHIMAJ HA IUTOIJIA3MAaTHYECKON MeMOpaHe ¢ TPUBOJUTH K
CYIIECTBEHHOMY BO3PACTaHHUIO JOJIU METa00TMYECKON KOMIIOHEHTHI (PHC. 5), YTO MOXKET yKa3bIBaTh Ha
yBenuueHune aktuBHOCTH H -AT®a3b1 moj aeiicTBrEM paanalii.



100 B) 150 100
.17 <7
; 801 % e; 80 é
% 60+ 7/£ @ 1009 Z 6. //
g % = s % 3 Mer.
7 E e E 74 X
NITEEE | BN | e
2 / g 2 / Bl KoHTponb
® 0- ¢ o- “ 0 é Hl O6nyyeHue

Pucynox 5. Bmmsaume WM nHa mMemOpaHHBI mnoTeHIMan u pacnpeneneHue auddysunonHonn (dud) u
MeTtabosmueckor (MeT) KOMIIOHEHT MOoTeHIaNa y pacteHui nmeHuIsl (A) u tadaka (b). Em — BHyTpHUKIETOUHO
perucTpupyembliii MeMOpaHHbIi notenman. * — p<0,05

Pe3ynbpTaThl AKCHEPHUMEHTOB yKa3blBalOT Ha cnocoOHocTh WU aktuBupoBath HY-ATDazy,
(bepMeHT, KOTOphI B X0Jle CBOEH pabOThl MEPEHOCUT MPOTOHBI M3 LIMTOIUIA3Mbl B amoruiact. Takas
aktuBanust AT®da3pl MOXeT Jiexarb B OCHOBE psga 3(PQEeKToB, CBSI3aHHBIX CO CTUMYJSILHUEN
(GU3MOIOTNYECKUX MPOIECCOB BKIOYass (oTocuHTE3. B pesynbraTe MOBBIIIEHUS HHTEHCUBHOCTH
paboter H'-AT®da3b1 MoKeT UMETh MECTO 1) yBeIMUeHHE BHY TPUKICTOYHOTO pH, YTO MOKET BIHATH Ha
aKTHBHOCTh TaKuUX (OTOCHHTEeTHUYEeCKUX (epMeHTOB Kak PyOucko, pubyno3odocharkunasa,
aeruaporeHasa  (ocorMuepuHoBoro  ampaeruaa,  ¢pykrozoaudocdaraza; 2)  yBeIUUYCHHE
ANEKTPOXUMHUYECKOr0 I'paJueHTa Ha MeMOpaHe, YTO BbI3bIBAET aKTHMBALMIO BTOPHUYHOI'O TPAaHCIOPTa
MeTab0JIUTOB; 3) HM3MEHEHUE PABHOBECHBIX MOTEHLIMAJIOB JJs HOHOB, a 3aT€M OCMOTHYECKOIO
NOTEHIMANA JUIsl BOABI B 3aMBIKAIOIIMX KJIETKaX YCTBHIl, YTO IPHUBOJUT K UX OTKpbIBaHHIO. IlyTn
perynsiuuu npoToHHOW AT®a3pl MHOr00Opa3Hbl U MOTYT PEaIn30BbIBAThCSA KaK HAa TEHETUYECKOM, TaK
1 Ha (GU3HOJIOrHYecKoM ypoBHsAX. OOHapyKeHHas B HAIIeM SKCIIEpUMEHTE akTUBalMs (POTOCHHTE3a U
($U3MOTOTNYECKUX TPOILIECCOB B IIEIOM MMEET B CBOCH OCHOBE, MO-BUAMMOMY, MPEUMYIIECTBEHHO
($U3MOTOTHYECKYIO PETYIISIUIO, CBI3aHHYIO C U3MEHEHHEM CTaTyca PeryIsiTOPHBIX CUCTEM.

I'naBa 4 conepuT U3N0KEHUE U 00CYKIEeHUE pe3ybTaToB ucciuenoBanus sausaug MU na BII
Y BBI3bIBa€MbIe UM (DYHKIIMOHAJIBHBIE OTBETHI.

Mansie no3ei UM He oka3piBatoT HeraTuBHOTO d(ddQexrta Ha pacTeHus, pacTymue B
OJaronpusATHBIX ycinoBHsX. OTHaKO HESICHO KaK pacTeHUs OyayT pearupoBaTh Ha CTPECCOBbIE (DaKTOPHI,
KOTOPBIM OHHU IIOCTOSIHHO IIOABEPIarOTCS B €CTECTBEHHBIX YCIOBMAX IpouspacraHus. Passurue
YCTOMYMBOCTH K M3MEHSIOIIUMCS YCIOBUSAM CpPEIbl SBISETCS CIOKHBIM IIPOLIECCOM U KAK IIPaBUIIO
CONPSDKEHO € PACHpOCTPAaHEHHEM IO PACTEHHMIO JUCTAHLUHWOHHBIX CHUTHAJIOB. MOXKHO BBIIEIUTH
CJIEyIOIIME 3Tambl Pa3BUTUS Tpoliecca: 1) pelenius cTpeccopa, reHepalus U paclpoCTpaHEHUe
AUCTAHIIMOHHOTO CHTHaNa, 2) pa3BUTHE BBI3BAHHBIX CUTHAJIOM (YHKIMOHAJIBHBIX OTBETOB, 3)
(dbopMUpOBaHUE MHTErPAIbHOW YCTOMYMBOCTH OpraHusma kK crpeccopy. [loTeHuuanbuo, Moaudukanus
KaXJIOr0 M3 ATHX 3TanoB nojJ BiausHueM MW MOXeT MOBIMATH Ha UTOTOBYIO PEAKLHUIO PACTEHHUs Ha
HEOIaronpusTHBIC YCIOBHSL.

B skcnepumenrtax ananmusupoBaiock BnussHue MU Ha Bce kimoueBble 3Tambl (POPMHPOBAHUS
BBI3BAHHOM CUTHAJIOM aJIallTalllM, a TAK)KE MOTEHIIMAIbHBIE MEXaHU3MbI TAKOTI'O BIIUSTHUS.

Bauanue UH na cenepayuiro u pacnpocmpanenue BIT

[lpu geiicTBUM OBICTPOHAPACTAIOIIMX CTPECCOBBIX (PAKTOPOB, TaKUX KaKk HM3MCHEHHE
TEMIIEPATyphl, BaXKHOE 3HAYCHUE HMMEET CKOPOCTh Pa3BUTUS CUCTEMHOIO OTBETAa, KOTOpas, B CBOIO
ouepellb, 3aBUCUT OT BPEMEHUM BO3HMKHOBEHMS JHMCTAHIIMOHHOIO CHUrHaja. Bcnenctsue 3Toro
M3MEHEHNE NOpOora MOXET OKa3blBaTh 3HAYMUTEIBHOE BIIMSHUE HA aJalTallI0 PACTEHUU K JEUCTBUIO
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crpeccopoB. Bimusnue MU Ha nmoporoseie ycnoBus Bo3HuKHOBeHU: BI1 y pacTeHnii NieHuIsl n3y4anoch
MIPU MOCTETICHHOM HarpeBe KOHYHMKA JINCTa B KIOBETE C BOJAOU. Y 00IyY€HHBIX pacTeHUN OOHapyKEHO
CHIDKEHHE IOpPOTOBOM TemmepaTypbl, npu KoTtopoil Bo3Hukaer BII. B konTpone temmeparypa
BO3HUKHOBEHMS peakuuu cocrapisia 67,3+0,7 °C, nox Bausiuuem MU — 65,3+0,6 °C.

Bo3HUKHYB B 30HE JIOKQJIBHOTO pa3apakeHUsI WM B 30HE, Hamboyiee UYyBCTBUTEIBHOU K
ctpeccopy, BII pacmpocTpansiercs Ha 3HAUYMTENbHYIO o0macTh pactenus. s BII xapaktepHo
3aTyXaHUE CUTHaJa [0 MEPE €r0 paclHpOCTPAHEHUS: C YIATICHUEM OT 30HbI BOSHUKHOBEHHSI CHUKACTCS
aMIUTUTyla U CKOpoCTh curHama. OOHapyxkeHo, yTo MM 3HaYMTENBHO YBEIMUYMBAIO AMILTUTYAY
CUTHAJIa, CKOPOCTH €T0 Pa3BUTHUSA U pactpocTpaneHus (puc. 6). Bennmunna pa3anduii Bo3pacraia 1mo Mepe
yAQJICHUsI OT MeCTa CTUMYJSAIUHA. Y OOJyYEHHBIX PACTEHHUU CHTHAJl PacIpOCTpPaHsUICS Ha OoJibIlee
paccTosiHuEe, 3a4acTyl0 JadbHOCTh €r0 PACHPOCTPAHEHHS OrpPaHWYMBANAcCh TOJBKO JJIMHOW
CTUMYJIIPYEMOI'0 JHUCTa. Y pacTeHUW Tabaka TakKe HMMENIH MECTO TEHACHIMU K YBEIUYCHUIO
amruuty el BII nox Bnusitauem UL
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Pucynok 6. Bnusuue MM Ha mapameTpsl MHIYIMPOBAHHOI'O HarpeBoM BapualenbHOro mnorteHnuana. Cresa
IIPUBE/ICHA CXEMA Pa3IpaKEHUS U PACIIONOKEHMS 2JIEKTPOOB. B 1ieHTpe npuBeneHsl ycpeqHénHsble 3anucu Bl
Yy KOHTPOJIbHBIX U OOJy4EHHBIX PACTEHUN Ha PA3IMYHOM YAaJlEHUU OT 30HbI cTUMyiupoBaHus. CrpaBa Ha
aMarpaMMax IpHUBeIeHbI aMIuTUTyAa (ABr), CKOPOCTh AeNoIsipu3anuu (Ven,) © CKOPOCTH pacnpocTpanenus BIT
(Vpacnp.) Y KOHTPOJIBHBIX U O0Ny4EHHBIX pacTeHuil. D1-D5 — u3MepuTelbHbIC MEKTPOIbl. PacCTOSHUS MEXITY
anekTpogaMu 1o 3 cM. AU — BHEKJIETOUHO perucTpupyeMasi pa3HOCTh MOTeHIMaoB. * — p<0,05, ** — p<0,01,
*** —p<0,001

Brisicnenne nmpuuMH OOHAPYKEHHOTO YCHUJICHUS HUCTAHIIMOHHBIX DIIEKTPUYECKUX CUTHAJIOB,
MPOSIBIAIOIIEECS] B BO3pAaCTaHUM HX  aMIUIMTYAbl, CKOPOCTH paCHpOCTPAHEHUS, CKOPOCTH
JEeNOISPU3aLUU U YBETMUCHUH OXBAaYEHHON CUTHAJIOM 00J1acTH, TpeOyeT pacCMOTPEHUs 0COOEHHOCTEH
TeHEpaIuy ¥ PacIpOCTPaHEHHUsI M3y4yaeMoro B paboTe 3JeKTpuueckoro curHana pactenuii — BII. B
OTJIMYME OT OJJIEKTPUYECKHX CHUTHAJIOB JKHUBOTHBIX, BIl He sBisieTcs camopacnpoCTpaHSIOIENHCs
peaknueit. 3a pacnpoctpaHeHue BII oTBeuaeT XMMUYECKUI CHUTHAJ, MEPEHOCUMBINA MO MPOBOASIINM
My4yKaM MU CIOCOOHBIM BBI3BIBATH M3MEHEHHE MeMOpaHHOro mnoteHiuana. CorjacHO COBPEMEHHBIM
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NpEACTaBIEHUsIM, B KauecTBe Takoro curhaga wmoryT Belctynatb A®K. OHM He TONbKO
PacIpOCTPaHSIOTCA U3 30HBI MOBPEXIAEHUSA, HO U MOTYT JONOJHUTENbHO TeHepupoBatbess HAJIOH-
OKCHJIa3aMU IUIa3MaTH4eCKOoW MeMOpaHbl, oOecredrnBasi CaMOMOAePKUBAIOIIEecs PacHpOoCTpaHEHHE
CUTHaja Ha OojpliMe paccrosHud. ['eHepanus BII nmpoucxoaut mpu mocienoBaTeIbHOM W3MEHEHUU
MIPOHUIIAEMOCTH MEMOpaHbI JJIsl OTACIbHBIX HOHOB. Peakiiust HaumHaeTcs ¢ B3aumonaeictBus ADK c
A®K-aktuBupyembiMu KanbliieBbiMH KaHamamu (Demidchik, 2018). VBenudenue KOHIICHTpaIuu
LUTOIIA3MATUYECKOI0 KaJIbIUs CIIOCOOCTBYET OTKPHIBAHUIO AHMOHHBIX KAHAJIOB U BBIXOAY aHMOHOB 10
3JIEKTPOXMMHYECKOMY IpagueHTy. Monbl Ca?" Takke BBI3BIBAIOT BPEMEHHYIO HHAKTHBAIUIO IPOTOHHOM
AT®a3pl. OTH cOOBITUA TPUBOAAT K pa3BUTHIO Aenoispuzanuu. [locnemyromas pernoisipu3anus
MIPOUCXOIUT BCIIEICTBUE OTKPHIBAHUS OTEHIMAI-3aBUCUMBIX KaJUEBBIX KaHAJIOB BBIXOJAIIETO TOKA U
BoccTaHoBiieHUs1 paboTel AT®daspl. Ilapamerprl, M3ydyaemble B HalIEM S3KCIEPUMEHTE, OTPAKAIOT
cneruduky odoux 3ranoB BIl: ckopocTh pacripocTpaHEHHs XapaKTepU3yeT NPOLECC PaCPpOCTPaH EHUS
BII, a amnunTy1a ¥ CKOPOCTh JACNOJSPU3ALNYU — POLECC TeHEPAIMU CUTHANA B KJIETKAX.

Mp1 npeanonaraem, uro Biusaue MM na BII peanusyercs kak 3a C4ET U3MEHEHU M, BOSHUKAIOITNX
B COCTOSIHUU TOKOSI, TaK U 33 CYET MOAU(PUKALIMYA CAMOTO CUTHAJIBHOTO IyTH, aKTUBUPYIOILIETOCs MOCIIE
MOSIBJICHUS CTUMYJIA. [ JTaBHBIM (DaKTOPOM, U3MEHSIOIIUMCS B COCTOSIHUU TOKOS, HaM TMPEICTaBISIETCS
W3MEHEHHE MEMOPaHHOro MOTEeHIHANa. YBEJIMYEHUE DIIEKTPUYECKOTO IMOTEHIMana Ha MeMOpaHe,
peanu3yroIieecs, MPearnoOKUTEIbHO, 3a cu€T pocta akTuBHOCTH H'-AT®a3pl, ObUIO HAIPIMYIO
MOKa3aHO B HAaIIMX OJKcrepuMeHTax (puc. ). Bo3Hukaromee B pe3yibTaTe 3TOTO YBEIUYECHHE
ANEKTPOXUMHUECKOTO TPAJIMEHTa Ha MEMOpaHE MOXKET YBEIIMUUBATD JIBIKYIIYIO CHITY JUIsl aHUOHOB, YTO
OyJeT NPUBOAUTD K HA0JF01a€MbIM HAMU CHUKEHHIO IIOPOTa BO3SHUKHOBEHUS 3JIEKTPUYECKOT0 CUTHAIIA,
YBEJIIMYECHUIO CKOPOCTHU JIETIONApU3aLMKU U Bo3pacTanuto ammuTyAsl BII. Emé onnH moTeHnmanbHbIi
MeXaHU3M, 00YCIIaBIUBAIOIINI MOIU(DUKAINIO O0TYUEHHBIX PACTEHUN B COCTOSTHUU TTOKOSI, MOYKET OBIThH
CBSI3aH C H3MEHEHUEM YPOBHS OJKCIPECCHH T'€HOB OEJIKOB-TPAaHCHOPTEPOB, YUYACTBYIOIIUX B
(bopMUpOBaHUH U MOAIEPKAHUH DJIEKTPOXUMHUYECKOT0 OTEHIIMala Ha MeMOpaHe.

B camoif akTUBHpYIOIIEHCS CUTHAJIOM CHCTEME K paJualuu, I[0-BUIUMOMY, HauOoiee
gyscTBuTeneH ADK-Ca?* xa6. M3BecTHO, 9TO XpOHMYECKOE 0OIydeHHE B MAJIBIX JI03aX CIIOCOOCTBYET
YCUJICHUIO 3KCIIPECCUU I€HOB KJIETOYHOM CTPECCOBOW CHrHanm3anuu, B ToM uucie HAJIPH-okcunas
(Biermans et al., 2015). IIpoucxosiiee B pe3yabTaTe 3TOTO JOKAILHOE YBEIMUYCHHE KOHIICHTPAIIUU
A®K wmoxker crnocoOCTBOBAaTh JOCTHIKEHHIO TMOJAMOPOroBOro YpoBHS Juist OTKpbiTus ADK-
akTuBHpyeMbIx Ca?*-kaHaloB, a, CJIe0BaTeIbLHO, 60JIee MACCOBOMY OTKPBIBAHHMIO AHHOHHBIX KAHAJIOB U
oonee riyookomy momaBieHuto H-ATdasel. PesynbraToM 3TOro OyaeT SBIATHCSA HaOII0gacMOE B
HallleM SKCIEPUMEHTE CHHKEHHME IOpOra BO3HHKHOBEHHS DJIEKTPHUUYECKOIO CHUTHANA, YBEJIMYCHHE
ckopoctH Jenonsgpusanmmu v ammuatyasl  BIl.  Takxke d3TuMm, Mmo-BUAMMOMY, OOBICHSETCS
pacnpocTpaHeHUe CUTHaIa Ha OoJiblliee PAcCTOSHUE U 0OJbIIasi CKOPOCTh PACTIPOCTPAHEHUSI CUTHANA Y
00 Ty4EHHBIX pacTEHUH.

Bauanue UH na napamemput evizéannvix BII pynkyuonanvnvix omeemos

[Tpu npoxoxxaenuu o aucty BII Bei3biBaeT pasHooOpa3Hbie GyHKIIMOHAIbHBIE OTBETHI. K uncy
3HAYUMBIX 175 (POPMHUPOBAHMS YCTOMYMBOCTH OTHOCSATCS, B TOM 4YHCIE, OTBETHl (POTOCHHTE3a U
tpancnupauuu. OTBet poTocuHTe3a Ha BII pa3BuBaercs B 1Be a3bl: KPATKOBPEMEHHYIO, 3aHUMAIOIIYIO
HECKOJIBKO MUHYT, U JUIMTEIBHYIO, C MPOJODKUTEIBHOCThIO Ooisiee yaca. M3mMeHeHus nokasatenen
Hau0OoJee BbIpaKeHbI BO BTOpOil (paze. B 3To BpeMs 1 y MiIeHUIbL, U y Tabaka UMEET MECTO NMEePEXOHOE
CHI)KCHHE HWHTEHCHUBHOCTU (POTOCHHTETHYECKUX IPOILECCOB, KOTOPOE MPOSBISAETCS B YrHETCHHUH
accummsiiinn CO2, @ps|, @psii 1 yBenuaenun NPQ.

B oskcnepumente mnokazaHo, uyto WM  He oka3plBaeT BIMSHHS Ha HaAIMpPaBJICHHOCTH
uHayurpoBaHHbix BII peakuuii, olHaKO CIIOCOOCTBYET MOBBIIMICHUIO UX aMIUTUTY/bl. Y 000MX BUIOB
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PacTeHMI CTaTUCTUYECKU 3HAYMMO BO3pACTaeT aMIUIUTyAa 0TBeToB accummisinuu CO2 u @psii (puc. 7).
Ha pactenusix Tabaka Taxke ObLT BBIIIOJHEH aHAINW3 MPOCTPAHCTBEHHOW TUHAMUKU BbI3BaHHBIX BII
(OTOCHHTETHYECKUX OTBETOB. BBIJIO MOKa3aHO, YTO aMIUIMTYII OTBETOB (POTOCHHTE3a YMEHBIIAIOTCS
o Mepe YyJaleHuss OT MecTa paszapaxeHus. OOHapyxkeH BblpaxeHHbIH 3¢dext MU Ha
MPOCTPAHCTBEHHYIO IWHAMHUKY DPa3BUTHA oTBeTa. [lapaMeTpsl OTBETOB HE pPa3IMYAIOTCA HAa MAaJbIX
PacCTOSHUAX OT 30HBI pa3ApaKeHHUs, OJHAKO CTATUCTHUECKHU 3HAUMMBIE Pa3Inins UMEIOT MeCTO B OoJiee
OTHANEHHBIX 00NacTsIX aucta. Takum 00pa3oM, pa3nuyus B aMIUIUTYJE OTBETOB y KOHTPOJBHBIX U
OOJIy4E€HHBIX PACTCHUN BO3PACTAIOT IO MEPE yIAICHHUS OT 30HBI Pa3ApakeHHUs, UTO CBUAECTEIBCTBYET 00
YBETMUYCHHUH TUTOIIAIU JINCTA, OXBAYCHHOW U3MEHEHUAMH, 1o neiictBuem UU.
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- 6 * -

5 5 0.15 20 *

E 1.0 £ 0.10

g 4 5 o 5 15 5

E . 0.10 g £ &

=3 < < 4.0 <

g : ) 0.05

g 2 0.05 02 S

<1 < 05 B KoHtponb
0 0.00 0.0 0.0 0.00 HEl O6ny4eHune

Pucynok 7. Bnusuue UM na Bbi3BanHbie BII uamenenus nokasareneit accumuisinuu CO2 u payopecueHnnu
xsopouiuia y pacrenuii mmenunsl (A) u tabaka (b). A — accummsiimus COz, @psii — KBAaHTOBBIA BBIXOJT
dotocuctemsl |l, NPQ — nedoroxummueckoe TymieHue (iayopecueHunu. Aacoz) — aMIUIUTyAa U3MEHEHUS
accummsanuu CO2. Agpsi — aMIumnty1a u3sMeHeHust @psii. Anpg — ammuntyaa usmenenust NPQ. * — p<0,05

Jns  wusyuenuss BiausHua WM Ha  0coOEGHHOCTM ~ NMPOCTPAHCTBEHHOM — JIMHAMHKHU
(dboTocuHTETHYECKOTO 0TBETa, BhI3BaHHOTO BII, y pacTenuil Tabaka usmepsiach Iiouiaab, B KOTOPOH
MMEET MECTO OTKJIOHeHuEe Dpsi OT HavyasibHOTO (110 reHepauuu BII) ypoBHs. BripakeHHOE CHUXKEHUE
@psi1 HAUMHAIOCH MpUMEpPHO Yepe3 15 munyT nocne BII. B xone ananu3a n3o0pakeHuil MokazaHo, 4To
(dbopMUpoBaHME OTBETa HAUYMHAJIOCh MCXOJHO B paloOHE >KHIIOK, 3aT€M MNPOMCXOAMIIO YBEIHYEHUE
TUTOIIA/ M, OXBAYCHHON U3MEHEHHSIMHU, 33 CYET COCETHUX C JKUIIKaMu obnacteil. O0iydyeHne oKa3bpIBalIo
3HAYUTENBbHBIN 2(()EKT HAa MPOCTPAHCTBEHHYIO TMHAMUKY 0TBeTa — M cioco6cTBOBAIO CyIIIECTBEHHO
6omnee ObicTpOoMy (OPMHUPOBAHHIO OTBETA B OOJIBINIEH 001acTu jucTa (puc. 8).
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Pucynok 8. Biustnue MW Ha mutomans BeizBanHoro BIT ¢poTocuHTETHYECKOTO OTBETA B JTUCTE Tabaka. (A) — cxema
skcriepuMenTa. (B) — cxema BbIJIeNCHHs IUIOMIAM JIMCTa, B KOTOPOH HMMeeT MecTo oTKioHeHue Dpsii OT
HavassHOTro (10 reneparuu BIT) yporHst. (B) — nuHaMuKa U3MEHEHHSI TUIOIIAM, HCIIOIb3yeMoii B ananuse. (I) —
yCpenHEHHBIC 3aMMCH TUHAMUKHY IUT0IIa i1 BhizBaHHOTO BII hoTOCHHTETHYECKOTO OTBETA B IUCTE KOHTPOIBHBIX
1 00y4€HHBIX pacTeHuid. [TyHKTHpOM 0003HaueHO BpeMsi, COOTBETCTBYIOIIEE MPoXokaeHuto BII.

OtBer TpaHcnupanuu Ha mpoxoxaenue BII mo mucty pazsuBaetcs B 1Be dasbl. Bo Bpems nepBoi,
KPaTKOBPEMEHHOM, CTaIUN UMEET MECTO BO3PACTAHUE TPAHCIIUPALIUH, B TO BPEMS KaK BO BpeMsl BTOPOH,
JUIUTEJIbHOM, OHA CHUYKAETCS M MOXET JIOCTHraTh OJIM3KUX K HyJo 3HaueHuid. MU cymiecTBeHHO
yBEIIMYUBAET aMIUIUTYTy BbI3BaHHOTO BII cHkeHus tpancnuparuu (puc. 9).
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Pucynok 9. Biausaune MU Ha nmapamerpsl Bbi3BaHHBIX BII m3menenmii ypoBHs Tpancnupauuu (E) B nmcre
pactennii neHunsl (A) u tabaka (b). Ha ycpennéHHbIX 3anucsax 3a HOJb NPUHAT YPOBEHb TPAHCIHPAIMH JI0
pazapaxenus. [IlyHKTHpOM 0003HaYEHO BpeMsi, COOTBETCTBRYIOIIee MpoxoxkaeHuto BIIL. * — p<0,05

B namewm skcnepumeHTe O0Jyd4€HHBIE PACTEHHS HE TOJBKO JEMOHCTPUPOBAIH OOJBIIYIO
MHTEHCUBHOCTh CTPECCOBBIX CHTHAJIOB, Y HUX TaKKe HMeIU MeCTO Oojiee BBIPaKEHHBIE OTBETHI
dboTtocuHTe3a U TpaHcnupauuu, uHAyuupoBanusie BII (puc. 7, 9). BaxxHo moauepkHyThb, YTO MOJ
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NEeCTBUEM OOJIy4EHHMsS! CYLIECTBEHHO H3MEHSIOTCS IPOCTPAHCTBEHHO-BPEMEHHBIE XapaKTEPUCTUKU
pa3Butus otBeTa. OOHapyx’eHo, uto MU cnocobcTByeT 6osee ObICTPOMY pa3BUTHIO OTBETA HA OOJIbILEH
wiomaay jucra (puc. 8), T.e. yBEIMUMBAETCS IUIOLIA/lb JIMCTA, OXBAayeHHas HW3MEHEHusMH. B
UCCIIEIOBAaHUU KIIO4eBbIX MulleHed MM ocHOBHOe BHUMaHuE TpeOyercs YIEIUTb OCHOBHBIM
MexaHu3MaM 3Ttana npeodpazopanus BIl B pyHkimonaneHelil oTBET. [Ipeobpa3oBanne NpoucxoauT 3a
CU€T BTOPUYHBIX 10 OTHOLIEHUIO K CTPECCOPY CUTHAIBHO-PErYIATOPHBIX cucTteM. s poTocuHTe3a U
TPaHCIIUPALUN TaKUMH CHCTEMaMH SBISIOTCS casuru pH, ompenensembie akTHBHOCTBI0O AT®a3bl, u
C/IBUTH KOHIIEHTPAUi (PUTOrOPMOHOB.

Casuru pH, conpoBosaatomue pacnpoctpanenue BIl, urparot onpenesnsiontyro posib B pa3BUTHU
¢orocunrernueckoro orsera. Casuru pH perucrpupoBanuch y pacTeHuil Tabaka MO HM3MEHEHUIO
OTHOIIEHHUSI WMHTEHCUBHOCTH (PIIyOpECUEHIMU paclojiaralouierocss B ILUTOIUIa3ME T'€HETUYECKU
kogupyemoro ceHcopa Pt-GFP (puc. 10). ®nyopecieHTHBII UMUKUHT HA YPOBHE IIEJIOTO PACTCHUS
JE€MOHCTpUpPYET OBICTPOE U JJIUTEIBHOE CHIDKEHHE TAaKOro OTHOIIEHUS IIOCiE IPOXOXKACHHUS
ANIEKTPUYECKOTO CHUTHAja, YTO YKa3bIBa€T HAa 3aKUCIIEHHE LUTOIUIa3Mbl. Peakius OXBaThIBA€T BCHO
IIOLIA/1b JINCTA, AMIUTUTY/Ia CHUKAETCS IO Mepe yAalleHus: OT MecTa pasapaxenus. UM ciocobcTBoBaIoO
BO3PACTAaHUIO aMILTUTY/IbI CABUIOB pH 1 CHMKEHMIO UX 3aTyXaHUs ¢ paccTosHueM (puc. 10).
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Pucynok 10. Bnussuue M1 Ha napametps! Bei3BaHHbIX BII casuros pH B nucre tabaka. (A) — ¢poTo oTHOIIEHUS
MHTEHCUBHOCTEH (hiyopecuenun aucra tadbaka, skcrpeccupytorero Pt-GFP. (b) — poTo napeHXuMHBIX KJIETOK
JTucTa Tabaka, IKCIPECCUPYIONIEro IIyOpeCieHTHBIN paTHoMeTpruecknid pH-ayBcTBHTENBHBIN Oenok Pt-GFP.
3enéubiii kaHan — ¢uyopecuenuus Pt-GFP, kpacHblii kaHan — ¢uryopecuenius xiopodpmnia. (B) — crektp
(bayopecrieHIIny KJIeToK Tabaka, sxcupeccupytomux Pt-GFP, npu Bo30yxxnenuun na 405 u 488 am. (I') — cxema
peructpanuu uHAyLHpoBaHHoro HarpeBoM BII u BeI3BanHOTO MM M3MeHeHHs (ayopecuenuuu Pt-GFP. (1) —
tunuyHas fuHamuka BIT u Bei3BanHoro um casura pH B nmucte pactenust tadbaka. (E) — Ammnutynet casuros pH
B ROl 1 u 2 B n1cTe KOHTPOJBHBIX U ONBITHBIX pacTeHuid. (OK) — ammautyast usmenenuit pH (3akucinenus)
NAapEHXUMHBIX KIETOK JIKMCTa Tabaka B OTBET Ha aobasienue uaruouropa H-AT®dasel. D — u3MepuTeIbHbIE
anekTpoasl. * — p<0,05



16

Brausune U na axtuBHocth HY-AT®a3b1, koTOpast yyacTByeT B mojanaepkanuu pH B kierke,
HU3MEPSUTOCh Mpu oMoty crieruduueckoro nHruouTopa NasVOs. Y pactennii Tabaka perucTpupoBaICs
Bkaag H'-AT®as3sl B moaaepskanue pH nuroriasmel. Beanuuna pH y pactenuii Tabaka B OTCYTCTBHE
MHTHOUTOpa U MOcie ero A00aBIeHUs Olpenensiachk no ¢guyopecueHunn pH-uyBCTBUTENBHOIO 30HAA
Pt-GFP. IlokasaHo, 9TO B OKOE Y KOHTPOJIBHBIX U 00yd€HHBIX pacTeHuit ypoBeHs pH He pazmuuaics,
nipu 3ToM caBuru PH, unaynupoBanubsie NazVOas, 1ocTOBEpHO BO3pacTaiy BCieACTBHE 00TyueHus (puc.
10).

B nammx skcnepumMenTax nokasano, uto UM moxer moauduuuposars Bei3BanHble BII oTBeTHI
dbotocunTe3a 3a cuét BiausHUsA Ha cauru pH. I[okazano, yto MU ycunuBaet 3akucieHne HUTOILUIa3Mbl,
BbI3biBacMoe BII (puc. 10). [IpumedarenbHo, YTO pa3nuuus MeXAYy aMIUIMTyJaMu oTBeToB pH y
KOHTPOJIbHBIX U O0Iy4EHHBIX PACTEHUI BO3PACTAIOT C YBEIMUYEHUEM PACCTOSIHUS OT MECTA CTUMYJIALINH,
YTO COOTBETCTBYET XapakTepy (POTOCUHTETUUECKUX OTBETOB (puC. 7). 3BECTHO, YTO IPU NPOXOKIACHUU
BII unrubupyercst nporonnas ATdaza — pepment, BeikaunBaromuii H U3 MUTOIUIa3MBI B TEM CaMbIM
Y4acTBYIOIINK B IOANEPKAHUH YpOBHS pH — B pe3ynprare 4yero nuToriasMa 3aKuCsIeTcs, a aromniacT
3alleaunuBaeTCs. IJTO CIHYKUT TpUYMHOW CcHUxkeHHs poctynHoctd COz u  aktuBHOCcTH OTIL]
XJIOpOIUTacTOB. IHTMOUTOPHBIN aHAIH3 TOKa3aJl, 4TO yCuieHue cABuros pH moxa geicTBuemM o0ydeHus
MOJKET OBITH CBSI3aHO C TE€M, YTO B YCIIOBUAX 00Iy4YeHUs] akTUBHOCTH AT®a3bl MOBLIIIEHA B CPABHEHUHU
¢ koHTpojeMm (puc. 10). DTO COOTBETCTBYET pe3y/bTaTaM, MOJYYCHHBIM NpHU aHanu3e BKiaama H-
ATda3sl B MeMOpaHHBIN MOTEHIMAT Y 00Ty4YEHHBIX pacTeHHH (puc. 5).

Bropeim mytém peanuzanmu dpdexta MM Ha GyHKIMOHAIBHBIE OTBETHI MOXKET SBIATHCS
BIIMSIHME HA YCTBUYHYIO IPOBOAUMOCTh. UM ycunmBaer crajl yCTbMYHOM NPOBOJMMOCTH, BBI3BIBAEMBIN
npoxoxaenuem BII (puc. 9). B kauectBe Hambojee BEpOATHOIO MEXaHU3Ma JIOJTOBPEMEHHOIO
3aKpbhIBaHUA YCTbHI, BbI3BaHHOro BII, paccmaTpuBaercs BpeMEHHOE MOBBIIIEHUE KOHILIEHTPALUU
CTPECCOBBIX TOPMOHOB, B iepByto ouepens KK u ABK (Ladeynova et al., 2020). B xauectBe Hanboee
3HAYUMBIX MEXaHM3MOB PETYJISILUU COJIEPKAHMSI CTPECCOBBIX (PUTOMOPMOHOB, CIIOCOOHBIX M3MEHSTH
yCThUYHBIN TpocBeT npu BII, npenmnonararorcs conpoBokAarONIe dJIEKTPUUECKU curnan capuru pH
Y KOHIIGHTpAIIMK MOHOB KaJlbliusg. B Hammx sKkcnepuMeHTax HampsaMyro ObUIO MOKa3aHO YBEIMYCHUE
casuroB pH y obmyu€uubix pactenuit (puc. 10), a ycunenue BII mo3BonsieT Takke MpeanoiokKUTh
YCWJICHHUE CIBUTOB KOHIIEHTpAILMM MOHOB Kaiblus (puc. 6). Kpome Toro, M3BeCTHO, YTO MaJIbI€ J103bI
NN crocoOHbI U3MEHATh CTaTyC TOPMOHAJIBHOW CHCTEMBI, BIIMSAS Ha KOHIEHTPALMIO U KOMIOHEHTHI
CUTHAJIbHBIX MyTEH BaKHEUILINX TOPMOHOB, PETYJIHPYIOLIUX YCTHUIA.

[IpencraBnsieTcss JTOTMYHBIM, YTO YCUJICHHbIE TOf aeuicTBUeM MU snekTpuyeckue CUTrHabI
BBI3bIBAIOT 0OO0Jie€ MHTEHCUBHBbIE (YHKIHMOHAIbHbIE OTBETHI 3a CUET Oojiee BBIPAKEHHBIX HOHHBIX
CIBUIOB, CONPOBOXKAAIOIINX CUTHAI. [[1s1 IPOBEPKU JIMHEHHOCTH CBSI3U MEXKIY ITHUMU IIOKA3aTEIIMU
Obl1 paccuMTaH Kod(pPUIMEHT Koppemsiuud Mexay amrmurygamMud BIl u  BbI3bIBaeMBIX UM
(OTOCHHTETUYECKUX OTBETOB. Y KOHTPOJBHBIX pACTEHUH TOKa3aHO HAJIUYHe TMOJOXKUTEIbHON
Koppenauuu Mecto Mexnay amrumrtynoi BII m ammmurymamu otBetoB @psi 1 NPQ — nambornee
3HAYUMBIX i1 (OPMUPOBAHUS YCTOWYMBOCTU K cCTpeccopaMm mokazareneid. OOHapyXeHO, 4YTO Y
00y4€HHBIX PACTEHUN MIICHUIIBI U Tabaka KOPPEISUU CYLIECTBEHHO HAPYIIAIOTCS WIW MOJHOCTHIO
ucuesaroT. g onpeneneHus sTana, Ha KOTOPOM MPOMCXOAUT HApyLICHHE JIMHEWMHOW CBSI3U MEXKIY
ammutyaamu BIT n oTBeToB (poTocmHTE3a, Ha pacTeHHsIX Tabaka aHATU3UPOBAINCH KOI(PPHUIIMEHTHI
Koppersinuu Mexay ammutyaamu BIl m ciBuroB pH. YV KOHTpOJIBHBIX pacTEHUN 3TH MOKa3aTeNH
CBSI3aHbl, MKy HUMHU HMEIOT MECTO NOCTOBepHble Koppemsuuu (puc. 13). Hna ammutyn BII u
BBI3BIBAEMBIX MMM CIBUTOB pH BenMunHA KOpPPENSIHMH TOJ BIMSHUEM OOJyYeHHs CYIIECTBEHHO
cHuxanacsk (puc. 13).
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Pucynoxk 13. Bnusaue MM Ha xoppensuuu mexay ammuntyaamu BII u BeI3BaHHBIX UM M3MEHEHUH MOKa3aTenei
bayopecuenun xjaopoduiia u capuroB pH y pactennii Tabaka. CrieBa mpencTaBieHa cXxema pa3apakeHus u
PAacIIoNIOKEHUS AJIEKTPOIOB M 00JIACTH PETHCTpaNny MoKasateneit payopecnenunu xiopoduiuia u Pt-GFP. @pgyy
— kBaHTOBBIK BbIXOHA (otocuctemsl |l, NPQ — HedoTroxummuueckoe TyuieHue QIIyopecleHIMn. Aqpsi —
amruTyaa uaMeHenus @psii. Anpq — amrumntyna msmenenust NPQ. Apn — ammumntyna msmenenus pH. 91 u 32 —
HU3MEPHUTEIIbHBIE AIEKTPo bl * — p<0,05

KoppensunoHHblil aHanu3 MOKa3bIBaeT, 4TO y OOJy4EHHBIX pACTEHUM MIICHUIBI M Tabaka
CYILLIECTBEHHO HapyIlIaeTcs 3aBUCUMOCTh aMIUIMTYJA OTBETOB (orocuHtesa ot ammiautyn BIIL. Ilo-
BUJIUMOMY, HMEET MecTO (OpMHpPOBAaHME BBIPAKEHHOrO (POTOCHHTETUYECKOTrO OTBeTa Mpu Oosee
HU3KHUX aMIUIUTY1aX CTPECCOBOro curnaia. Ha 3To Takke ykasplBaeT yBEIMUYCHUE paJUallieH ILIOIIAAN
OXBaTa JMCTa peakuueil (puc. 8) mpu MHUHUMAIBHBIX OTJIMYMAX B IapaMeTpax CuUrhaga. MoKHO
MPEANONOKUTh, YTO HAPYIICHUE KOPPEJSLIMHU MPOUCXOIUT BCIEACTBUE MOAU(PUKALIUU O] 1eHCTBUEM
WU npoueccoB, OTBETCTBEHHBIX 3a €r0 MpeoOpa3zoBaHue B PyHKIMOHAIBHBINA 0TBeT. Kak Obl10 onucaHo
BhIIIIE, MpeoOpazoBaHre CUTHala B OTBET (OTOCHMHTE3a cBsizaHO co casuramu pH. T.e. mon neiictBuem
NN moxer umerh mecto Momudukainus B uenu cobbituit «BIl — cnpur pH — unrubupoBanue
dboTocuHTe3a». OTH U3MEHEHHUS MOTYT MPOUCXOJIUTh Ha JdTamne «cABur pH — wuHruOuposanue
¢dorocunTeza». M3BecTHO, B YaCTHOCTH, YTO 3aBUCUMOCTh HHTEHCHBHOCTHU CBETOBOIl (a3bl oOT
KOHILICHTPAaLlMM IIPOTOHOB B JIIOMEHE IPOsBisAeTca B onpenenéHHoMm auanasoHe pH. Ilpenmnosnaras
W3HAYalIbHO OOJBIIMI TpPagUEeHT Ha TUJIAKOMAHOW MeMOpaHe y oOOJy4€HHBIX pacTeHHil (Ha 3TO
yKa3bIBaeT 00JIbllIasi HHTEHCUBHOCTh (POTOCUHTETUYECKUX MTpoLeccoB (puc. 3)) u OoJiee CUIbHbIE CIBUTH
pH B xozne BII (puc. 10), Mbl oayyaeM OTJIMYHBINA OT KOHTPOJIS JUANa3oH U3MEHEHUI KOHLEHTpaLUU
MIPOTOHOB JitoMeHa. B 3ToM cityyae K CHJIbHBIM (POTOCHHTETHYECKUM OTBETaM OyayT MPUBOAMUTH JaKe
OTHOCUTEJIbHO HU3KOAMILIUTY/IHbIE CUTHAJIBI, 4YTO M ObLIO MOJYYEHO B HAllleM dKcrepuMenTe (puc. 12).
[Tpu sTtom BII ¢ Gomnpioit ammiauTyao#, npeoOnagaBiive y O0NydEHHBIX PACTCHHH, MO-BHANMOMY,
BBI3BIBAIOT HACTOJBKO CWJIBHBIE CIBUIM KOHLEHTPALUHU MPOTOHOB B JIIOMEHE, YTO OHHU BBIXOIAT 3a
npenensl aAuanasoHa peryisiuuu. Kak crnenctBue, y oOMyd€HHBIX pacTEHUM HET poCcTa aMIUTUTYAbI
OTBETa C ycuJieHneM curxaia. Kpome toro, B XoAe aHaiusza Koppemsiuuil mexay ammurygamu BIl n
BBI3BIBAEMBIMU UMH cIBUraMy pH HanpsmMy1o oka3aHo, YTO HapyILIEHUE KOPPEISILIUU UMEET MECTO yIKE
Ha stane «BII — cnsur pH» (puc. 13). Takum 06pa3om, B X0/1€ IKCIIEPUMEHTOB BhIsIBJICHO BiusiHue U
Ha cucTteMmy peryssauuu pH.
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Emé onHOM NMOTEHIIMAIBHON TOYKON HAPYIIECHUS KOPPEJALMU MEXIy aMIUIMTYJaMH CUTHAJIOB U
OTBETOB MOJKET SIBJISITHCS ATAINl TOPMOH-00YCIIOBIEHHOTO IIpeoOpazoBanus BII B peakuuu poTocunresa.
B sTOoM ciydae HapylleHHe KOPPEJALN MOXKET MPOUCXOINTh 3a CUET U3MEHEHus noa Aeiictuem MU
HCXOJHOTO0 TOPMOHAJIBHOIO CTaTyca, U3MEHEHMS YyBCTBUTEIBHOCTH T'OPMOH-CHHTE3UPYIOIIUX CUCTEM
K CIBUT'Y MOHHBIX KOHLEHTpPALM, a TakkKe 3a CYET MOAUPUKALUN OOITYyUYEHUEM CHUCTEMBI BOCTIPUSATHUS
TOPMOHAJILHOTO cuTHana. Takas MoAauduKalnus CHCTEMbl BOCHPHATHS, MPOUCXOAsAIIast 3a CU&T
U3MEHEHHSI SKCIPECCUU TOPMOH-UYBCTBUTENIBHBIX TPAHCKPUIIMOHHBIX (PAKTOPOB U TOPMOH-
aKTUBHPYEMBIX I'€HOB, Obla MOKa3aHa B psae paboT Ha oOmyuéHHbIX pacteHusx (Kim et al., 2007;
Kovalchuk et al., 2007; Gicquel et al., 2012). Takum oOpa3oM, HapylIeHHE KOPPEJSIUU OTBETOB
dbotocunTesa ¢ ammutyaoi BIl y o06myd€HHBIX pacTeHHI MOXKET ObITh CBsizaHO ¢ BiaussHuem MU Ha
HCXOJTHOE COCTOSIHME CUTHAJIBHBIX CUCTEM M BBIXOJIOM CUTHAJIOB 34 MPEAEIIbl 30HBI UyBCTBUTEIBHOCTH
CUCTEMBI PETYJISILUN.

I'naBa 5 copepkUT u3I0KeHUE U OOCYXKJIEHHE PE3yNbTAaTOB uccienoBanus BiausHua MU nHa
BbI3bIBaeMy10 BII yCTOWYHUBOCTH K TEMIOBOMY CTPECCY.

JUis n3ydeHust poju MOAU(UKAIIMK CTPECCOBBIX CUTHAJIOB NoJ feiicTBueM MU B popmupoBanuu
YCTOMUMBOCTH K CTPECCOBBIM (haKTOpaM CpeAbl PErucTPUpPOBAIM COCTOSHUE KOHTPOJBHBIX U
OO0My4Y€HHBIX pACTeHHIl NIIEHWIbI NMpPU JEHCTBUU IMOBBIIMIEHHON TeMIeparypbl. YCTOWYMBOCTh K
TEIJIOBOMY CTPECCY OLIEHMBAIM IO BEJIMYMHE OCTATOYHOW aKTUBHOCTH (oTOCHMHTE3a. B skcriepumenTe
pacTeHMsl TOJBEPrajiuCh CTPECCOPY TAaKOW MHTEHCHUBHOCTH, KOTOpas BbI3bIBAJa 3HAYMTEIBHOE
yrHeTeHrne (OTOCHHTETUYECKUX MPOLECCOB W MPH 3TOM HE MNPUBOAMIA K THMOETM pacTeHUud Ot
neperpeBa. OOHaPYKEHO, YTO Y OOJYUEHHBIX MPOPOCTKOB P(HEKT TEIIOBOTO CTpecca ObLT BhIpaKeH
3Ha4YMuTeNbHO ciadee (puc. 14). VY xontponpHbIx pactenuid BII cnocoOcTBOBan nojaepkanuio 6osee
BBICOKOTO YPOBHS (DOTOCHMHTE3a TOCJE TEIUIOBOTO cTpecca. ¥ OOMy4E€HHBIX pacTeHHWil HaOIroaiach
oOpaTHasi CUTyalus: ypoBeHb (DOTOCUHTE3a, HE3HAYUTEIbHO 01aBIISBILIUNCS TOCIE TEMIOBOTO CTpecca,
nocne npoxoxaeHus BII camxancs cymecrBeHHo. Yepe3 3 yaca mociie mporpeBa pas3iaudusi MExAy
rpynnamMy HMMENIHM CTaTUCTUYECKH 3HAUMMBIA XapakTep, depe3 24 yaca COXpaHSAJIUCh Ha YPOBHE
BBIPOKCHHBIX TCHICHIUH (puc. 14).
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Pucynok 14. Bmusaue MM Ha ocraTounblii ypoBeHb @ps|| pacTeHHIl HIIEHULBI 4yepe3 3 u 24 yaca mocie
TeruioBoro crpecca. CieBa npuBeneHa cxema skcnepumenTa. CepbIMU MPSIMOYTOJIbHUKAMUA 0003HAYESHBI 3TaIIbl,
Ha KOTOPBIX PErucTpUpOBaAiCS ypoBeHb @psil. OpaHXeBbIM MPSMOYTOJIBHUKOM 0003HAYEH 3Tall, Ha KOTOPOM
JIOKaJIbHBIM HarpeBoM Bbi3biBaJics BII. KpacHbiM mpsiMOYyTroIbHUKOM 00O3HAYEH ATal, Ha KOTOPOM TOTAIbHBIM
MPOrPEBOM BBI3BIBAJICS TEIUIOBOM cTpecc. 3HaKaMH paaualnuud 0003HAYEHbI TPYIIBI, TPYHIbl 00TyYEHHBIX
pactenuid. OpaHKeBbIMH CTpEJIKaMU 0003HAUYEHBI TPYIIbI, Y KOTopbiX Bbi3biBalics BII. CnpaBa Ha guarpamme
MIPUBE/ICHBI OCTATOYHBIE YPOBHU Dps|| Y KOHTPOJIBHBIX M O0JIy4EHHBIX PACTEHUI MOCIe TerioBoro crpecca. TC
— TerIoBoi crpecc. * — p<0,05

IIporexTopHoe aeiictBue HU3KonHTeHCHBHOTO MU 1 BII peanusyercs paznnunbivu mytamu. Kak
ObUIO0 mMOKa3aHO paHee, 3amuTHBIN 3ddekt BIl o0ycrnoBieH B mepByl odepelb CHIKEHUEM
MHTEHCUBHOCTU (oTocunTe3a. CHmxenue akTuBHOCTH OTLl XjopomiacToB sBIsSETCS OJHUM U3
YHUBEPCAJIbHBIX MEXaHU3MOB MOBBIILIEHUS! YCTOMUNBOCTH (POTOCMHTETUYECKOIO anmnapaTa K pa3InuHbIM
CTpeccopaM, BKJIIOYas BBICOKYIO Temmeparypy. Dddexkt UM, nmo-BunumMomMy, cBsi3aH ¢ MOBBIIICHHBIM
ypoBHeM TpaHcnupanuu (puc. 4), mo3pojsronieM 3(QQPEeKTHBHEE MO CPaBHEHUIO C HEOOIyIEHHBIM
KOHTpOJIEM NOJAJEPKUBATh TEMIIEPATypy JIACTA IPU IMPOrpeBe. ITO BAXKHO, MOCKOJIBKY MEHbIIas
TeMIlepaTypa JIMCTa IPU TEIJIOBOM CTpecce 00ecreuynBaeT MEHbIIee KOJIMYECTBO MOBPEXKICHUN.

B ciyuae pacnpoctpanenus BII, koTopoe npeaiiecTBoBaio HarpeBy (TEIIIOBOMY CTPECCY) UMEET
MECTO TMPOTUBOMOJOKHBIA 3()(eKT: y HeoOIydeHHBIX PACTEHUH — TMOBBIIICHHE YCTOWYUBOCTH, Yy
00JIy4eHHBIX — MOHWXKEHUE. Y HEOOIyYeHHBIX PaCTEHUN OMMCAHHBIN BbIlIE 3alIMTHBIN 3 ekt oT BII-
WHIYLUPOBAHHOTO CHMKEHHUS AaKTMBHOCTU (DOTOCHHTE3a MPEBOCXOAWI HeratuBHoe BiusHue BII-
WMHAYIUPOBAHHOTO TOHWXEHHUS TpaHcnupauuu (puc. 15). Y oOmMydeHHBIX pacTEHHi, BCIEICTBHUE
ycwinenus BII-uHIynupoBaHHOTO OTBeTa TpaHCHHpALUMU MPOUCXOAWIO Oojee 3HAYUTEIBbHOE B
CpPaBHEHMHM C KOHTPOJIEM yBEJIMYEHUE TemrepaTypbl maucta. HeratuBHblii 3¢dekT oT cTojib
3HAYUTEIHHOTO YBEIMUCHUS TEMIIEPATYPHl YK€ HE MOT ObITh KOMIIEHCUPOBAH 3aIIUTHBIM 3(P(HEKTOM OT
CHIDKCHUSI aKTHBHOCTHU (poToCUHTE3a (puc. 15).

[Tpu >TOM Henb3sl UCKIIOYATh, YTO VIS APYTUX CTPECCOPOB MOJOOHBIE M3MEHEHHUS, HAPOTHB,
MOTYT NMPUBOAUTH K ONAronpusTHBIM Ui pacTeHUi pesynbTaram. Hampumep, ycuneHHble paauamnueit
OTBETHI TPAHCIIUPALIUK MOTYT OKa3bIBATh MOJIOKUTENBHBIN 3 (PEKT mpu 3acyxe.
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Pucynoxk 15. IIpennonaraemas cxema Bnusius MM Ha aganrtainuio pacTeHui K TerioBomy crpeccy. [lyHkTupom
0003HAYEHbI JJIEMEHTBHl CXEMbl, IPEINOJIOKEHHbIE HAa OCHOBE JAHHBIX JHMTEpaTyphl. 3HaKaMu paJualuu
MOKa3aHbl MUILIEHU O0Ty4EHUs, BHISIBICHHBIE B X0/1€ SKCIIEPUMEHTOB. 3€JIEHBIMH CTPEIKaMH [TOKa3aHO BIUSHHE
BBI3BAHHBIX CHTHAJaMHU OTBETOB (DOTOCHHTE3a M TPaHCIUpAMM HAa YCTOMYMBOCTH K TEIJIOBOMY CTpeccy y
KOHTPOJIBHBIX PACTEHUN; CHHUMH CTPEIKaMU — aHanoruyno s MU

3AKJIFOYEHUE

B xone skcnepuMeHTOB ObUIO TMOKa3aHO, YTO XPOHHUYECKOEe [-00iydeHHe B MallbIX J103ax
CIIOCOOHO HE TOJBKO BJIUATH HA MOPGOGYHKIIMOHAIBPHOE COCTOSIHUE PACTCHHM, HO M MOJAU(PHUIIUPOBATH
BBI3BAHHBIE CTpecc-PpakTopaMu Cpeabl JAUCTAHIMOHHBIC SJIEKTPUUECKHE CHUTHAIBL. Y OOJIy4EHHBIX
pacTeHuil 0OHapyEHO BO3pacTaHUE aMIUIUTY/IbI CHTHAJIOB M BBI3BAHHBIX MU OTBETOB (DOTOCHUHTE3A U
TpaHcnupanuu. Takue HU3MEHEHUsS HMEIOT KOJIMYECTBEHHBINM XapaKTep: HU3MEHSAIOTCA aMIUTUTyAa
OTBETOB, UX JITUTEIHLHOCTh, & TAK)KE TUIONIaAb PACTEHHUS, OXBaueHHas peakiueid. OIHAKO, CIEACTBUEM
TaKUX KOJMYECTBEHHBIX M3MEHEHUH SIBISIOTCS KAYECTBCHHBIC M3MEHEHHs: OOJydeHHE HMHBEPTHPYET
3¢ (HEKT TUCTAHITMOHHBIX YJEKTPUUECKIX CUTHAJIOB HA YCTOMYUBOCTH K TeTIOBOMY cTpeccy. [lokazaHo,
YTO MOCJIE MPOXOXKACHUS CUTHAIA YCTOMYUBOCTh KOHTPOJIBHBIX PACTEHUN MOBBIIIAETCS, & 00JTYIECHHBIX
— CHIKaeTcsi. MOXHO MPEANOI0KUTh, YTO B OCHOBE TaKOW MHBEPCHU JICKAT CYIIECTBEHHOE YCUJICHUE
non aevcrsueM MU Boi3BanHbIX BII 0TBETOB Tpancnmpanuuu.

B xome ananmmM3a MeXaHW3MOB BIMSHUSA OOJydeHUS Ha WHAYIHUPOBAHHYIO CHUTHAJIAMHU
YCTOMYHMBOCTh K CTpecc-(pakTopaM BBISBICHO JBa IMyTH, MO KOTOPHIM MOTYT pPEaJM30BHIBATHCS
obHapyxeHHbIe 3P dextst NU. TlepBriii myTh CBA3aH C TOBBIIEHUEM aKTUBHOCTH TPOTOHHOU AT®dazb1
Y BBI3BIBAEMBIMH €10 cIBUTaMu pH, BTOpo# yTh CBsi3aH ¢ 60j1ee BRIPAKCHHBIM 3aKPBHIBAHUEM YCTHHII.
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BbIBO/IbI
1. XpoHuyeckoe OOJyuye€HHE B MallbIX J103aX BBI3BIBAET POCT MOPPOMETPUUECKUX
noKasaresiell pacTeHUH MIISHUIIB U TabaKa, CTUMYJIUPYSl aKTUBHOCTh (DOTOCHHTE3a U TPAHCIIUPALIHH, a
TaKKe MOBBIIIAs BEJIMUUHY MEMOPAHHOTO MTOTEHIHANIA.

2. MU B ManbIX A03aX yCWJIMBAET BBI3BAHHBIE JIOKAJIBHBIM HATPEBOM DJIEKTPUUECKUE CUTHAJIBI
Y BBI3bIBa€MbIE UMH OTBETHI (POTOCHHTE3A U TPAHCIUPALUHN Y UCCIEAYEMBIX PACTECHUH.
3. B ocnoge Biusgaust UM Ha 35eKTpUUeCcKUe CUTHAIIBI U BBI3bIBAEMBIE MU (DYHKIIMOHATIbHBIE

OTBETHI JISKUT MOAU(PUKAIUS BHYTPUKIETOUHBIX CUTHAIBHO-PETYJIATOPHBIX CUCTEM, 3a/ICICTBOBAHHBIX,
B 4YacTHOCTH, B TIIpollecce IMpeoOpa3oBaHUsi CUTHAJa B (PYHKIMOHANBHBIM OTBET. 3a CYET
cTuMyupoBanus aktuBHOCTH H'-AT®a3b1 06myuenune ycunuBaeT Bei3BanHbie BIT casuru pH.

4, MoauduuupoBanusie noa aeicteuem MU snekTpuueckue CUTHAIBI U BbI3BAHHBIC UMU
(yHKIIMOHAJIbHBIE OTBETHI HAPYIIAIOT (POPMHUPOBAHUE YCTONUMBOCTH K TEINIOBOMY cTpeccy. B To Bpems
KaK y KOHTpOJIbHBIX pacTeHuil BII cnocoGCTBYeT MOBHIIEHUIO YCTOWYMBOCTH K TEIIIOBOMY CTpEcCy, Y
00nmyu€HHbIX pacTeHuit BIl ycToHYnBOCTh CHUKAET.
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