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CHUCOK COKPAIIEHUI
A — accUMWISIIUS YTIIEKUCIIOTO ra3a;
ABK — abcim3oBast KUCIoTa;
Apn — aMIUIUTY]a BapuabesIbHOTO MOTEHINAA;
ANpg — aMIUIUTyJa W3MEHEHUS He(POTOXMMHYECKOTOo
xjopodua;
Apn — amiumatyaa u3MeHenus pH;
Agpsii — aMIUIMTyJla W3MEHEHUs KBAHTOBOTO BBIXO/A
dbotocuctemsl Il;
AJI® — anenozunaudocdar;
AT® — anenozuntpudocdar;
A®K — aktuBHBIE (POPMBI KUCIOPOIA;
BII — BapuaOenbHbIi TOTEHIINAT;
JIHK — ne30xkcupuOOHyKIIENHOBAs KUCIIOTA,;
E — tpancnimpanus;
KK — sxacMOHOBas KMCJIOTA;
N — nonusupyroiiee U3JyyeHue;
MAPK — MUTOT€H-aKTUBUPYEMbIE IPOTCUHKUHA3BI;
IT]1 — moTeHIMan AeUCTBUS;
PHK — pubonykiienHOBast KHCIIOTA,
PII — paneBsIii noTeHIMAT,
CK — canuuuioBas KMCIIOTa;
CII — cucTeMHBIN TOTCHIINAIT,
TC — TennoBou cTpecc;
D — BIeKTpon;

OTL — 25eKTpOH-TPAaHCIIOPTHAS LIETIb;

TylmieHust  (piyopecueHuuu

(OTOXUMUYECKAX PEaAKITUN

Em — BHYTpUKJIETOYHO PErUCTPUPYEMbIA MEMOpaHHBIN MOTEHIMAT;

ETR — ckopocth nepeHoca 3J1eKTPOHOB MO 3JEKTPOH-TPAHCIIOPTHOM 1ENH;



S)
F — texymumii ypoBeHb ¢ryopecueHInu XJIopopuiiia;
F'm — MakcuManbHBIN BBIX0 (DITyOopecleHIInU XJI0poduilia Ha CBETY;
Fm — MakcuMasTbHBIN BBIXO (hITyOPECIICHITNH XJIOpOhUILIa;
F/Fm — oTeHIMAIbHBINA KBAHTOBBIN BBIXO oTocucTeMsl lI;
GFP — 3enéuslii ¢hmyopeclieHTHBIN 0€oK;
NPQ — HeoToxmmuaeckoe TyIieHue GIyopeceHIINH XI0pOoPuILIa;
P — texymuii ypoBenb curnana P700;
P'm — MmakcuManbHoe u3menenue curtana P700 na ceery;
Pm — MakcumanbHOe u3meHenue curuana P700 ¢otocucremsit I,
ROI — obnacts unTeEpeca;
V en. — CKOPOCTH JICTIONSPHU3AIIMN BapHaOEIIHLHOTO MTOTEHITHAA,
Vpacnp. — CKOPOCTb paclpoCTpaHEHHs BapuaOeIbHOTO MOTEHIINANIA;
AU — BHEKJIETOYHO PETUCTPUPYEMast Pa3HOCTh MOTCHITNANIOB;
@Dps| — KBAaHTOBBIN BBIXO]T POTOXUMUUECKUX peaKIUid POTOCUCTEMHI |;

@ps|| — KBAHTOBBIN BBIXOJ (POTOXUMHYECKUX peakiuii hoTocucteMsl 1.
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BBEJAEHUE

AKTYaJIbHOCTDH HCCJICIOBAHUSA

Nonmsupyromee n3nydenue (M) sBiasieTcs MOCTOSHHO JACHCTBYIONUM (DaKTOpOM,
KOTOPBIN HEMPEPHIBHO OKA3BIBAET BIUSHUE HA OMOTY. B pssie ycnoBuil )KUBble OPTaHU3MBI
MOTYT TMOJBEPraThCi BIMUSHHUIO TOBBIIMIEHHOTO YPOBHS OOJydeHHS: OT 3arpsi3HEHHBIX
PAIUOHYKIMAAMH  TEPPUTOPUM OO  TEPCIEKTUBHBIX  KOCMHUYECKHX  CHCTEM
xu3neodecneyenus (Geras'kin, 2016; Baranova et al., 2019; Ludovici et al., 2020; Duarte et
al., 2023; Pozolotina et al., 2023). Mexanu3msl Biusiaus M Ha )KUBbIe OPraHU3MBI, B TOM
YHUCIIE PACTCHU, ABISETCS NMPEAMETOM HHTEHCUBHBIX HccienoBanuil. Bimsnue MU Ha
pacTeHusl XapaKTepU3yeTCsl CIOKHOM JT030BO-BPEMEHHOM 3aBUCUMOCTHIO. OOIIEPUHATO,
yTO BBICOKME 103bl M MOJaBisAIOT pOCT M pa3sBUTHE PACTECHHM, & HHU3KHE, HANPOTUB,
00Ja1at0T CTUMYJIUPYIOIIUM JACHUCTBUEM. Y CTAaHOBJIEHO, YTO YTHETECHUE POCTA U PA3BUTHS
pacteHuii BbicOKMMHU J03amMu NI cBsi3aHO ¢ TMOJaBICHUEM aKTHUBHOCTU (POTOCHUHTE3a,
TPAHCIIOPTa ACCUMUJIATOB, CHIPKEHUEM COJIEpKaHUsI MUTMEHTOB, YTHETEHHEM OMOCHUHTE3a
KJIFOUEBBIX METa0OJIUTOB, TOPMOKEHHUEM KJIETOYHOTO IHMKJIA U C JPYTUMHU HAPYIICHUSMHU.
[TonaBneHne GpU3NOIOTUUECKUX MPOIECCOB BHI3BAHO, TJIABHBIM 00pa30M, OKUCIUTEIbLHBIM
CTPECCOM M MHOTOYHCIIEHHBIMH TeHeThdeckumu nospekaeuusmu (De Micco et al., 2011,
Gudkov et al., 2019). Ctumynupyroimui 3G e Manbix 103 MU nposBiasercs B yBeIMUSHHH
MOphOMETPUYECKUX TapaMEeTPOB W aKTHBALUM psga (U3UOJIOTHYECKUX IPOIIECCOB, B
nepByto ouepens, horocuntesa (Caplin, Willey, 2018; Volkova et al., 2022). Mexanu3msI
TAKOTO BIIUSIHUSI HAa CETOJHAIIHUM OCTAarOTCA Majou3zydeHHbIMU. Haunbomnwiuii npooen
MMEET MECTO B 00J1aCTH TOHUMAHMUSI TOT'0, KaK U3MEHSIOTCS aJIallTUBHBIE PEAKIIUU PACTEHUN
K HEOJaronmpusaTHBIM (pakTopaM OKpy»XKaroieid cpeipl (TaKUM KakK THUIO- U TUIIEPTEPMHUSI,
HEJIOCTATOYHAsI BJAXHOCTh W JIp.) B YCIOBHUSX XPOHUYECKOTO OOJyUeHHUs, U KaKOBBI
MEXaHU3MBI, JIekalnue B ocHoBe Takux m3meHenuit (Geras'kin et al., 2017; Pozolotina,
Antonova, 2017; Wang et al., 2018).

N3BecTHO, 4TO B ajamTalMyd pPacTeHUWM K CTpeccopaM BaXHYIO pPOJIb UIPAIOT

JUCTAaHIIMOHHBIC CUTHAJIBI, O6€CHC‘—II/IB3}OH_[I/IG CKOOPAMHHUPOBAHHOC N3MCHCHHUC dKTHBHOCTHU
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Pa3TUYHBIX (PU3UOIOTHIECKUX IPOIIECCOB, HAMPABICHHOE HA MOBBINMICHUE YCTONYHBOCTH
(Zandalinas et al., 2018; Sukhov et al., 2019 Szechynska-Hebda et al., 2022). Ogaum u3
TUTIOB 3HAYUMBIX CHTHAJIOB, BO3HUKAIOIINX B OTBET Ha OBICTPOHAPACTAOIINE CTPECCOPHI,
ABJISIOTCS DJIEKTpUUECKHE CUTHaJbl. CONMPOBOKIAIOIINE UX CABUTYA KOHLICHTPALIMI HOHOB U
BeMIMUMHbl pH  SBASIOTCA  BaXHEWIIMM  3TAalOM  AaKTUBAIlMM  COOTBETCTBYIOIIMX
BHYTPUKJICTOUYHBIX CUTHAJIBHBIX CHCTEM, KOTOPBIE€ YYAcCTBYIOT B 3allyCKE€ CHCTEMHOIO
OTBETa paCTCHUS, BRI3BAHHOTO qucTaHIMOHHBIM curHajioM (Baluska, 2013; Vodeneev et al.,
2017; Chatterjee et al., 2018; Demidchik et al., 2018). Ha ceromusmHuii 1eHb CBEACHUS O
BIIUSAHUU XpoHudeckoro MW Ha ajmanrtamuio pacTeHH K JIPyTMM CTPECCOBBIM (pakTopam
SBJIIOTCS (PparMeHTapHBIMU, 2 HCCIICIOBAHUS POJIM TUCTAHIIMOHHBIX CTPECCOBBIX CUTHAJIOB
B Pa3BUTHUM aAJAllTallUM B YCJIOBUSIX MOBBIIMICHHOTO PaJdallMOHHOTO (hOHA MPAKTHYECKU
OTCYTCTBYIOT. B MUpOBOI1 TuTEpaType UMEIOTCS TOJBKO OTIEIbHBIE CBEICHUS O BIHMSHUU
MU Ha HEKOTOpPBIE KOMITOHEHTHI BHYTPUKJIETOYHBIX CUTHAJIBHBIX CUCTEM pacTeHuil: ADK,
KanpiueBoi, ropmonaneHoi (Latif et al., 2011; Kim et al., 2012; Goh et al., 2014;
Sevriukova et al., 2014; Qi et al., 2015; Bitarishvili et al., 2018; Xie et al., 2019; Babina et
al., 2020; Huang et al., 2022; Tan et al., 2023). Mexay TeM, UMEIOTCS OCHOBAHHS 110JIaraTh,
YTO CUTHAJIbHBIE CHCTEMBI PACTEHUM, BKIKOYAs JTUCTAHIMOHHBIE CTPECCOBBIE CUTHAJbI,
oOnmamaroT  OOJNBIIEH  PaJUOYyBCTBUTEIBHOCTHIO B CpaBHEHMH €  0a30BBIMU
(hU3MOIOTHYECKUMU MPOIECCAMU, U yKe B Mana3zoHe Maibix 103 U1 MoxeT uMeTh MecTo
MoAM(UKAIMS UX TApaMETPOB. ITO MOXKET MOBJIEYb HAPYIICHHE aJanTallii PacTeHHUH K
WU3MEHSIONIUMCS YCJIIOBUSIM CPEJIbl, Pa3BUTHUE KOTOpPOH TpeOyeT CilakeHHOU padoThl
BHYTPHUKJIETOUHBIX U MEXKKJIETOYHBIX CUTHAJIbHBIX CUCTEM.

Heab u 3a1aun Ucciae10BAHUS

[{enbro pabOTHI SABISETCS U3YyUYCHHUE BIIMSIHUS XPOHHUYECKOTO OOJIyUEHHUSI B MaJIbIX
7103aX Ha JJEKTPUUYECKUE CUTHAIBI U UX POJIK B JOPMUPOBAHUHU YCTOHIMBOCTH K CTpeECC-
dbakTopam y pacTeHUM.

B cooTBeTCcTBUM C LIETIBIO OBLIIM ITOCTABJICHBI CIICAYIOIHrEC 3aaa4u.
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1. Nzyuenne Bnusaus U na MmopdodyHKIIMOHATEHOE COCTOSIHUE PACTEHUI B MOKOE.
2. Anamm3 BiausiHus MU Ha mapameTpsl BBI3BAHHBIX JIOMOJTHUTEIBHBIM CTPECCOBBIM
(bakTOpOM PNEKTPUUECKUX CUTHAJIOB U COTMPOBOXKAAIOMINX MX (DYHKIIMOHATBHBIX OTBETOB.
3. AHann3 MexaHu3MoB BiusiHUA MU Ha a35eKTprdecKkre CUrHaibl U BbI3bIBAEMbIE UMU
(GyHKIMOHATBHBIE OTBETHI.
4, Nzydyenne »s¢dexra, oxaspiBaemoro MU Ha QopmupoBaHue BBI3BIBAEMOMN
ANEKTPUYECKUMHU CUTHAJIAMH YCTOMYUBOCTH K TEIJIOBOMY CTpPECCY.

Hayuynast HoBU3HA

O6napyxeHno, yto MM ¢ HU3KON MOIHOCTBIO JO3bl MOXET BIUATH HA MapamMeTpbl
JUCTAaHUMOHHBIX  JJIEKTPUYECKHX  CUTHAJIOB  PACTEHMM W BBI3BIBAEMBIX UMM
(yHKIHMOHAJIBHBIX OTBETOB. BmepBeie mokazaHo, 4To 3¢ ¢ekTsl, oka3piBacMbie MW Ha
CUTHaJbl U BBI3BAaHHbIE HMH OTBETHI, OOYCIABIMBAIOT WM3MEHEHHE YCTOWYMBOCTU K
ctpeccopam. OOHapykeHO, 4TO B ocHOBe 3(ddexkroB MM Moxer nexaTb HW3MEHEHHE
AKTUBHOCTU BHYTPHUKJIETOYHBIX HWOHTPAHCIOPTHPYIOIIUX W CUTHAIBHO-PETYISTOPHBIX
CUCTEM, BKJItOUasl cucTeMy nojaep:xanus pH.

HayuyHo-npakTuyeckasi 3HAYUMOCTh

Pe3ynbraThl QUCCEPTALIMOHHOIO MCCIIEOBAHUS BHOCST 3HAUYMTENIbHBIA BKJIAJ B
IIOCTPOEHHE LIEJTOCTHOM KapTUHBI BIMSHUS XpoHndeckoro MM Ha aganranuro pacteHun K
JEHUCTBUIO HEOJIaronpuATHBIX abuoTHYecKuX (hakTopoB cpenbl. IloyueHHble pe3yiabTaThl
MOTYT OBITh HMCHOJIB30BAaHBI [IJISi MPUKIAAHBIX Pa3pabOTOK MO OpraHu3alu padoT Ha
TEPPUTOPUSX C TOBBILICHHBIM PaIMallMOHHBIM (DOHOM, a TAKXKE JJIs IJITAHUPOBAHUS padoT B
paMKax CO3JaHMsI MCKYCCTBEHHBIX IKOCHUCTEM Il KOCMHUYECKHMX MHCCHI. Pe3ynbrarsl u
BBIBO/JIbI JCCEPTAILIMIOHHOTO UCCIIEIOBaHMs Oy IyT HCIIOJIB30BaHbl B y4eOHOM Ipoliecce Mpu
pa3paboTKe CHEKYPCOB JIJIsl CTYJIEHTOB U aCIUPAHTOB OMOJIOTHYECKOTO MPOdUIIS.

OcHOBHBIE 10JI05KeHUsI, BBIHOCUMBbIE HA 3aLIUTY

NN ¢ HU3KOW MOIIHOCTBIO J03bl YCHJIMBAKOT JHMCTAHIHUOHHBIE CTPECCOBBIC
AIEKTPUUECKUE CUTHAIIBI U BbI3bIBAEMbIE UMU (DYHKI[MOHAJIBHBIE OTBETHI y pacTeHui. Takue

W3MEHEHHUSI TapaMeTpOB HApyIIalOT (OPMHPOBAHUE YCTOMYMBOCTH K aOMOTHYECKUM
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dakTopam cpensl (K TEIIIOBOMY cTpeccy). Ompenemstonmii Bkiaax B dddekrax,
okasbiBaeMblx W Ha hopmMupoBaHre MHAYIUPOBAHHOW CUTHAJIAMH yCTOMYMBOCTH, UMEET
CTaJus NpeoOpa3oBaHMs CUTHAJIA B OTBET.

JIMYHBIA BKJIAJ aBTOPA

ABTOp JMYHO Yy4YacTBOBAJ B NPOBEICHUU HKCIEPUMEHTAIBHBIX HCCIEIOBAaHUMN,
00pabOTKEe TOJMYyUYEHHBIX PE3yJbTAaTOB, aHAJM3€ W OOCYXKIECHUU pPE3yJbTaTOB, a TaKXKe
MpPUHUMAJ Y4acTUE B HATMCAHUU HAYYHBIX CTATE€H COBMECTHO C COABTOPAMHM U arpoOanuu
pe3yJIbTaTOB UCCIEA0OBAHUI HA HAYYHBIX KOH(EPEHIIHUIX.

JIOCTOBEPHOCTHh HAYYHBIX Pe3yJIbTATOB

JIOCTOBEpHOCTh HAyUYHBIX PE3YyJbTAaTOB IOATBEPKIACTCS BOCIPOU3BOAMMOCTHIO
HKCIIEPUMEHTAJIbHBIX JIaHHBIX W OO0YCIIOBJIEHA HIMPOKOW ampoOarueil u Hal€KHOCTHIO
UCITOJIB30BAHHBIX IKCIIEPUMEHTAIbHBIX METOJIOB UCCIIEIOBAaHUs, a TAKXKE KAYECTBEHHOU U
KOJIMYECTBEHHOM COTIaCOBAaHHOCTBIO MOJYYEHHBIX JTAHHBIX C PE3YJIbTATAMH HE3aBUCUMBIX
WCCIIEIOBAHUM IPYTHUX aBTOPOB.

Anpobauus padoTbl

OcHOBHBIE pe3ynbTaThl pabOThl MPEACTABISUINCh HA MEXKIYHApOAHBIX U
BCEPOCCUUCKUX MEpONpUATHIX: Bcepoccuiickas ¢ MEXIYHAPOIHBIM Y4YacTHEM IIKOJIa-
KOH(EepeHLIUs MOJIOJbIX YUEHBIX «bHOCHCTEMBI: OpraHu3alys, MOBEICHNE, YIPABICHUE
(Huxuuii Hosropon, 2017), MexnayHapoaHas Hay4yHas KOH(eEpeHIUs «AKTyalbHBIC
BOMpoChl Ouonormdyeckon ¢uszuku u xumum» (CeBacromonb, 2018), MexmayHapoaHas
[TymuHckas mkosa-kKoH(pepeHuus MoyoAblx y4€HbIX «buonorms — nayka XXI Beka»
(ITymumuo, 2018), Cwe3zn OuodpusukoB Poccum (Coum, 2019; Kpacnomap, 2023),
Mexynapoanas Hay4YHO-TIPAKTUYECKast KOH(epeHus «SAnepHo-pusnueckue
UCCIICIOBAaHUSI U TEXHOJOTMH B celbCckoM xo3siicTBe» (OOHmHCK, 2020), Cbe3n 1o
paguanuoHHbIM  uccienoBanusiM  (MockBa, 2021), MexayHapoaHas MOJIOAEKHAs
koH(pepeHnuus «CoBpeMeHHbIE MPOOJEMbl  paJUOOMOJOTHUH,  PAAMOIKOJIOTUU U
arposkosiorun» (OOHuHCK, 2021), T'oguuHoe coOpanue OOmiecTBa PU3MOJIOTOB pacTCHUMN

Poccun (Huxnuit HoBropon, 2022).



10

yonukanuu

ITo marepumanam nuccepramuu omyonukoBaHo 13 pabot, Bkitouass 4 cTaThbu B
peneH3upyemMbIx HaydHbIX m3aanmsax (Web of Science, Scopus), Bxomsimux B cincok BAK.

Crpykrypa 1 00beM JUCCepTANNH

PabGoTta cocrouT W3 BBelIEHHUS, 0030pa JUTEPATYpPbl, OMHCAHUS MaTEPUATIOB U
METOJ/IOB HICCIICIOBAHUM, PE3YIHTATOB M MX OOCYXKIICHHUS, 3aKIIOUEHHUS, BHIBOJOB, CITUCKA
muteparypel.  OObem  coctaBmser 106  cTpaHull  MAIMHONMMCHOTO  TEKCTAa,
WUTIOCTPUPOBAHHOTO 27 pucyHKamu. CIIUCOK JUTEPATyphl BKIIOYaeT 216 MCTOYHUKOB, B
TOM yucie 213 paboT Ha HHOCTPAHHOM SI3bIKE.

baaropapuoctu

JluccepTalimOHHOE HWCCJICIOBAHWE BBITIOJHEHO TMPH YACTHYHON IOAJICPIKKE
rocyaapctserHoro 3aganus FFUF-2022-0008 u npoekra HanmonanbHbli IeHTp GU3UKH U

mateMatuku (HLI®M) «DkcnepumeHTaibHast 1abopaTopHast acTpopu3nKa U TeODU3UK.
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I'JIABA 1. OB30P JIUTEPATYPbI
1.1. Bausinue U1 Ha pacrenust

1.1.1. OcHoBHBbIe 3aKoHOMepHOCTH BiausiHusi UU Ha :KuBbIe OpraHu3Mbl

Nonuzupyioliee n3nydeHue npeacTapisieT co00i MOTOKH (POTOHOB, DIIEMEHTAPHBIX
YacTUI] WJIM OCKOJKOB JIEJICHUSI AaTOMOB, CIIOCOOHBIX HMOHHU3UPOBATH BEIIECTBO.
MuHNMAaNbHYIO SHEPTHI0, HEOOXOAUMYIO AJISi OTPBIBA AJEKTPOHA OT CBOOOTHOTO aToma B
€r0 HU3BIIEM DSHEPreTUYECKOM COCTOSIHMM, HA3bIBAIOT »JHEprue wuoHuzauuu. [l
HEUTpaJIbHBIX aTOMOB YHEPTUsl HOHU3auK u3Mensercs ot 3,9 3B (Cs) no 24,6 3B (He). [ns
XKHUBBIX CHCTEM 0C000€ 3HaYCHNE UMEET SHEPTysl HOHU3ALMN X OCHOBHOTO KOMITOHEHTA —
BOJIBI. OJTa BenuuMHa, paBHas 12,6 3B (Ward, 1988), cinyxut mns pasaeneHus
MOHU3UPYIONINX U HEHOMH3UPYIOITUX U3TyICHUH.

PacuéTel 1 SKCTIEpUMEHTHI TOKA3BIBAIOT, YTO B )KMBBIX opranu3Max nopsiaka /0-80%
IPOLICHTOB MOBPEXKIAEHUH, BbI3BaHHBIX M, cBsA3aHbI HE C MPSAMBIM JEHCTBUEM OOTyUYEHUS
Ha OPTaHMYECKHUE MOJIEKYJIBI, a C MPOAYKTAMHU PaJHO0JIN3a BOJbI — aKTUBHBIMH (hOopMaMu
kucinopona (ADPK) (Esnault et al., 2010). A®K o0OBIYHO SBISAIOTCS CHIBHBIMH
OKHUCJTUTEIISIMA U KpallHe PEaKIMOHHOCTIOCOOHBIMH COeAMHEHUSIMU. K OCHOBHBIM THIIaM
A®K otHOcsaTCs cynepokcuaanuoH-paaukan (O2*), ruapokcwibHbiid paaunkan (OH®),
ruaponepekucHeiii pagukan (HOz®), nepexuch Bogopona (H20z), CUHTIIETHBIN KUCIOPOT
(*Oz) m r.1. (Tan et al., 2023). YBenuuenne BHYTPHKIETOUHOM KoHIeHTpamuu ADK cBbime
YPOBHSI aHTUOKCHJIAaHTHOM 3alTUThI BBI3BIBAET «OKUCIUTENbHBIN cTpecey (Kreslavskii et al.,
2012; Waszczak et al., 2018; Mittler et al., 2022), koTopblit COPOBOKAAETCS OKUCICHHEM
pa3IMYHBIX KJIACCOB OPTaHMYECKHX MOJICKYJ, BKitodas sunuiel, oenku u JJHK ( Davies,
2005; Bruskov et al., 2012; Miret, Munne-Bosch, 2015; Chernikov et al., 2017; Kim et al.,
2019). IMospexaenus mojaekyn JIHK 3agactyio sBIsAIOTCS OJHON M3 OCHOBHBIX MPUYHMH
NOCTpaauallMOHHON KieTouHoM rubenu. B pesynbrate neiictBusa MU B monekynax JIHK
o0pa3yloTcsi OJHO- W JBYHHTEBBIC pa3pbIBbl. bonblmas 49acTh TakuX TOBPEKICHUN
penapupyemMa, OJHAKO OIMMOKH TpU penapardd MOTYT TMPHUBOJWTH K XPOMOCOMHBIM

abeppaiusiM, BOSHUKHOBEHUIO U 3aKPEIUICHHUIO B MTOMYJISAIIUN Pa3IMuHbIX MyTanuid. Kpome



12
Toro, AByHuTeBble pa3peiBbl JJHK mocpencrBom ATM-knHa3bl akKTUBHPYIOT CUTHAJIbHBIE
KaCKaJbl, 3aIlyCKaroNre PU3N0IOrHIeCKUEe CTPECCOBBIE OTBETHI KIIETKH, BKIIOUAsi CUCTEMBI
perapanuu, KOHTPOJIsl KJIIETOYHOTO nukia, cuare3a oenxos u ap. (Culligan et al., 2006;
Esnault et al., 2010; Kim et al., 2019; Manian et al., 2021).

JIJisi IpOTUBOJIEUCTBUSI PA3BUTHIO OKHCIUTEIBLHOTO CTPECCa B YKUBBIX CHUCTEMax
IPUCYTCTBYET OOJBIIOE KOJIUYECTBO pa3inuHbix aHTHOKcuaanToB (Blokhina et al., 2003;
Sharapov et al., 2017; Noctor et al., 2018; Tan et al., 2023). biarogapst UM KHBBIEC CHCTEMBI
CIOCOOHBI MOJACPKHUBATh CTAIMOHAPHBIN Qusnonornyeckuii ypoeHb ADK wu, kak
CIIEJICTBUE, CBOM OKHCIUTEIBHO-BOCCTAHOBUTENBHBIN TOMEOCTA3.

HeoOxomumo otmeruth, uTo u3MeHeHHe KoHueHTpauuu ADK oTHocuTenbHO
CTAIIMOHAPHOTO YPOBHS MOKET HE TOJIBKO MOBPEXKIATh MOJIEKYJIbI KJIIETOK, HO U BHITIOJIHSTH
B )KMBBIX CUCTEMaX CUTHAIBHO-PETYJISITOPHYIO poJib (Shabala et al., 2015; Jalmi et al., 2018;
Mittler et al., 2022). CoBpeMeHHasE KOHIICTIIMS PACCMATPUBACT TPH OCHOBHBIX MEXaHHU3Ma
3amycka A®K curnanos: 1) A®K ceHcopbl 2) uU3MEHEHUE BHYTPUKIETOYHOTO
OKHCIIUTEIbHO-BOCCTAHOBUTENIPHOTO MMOTEHIMada U 3) 00pa3oBaHUE OKUCIMTEIbHBIX
moaupukanuii 6enko (Kreslavskii et al., 2012; Czarnocka, Karpinski, 2018). OcHoBHBIMU
mutieHsmMu ADK sBnsitoTes Takue 6€IKd, Kak THPO3UHOBBIE MPOTEUHKUHA3BI, THPO3UHOBBIE
npoternHdocdoTazbl, CEPUH/TPEOHUH KHHA3BI, MeTaonpoTenHasbl, ADK-ayBcTBUTEIbHBIC
MOHHBIE KaHAJIbI U JApyTHue OEMKN-KOMIIOHEHTHl CUTHAIBHBIX KackaaoB. Jpyroii 3aMeTHOI
MUIIEHBIO ABJISIOTCA NENTUIHBIE PakTOphl pocTa. CUUTAETCS, YTO 711 JAHHBIX COCTMHEHUIM
OCHOBHBIM MEXAaHU3MOM akThBalMu ¢ noMomplo A®K, sBiseTcss OKHCIEHHUE U
BOCCTAHOBJICHHE IHMCTEMHOBBIX aMHUHOKHUCIOTHBIX ocTaTtkoB (Waszczak et al., 2018).
OKUCANTENHEHO-BOCCTAHOBUTEIIbHAS PETYIIALNS Y PACTEHUHN TaK)Ke aKTUBHO MTPOUCXOIUT Ha
YpOBHE TPAHCKPHUITOMA, 328 CYET U3MEHEHHSI OKUCITUTEILHOTO CTaTyca TPaHCKPUTIITUOHHBIX
U SiICPHBIX (PaKTOPOB, UTO B CYLIECTBEHHOM CTENIEHU BIUSET HA YPOBHU SKCIIPECCHU F€HOB
(Dietz, 2014; Smirnoff, Arnaud, 2019). Kak cTpyKTypHbIC TOBPEKICHUS U MOTUPUKAIIIH,
TaK M aKTUBAIMS CUTHAJBHBIX MyTEH MPUBOIWT K M3MEHEHHUIO POCTA M PAa3BUTHUS KUBBIX

OpPTraHU3MOB.
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1.1.2. Bimsinue UM Ha pocT u pa3BuTHE PAaCTeHUI

B cootBeTcTBUU ¢ (DM3UUECKUMU MPEICTABICHUSIMU, MEXAHU3MbI B3aUMOJCHCTBUS
U3JIy4YEeHHs C BEIIECTBOM OCTAIOTCS HEM3MEHHBIMU BO BCEM JMara3oHe 103 (3ailHyJUIMH,
Esceena, 2011; Marcu et al., 2013). ITpu sTom Ouosorndeckue 3pPeKThl B 3aBUCUMOCTH OT
BEJINYMHBI MPUIIOKEHHON J103bl CYIIECTBEHHO Pa3IMYAOTCA KaK KOJIMYECTBEHHO, TaK U
KaueCTBEHHO. B 1enom, mansie 10361 UM cTUMynHpyIOT, @ BEICOKME — MHTUOUPYIOT POCT U
passutue pactenmii (Timofeev-Resovsky, Poryadkova, 1956; De Micco et al., 2011;
Volkova et al., 2022). Cucremarnueckoe wusydeHue neiictBus MM Ha OCHOBHBIC
MOP(QOMETPUYECKHE TapaMeTpbl pa3HbIX BHUAOB PACTEHUN TMO3BOJIMIIO OIPENEIUTH
OpPUEHTHUPOBOYHBIE T'PAHUIIBI 103, OKA3BIBAIOIIMX PA3HOHAIPABICHHBIE (CTUMYJIUPYIOLIUE
win uarnoupyronme) s3¢dexrer (Gudkov et al., 2019). [TokazaHno, 4TO YyCKOpPEHHE TEMIIOB
pocTa U pa3BUTHUS pacTeHUI HAOIIOAaeTCs MPHU IEHCTBUU U3TyUYCHHUI Ha ceMeHa B 103axX S-
20 I'p u BereTupyromme pacteHus B n1o3ax 1-5 I'p. OTOT auanas3oH s pacTEHUA MOKHO
ONpENENUTh Kak o00JacTh ManblX 103. [Ipu yBenWYeHWH NOTJOIIEHHON /03Bl CBBIIIE
0003HAYEHHBIX MPEICIIOB MUMEET MECTO TOPMOXKEHHE pocTa W pas3Butusi). Ecimm 1o
HACTYIUICHUS. YTHETEHUS KaKUX-JIMOO TPOLECCOB HMEETCA KpPAaTKOCPOYHBIA MEpPUO.
aKTHUBALIMM, MOXHO FOBOPUTH O CPEAHMUX A03aX. FIM COOTBETCTBYIOT auamna3oHsl oT 20 1o
100 I'p npu nevictBun N Ha cemena u ot 5 1o 50-70 ['p npu 001ydeHUN BETeTUPYIOIINX
¢dopm. Jl03bl TPEBBINIAIONINE YKa3aHHBIC MPEAeNbl OTHOCAT K Ooibmum (puc. 1).
PagnoyyBCTBUTENBHOCTh MOKET OBITh CYIIECTBEHHO CKOPPEKTUPOBAHA B 3aBUCUMOCTHU OT

BUJIa U COpPTa PacTeHMsl, CTauu €ro pa3BUTUs U (pusnosoruueckoro craryca (Kuzin et al.,

1976; Kim et al., 2011b; Sidler et al., 2015; Vitale et al., 2022).
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Pucynok 1. Cxemarnueckoe MpeACTaBICHHE W3MCHEHHH WHTEHCUBHOCTH (PU3MOJIOTHYECKUX HPOLECCOB
pactenuii mocie BosaedcTBus MU B pasimuHbIx 103ax. | — IdTeNbHas PaAnOCTUMYJISIHS; 2 —
KPATKOBPEMEHHAS DPAJHOCTHMYIISIHS; 3 — KPAaTKOBPEMCHHAs PaJAHOCTUMYJISAIHMS W JOJTOBPEMEHHOE
pagnouHrHOUpoBanue; 4 — pPaIMOMHTHOMPOBAaHHME, 5 — pPaJAUOUHTHOMPOBAHUE TMPHBOJSIICE K
kparkocpounoii rudenu (Gudkov et al., 2019)

JUIMHA W BeC pacTeHui, Kak IPaBWIO, PACCMATPUBAIOTCA KaK CyMMAapHBIA
noKasarelib peakuu pacrenuid Ha UM, oqHako oH ckiaabIBaeTCs U3 peakuii Ha 00JydeHue
OTJIEJIbHBIX YaCTEW WJIK OPraHOB PACTEHUS, a TAKKE B3aUMOACHCTBUS MEX 1Y HUMHU. AHAIU3
MOKA3bIBAET, YTO JJIMHA M BEC KOpPHEW OOBIYHO M3MEHSAIOTCS CHJIbHEE, YEM AHAJOTHYHbIC
napameTpsI mooeros npu Tex ke no3ax MU (Vandenhove et al., 2010; Vanhoudt et al., 2010;
Desai, Rao, 2014; Beyaz et al., 2016). HeobxoaumMo 1O4epKHYTh, YTO BCE U3MEHEHHUS B
MOKa3aTeNsIX pocTa U pa3BUTHUS, BO3HUKAOIIKE NOCE O0IyUYeHHUs, BISIOTCS CIEICTBUEM
BJIUSIHUA paJyalliy Ha MOJIEKYJISIPHbIE MEXAHU3MBI, JIEXKAIIHEe B OCHOBE OMOXUMUYECKHUX U

(U3UOTOTUYECKHUX TTPOIIECCOB.

1.1.3. Baussaue U1 na ¢pusnosnornyeckue npouecchbl pacTeHni
HecMmotps Ha yHUBEpCcanbHOCTh MEXaHU3MOB AercTBuA MU nipu B3auMoIelCcTBUM C
MOJIEKyJIaMHU, TIpU TIepexojie Ha Oojiee BHICOKME YPOBHM OpraHU3allMU KUBBIX CHUCTEM

BO3HHKAET 00JIbII0e pazHooOpasue 3¢ heKToB, BRI3bIBAEMBIX 00yueHuEM. 7151 00bsICHEHUS
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OCHOBHBIX 3aKOHOMEPHOCTEH (OpMHUpPOBAHUS IIEJIOCTHOTO OTBeTa pactenmit Ha WU
HEO0OXO/MM aHAJIU3 OTBETOB OT/AEJIbHBIX (PU3UOIOTHYECKUX MPOIIECCOB.

IIpoueccsl duocunTe3a. M oka3piBaeT BIMsAHHE Ha OMOCHHTE3 KaK OCHOBHBIX
CTPYKTYPHBIX U ()YHKIIMOHATIBHBIX KOMIIOHEHTOB KJIETKH (O€JIKH, YTIeBOAbI U JIUIH/IbI), TaK
U BTOPUYHBIX MeTabonuToB. Haunbosee u3yueHbl MEeXaHU3MBbI JEHCTBUA OOJSydeHHs Ha
CHHTE3 OEJIKOB M Pa3HOOOPa3HBIX BTOPUUYHBIX METAO0OIUTOB.

Ha pacrenusix, BbIpallieHHBIX U3 OOJYYEHHBIX CEMSIH, IPOJEMOHCTPUPOBAHO, YTO
cpenHue W Bbicokue 1036l MM, kak mpaBuio, NMPUBOJAT K HAKOIUIEHUIO B TKaHAX
pactBopumoro oOenka (Ling et al., 2008; Kim et al., 2009; Mohammed et al., 2012; Desai,
Rao, 2014). B o6xactu ManbIxX 103 MOTYT HaOJIIOaThCSL HETUHEHHBIE 2P GEKThl pa3TuIHON
HanpasyieHHocTH (Kim et al., 2004; Ling et al., 2008; Kumar et al., 2017). Habnronaemble
npu aeiictBun UM n3MeHeHus B cojiep:kaHuu Oejika MOTYT OBITh pe3yJIbTaTOM U3MEHEHHUS
COOTHOILIEHHSI CKOPOCTEH ero aerpagauuu M cuHre3a. OOpasyromuecs npu oOJyYEeHUU
A®K BBI3bIBAIOT OKHUCIIEHUE OEJIKOB, UTO MOKET MPUBOANTH K COKPAILIEHUIO BPEMEHHU UX
¢yskuonupoBanus. OOHapyKE€HO, YTO ToOciEe OOJIy4eHHsS MPOUCXOAUT HAKOIUICHHUE
0€JIKOB ¢ YOMKBUTUHOBBIMH METKaMH, T.€. MOBPEKAEHHBIX U TOTOBBIX K TPOTEOIUTHYECKOU
Jierpajaum, 0JJHAKO aKTUBHOCTh MpOoTeacoM mnociie oomyuenus maaaet (Pervan et al., 2005).
B urtore 3T0 MOXKET MPUBOJUTH K TIOBBIIIIEHHOMY COACPXKAHUIO OeKa, HO (PyHKIIMOHATbHAS
aKTUBHOCTb MOJIEKYJ MOXET ObITh yTepsiHa. Bmusinue MM Ha ckopocTh cuHTe3a Oenka
HENOCPEICTBEHHO Ha PacTeHMsSIX, MO-BUIUMOMY, HE HccienoBaitock. Ha nnanobakTepusx
MOKAa3aHO, YTO MpHU OOJYyYEHUU B BBICOKHX (JIETAJIbHBIX) J03aX MPOUCXOIUT OBICTPOE U
HeoOpaTuMoOe TOpMOXKEeHUE cHTe3a Oenka (Agarwal et al., 2008).

[Tocne 06myueHust U3MEHSAETCS He TOJIKO 00Iasi CKOPpOCTh CUHTE3a U JIerpaalui,
HO ¥ mpodwiib cuHTesupyeMbix OenkoB (Gicquel et al., 2011). B ocHOBe 3TOro JIEKHUT
PEryJsIus TPAHCKPUMIMU W TpaHcsmuu. HeoOXoammMo OTMETUTh, 4TO 00 M3MEHEHUU
CoJIep KaHusl KaKoTo-I100 Oeska 0OBIYHO CYJST Ha OCHOBAHWU YPOBHS SKCIIPECCUH T'€HOB.
Onnako mociie BO3AEHCTBHS cTpeccopoB, B ToMm uuciae MU, Habmomaercs mioxas

koppersinus mexay ypoBasmu MPHK u tpanciampyembix ¢ aHux 6enkoB (Li et al., 2006;
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Gicquel et al., 2011; Gicquel et al., 2012). D10 mpoucxoaUT NOTOMY, YTO CHHTE3 Oe€nKa
3aBUCUT HE TOJBKO OT AKTUBHOCTH TPAHCKPHUIIIMM COOTBETCTBYIOUIETO T'€Ha, HO M OT
MHOKECTBA IMOCTTPAHCKPHUIITMOHHBIX COOBITHH, BKJIIOYAS WHHUIIMHUPOBAHHUE TPAHCISAIIAN
MPHK (Lii et al., 2006; Braunstein et al., 2009; Trivigno et al., 2013). bonee Toro,
TpaHCJISIIMS OKa3ajgach Ha MOpsANoK yyBcTBUTENbHee k MM, yem tpanckpunuus (Lii et al.,
2006).

B pesynbrare 00iydeHHS y pPACTEHHMM CYIIECTBEHHO BO3PACTaET COJCPIKAHUE
MHOTUX BTOpUYHBIX MetabomuToB (Dixit et al., 2010; Popovic et al., 2013; Taheri et al.,
2014; Vardhan, Shukla, 2017; Wang et al., 2022), spustomuxcs 3(PQPEKTHUBHBIMH
MPOTEKTOPHBIMU COCUHEHUSMH (QaHTUOKCUJAHTAMU) TIPU OKHUCIUTEIBHBIX CTpeccax
paznuyHOM Tpupoasl. K OCHOBHBIM TpyIIIaM OTHOCSTCS (DEHONBHBIC COCAMHCHUS,
TeprieHOU bl M a3oTcoepxkamtue coequnenus (Vardhan, Shukla, 2017). Ipu neiictBuun MU
CHHTE3, TI0-BHIUMOMY, 3aITycKaeTcs moBbimeHHoi koHnenTpamue ADOK (Kreslavskii et al.,
2012). Takoit appext ADPK peanuzyercs: pa3IMUHbIMU MyTAMU: KaK 33 CUET BO3pACTaHUs
9KCIPECCHH I'eHOB KII0UYeBBIX (epMeHTOB nx OuocunTe3a (El-Beltagi et al., 2011; Gicquel
et al., 2012), Tak u yBenu4yeHHs YACIbHON akTUBHOCTH 3THX (hepmeHTOoB (Vardhan, Shukla,
2017). B pe3ynbpTaTe NMPOMCXOAUT HAKOIICHHE TEPIICHOWJIOB, AJIKaJIOUI0B, (DEHOJIOB B
nejaoM M (IaBOHOWIOB B 4acTHOCTH. Emé ogHuM myTéM yBETWYEHHS COJEpKAHUS
KOHIICHTPAIIM! BTOPUYHBIX META0OJMTOB MOXKET OBITh pacmaj MOJUMEPHBIX IIEMOYeK 0
MOHOMEPOB U X BBICBOOOXKIEHHE 13 cocTaBa riuko3uaoB (Ben Salem et al., 2013).

®otocunTe3. B cBA3M ¢ 0co00il 3HAYUMOCTBIO (POTOCHMHTE3a Kak IS
GYyHKIIMOHUPOBAHUS MHANBUAYATBHBIX PACTUTEIBHBIX OPTAaHU3MOB, TaK U I Onochepsl B
IICJIOM, 3TOMY TPOIIECCY B PaAMOOMOJIOTHH pacTeHUil yjaeiaeHo Oosbinoe BHuMaHue (De
Micco et al., 2011; Jan et al., 2011; Ali et al., 2015; Duarte et al., 2023). U Bnusier Ha
pa3IuYHbBIC KOMIIOHEHTHI (DOTOCMHTETHYECKOTO ammapara, BKJIIOYas MUTMEHT-OEIKOBBIC
KOMILJIEKChI, OTBETCTBEHHBIE 32 MOTJIONIEHUE CBETA, AIEKTPOH-TpaHcnopTHOU nenu (DTLI)

TUJIAKOUAO0B, PYHKIIMOHUPOBAHUE KOTOPOU BEAET K POPMUPOBAHUIO FJIEKTPOXUMUYECKOTO
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TpaJlieHTa MPOTOHOB, (EPMEHTHI TEMHOBOW CTaJAWHM, B XOJ€ KOTOPOW MPOMCXOJUT
buxcanus CO..

OpnHoil m3 kiroueBblx mulneHed WM ABIAOTCS (POTOCHMHTETUYECKHE MUTMEHTHI.
OO6uty4yeHure BBI3bIBAET J0303aBUCHUMOE MU3MEHEHUE KAaK COJEpk aHUs, TaK U COOTHOILIEHUS
nurMeHToB. [lpu neiictBun mansix 103 MU (e Gonee 5 I'p) comepikanue xiopoduiiia
OOBIYHO OCTA€TCS HEW3MEHHBIM, WM K€ MPOUCXOJHUT YBEIWYEHHUE €ro COJCpKaHMs
(Chandorkar, Clark, 1986; Mohammed et al., 2012; Marcu et al., 2013a; Singh et al., 2013;
Vanhoudt et al., 2014; Vitale et al., 2022; Wang et al., 2022). Yeenuuenue no3s1 MU Beaér
K MaJIeHUI0 cojepkaHusi xjaopodmuia u kaporuHousioB (Jia, Li, 2008; Ling et al., 2008;
Alikamanoglu et al., 2011; Goh et al., 2014; Hong et al., 2014). BrizBannoe U cHikenue
coJiepKaHus XJopoduiiia MOKET ObITh CBA3aHO C TMOJABJICHUEM CHUHTE3a MUTMEHTOB, UX
okuciennem moa BiausHueM ADK (Dartnell et al.,, 2011), a Takxke HapylieHUEM
(dbopMUpOBaHUS aHTEHHBIX KoMIUIEKCOB (ortocuctem (Shesterikova et al., 2023). Emgé
OJIHUM TMPOIECCOM, BJIMSIOIIMM Ha OOIIee CcoJepkaHue XJIOpouiia B KIETKE MOCHE
00JTydeHusl, IBJISICTCS U3MEHCHHE KOJIMYeCTBa U pa3mepa xyoporuiactos (Kim et al., 2011b;
De Micco et al., 2014). Bxiag onpeaenéHHOTO MeXaHW3Ma, BEPOSTHO, 3aBHCHUT OT BHJIA
pacTeHUN W yCIOBUN OOIy4YeHUs, TMPU ITOM MOTYT MPOSBISATHCA pPa3HOHAINPABICHHBIC
b eKTHI.

Bnusinne MU Ha cocTosiHUS LENH MEPEeHOCca 3JIEKTPOHOB MOKA3aHO HA CETOIHAIITHUAN
JICHb JUIA LEJIOr0 Pslla BBICIIMX PACTEHUM M BOAOPOCIEH. BaXHEWIIMMHU NOKa3aTeasiMU
3 PEKTUBHOCTH TMEPBUYHBIX MPOIECCOB (POTOCHMHTE3a SBJISIETCS KBAHTOBBIM BBIXOI
doToxumuueckux peakiuii porocucteMsl |l (Dpgijy 1 CKOPOCTH TPAHCIIOPTA HIEKTPOHOB IO
anekTpoH-TpancnopTHoi 1ienu (ETR). Bricokue m03b1 ocTporo 00JydeHHs! BBI3BIBAIOT
ObICTpOC CHIDKEHHE 3TUX mokasareneit (Agarwal et al., 2008; Jia, Li, 2008; Gomes et al.,
2017), mponosmkaroreecs Heneasimu (Fan et al., 2014; Guadagno et al., 2019). [Tpu masbix
J103aX U XPOHUYECKOM OOJYUYEHHH MOXKET UMETh MECTO BO3pacTaHHE KBAaHTOBOTO BHIXOJa
(OTOXMMHYECKHX PeaKIMii ¥ CKOPOCTH TpaHCIIOpTa 3IekTpoHoB 1o 1enu (Vanhoudt et al.,

2014; Biermans et al., 2015). TTorennuanbHbIi kBaHTOBBIN BBIX0 hoTocuctemsr Il (F./Fr),
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Oonee paguopesucrentHa. B menom F,/Fr, nmeet cxomnyto ¢ @ps;) 1 ETR HanpaBieHHOCTH
W3MEHEHHuH, HO Oojiee MeUIeHHYI0 nuHaMuky passutus (Moon et al., 2008; Kim et al.,
2011Db; Fan et al., 2014; Guadagno et al., 2019). PaboTsl, TperMyIIECTBEHHO MOCIICIHUX
JIET, TO3BOJIMIN YCTaHOBUTH, 4TO 3 dexTs MM Ha nepBuyHBIE mpolrecchl (POTOCHHTE3A
MOTYT OBITh CBSI3aHBI C H3MEHEHHEM OKCIPECCUU COOTBETCTBYIOIIMX TeHOB. Tak, B
YaCTHOCTH, pa3ianuHbie 1036l U u3meHsioT sxcnpeccuio reHoB 6enkoB (otocuctemsl |,
HecKoJbkux xyopornactHbix HAJIH-nermaporenas, KoMImoHEeHTOB IuToxpoma b6 u ap.
(Kim et al., 2007; Gicquel et al., 2012; Van Hoeck et al., 2017; Shesterikova et al., 2023).
Jpyroii MNOTEHUMAIBHOM MHUIIEHBIO JUISI PETYyISUUM TPEACTABISIOTCS TMOJABUXKHbBIC
MEPEHOCUYMKH IJIEKTPOHOB, T.K. Ha HUX B HAUOOJIBIIIEH CTETIEHU BIUSET U3MEHSIOIINECS MPU
nevicteun MU cpoiictBa MemOpanbl (Benderitter et al., 2003; Zhirnov et al., 2010). Otu
dakTopsl, BbI3bIBatOIIME paccorinacoBanue DTl xjgoporiactoB, BEpOSTHO, Takxke OyAyT
MIPUBOJUTH K yBenmueHnto npoaykuun ADK 3a c4€T nepeHoca 27IeKTpOHOB Ha KUCIIOPOJ €
o0pa30BaHUEM CYIEPOKCUAHOTO aHWOH-paaukaina (O2°*) B pailoHe aKIEenTOPHON CTOPOHBI
dbotocuctembl | M MIACTOXMHOHOBOTO  Tyda. 3a  CU€T  XJOPOIIACTHOMU
CYNEepOKCUTUCMYTa3bl oOpaszyromumiicss O,° Oyner 37ech ke TpaHChHOPMHUPOBATHCA B
nepokcun Bogopona (H2Oz) — omny w3 Haumbosee ponroxuBymmx ¢opm ADK,
BBIMOJTHSIONIYI0 pasnuuHbie peryistopusie ¢pynkmuu (Mubarakshina, lvanov, 2010). Emé
onnoui dopmoit ADK, mpoaykius KOTOpPOM MOBBIMIaeTCS Hpu paccorjiacoBanuu IDTL]
XJIOPOTLJIACTOB, MOYKET SIBJISTHCS CUHIJIETHBIA KUCIOPOJ, OOpasyroluiics B pe3ysbTaTe
MUTPAIMK SHEPTUU C TPHUIDIETHOTO XJIOPOPHILIa CBETOCOOMPAIONIETO KOMIUIEKCA WIIU
peakmonHoro menrpa ¢orocucremsl |l (Kreslavskii et al., 2012). Bospacraromiee y
00Nyu€HHBIX pacTEHUU HeperyaupyeMoe He(OTOXHUMHUUYECKOe TYIICHHE (IyOopecIeHITNN
(NPQ) criocoOcTByeT 4aCTHYHON KOMITCHCAIIMH 3THX MPOIIECCOB, OJTHAKO KOMITCHCATOPHAS
€MKOCTh, MO-BUAMMOMY, OKa3bIBACTCSI HEJIOCTATOYHOM.

ITon neiictBuem MU mpomcxoauT M3MeHEHHE MHTEHCUBHOCTH moriomieHus COp,
KOTOPBIM B X0JIe TEMHOBOM cTaauu (POTOCHMHTE3a BOCCTAHABIMBACTCS JO OPraHUYECKHUX

COGI[I/IHGHI/II;'I. Takue n3MeHeHUsI UMEIOT MECTO B IIUPOKOM AHMAIIa30HC J03 KaK IIPHU OCTPOM,
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TaK W TPU XPOHUYECKOM OOJIydeHHWU. Y HamboJee paauovIyBCTBUTEIBHBIX DPACTCHHM
oOJyueHHE BBI3BIBAET CHUKEHHWE MHTEHCHBHOCTH accumuisinuu CO; yxe mpu 0,12 I'p
xponnyeckoro (Chandorkar, Clark, 1986) u 1,2 I'p octporo o6myuenust (McCabe et al.,
1979). bonee BbIcOKME 103l TAKKE BBI3BIBAIOT JJIUTEIHLHOE BBIPAXKEHHOE YTHETEHUE ITOTO
napamerpa (Hadley, Woodwell, 1965; Ursino, 1973; Thiede et al., 1995; Singh et al., 2013;
Fan et al., 2014; Guadagno et al.,, 2019). Mamsie mo361 MMM MoOryT oOKa3bIBaTh
crumynupyronmii 3¢pdext (Ahuja et al., 2014b; Vanhoudt et al., 2014). OxHoit u3 npudrH
MHAyIupoBaHHBIX N mM3MeHEeHn aKTMBHOCTH TEMHOBOW CTaJWU SIBIIACTCS BJIMSHHUE Ha
dbepmenTsl nmkima KambBWHA, 11 HEKOTOPHIX WX KOTOPBIX IIOKa3aHA BO3MOYKHOCTH
peryisiiuu 1o penokc-mexanusmy (Mehta et al., 1992; Cohen et al., 2006). I{lenTpanpHas
POJIb B PETYJISIAH OTBOAUTCS PyOucko, yaenpHas akTHBHOCTh KOTOPOTO UMEET TCHICHITUTO
K BO3pacTaHuio mpu Maibix no3ax MU u k cHmwkenuto npu Oonbmux (Singh et al., 2013;
Ahuja et al., 2014a). IlokazaHo HapylIeHHE CTPYKTypbl PyOmCKO, cocTosimero wus
HECKOJIBKMX CYOBEIUHMII, Uepe3 HECKOJIBKO JIHEeH mociie ocTporo oonydyenus (Arena et al.,
2014). 310 MOXkeT ObITh CBSI3AHO C pa3JIMYAIONICHCS YYBCTBUTEIBHOCTHIO K OOJIYUYEHUIO
TCHOMOB sJIpa M TUTACTHI, TIOCKOJIBKY CTPYKTYPHBIC CyOBEeIMHUIIBI PyOHCKO KOAUPYIOTCS
AIEpHBIM, a perynaropHsie xjoporuiactTHbiM reHomoMm (Cohen et al., 2006). ITomumo
akTUBHOCTU (pepMeHTOB 1uKkiIa KanbBuHA BaXHBIM (HDaKTOPOM PETYJISIIIMM aKTUBHOCTH
TEMHOBOW cTamuu (OTOCHHTE3a SIBISIIOTCS KOHIIEHTPAIlMM CYOCTpaTOB M IPOJYKTOB
peakuuu. Y CThUYHAS MPOBOJAUMOCTh U 00BEM MEKKIIETOUHBIX MPOCTPAHCTB B Me30(huiIiIe
YMCHBINAIOTCS Y 00JydEHHBIX PACTEHUH, YTO MOXKET BIMATH Ha JoctynmHocTh CO; (Jia, L,
2008; Moghaddam et al., 2011; Fan et al., 2014; Arena et al., 2014; De Micco et al., 2014).
Kpome toro, mocie octporo o0y4eHHs B XJIOPOIIACTaX 0OHAPYKUBAIOTCS KpaxMalbHbIC
3¢pHa, YKa3bIBaIOIME Ha HAPYIICHUE BHYTPUKIETOUHOTO TpaHcnopTa MeTtabosmtoB (Wi et
al., 2005; Kim et al., 2011a).

B 1uenom, HEOOXOIMMO OTMETUTh MHOXXECTBEHHOCTh IyTei BiusHus MU Ha
doTtocunTe3. [IoMHUMO HEMOCPEICTBEHHO MOBPEKICHUS YYACTBYIOIIUX B PEAKITMOHHBIX

OUKJIax OMOJIOrNYECKUX MaKpOMOJICKYJI 3HAYUTEIbHBIN BKJIaJT BHOCHUT HAPYIICHUC
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MPOIIECCOB  PETYJISIIUM, OCYIIECTBISIEMYIO 4Yepe3 OKCIPECCUI0 TEHOB, PEIOKC-
YyBCTBUTEJIbHBIE CANUThl (PEPMEHTOB, a TAKXKE MOCPEACTBOM MOJUMDUKAIUU JIUITHUIHOTO
coctaBa MeMOpaH. BaxHBIM MOTEHITHATBHBIM MexaHu3MoM BimsiHuS MW Ha doTocuHTE3,
KOTOpPBI B HACTOSIIIEe BPEMs HE OCBSIIEH B HAy4YHOW JUTEpaType, MOXKET SBISTHCA
M3MEHEHHE HOHHOTO COCTaBa BHYTPU- U BHEKIIETOUHOM cpelibl. Ocobasi posib MPUHAJICKUT
KoHIeHTpamd HY, mockoiabKky Ha Bcex 9Tamax (OTOCHHTE3a CYHMIECTBEHHBIM
perynsiTopHbiM ¢daktopom siBisietcss BenuunHa pH (pH uwuroszons, xmoporiactoB u
aroruiacta, rpaareHT H' Ha riuToria3MaTHuecKo# U THIIaKOUAHBIX MeMOpanax) (Sukhov et
al.,, 2014; Shikanai, 2016; Sukhov, 2019). B cBow ouepenb, KIO4YeBOW (EepMEHT
nogaepxkanus pH — H'-AT®aza mmasmatnyeckux MeMOpaH — SBJISICTCS TMOTCHIMATBHOM
mumensto MW, a nns apyroro ¢epMenTa, noaaepKuBaroniero KieTounblii pH-romeocras,
V-AT®a3bl TOHOIIACTA, HAMIPSIMYIO TIOKa3aHa PETYJISAIUs IPU U3MEHEHUU KOHIICHTPAIUU
A®K (Ozolina et al., 2011; Cosse, Seidel, 2021).

Jbixanue. JIpixanue SBISETCS OYCHDb PATUOPE3UCTCHTHBIM MPOIIECCOM, JaXKe TPH
BoICOKHX 103ax MU ero mateHcuBHOCTH pactét (Hadley, Woodwell, 1965; Ursino et al.,
1974; Ursino etal., 1977; Stoeva et al., 2001). [Ipu xpoHUYIECKOM 00JTyYESHHUHN B MAJIBIX J03aX
WHTEHCUBHOCTD JIBIXaHUs CyIecTBeHHO He n3meHsetcs (Ursino, 1973), X0TsA B OTACIBHBIX
paborax ormeueHo Hekoropoe ymenbiieHue (Chandorkar, Clark, 1986). OtcyrcrBue
KOPPEISAUA MEXAY WHTCHCUBHOCTBIO JBIXaHUS H YCTBUYHOW TPOBOJUMOCTBIO Y
o0nmyuénnbix pactenuit (Ursino et al., 1977) cBuzgerensctByer 00 OTCYTCTBUU
JTUMUTHPOBAHUS CO CTOPOHBI CKOpPOCTH TocTyrieHuss O, K KIeTKaM W yKa3bIBaeT Ha
3aBUCUMOCTh OT BHYTPHKJICTOYHBIX PETYJSATOPHBIX TpoleccoB. OTHUM U3 3HAYMMBIX
PETyISTOPOB AbIXxaHUs siBNsieTcsa n3meHeHue cootnomenust ATD/AJID. [pu neticrBun N
TaKkoe COOTHOIIeHHEe MOokeT yMeHbinathes (Vasilenko, Sidorenko, 1996) u3-3a Bo3pociero
notpebnenuss AT®D, HeoOXoIUMOTO AJi1 BOCCTaHOBJIEHUS BbI3BaHHbIX MW Hapymienuii, a
TaK)Ke M3-3a JOJITOBPEMEHHOTO CHIDKCHHS MHTEHCUBHOCTH ApyTroro reHepupyromero ATd
nporiecca — otocuntesa (De Micco et al., 2011; Fan et al., 2014; Vitale et al., 2022).

Mo>xHO MMPCAIIOJIIONKUTb, YTO POCT MHTCHCHUBHOCTU JAbIXaHUA IMPH CTPCCCOBLIX YCIIOBUAX
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MOXKET SIBIIATHCSI KOMITEHCATOPHBIM TIPOIIECCOM W CIOCOOCTBOBATH IMOACPKAHUIO ITyJia
AT® npu yactuuyHo yrHeTéHHOM ¢doTocuHTe3e. [Ipuuém momoOHast peryisaius MOXKET
OCYIIIECTBIIATHCS HE TOJIBKO 3a cU€T m3MeHeHus komudecTBa AT® u AJID, Ho u 6maromaps
JPYTUM CUTHAJIaM CO CTOPOHBI Xj1oporiacToB (Araujo et al., 2014).

Tpancnopr. J[anbHul TpaHCHIOPT UTPAET BAXKHYIO POJIb B JKM3HU PACTEHHS Kak
I[EJIOTO OpTaHWU3Ma, B CHJIy HAJIWYHUS BBIPAKEHHBIX JOHOPHO-AKIIENTOPHBIX OTHOIICHHMA
MEXIY €ro OTACJIbHBIMU YacTIMH. Y OOJy4EHHBIX pacTEHUN IMOKa3aHO HapyIlIeHUE
MOTJIONICHUST KOPHEM W TPAHCIOPTa MO PACTCHUIO MHUHEPATBHBIX JJIEMEHTOB, a TaKKe
nanbHero Tpancmnopra hortoaccumuisaToB (Shelp et al., 1979; Vanhoudt et al., 2010; Kim et
al., 2011a; Singh et al., 2013; Kumar et al., 2017). B xauecTBe BO3MOKHOI'O MEXaHH3Ma
MPEANO0JIOAKEHO YyrHeTeHne GotodochopuniupoBanus u cHkeHue cojaepxanus ATD, uto
BeET K MOJIABJICHUIO YHEPrO3aBUCUMBIX MTPOIIECCOB, B TOM umnciie, Tpancnopta (McCabe et
al., 1979; Vasilenko, Sidorenko, 1996). JIlpyruM BO3MOXKHBIM MEXaHHU3MOM SIBJISICTCS
W3MCHEHHUE BEJTUYHMHBI aTTparupyroniero 3hdexra co CTOpoHBI OPTAaHOB AKIENITOPOB, YTO
CBSI3aHO C M3MEHEHHEM FOPMOHAIBHOTO cTaTyca pactenuit (Gudkov et al., 2019).

Nmeromuii MeCTo B pacTeHUSIX MEPEHOC Ha OOJIbIINE PACCTOSHUSI aCCUMUIISITOB U
MUHEPAIbHBIX 3JIEMEHTOB IO COCYyJlaM KCUJIEMBI U (DII03MBI, BO MHOTOM OIpeaeseTcs
paboTO OCYIIECTBISIOMIUX 3arpy3Ky M BBITPY3KY TPaHCIOPTHUPYEMBIX COEIUHEHUN
MEMOpaHHBIX TIEPEHOCYMKOB. PaboTa TakmX MEPEHOCYHMKOB, OTHOCSIIMXCS K CHCTEMaM
BTOPUYHOTO aKTUBHOTO TPAHCIIOPTA, 3aBUCUT OT BEIUYUHBI JJICKTPOXUMUYECKOTO
rpajJiieHTa MPOTOHOB, KOTOPBIN co3naéres H-ATdazoit mirasmarnueckux memopan (Cosse,
Seidel, 2021; Fuglsang, Palmgren, 2022). O BO3MOXHOM H3MEHEHHU AaKTUBHOCTHU
nporoHHOW AT®a3er mox BnusinueM U MokeT cBUIETETLCTBOBATh HAOIIOAAEMOE TIOCIIC
OCTpOro  oOJiydeHUs  BpeMeHHoe  (Ha  HECKOJbKO  4YacOoB)  HMCUE3HOBCHHE
(boTOMHIYIIMPOBAHHOTO BoO3pacTaHuss MeMOpanHoro motenimana (Esch et al., 1964),
KOTOpPO€ B HOpPME OOYCJIOBJICHO YBEIMYEHUEM aKTHMBHOCTH 3TOro ¢gepmenta. M3meHenue
AJIEKTPUYECKOTO TIOTEHIINAJIA TIa3MaTHIECKONH MeMOpaHbl MPU 00JIydYEeHUH OTMEYCHO U B

npyrux paborax (Marciulioniené et al., 2017). HanpaBieHHOCTb ¥ BBIPaKCHHOCTD 3 deKTa
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3aBUCST OT JO3BI: IPU O0TYyUEHUH B MAJIBIX J03aX 00J1ee BEIPA)KEHO BPEMEHHOE BO3PAaCTaHUE
HOTeHIIaa, Mpy o0ayueHuH B OoJbImx qo3ax — cHkeHue (Esch et al., 1964). Hapsiny ¢
U3MEHEHUEM AaKTUBHOCTU NPOTOHHOM AT®a3pl BO3MOXHOW MNPUUYMHOW HAOIIOAAEMBIX
3h(exToB MOXKET ObITh M3MEHEHHE AKTMBHOCTH MOHHBIX KaHAJOB, BHOCSIIUX BKJIAJ B
(dopmupoBaHre MEMOPaHHOTO TOTeHIMAMa. B mepByro odepens 3To kacaetcss K'-kananos
(Tishkin et al., 2007; Marciulionien¢ et al., 2017), Ho MU Taxxe BIuseT Ha IPOHUIIAEMOCTh
mem6pansl 11 nonos Cl-u Ca?* (Sevriukova et al., 2014). Mmeronye MecTo Ipy 00 ay4eHIH
W3MCHEHUS B AKTUBHOCTH MEMOPAHHBIX TPAHCIOPTEPOB MOTYT OBITh BBI3BAHBI HX
dbuznonornyeckoir perynsiuei. B ugactHoctH, A®K sBastorcs 3 PeKTUBHBIMU
peryisTopaMu akTHBHOCTH mpoToHHOM ATda3el n monubix kanajiaoB (Kuo et al., 1993;
Demidchik, 2018; Majumdar, Kar, 2018). Taxxe ADK-uHIyIUPOBAHHOE IMEPEKUCHOE
OKHUCJICHHE JIMTTHJIOB U3MEHSET XUMUYECKUN COCTaB U (U3HUECKHE CBOMCTBA MEMOpaHBI, B
TOM YHCJIC BIHSS HA €€ BI3KOCTh U IOBEPXHOCTHBIN 3apsiil, MOKET MPUBOIUTH K HAPYIIICHUTO
dbopMHpOBaHUS MPABWILHOTO OKPYKEHHs OCIKOB-TPAHCIIOPTEPOB U, KAaK CJICACTBHE, MX
aktuBHOCTH (Benderitter et al., 2003; Zhirnov et al., 2010; Taheri et al., 2014).

B 1ienmom, 0630p criekTpa GU3HOIOTHYECKUX N3MEHEHHUH, BEI3BIBAEMBIX 00 TyUEHUEM,
JEMOHCTPUPYET, 4TO B peanuzaiuio ¢pdexroB UM moMumMo CTPYKTYpPHBIX HapyIICHHI
OOMNBINION BKJIaJ BHOCAT CUTHAJIBHO-PETYJISITOPHBIE CHUCTEMbl. BBIOTHEHHBIA aHaIU3
MO3BOJISIET TPEAIOIOKUTh BBICOKYIO PaAHMOYyBCTBUTEIBLHOCTh CUTHAJIWHTA, YTO MOJXKET
BJIUSITh HE TOJIBKO HAa pPa3BUTHME OTBETOB HENOCPEACTBEHHO Ha jaevicteue WM, HO u Ha
CIIOCOOHOCTH OOJYYEHHBIX pacTeHUi (POPMUPOBATH YCTOWUMBOCTH K APYrHM (akTopam

CpE/IbI.

1.2. CurnaJjibHble CHCTEMbI PaCTeHUI
Pactenust 006amar0T pa3BUTON CUCTEMOW CTPECCOBOW CHUTHAIHM3AIMN, OCHOBAHHOU
Ha PacHpOCTPAHEHUH CUTHAJIOB PA3JIMYHOM MPHUPOIBI, YTO BO MHOTOM OOYCIIOBJIEHO HMX
MPUKPEIUIEHHBIM 00pa30M >KU3HU. bosiblliasg 4acTh CTPECCOPOB BOCIIPUHUMAETCS JIOKAIBHO

— WY 30HaMH PACTEHUI, Ha KOTOpbIE HANPaBJICHO BO3ACHCTBUE, WM 30HAMHU, HauOoJee
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YYBCTBUTEIBHBIMU K JACHCTBHUIO (pakTopa. /s pa3BUTHA CKOOPAMHUPOBAHHOTO OTBETA Ha
HEOJIaronpusiTHbIC YCIOBUS U (POPMUPOBAHUSL YCTOMYMBOCTH HA YPOBHE BCEro OpraHU3Ma

110 PACTEHUIO pacipocTpaHsroTcs crpeccoBbie curaansl (Choi et al., 2017; Li et al., 2021,

Cai et al., 2023; Myers et al., 2023).

1.2.1. Tunbl JMCTAHIMOHHBIX CTPECCOBBIX CUTHAJIOB PACTeHH I

BOJBIIMHCTBO JUCTAaHIIMOHHBIX CTPECCOBBIX CUTHAJIIOB PACTEHUN MPOXOAUT YEPE3
TPU CTaAuU: TEHEpalus CUrHajza B KJIETKaXx B OTBET Ha JEHUCTBUE CTUMYJA,
pacnpoCTpaHEHUE CUTHaja 10 NPOBOISIIMM TKaHSAM, pa3BUTHE (DYHKIIMOHAJIBLHOTO OTBETA
Ha CUTHAJI B OTHAJIEHHBIX OT 30HBI €r0 IeHepauuM KieTkax. Ha cragusax, CBA3aHHBIX C
BHYTPHUKJIETOYHBIM Pa3BUTHEM CUTHANA, MOXKET IIPOUCXOAUTH €r0 KOPPEKLIHS, CBSI3aHHAS C
B3aMMOJICHCTBHEM KOMIIOHEHTOM pAa3JIMYHBIX CUTHAJBHBIX CHUCTEM. DTO CIIOCOOCTBYET
HamOoJiee TOYHOM TMOACTPOMKMA MMApaMETPOB CHUTHAIA C YYETOM XapaKTEPUCTHUK
JEHUCTBYIOILIETO CTpeccopa, (PU3MONOTMYECKUM CTaTyCOM PACTEHMS] U HaJUu4Ms JIPYTHUX,
JICHCTBYIOIINX MapajuienbHo, crpeccopos (Choi et al., 2016; Gilroy et al., 2016; Zandalinas
et al., 2020; Oelmiiller, 2021; Roychoudhury, Aftab, 2021; Singh et al., 2021; Costa et al.,
2023; Ladeynova et al., 2023).

TpagMMOHHO y pAacTEHUM BBIACIAIOT THAPABIMYECKHE, XUMHUYECKHE U
ANEKTPUYECKUE TUCTAHIIMOHHBIE CTPECCOBBbIE CUTHAJbL. B 0coOyi0 rpynmy TakXe MOTyT
OBITh BBIJCNIEHBl TPO(YUUYECKUE CHUTHANBI, KOTOpBIE SIBJISIOTCSA CIEICTBUEM H3MEHEHMS
MEeTa0O0JMYECKON aKTUBHOCTU pPa3HbIX TKAHEH M OPraHOB pAaCTEHUN B HEOJIAroNpHUSTHBIX
YCIOBUSAX. YKa3aHHbIE THIBI CUTHAJIOB PA3JIMYAIOTCA IO MEXaHM3MaM U CKOPOCTSIM
pacnpocTpaHeHHs, a Tak)Ke MapaMeTpaM BBI3bIBAEMBIX UMHU (YHKIIMOHAIBHBIX OTBETOB
(Huber, Bauerle, 2016; Shabala et al., 2016; Costa et al., 2023).

I'mapaBauyveckne curHaabl. ['uapaBInyecKre CHUTHAIBI MPEACTABISIOT COOOMU
pacnpocTpaHsoImuecs Mo COCy/laM HM3MEHEHHUs [aBJIEHUs BOJbl. JTO camble OBICTpbIE
CTPECCOBBIE CHUTHaNBI pacTeHnil. CKOpPOCTh MX TMepeladyd JOCTUTaeT CKOPOCTH

pacipoCTpaHCHUS 3BYKa B BOJC. B 3aBucumocTu ot THNa CTUMYJIa MOKCT UMCTh MCCTO
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CHIDKCHUE JTaBJICHHS, YBEIMYCHUE JaBJICHUS, a TAK)KE UMITYJIbCHBIC CKAYKH MTOBBIIIEHHOTO
nasienus B cocyaax (Christmann et al., 2013; Lopez et al., 2014; Torres-Ruiz et al., 2015).
CHWKCHHUE JaBJICHHS PETUCTPHPYETCS NMPH CHIKCHUM BOJHOTO IMOTEHIHMAda BO BPeMs
3aCyXH U JAPYTHX CTPECCOB, HMEIOIINX OCMOTHYECKYIO KommoHeHTy (Zhang et al., 2014).
[ToBbIlIeHUE NABJICHUS PETUCTPUPYETCS B PE3yJIbTaTe HArPeBaHUs WM OXKOTA JIUCTHCB,
NIEpEeMEIICHUS BOIBI MTyTEM MEXaHWYCCKOrOo M3ruda, a TakKe B HEKOTOPBIX CIydasX IO
neiicreuem 3acyxu (Lopez et al., 2014; Vandeleur et al., 2014; Huber, Bauerle, 2016). B
3aBHCHMOCTH OT THIIAa CTpeccopa TIeHepanus THIPABINYCCKOrO0 CHUTHAjJa MOXKET OBITh
CBSI3aHa C W3MCHEHUEM Typropa KJICTOK KOPHS M JIUCTHCB B pe3ysIbTaTe BO3pACTaHHMS
I'PaJMCHTOB BOJJHOTO TOTEHIIMATA Ha TPAaHUIaX C MOYBON M aTMOC(HEpOid M ¢ MEXaHUIECKIM
MOBPEXKICHUEM COCYJIOB IpoBosiux mydkoB (Lopez et al., 2014; Huber, Bauerle, 2016).
Bocnpustre rupaBIudecKoro CUrHajaa MPOUCXOIHUT 3a CUET M3MEHEHHSI Typropa KIETOK,
OKpPY)KaIOIIIMX COCYABl KCHJCMBI, a TakXe 3a CYET aKTHBAIlMM Ha HMX MeMOpaHax
MEXaHOYYBCTBHUTEIBHBIX KaIbIIMEeBBIX KaHaioB (Tyree, Yang, 1990; Christmannetal., 2013;
Huber, Bauerle, 2016). ®wusuonoruueckas peryjsiius T'€HEpalud W BOCIPUATHS
THJIPABIIMYECKOTO CHUTHAJIa MOXKET OCYIIECTBISATHCS, NMPEHMYIIECTBEHHO, Ha YpPOBHE
WU3MCHEHUsSI TMPOHUIIAEMOCTH MEMOpPaHHBIX BOJHBIX KAaHAJIOB — aKBAaIIOPHHOB, a TaKKe
n3MeHeHus nponunaemocty yetbuil (Vandeleur et al., 2014; Sade et al., 2015). B uenowm, 3a
CUET MajIoro KOJUYECTBA MEXaHU3MOB T'CHEpAIK, BOCIIPUATHS ¥ KOPPEKTUPOBKH CHTHAJIA
THJIPABIIMYECKAE CHUTHAJIBl O0JalaloT HEBHICOKOH HWH(POPMATHBHOCTHIO O MPHUPOC
neictpyromero ¢akropa. KoaupoBka curhamga, IO-BHIMMOMY, pealM3yeTcs 3a Cuér
JNCTCKTUPOBAHUS HAIpaBJICHUs (MOBBIIICHUE WM TOHMKCHHE JIaBJICHUS) M BPEMEHHOTO
naTTepHa CHTHAIA.

XuMHUYecKHe CUTHAJbl. XHUMHUYECKHE CHUTHAJbl MPEACTABISIOT  cOOOM
pa3Ho00pa3HbIE MOJICKYJIbI, TPAHCIIOPTUPYEMBIE TI0 PACTEHUIO HA Pa3INIHBIC PACCTOSHUSI.
OHM SABJISIOTCSA CaMbIMM MEJICHHBIMH JUCTAHIIMOHHBIMU cHrHanamu pactenmii (Huber,
Bauerle, 2016; Costa et al., 2023). NckimtoueHue cOCTaBIsSET TOJbKO HEOOJbINAS TPYIINa

Fa3006paBHBIX JETYUNX XHMHYCCKHUX CUTHAJIOB, CKOPOCTb KOTOPBIX COOTBCTCTBYCT
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ckopoctr muddy3un rtazos (Oelmiiller, 2021). Hwuskas ckopocTh pacnpocTpaHCHHS
KOMITICHCUPYETCS OOJIBIIUM Pa3HOOOpA3UEM M BBICOKON CIEIN(UIHOCTHIO TAKUX CUTHAJIOB
K BBI3BIBAIOIIEMY HX CTpeccopy. Te WM MHbIe XUMUYSCKHUE CHUTHAJIBI MOTYT BO3HHKATh B
OTBET Ha JIF000E BO3JICHCTBHE, CIIOCOOHOE OKa3bIBaTh BIMSAHUE Ha pacTeHue. K Hanbosee
OOIIMPHBIM M HW3YYCHHBIM TPYIMIaM MOJCKYJ, YYacTBYIOIIUX B JUCTAHIIMOHHOM
curnanuare, otHocarcs A®K, nonsl (B nepsyro ouepens, Ca?*), GUTOrOpMOHEI, Mable
PHK, nentumel, 6enku, MmoOmibHbe MeTtaboauTel (Verma et al., 2016; Oelmiiller, 2021,
Singh et al., 2021; Cai et al., 2023; Costa et al., 2023). HekoTopbIMu aBTOpaMH TaKke
BbIICIsIeTCS curHan Ha ocHoBe ciuuroB pH B amoracre (Felle, 2001). I'eneparus
JUCTAHIIMOHHBIX CUTHAJIOB IIPOMCXOINUT Ha MeMOpaHax UM BHYTPH KJIETOK, BOCTIPUHSBIITIX
CTPECCOBOE BO3IEHCTBHE. [ HEKOTOPBIX XUMHYIECKUX CHIHAJIOB, Hanpumep, ADK u Ca?
BOJIH, XapaKTEPHO CaMOIIOICPKUBAOIIEECs paclPOCTPAHEHUE 3a CUET PeaKINA yCUIICHUS,
IIPOUCXOAIINX B KJIeTKax BIoJib npoBosmiero myty (Choi et al., 2016; Gilroy et al., 2016;
Johns et al., 2021). BocrpusiTue curHanga mMpOUCXOINUT 3a CYET PEIEITOPOB HA MeMOpaHax
WIA BHYTPH KJICTOK-MHUIIICHEH. 3a CUET BHICOKOW CTENEHU TIEPEKPHITHS CUTHAIBHBIX ITyTEH
Ha YPOBHE KJIETOK BO3MOYKHA TOACTPONKA M KOPPEKIIHUS CUTHAJIOB B IIIMPOKOM JHAIla30He.
D10 obecreynBacT BBICOKYIO HWH()OPMATHBHOCTh XUMHYECKHX CHTHAJIOB W IIO3BOJISICT
3alycKaTh ajanTuBHbIC Tporecchl Haubosee Touno (Roychoudhury, Aftab et al., 2021;
Singh et al., 2021; Costa et al., 2023).

DJIeKTpUYeCKHe CHUTHAJBI. DJEKTPUYCCKHE CHTHAIBI IPEACTaBISIOT COOOH
KOMILUIEKCHYIO PpEakIuio, HauboJiee XapaKTepHOH OCOOCHHOCTBIO KOTOPOW SIBISETCS
pacrpocTpaHsIoneecss U3MEHeHHe MeMOpaHHOro moTeHnuana kietok (Vodeneev et al.,
2015; Choi et al., 2016; Szechynska-Hebda et al., 2022; Fromm, Lautner, 2023).
DJIEKTPUYECKUE  CUTHAJIBl  3aHUMAIOT  MPOMEKYTOYHOE  TOJOXKCHHE  MEXKIY
THJIPABIMYECKAMU U XUMHUYECKHMH CHUTHAJIAMH 10 CKOPOCTH PaCIPOCTPAHCHUS U TTOJTHOTE
nepeaaBaeMoit nHpopmaru o Bbi3BaBieM ux crpeccope (Mudrilov et al., 2021). Dro, a
TaKXe MIUPOKHH CHEKTp (HaKTOPOB, CHOCOOHBIX BBI3BIBATH T'CHEPAIMIO JJICKTPUYCCKHUX

CHUI'HAJIOB (BHCOKaH N HHU3Kad TEMIICpAaTypa, 3aCyxd, MCXAHHYCCKOC IIOBPCIKICHUC,
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[IOEJJaHNE TPABOSIAHBIMU JKUBOTHBIMHM, BBICOKAs HMHTEHCHUBHOCTb CBETA, XUMHMYECKHE
areHThl, JIEKTPUUYECKasl CTUMYJISALINS, HOHU3UPYIOLIEE U3ITYUEHHE), JEJIaeT MIEKTPUUECKUE
CHUTHaJbl BaXHBIM (AKTOpOM TpU (POPMUPOBAHWU YCTOMUMBOCTH PACTCHHH K

ObICTpOHapacTaroImM ctpeccopam cpenbl (OmpuroB u np., 1991; Vodeneev et al., 2015;
Szechynska-Hebda et al., 2022; Fromm, Lautner, 2023).

1.2.2. MexaHu3MBbI TeHEPAIIUM U PACTIPOCTPAHEHHSI YJIEKTPHUYECKUX CUTHAJIOB

B nHacTosmee BpeMsi BBIIEISIOT YETHIPE THIA JUCTAHIIMOHHBIX SJIEKTPUUCCKUX
CUTHAJIOB C pa3WyHbIMU Tapamerpamu: noteHuuan gevcteus (I1J[), BapuaGenbHbIN
norenrman (BII), paneBbiit motennuan (PIT) u cucremusiii morenrman (CIT) (Huber,
Bauerle, 2016; Fromm, Lautner, 2023). MoHHBIIi MeXaHU3M H3MEHEHHUS MEMOpPaHHOTO
MOTEHIIMAIA Y BCEX DJEKTPUUYECKUX CUTHAJIOB CXOJIHBIA M OCHOBAH Ha MOCIE0BATEIIbHOM
M3MEHEHUH JIBIKYIIEH cuibl U motokos nonos Ca*, Cl', K*, H* (Vodeneev et al., 2015).
Pazmuuus  Mexmy — CHTHajJaMd  pasHBIX — THUIOB,  IO-BUAUMOMY,  OOYCIIOBJICHBI
MPEUMYIIECTBEHHO PA3INMYUSIMHU B MEXaHU3MaX paclpoCTpaHEHHUs. DTOT MapaMeTp UMeeT
ocoboe 3HAYeHHE, TIOCKOJBbKY JJICKTPUYECKUH CHTHalI 0O0JagaeT OrpaHMYEeHHOU
CIIOCOOHOCTBIO K PACHpOCTPAHEHUIO W3 30HBI TEHEpalMK K 30HE BOCHPHUATHS U
NOJICP)KUBAETCS KeTKaMu BoJib mpoBoasiiero nytu (Gilroy et al., 2016; Johns et al.,
2021).

IHoTreHumna aeicTBUSA SABISIETCA NEPBBIM OTKPBITBIM Y PACTEHUN JJIEKTPUUYECKUM
curHasioM. W3HawampHo [/l Ob1 ommcaH mans JIOKOMOTOpHBIX pacteHuit (Dionaea
muscipula, Mimosa pudica), mo3»e oH Tak»xe ObLIT 00HAPYKEH y pacTeHUH, He 0071a1al0NINX
CIMIOCOOHOCTBIO K OBICTPBIM JIBMKEHUAM TUCTheB (OnpuroB u ap., 1991). I1]] Bo3HHKaeT B
OTBET Ha HEMOBPEKIAIOIMINE BO3JACHCTBUS, TaKWe KaK OXJIAXJICHHE, BBICOKAs
WHTEHCUBHOCTb CBETA, XUMUYECKUE areHTHI, DJICKTPUUECKAsl 1 MEXaHUYECKasi CTUMYJISIINS,
nonmsupyromiee uanyuenue (Fromm et al., 1995; Trebacz et al., 2006; Volkov et al., 2010,
2013; Bohm et al., 2016; Krausko et al., 2017; Pavlovic et al., 2017; Hagihara, Toyota, 2020;

Hedrich, Kreuzer, 2023). Peakiust umeeT (HopMy HMITYJIbCHON AEMOJSAPU3ALNHU, €€
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JUTUTEIIbHOCTh BapbUPyeT OT JOJEeH CEeKYHIbl 0 HECKOJbKHX JECSITKOB CEKYH].
Pacnpoctpanenne IIJI mpoucxomut mo ¢iaodme 3a CYET BOCHPHUATHS HU3MEHEHHOTO B
COCeIHMX 30HaX MMOTEHIMaa NoTeHInan-3asucumbiMu Ca?*-xananamu (Fisahn et al., 2004;
Fromm, Lautner, 2023). I'enepamus I1]] 3amyckaercss BxogoM noHoB Ca?" B KIIETKy W3
anomacta. B pesynsrate aToro orkpeiBarorcs Ca?*-3aBHCHMBIE AHMOHHBIC KAaHAIBI M
AHUOHBI BBIXOJT W3 KIETKH IO TPATUEHTy D3JIEKTPOXMMHYECKOTO TMOTeHIHana. Poct
BHYTPHMKJIETOUHOTo cojepxkanus Ca®" Takke BBI3BIBACT OOpaTHMYIO0 MHAKTHBamuio H*-
AT®a3pl. B pesynbrare cymMMmbl 3THUX TIpolieccoB Qopmupyercs ¢dasza IenoIIpU3aIuim
ma3MaTuyeckoi MeMOpaHsl. Mi3MeHeHre NoTeHana Ha MeMOpaHe MPUBOJUT K aKTUBALIMH
NOTCHIMAI-3aBUCUMbIX K'-KkaHa/lOB, B pe3yjbTaTe Yero pa3BHUBACTCS PEMOJSIPU3AIMS.
[Tapa/ulenbHO B LIUTOILIA3ME CHUKAETCS KOHIEHTpaunus uoHoB Ca®', uro nmpuBOgMT K
BoccTaHoBNeHHIO akTuBHOCTH H'-AT®a3wr (Vodeneev et al., 2015). K otnuyureabHbIM
ocobeHHocTsiM [IJ[ oTHOCWTCS HaiMuuWe TOpora BO3HUKHOBEHHSI, PAcCIpOCTpaHEHUE C
MTOCTOSTHHOW aMITJTUTYI0ON M CKOPOCTHIO 0€3 3aTyXaHwusl, HaIndre pedpakTepHOro mepruoa,
CIIOCOOHOCTH PacIpOCTPaHATLCS TOJIBKO 10 kuBbIM TKausaM (Huber, Bauerle, 2016; Fromm,
Lautner, 2023).

BapuaGebHbIii MOTEeHIMAJ SBISETCS CIICIMPUIECKON IIEKTPUUECKON PEaKIne,
XapaKTEPHOM TOJIBKO JUISl BBICIIMX pacTeHui. BIl BO3HMKAaeT B OTBET Ha MOBPEXKIAIOIIME
BO3NICHCTBHS, TaKWe KaK MEXaHWYECKOEe TOBPEKICHUE, IMOSAaHUE TPaBOSTHBIMU
’KUBOTHBIMH, CHIIbHBIN Harpes, oxxor (Filek, Koscielniak, 1997; Fromm et al., 2013; Gallé
et al., 2015; Vodeneev et al., 2015). Peakiust umeet Heperysspuyio Gopmy. Kak npaswuiio,
UMEeT MECTO PEe3Kuil (PPOHT ACTOIAPHU3ANNN, CYMMapHas IJIUTCIBHOCTh PEAKIIMH MOXKET
U3MEPATHCS JIeCATKaMu MHUHYT U Oosiee. COTIaCHO COBPEMEHHBIM TPEICTABICHUSM, IS
pacrpoctpanenus BIT tpebGyroTces Bzanmonoaaepxkusaromuecs ol AOK u Ca?* (Choi
et al., 2016; Gilroy et al., 2016; Johns et al., 2021). CoBmecTHOE pacmpoCcTpaHEHUE BOJIH
MPOUCXOJUT B  pe3yjabTaTe MHTETpAllMd CHTHAJOB, KOTOpas oOecreunBaeTcs
B3aumozeiicteuem Ca?', nocrymaromero B uuromnasmy depe3 A®K-akTuBHpyemble

kanpueBble KaHanel, u A®K (mpemmonoxurensHo Hy0;), mpoxyumpyemsie Ca?-



28

aktuBupyemoit HAJI®H-okcupazoit mnazmanemmbsl (RBOH). B pacnpocrpanenne BII
TaK)K€ BHOCHT BKJIQJ THJPaBIMYECKas BOJIHA, KOTOpas, Kak IMpearnoJiaraercs, BeAET K
BO3PACcTaHUIO CKOPOCTH IMEpeHOCa XMMHUYECKOro KoMioHeHTa curHaiza (Vodeneev et al.,
2015; Johns et al.,, 2021). Mexanusmbl renepanuu BIl anamorwmuner I1/], omHako
npeAnonaracTcs pasaMude B 3ajeiicTBoBaHHBIX Ca®'-kamamax (BMeECTO IIOTeHIMAl-
3aBHCHMBIX YYacCTBYIOT MEXaHOUYBCTBUTCIIBHBIC W/WIM JIMTAHI-yIpaBiIsSeMble) U
yBenMueHUH BKiajga nHaktuBanuu H'-AT®a3er (Vodeneev et al., 2015). K ocobennocTsm
BII otHOCHTCS CITOCOOHOCTH pa3BUBATHCA B NEPHO a0COIIOTHOU pedpakTepHocT ais [1]1,
CHIDKEHHE aMILTATYIbI B CKOPOCTH PACIPOCTPAHCHHS MPOIOPIHOHAIBHO PACCTOSHUIO JI0
30HBI Pa3IPAKCHHSI, 3aBUCHMOCTh BEJIMYMHBI OTBETa OT MHTCHCUBHOCTH ITOBPEKIAIOIICTO
crumysia (Huber, Bauerle, 2016; Fromm, Lautner, 2023).

PaHeBbIil MOTEHIMAJ BBIICICH OTACIBHBIMHA HCCIICIOBATEIIIMA KaK OTIIEIbHBIN
THUIT 3JEKTPUUYECKOTO CUTHAIA M3-32 HEKOTOPBIX OoTiinuui oT BII, Onu3koro x HeMy 1o
napamerpam (Huber, Bauerle, 2016). PII Bo3HHMKaeT B OTBET Ha MEXaHHYCCKHUC
HOBPEXKICHHS (PaHCHHS) M PACIIPOCTPaHACTCS 3a CUET M3MEHEHUs Typropa kietok (Zebelo,
Maffei, 2012). ITo monnomy wmexanusmy reHepanuu PI1 maentuuen BII, omgHako oH
oOnamaeT oOdYeHb MaJloW JuMcTaHIuedl pacnpoctpaHeHus. OH pErUcCTpUpyercs Ha
pPacCTOSHUSAX, HE MPEBBIMAIONUX HECKOJIHKO CAaHTHMETPOB OT 30HBI MOBPEKICHUS, YTO
SBIIICTCS OCHOBAHUEM JUIS JUCKYCCHM, cuuTaTh Jid PII HMCTHHHO IHCTAHIIMOHHBIM
anextpuueckum curaaioM (Huber, Bauerle, 2016).

CHCcTeMHBII MOTEHIHMAJ SIBIISICTCS HAauOoJIee MO3JHO BBIICICHHBIM U HaWMEHEe
W3YYCHHBIM THUIIOM JJIEKTpUYeCcKuX curHaioB pactenuii (Huber, Bauerle, 2016; Sukhov et
al., 2019). KimroueBbim oTiinyrieM CIT 0T Apyrux THUIOB SJIEKTPHUECKUX CUTHAIOB ABJISICTCS
oOpaTHas HampaBJICHHOCTh H3MEHECHHS MEMOpPaHHOrO TOTEHIMAla — THUIEepP-, a He
nenonspu3anys. OCHOBHBIM MEXaHU3MOM TAaKMX W3MECHCHUU TPEIIOJNIaraloT aKTHBAIIHIO
H*-AT®a3b1. [leTanbHblil aHATIM3 MEXaHW3MOB reHepanuu U pacnpoctpanenus CIT k

HACTOSIIIEMY BpeMeHHU He BbinosHeH. M3BecTHO, uTo CII crmocoOeH K pacnpocTpaHEHUIO Ha
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JIMTCIIBHBIC PACCTOAHUA, CHIHAJI HC IMOAYHUHACTCA IIpaBUITY «BCE HWIH HHYETO»

(Zimmermann et al., 2009).

1.2.3. UuaynuupoBaHHbIE 3JIeKTPUYECKUMHU CUTHAJIAMU (PyHKIIHOHAJIbHbIE OTBEThI

OYHKIIMOHAIbHBIE OTBETHl HAa SJEKTPUUYECKHUE CUTHAIIBI TMPEACTaBISAIOT COOO0M
BPEMEHHOE  W3MCHCHHE  aKTUBHOCTH  (PU3MOJOTMYECKUX  TIPOIECCOB,  CTaTyca
BHYTPHUKJIETOYHBIX CUTHAJILHBIX CUCTEM M YPOBHS dKCIpeccur reHoB. K KiltoueBbIM OTBETaM
OTHOCSAT W3MEHEHUE MHTEHCUBHOCTH (DOTOCHHTE3a, AbIXaHUs, CHHTE3a 0eiKka, (hI03MHOTO
TpaHcnopTa, HakoruieHuss AT®, mpoxykuuu ¢utoropmonos, u ap. (Stankovic, Davies,
1996; Koziolek et al., 2004; Dziubinska et al., 2006; Gall¢ et al., 2015; Marhavy et al., 2019;
Sukhov, 2019; Ladeynova et al., 2020; Khlopkov et al., 2021; Fromm, Lautner, 2023). B
1[EJI0M, TaKHE PEAKIIUU CIIOCOOCTBYIOT PA3BUTHIO YCTOMUYMBOCTHU U aJanTallii PACTCHUM 32
CuéT CHWKEHUS (U3HOJOTUYECKOW AaKTUBHOCTH B HEOJArompUSATHBIX — yCIIOBHSX,
HAKOILJICHUSI SHEPTHH IS TIPOIIECCOB perapalii U CHHTE3a 3allUTHBIX coeauHeHuil. Ha
NPOTSHKEHUU  JUIMTENIBHOTO  BPEMEHHM  CUUTAJIOCh, YTO  OJJEKTPUUYECKUE  CUTHAIbBI
MPEACTABISAIOT CO00M HecTenuUUECKyI0 CTPECCOBYIO PEAKIMI0O U HE CIIOCOOHBI HECTH
uHpopmanuio o BbiBaBiieM uXx crumyie ([Tateirua u ap., 2008). CooTBeTCTBEHHO,
BbI3BaHHBbIC CUTHAJIaMU (DYHKIIMOHAJIBHBIE OTBETHI W (opMUpyeMasi UMH YCTOMYHUBOCTH
TaK)ke JO/DKHAa WMETh YHHMBEPCAJIBbHBIN xapakrTep. [lomo0HBIC TIpencTaBICHHUs] BXOMIST B
MIPOTUBOPEUHNE C PA3BMBAEMOM B IOCJIEAHUE TOAbl KOHIUECHIIUEH O TECHOU CBSI3U MEXKIY
AIEKTPUYECCKUMHU U JIPYTUMH, 00JIaJaromMu OONbIIeH CIeU(PUIHOCTHIO, CUTHATBHBIMU
cucremamu (Pavlovi¢, Mancuso, 2011; Farmer et al., 2020; Johns et al., 2021; Ladeynova et
al., 2023). JI;1st BeIABICHHS BO3MOKHON MH()OPMAIIMOHHOM POJIH 3JICKTPUUCCKHX CUTHAIOB
HE00XOAMMO MPOBEACHHE IONOJHUTEILHOTO aHAIN3a JIUTEPATYPHI.

Hawnbonee mepcHeKTUBHBIM  TPENCTABISCTCS  PACCMOTPEHHUE  TapaMeTpoB
(GYHKIIMOHATBHBIX OTBETOB, BBI3BIBAEMBIX BII, TOCKOJIBKY ATOT THIT 3JICKTPHUYCCKUX
CUTHAJIOB 00JiajaeT Hambojee pazHOOOpa3HbIMU U HEPETYISpPHBIMUA (OPMaAMH, KOTOPHIE

3aBUCAT OT THIA U PEKUMA JIEUCTBUS CTUMYJIA, BbI3BaBliero BII. MoxHO BblIeIUTh TpU
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CIieHapwusi, T0 KOTOpeIM (hopmupyrorcst nHaynupoBanubie BIl (hyHKIMOHATBEHBIE OTBETHI.
Bo-mepBbIX, OTBETHI C IMOPOTOBBIM MPHUHITUIIOM, T BEJIWYMHA TIOpOTa 3aBUCUT OT
UCXOJTHOTO CTaTyca pacTeHHs. Takoil BapWaHT MOKa3aH, HAPUMeEp, JIJIs IKCIIPECCUU TeHa
pin2 y pactenwmid, neuiuTHLIX Mo adcuuzoBoii kuciaore (Herde et al., 1999; Zandalinas et
al., 2020). Bo-BTOpBIX, OTBETHI, CIOCOOHBIC MCHSTh KOJMYCCTBCHHBIC ITOKA3aTCIH B
3aBUCUMOCTH OT THMAa W CHJIbl CTHMYJa W HAJIWYWSA JOMOJHUTEIHHO JACHCTBYIOIIUX
dakropoB. K TakuM OTHOCATCS, HaANpUMeEp, HWHTEHCUBHOCTh (DOTOCHMHTE3a, CHHTE3
TOPMOHOB, 3Kcpeccus HekoTophix TeHoB (Vian et al., 1999; Suzuki et al., 2013; Vuralhan-
Eckert 2018; Zandalinas et al., 2020; Mudrilov et al., 2021). B-TpeTbux, 0TBETbI, MCHSFOIIIHE
BBIPXEHHOCTH (Da3 BIIOTH /IO TIOJHOTO U3MEHEHUS HAIIPABJICHHOCTH KOHEUHOTO 3 deKTa
B 3aBUCUMOCTH OT IpUpoAsl ctumyia. Hanbonee BeIpakeH Takoil clieHapuid JUisl OTBETOB
ycrerunoi npoogumoctu (Gil et al., 2008; VVuralhan-Eckert et al., 2018; Zandalinas et al.,
2020). Jlns AByX TOCHEAHMX CIEHAPUEB IIOKA3aHO XOPOIIEe COOTBETCTBUE MEXKIY
napamMeTpaMu (PYHKITMOHAIBHBIX OTBETOB U BBI3BIBAIOIINX WX JJICKTPUUECKHUX PEAKITUN.

Takum o00pa3oM, aHaIW3 IOKa3bIBAaET, 4YTO OOJbIIas dYacTb OTBeTOB Ha BII
YHUBEpPCaIbHAa M OTBEYAET 3a OOIIECTPECCOBYIO PEAKIHMIO C TOJIABIICHUEM AaKTHBHOCTH
dbusnonoruyeckux mnpoieccoB. [Ipu »Tom nMeeT MecTo HaOOp peakiinii, KOTOPHIE 3aBUCST
oT uHpopManuu, 3auPPOBAHHON B CUTHANIC. DTa MHGOPMAIIHUS OMPEIeseT mapamMeTphbl
pa3BUTHS yCTOWYMBOCTH W aNalTallid B COOTBETCTBUU C THIIOM, WHTCHCHBHOCTBHIO U
JOKaIM3anueld JEUCTBYIONIETO CTUMYJIa, WCXOIHBIM CTAaTyCOM pACcTEHHUS W HAITHIUEM
napasuiesibHO JeUCTBYIONIUX (haKTOPOB.

NudopmarmonHass poisib, TMO-BUAUMOMY, pEaTU3yeTCs Yepe3 CHTHAJILHO-
PETYISTOPHBIE CUCTEMBI BTOPOM OYePeIn, KOTOPBIC JIEKTPUUECKHE CUTHAIIBI 3aITyCKAlOT B
KJIETKAaX M 32 CYET KOTOPBIX MIPOUCXOIUT KaK CaMOTIO ISP KHBAIOIIEECs PacIpOCTPaHCHUE
CHWTHaJIa, TaK U ero npeobpaszoBanue B pyHkIroHanbHbIi oTBeT (Choi et al., 2016; Vodeneev
et al., 2017; Johns et al., 2021; Ladeynova et al., 2023). Hcxoas 13 ONMMCAHHBIX BBIIIC
MEXaHU3MOB TEHEpaIluu TMpeArojiaracTcsl, 4YTO KIIYEeBas poJb B O3TOM IPoIecce

MPUHAJICKUT CIABUTAM KOHIICHTPAIUU Ca®*, A®K, H' u TtecHo CBSI3aHHOMY C HUMH
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COOTHOIICHUIO TOPMOHOB. DTH BHYTPHKIIECTOYHBIC CHTHAIBHO-PETYJSITOPHBIE CHUCTEMBI
caMH 1o ceOe 00J1aIaf0T 1yBCTBUTEIBHOCTBIO K ICHCTBUIO JOMOIHUTENBHBIX ()aKTOPOB H K
¢dusnonorunueckomy crarycy pacrenus (Verma et al., 2016; Koster et al., 2022; Mittler et
al., 2022), 4ro pgemaeT WX BEPOATHBIMU KaHIMIATAMH HAa POJIb KOPPEKTUPOBIIHKOB

QJICKTPUICCKUX CUTHAJIOB U BbI3bIBACMBIX HMHU YCTOﬁQHBOCTH H aJallTaliuiu.

1.3. Bausinue UU Ha 3j1eKTpUYecKre CUTHAJIbI pacTeHU

Bbonee momyBeka Hazax 661710 OTKPBITO, uTO M ¢ BRICOKOI MOIITHOCTHIO JTO3BI MOYKET
CaMOCTOATENIbHO MHIYLIUPOBATh 3JEKTPUUYECKUE CUTHAJIBI, YTO HANpPSMYIO YKa3bIBA€T Ha
CHOCOOHOCTh OOJIydeHHUsl BJIMATH Ha JJIEKTporeHe3 pacrteHuid. HyXHO OTMeTUTh, 4TO
UCITIOJI3yEMbIE B TOT MIEPUOJ METOIbI MPAKTHYECKHU HE IMO3BOJISIIN MOJYyYUTh HH(POPMALIUIO
0 ME€XaHU3MaX TaKOTO BIUSIHUS U paOOThI MIPOJIOJKEHUS HE TTOTYYHITH.

B xoje n3ydenus (eHOMEHOJIOrHH ObLTO NTOKa3aHo, uTo MU ¢ BRICOKOW MOIIIHOCTBIO
10361 (AecsaTKU ['p B MUHYTY) HHAYUUPYET PACHPOCTPAHSIIOUIUECS SJEKTPUUECKUE CUTHAIIBI,
BBI3BIBAIOIINE BMYKCHUE JINCTHEB Yy JIOKOMOTOPHBIX pactenuit (Hug, Miltenburger, 1962;
Hug et al.,, 1964). IloporoBas mo03a a1 BO3HMKHOBECHHS CHTHAJla pa3jMdacTcs B
3aBUCUMOCTH OT HCIIOJIb3yeMOW MOIIHOCTH 103bl. J[ist Mmumoser (Mimosa pudica) mpu
MOIIHOCTH 7036l 45 ['p/MuH moporoBas mo3a cocraBimser 15 I'p. Peakumm moryt
HAOJIIOAAThCS M MPU 3HAUYUTEITBHO MEHBIIMX J03aX, HO B ATOM CIIy4a€ OHU MEHEE PE3KHe
WM UMEIT BHUJ OYEHb MEUICHHOW MOJMOPOrOBOM MOATOTOBKM K T€HEpAlMU CHUTHAJIA.
OTMeuaeTcst Takke, YTO MPHU MOJANOPOroBoM obaydeHuu (6,7 I'p/MUH) BelUYMHA MMOpOra
CTHUMYJISIIUU Ha HEKOTopoe BpeMs yeenmuumBaetcs (Hug, Miltenburger, 1962), T.e. umeer
MECTO SIBJICHME aKKOMOJAlMu. B peakuuu BBIAEISAIOT IBE, NO-BUAUMOMY, HE3aBUCHUMBbIC
KOMITOHCHTBI, HWMCIOIIUE pa3IMYHble CKOPOCTH M JabHOCTh pacrnpocTpaHeHus: 1)
«MOTEHIIMAN JIEUCTBUSA» CO CKOPOCTBIO pacmpocTpaHeHuss 1 cm/c, IIUTETbHOCTHIO
HECKOJIbKO CEKYHJI M CIOCOOHOCTBIO PacHpOCTPaHAThCS TOJBKO MO Jucty, u 2) BII-
oOpazHasi MEIJIEHHO pachpoCTpaHsmouascs aenoiaspusamnus co ckopoctbio 0,01 cwm/c,

TIATENBHOCTHI0 30-60 MUH U CITOCOOHOCTBIO PACTIPOCTPAHSITHCS KaK MO JIUCTY, TaK U TI0
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crebmro (Hug et al., 1964). Tlocne obmydeHHsT ¥ TPOXOXKICHUS JICKTPHYSCKOTO CUTHAJIA
HACTyTaeT pepakTepHbI MEepHOJ] JIUTEIBHOCTRIO Oonee daca. [Ipu oOmyueHUH Apyrux
JOKOMOTOpHBIX pactenuii (Dionaea muscipula u Mimulus guttatus) ¢ MOIIHOCTBIO O3B
800 I'p/muH nostydeHsl aHasmoruunbie pesynbraThl (Hug, Miltenburger, 1962). O6nyucHue
(460 I'p/MuH) «0OBIYHBIX» pacTeHUl (KamiTaHa, PJIOKCOB, TPaJIECKAHIIMK) dJEKTPUUESCKUX
CUTHAJIOB HE BBI3BIBACT, HO HMMEET MECTO OJJICKTPHUYECKas peakius, MpeCTaBICHHAS
nenoaspusanueit Ha 50-60 MmB (Hug et al., 1964).

HecmoTpst Ha oTCcyTCTBHE Y OOJIBITMHCTBA PACTCHUN BBIPAKEHHBIX AJICKTPUICCKUX
CUTHAJIOB, B 0TBeT Ha M y HUX M3MeHseTcs BenmnurHa MeMOpaHHoTo noTeHuana (Esch et
al., 1964; Esch, 1966). DddexT n1eMOHCTpUPYET CHIIbHYIO 3aBUCUMOCTB OT J103bI (ESCh et
al., 1964; Esch, 1966). Tak, npu oOnydeHnn u3onupoBaHHbIX Kierok HuTeILbl (Nitella
flexilis) B mo3ax mopsiaka 6-40 I'p mpeobiagaeT THIEPIIONAPHU3AIINS, B TO BpeMs KaK MpH
oosbiux ao3ax (70-180 I'p) npeobnanaet nenonsipusamnusi. Ha 6onee AIUTENbHBIX 3aMUCIX
npu OonbInuX o3ax peructpupyercs tunuuaneiii BIT (Esch et al., 1964). DxcnepumMeHTHI ¢
MIPOJIOHTUPOBAHHBIM OOJIyYEHHEM IMOKA3bIBAIOT, YTO U3MEHEHUSI B PA3HOCTU MOTEHIIMAJIOB
HaYMHAIOTCA cpasy nocie nospieHus ucrounuka M. Tlocne npekpaiienus: oOiayyeHus
MOTEHIMAI TIOCTETIEHHO BO3BPAIACTCSl K MEPBOHAYATILHBIM 3HAYCHUSIM, MPUYEM BpeMs
BOCCTaHOBJICHHS OT J103bI He 3aBucUT (Esch, 1966).

[Tokazano taxxe, yto MM cmocoOHO M3MEHATH CBOMCTBA AJIEKTPUUECKUX CUTHAJIOB,
BBI3BAHHBIX JIOTIOJHUTEIBHBIMU CcTUMYJIaMu. Takoil addext Obur BoisiBAeH i [1]1,
BBI3BAHHBIX D3JICKTPHUECKOH CTUMYyJIsAnued, B kieTkax Bomopociu (Esch et al., 1964,
Sevriukova et al., 2014). O6HapyXeHO CYIIECTBEHHOE YBEINYCHHE MPOJIOKUTEIIBHOCTH
rinybokoi aemnosspu3sanuu st Takux peakiuit (Esch et al., 1964; Sevriukova et al., 2014).
Amvmmtyna I1/] u uTensHOCTh ACTOISPU3aU TIPH 3TOM MPAKTHYECKH HE U3MCHSIIHCH
(Esch et al., 1964).

B skcniepuMeHTax npoIeMOHCTPUPOBAHO, UTO Y OO TyUYEHHBIX pACTCHUN U3MEHSIETCS
IPOHUIIAEMOCTh MEMOPAaHBI JIJIsl MMOTCHIIMAIOONPESIISIONMX HOHOB, Takux kak Cl™ u KT,

KOTOPBIC HETMOCPECTBEHHO YYaCTBYIOT B T€HEPAIIMH JJIEKTPHUSCKUX curHaioB (Sevriukova
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et al., 2014; Marciulioniené et al., 2017). Taxxke UMEIOTCS OCHOBaHUs IoJiarath, uro VU
CIIOCOOHO BJIMSATh HA JIPYrM€ KOMIIOHEHTHI CHUTHAJIBHO-PETYJISTOPHBIX CHCTEM, TECHO
CBSI3aHHBIMH C TE€HEpalllei, paclpoCTpPAHEHUEM JJIEKTPUUECKUX CUTHAJIOB M MHAYKIUEH
uMHU PYHKIMOHAIBHOTO OTBeTa. K TakMM CUTHANBHO-PETYISTOPHBIM CUCTEMAaM, B MEPBYIO
ouepeib, oTHOcATcs Ca?t, A®K, pH ¥ ropMOHBL.

Haunbonee uzyueno snussaue MU na curnanuxr, cesizanubiii ¢ AOK. M3BecTHO, 4TO
BO3pacTtanue oduiero coaepxkanus ADK (B yacTHOCTH, TEPOKCUAA BOJOPOAa) U U3MEHEHUE
AKTUBHOCTM KOMIIOHEHT AHTHOKCHUJAHTHOMW CHUCTEMBI SIBJIIETCS TUIIMYHBIM OTBETOM Ha
nericteue MM (Macovei et al., 2014; Qi et al., 2015; Gomes et al., 2017; Tan et al., 2023).
Takoe NOBBIIIEHUE MOKET PEATM30BBIBATHCS PA3IMYHBIMU Ty TSIMU: B XOJE€ PAAUO0JIN3a BOIbI
nox nevicteuemM MU, uz0bitounoil yreukoit ADK u3 HeonTtuManbHO (HYHKIMOHUPYIOIIMX
OTIl xmoporuiacToB M MUTOXOHIpUM H 3a cu€Tr cuHTe3da ADK-npoaynupyrommmu
dbepmenTamu, B nepByto ouepens, HAJIOGH-okcumazori (Gudkov et al., 2019). Yposens
A®K B nenom onpenensiercss 0agaHCOM aKTUBHOCTH MPO- U aHTUOKCUJAHTHBIX cUCTEM. B
OTBET Ha yBelandyeHue KoHUeHTpaunu APK B KJIETKe Kak MPaBWIO MOBBIIIAETCS CUHTE3
HU3KOMOJICKYJISIPHBIX aHTHOKCHJIAHTOB M (PepMEHTOB aHTHOKCHIaHTHOM 3ammuThl (Macovei
et al., 2014; Kebeish et al., 2015; Van Hoeck et al., 2015; Shesterikova et al., 2023). B
00JaCTH MaJyIbIX JI03 TOKa3aHO CYIIECTBOBAaHWE JUANa30Ha, B KOTOPOM MPAKTUYECKU
OTCYTCTBYET aKTHBallMsl aHTHOKcUIaHTHOM 3amuThl (Vanhoudt et al., 2010; Smith et al.,
2012), Ho 0OHapy>KUBAETCS MOBBIIICHUE YPOBHS SKCIIPECCUN T€HOB TAKUX MPOOKCHUIAHTHBIX
dbepmenToB Kak nunokcureHassl U HAJIOH-okcuaassl nuroniazMaTi4eckod MeMOpaHbl
(Vandenhove et al., 2010; Biermans et al., 2015; Qi et al., 2015).

MopaudurnupoBanHas oOmyuenuem cucrema ADK-curHammzanum OKas3bIBaeT
BJIMSIHUE Ha JPYTHe CUTHAJIbHBIC ITyTH B KJIeTKe. B mocienHue rojsl akTUBHO 00CY K aaeTcs
tecHas cBsa3b ADK- n Ca?*-curnanuura, ocyIecTBisemas, TIaBHbIM 00pa3oM, yepe3 ADK-
saBucumMble Ca?*-xanansl 1 Ca®*-axtuBupyemsie HAJI®OH-okcunassr (Gilroy et al., 2016;
Mittler et al., 2022; Tan et al., 2023). V 001y4€HHBIX pACTCHHI MMOKAa3aHO HW3MECHECHHE

NpOHMIIAEMOCTH MeMOpanbl s noHoB Ca?' u moBbimenue koHneHtpamun Ca’t B
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murorazme (Sevriukova et al., 2014; Xie et al., 2019). O6HapykXeHO TakKe, YTO pa3TUIHbIC
pesxuMbl T H3MEHSIOT SKCIIPECCHIO Psiia KOMIIOHEHTOB Ca?* CUTHANIBHBIX ITyTel, BKIIIoYas
pasnooOpasusie MAPK, Ca®*-casbiBarommue OeNKy, TPaHCKPHUIIIUOHHbIE (hakTophl ¢ Myb
nomenoMm u ap. (Kim et al., 2011a; Kim et al., 2012; Goh et al., 2014; Fu et al., 2019).

["'opMoHaIbHBIE CHUTHAJBI, KOTOPBIE, C OJHON CTOPOHBI, 3aBUCIT OT KOHIICHTPAIUU
Ca®*, ¢ Apyroli CTOPOHBI, UIPAalOT BaXKHYK POJb B NPEOOPA30BAHUM DJIEKTPUYECKHX
CUTHAJOB B (DYyHKIMOHAIBHBIA OTBET, TAKXKE IMPOSBISAIOT YyBCTBHTENbHOCTH K WU.
OOnyueHue BBI3BIBACT J0303aBUCHUMOE CMEIIEHHUE COOTHOIIEHUS OCHOBHBIX TPy
¢utoropmonoB. Ilpum mambix pgo3ax oOdydeHus: OajlaHC CMEIIaeTcsi B CTOPOHY
CTUMYJHMPYIOIIMX TOPMOHOB, a IpU OOJBIIUX — B CTOPOHY CTPECCOBBIX. B sBHOM Buje
noka3aHa croco6Hocts UM BIusTH Ha coaepKaHUE aKTUBHBIX (JOPM U SKCIIPECCHIO TEHOB
KOMITIOHEHTOB CHTHAJBHBIX IyTeH TaKUX CTUMYJIUPYIOIIMX TOPMOHOB KaK ayKCHH,
[IUTOKHHUHBI ¥ THOOEPETUHBI U TaKUX CTPECCOBBIX TOPMOHOB KaK ATHJIEH, aOCIU30Basl,
»xacMoHoBas u canmunuiaoBas kuciotel (ABK, XKK u CK, cootrBercrBenno) (Kovalchuk et
al., 2007; Latif et al., 2011; Gicquel et al., 2012; Qi et al., 2015; Wang et al., 2016;
Bitarishvili et al., 2018).

Ha ceromnsmHui AeHb OCTAIOTCA HEBBIICHEHHBIM, crtiocoOHO nu MM BiamsaTe Ha
MapaMeTpbl APyTHEe THUIOB JJIEKTpUUECKUX curHaiioB, momumo IIJI[. Ecte mpenmocwuiku
MPEAIOJaratb BBICOKYK) pPaanO4yyBCTBUTENIBHOCTh BII, mockonbky ero renepauus u
pacnpocTpaneHue TecHo cBa3anbl ¢ ADK u Ca?* curHanbHBEIMHM CHCTEMAMH, I KOTOPBIX
MOKa3aHa BbICOKasg 4yBCTBUTENbHOCTh K M. i moHMMaHWs OCHOBHBIX MEXAaHU3MOB
nercTBUsS OOMydeHUs Ha CUTHaJIBl Tpedyercs ompeneneHue mapamerpoB  BII,
HCTIBITHIBAIOIIMX HanOobiee Bausaue M.

B cBs3M cO CMOCOOHOCTBIO AJIEKTPUUECKHX CHUTHAJIOB HECTH HWH(OOpPMAIUIO O
MapaMeTpax BBI3BABIIMX HMX CTUMYJa, MPEACTABIAETCA BaXXHBIM H3YyUYUTh BO3MOKHBIN
apdext obmyuenust Ha dopmupyemyto BII ycroiiuuBocTts k crpecc-pakropam. [Tomumo

napameTpoB camoro BII Ha pa3BuTHe (QyHKIIMOHAIHHBIX OTBETOB, BEAYIINX K Pa3BUTHIO
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YCTOMYMBOCTH, TaKXK€ MOXET BIUATh Moaudukamus nox xaeiictBuem WU mporecca
npeoOpazoBanus BIl B oTBeT, peanusyromerocss 3a c4€T BHYTPUKIETOYHBIX CUTHAJIbHO-
PErYISATOPHBIX CUCTEM. DKCIIEPUMEHTAIBHBIX HCCIIEIOBAaHUH 110 H3y4eHuIo BiusaHus MU Ha
POJIb ANEKTPUUYECKUX CUTHAIOB B (POPMHUPOBAHUHU YCTOMUMBOCTH K cTpecc-(hakTopam, a

TAKKC MCXAaHU3MOB TAKOI'O BJIIMAHHA K HACTOAIICMY BPECMCHH BBIIIOJIHCHO HC OBLI0.
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I'TABA 2. MATEPUAJIBI U METO/IbI
2.1. O0BeKTHBI HCCJIeT0BAHUS

HccnenoBanusi mpoBOAWINCH Ha 15-16-THEBHBIX MPOPOCTKAX MIIEHUIBI MITKOU
(Triticum aestivum L.) u 6-HemenbHBIX pacTeHHsx Tabaka Nicotiana tabacum L. coprta
Samsun, TpaHchopMupoBaHHBIX OWHapHOW BekTopHOM cucremoit pART27-ptGFP
(NanoLight® Technologies, CIIIA), xonupytomeii (hayopecleHTHbI paTHOMETPUUECKHIA
pH-uyBcTBUTENnbHBINA Oeniok Pt-GFP. Pactenus mimeHuIsl BbIpalluBaIUCh B COCYNax C
neckoM. [locagke mnpeamecTBOBAJIO 3aMauyMBaHUE CEMSH B BOJONPOBOJHOM BOJAE Ha
npoTsokeHnn  3-X  AHe. [loawB  pacTeHMii TIIEHWIBI TPOU3BOAMIN uepe3 JeHb
BOJIOTIPOBOIHOM BOJIOM. Pactenust Tabaka BBIpalMBaIUCh B COCy/JaX C TPYHTOM
YHUBEpCAIbHBIM. [10IMB pOU3BOAMIN pa3 B TPU JHS BOJOIPOBOAHON BOJMOM. PacteHus
BhIpaIUBaIUCh B pexkume 16/8 (16 dacoB cBer, 8§ 4acoB TEMHOTa) MPU OCBEIICHHUH
JFOMUHECHEHTHBIMU JJamMnaMmu. TemMrepaTtypa Bo3ayxa cocrasisia 24 °C.

OGnyueHre TPOM3BOAMIOCH 3aKPBITHIM TOYEYHBIM HMCTOUHHMKOM °Sr-20Y  (B-
u3Nydareinp). PaninoakTUBHBIA UCTOYHUK pacrojiarajics HajJ PacTCHUSIMHU, PACCTOSIHHE OT
uctounuka MM no noBepxHocTH rpyHTa coctaBiisiio 30 cm, 1o muctbeB — 10-20 cm (puc. 2).
AKTHBHOCTH HMCMOJIB3yeMOro uctounuka cocranisiia 0,1 Mbk, MOIIIHOCTB /103l HA YPOBHE
mucteeB — mnpumepHo 31,3 wmkI'p/gac. KoHTposibHBIE pacTeHUs] BBIPAIIUBAIUCH B
aHAJIOTUYHBIX YCJIOBHUSX B OTCYTCTBMM McTouHMKa NUU. OOiyueHune HauMHAJIOCh CO JHS
3aMayMBaHUS CEMSH M NPOJIOHKAIOCh HA MPOTSIKEHHH BCErO IMEpUOJa BbIpAlllMBaHUS
pactenuii. O61iee BpeMsi 00JydeHUsI MPOPOCTKOB MIIEHUIIBI COCTABISIO 15 mHel, Bpems
oOJyueHus: pacTeHU Tabaka cocTaBisuio 6 Henenb. CyMmapHash HaKOIJICHHAs! J103a JIs
MPOPOCTKOB MIeHUIbl — okosio 11 mI'p, mnst pactenuit Tabaka — okono 32 mIp. s
oOecrieyeHus: paBHOMEPHOTo Habopa J103bl COCY/bl C PACTEHUSAMHM uYepe3 JeHb (TIICHUIA)
WM pa3 B Tpu JHA (Tabak) mepemenianuch oTHocuTenbHO uctounnka M. KontponbHbie

PacTCHUA NEPCMCIIAINCH aHAJIOTUIHBIM o6pa30M.



Pucynok 2. BelpanyBanue pacTeHU# MIIEHULBI B KOHTpOJIE (ClieBa) U B YCIOBHX 00JyueHHs (CIpaBa).
CuMBoJIOM 0003HaUEHO MOJIO0KEHUE UCTOUHUKA

2.2. Metoabl MccJIeI0BAHNS
2.2.1. Onpenenenue MoppoMeTpUIECKUX NMOKA3aTeIeH

JI1st IpOpOCTKOB TIIEHUIIBI CPAaBHUBAJIMCH JUIMHA U CHIPOM BEC MOOEroB, a TaKkKe
CyXOH BeC BTOPBIX JIMCTHEB B TPYIIAX KOHTPOJS W OONydeHHS. Y pacTeHHil Tabaka
OTIpeIeIsIach IJIOMIA/b JIUCThEB, CHIPOM M CyXOW BEC HAJ3E€MHON 4acTW KOHTPOJBHBIX U
00JTy4€HHBIX pacTeHui. [[nrHa TPOPOCTKOB MIIIEHUITHI OMPEACIISIACH 110 PACCTOSHUIO 10
KOHYHMKA CaMOTO JJTHHHOTO JucTa. [mommaas mucTheB pacTeHni Tabaka pacCUYMTHIBAIIACH TI0
dboTorpadusiM TUCTHEB C MOMOIIBIO Makpoca B mporpamme lmagel. s ompeneneHus
CBIPOTO BECA MPOBOJAWJIOCH B3BEIIMBAHUE HAA3EMHOM YacTH pacTeHUM. [[ns onpeneneHus
CyXOro Beca 00pa3libl BRICYIIUBAIKNCH B CYX0KapoBOM IIKay B JiBa IUKJIA MO 2 Yaca Mpu

temneparype 85 °C.

2.2.2. U3mepeHue napamMeTpoB BapradeJbHOr0 MOTEHIHAJIA
BHekierounas peructpaius 3JeKTpuueckor aktuBHoCTH (AU) ocymecTsisiiach ¢

UCIIOJIb30BAHUEM MAaKpO3JIEKTPOJHOM TEXHUKHU. M3MepeHus NMpOBOAWINCH MPU MOMOIIH
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xmopcepeopsausix  (AgT/AQCl) MakposIeKTpoJOB M MHOTOKAHAIBHOW CHCTEMBI IS
u3MepeHus: HoHHbIX TokoB MynsTutect UITJI-113 (Cemuko, Poccus). KoHTakT smekTposa
C JINCTOM OCYIIECTBIISIICS Yepe3 HUTh, IPONUTAHHYIO CTaHAapTHBIM pacTBopoMm (1 MM KCl,
0,5 MM CaCl,, 0,1 MM NaCl). [lannsie 06pabaThIBaIMCh B IIporpaMmme paramz2.

Kak npu BHEKJIETOUHOW pPETUCTPALINM AIEKTPUUECKON aKTUBHOCTH, TaK U B IPYTHUX
CepUsiX IKCIEPUMEHTOB HU3MEPEHUs] MPOU3BOJAUINCH B MOJIOAOM TOJHOCTBHIO Pa3BUTOM
aucte (2-i TUCT y miIeHuIbl U 5-6 muct y Tabaka). BII unmynupoBaiics mocteneHHbIM
HarpeBOM KOHYMKA JIUCTA B KIOBETE C BOJOM (7151 MILIEHUIIbI) UM MIOCPEICTBOM PE3UCTOPa
(nsa tabaka). Temmeparypa HarpeBa perucTpupoBaiach IPU IOMOIIUM H3MEPUTENS-
peructparopa temneparypbl ATE-9380 (Akrakom, Poccust). Peructpanus napamerpos BII
OCYUIECTBJISUIACh HAa CTHUMYJUPYEMOM JHMCTE Ha pa3IMYHOM pACCTOSHUU OT 30HBI
pasapaxkenus (3, 6, 9, 12, 15 cm y mmenunsl 1 1,8 1 3,5 cm y Tabaka). DIeKTpObI
CpaBHEHUS PACMOJarajruch B paliloHE KOPHEW BO BIAXKHOM CyOCTpare.

AnanTtanus 3aUKCHpPOBaHHBIX Ha MOACTABKE pacTeHWi mpojaospkanack 1,5 daca.
[loreHnuanm B T1OKOE 3alUCBIBAICA S MHUHYT, IIociae 4Yero Bei3bBajica BIL
[IponomxkuTenbHOCTh HarpeBa, nHayuupytomiero BII, coctasisiia 4-7 MUHYT.

Perucrpauus moporoseix ycnoBui resepauuu BII BeimosiHsach Ha mpopocTKax
NeHuIbl. HarpeB KIOBETHI € BOJIOM OCYIIECTBIISIICSA O MOMEHTA BO3SHUKHOBEHHUS PEaKIUU
Ha U3MEPUTEIBHOM JJIEKTPOJIE, PACIIONATaloIIEMCS HA PACCTOSIHUN 3 CM OT HarpeBaeMou

KtoBeTbl. CKOPOCTh HarpeBa COCTaBJIsIIa OKOJIO 3 TPpajyCoOB/MUH.

2.2.3. Perucrpanusi MeMOPAHHOI'0 MOTEHIMAJIA U MHTHOUTOPHBINA AaHAIU3

Peructpanus memOpanHoro mnorteHnuana (En) mnpousBoamiack mpu MOMOIIH
anexkTpoduznonoruueckoit ycranosku SliceScope Pro 2000 (Scientifica, BenukoOpurtanus).
MHUKpONHIIETKH U3rOTaBIMBAIMCH Ha mysutepe P-97 (Sutter Instrument, CILIA). [1ns paGoThI
MCIIOJIb30BAIMCh MUKPOIUIIETKU ¢ conpotuBieHueM 12-15 MOwm n nuamerpom KOHYMKA
nopsinka 1 MkM. BBelneHHe MUKpONUIETKH B KIETKY OCYHIECTBIISUIOCH HPH MOMOIIU

MOTOPU3HPOBAHHBIX MaHUIYJIATOpOoB PatchStar mon BU3yasllbHBIM KOHTPOJEM. DJIEKTPOT
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CpPaBHEHUS pacrojiarajicsi B CTAaHIAPTHOM PAacTBOPE, OMBIBAIOIIEM H3ydaeMyr 00JacTh
nucta. Jlanapie o6pabaTeiBaauck yeunureneM Multiclamp 700B, u cuctemoit cOopa JaHHBIX
Digidatal550.

VY mpopoCTKOB MIIEHUIIbI TOTEHIUAT MTOKOS PErUCTPUPOBAIICS HA PACCTOSTHUU S-7
CM OT KOHYHMKa JucTa. U3mMepeHus Mpou3BOAMIMCH B MAPEHXUMHBIX KIIETKAX, OKPYKAIOIINX
LHEHTPAIbHYIO JKUJKY. Y pacTeHHid Tabaka MOTEHIUal IOKOS PErHCTPUPOBAICA B
MapeHXUMHBIX KJIETKaX, OKPYXaloluX OOKOBBIE KWIKH, B 30HAX JHCTa aHAJIOTHMYHBIX
UCITOJIB3YEMbIM JIJI1 BHEKJIETOUHON PErHMCTPALMH 3JIEKTPUYECKONW aKTUBHOCTHU. AanTtanus
pacTeHU B yCTAaHOBKE MPOJI0JIKaIach HE MeHee 1,5 Jacos.

Jiist uaMepeHus MeTaboIMuecKoi KOMIIOHEHThl MEMOPAHHOTO MOTEHIaNa, KOTopas
IPEUMYIIECTBCHHO ONpeaeisieTcs akTUBHOCThIO H'™-AT®da3pl, nmpumeHsuIcSs HWHTHOUTOP
uaruourop AT®da3 P-tuna oproanamat Hatpus (NasVO,). MuHruOutop noGamisics B
AYEUKY C JIMCTOM Y€pe3 HECKOJIBKO MUHYT ITOCJIE YCTOMYMBOM 3aIMCH MMOTEHIHAIA TTOKOSI.
UroroBas woumentpamus NasVO, B sueiike coctaBmsia 5 mM/n. Tlocime mobGaBienHwms

UHTHOUTOpA 3aUCh pogokanack 10-15 munyT 10 ctabunnzanuu noreniuana (Yudina et

al., 2020).

2.2.4. N3mepenue napamMeTpoB GOTOCHHTE3A M YPOBHS TPAHCIIMPALMHU

JUist  peructpanyu  napaMmeTpoB  (OTOCHMHTE3a U YPOBHS  TPaHCHUPALMH
UCIoyib30Basics MH(pakpacHblii razoaHammzatop GFS-3000 u PAM-dayopumerp Dual-
PAM-100 ¢ usmepurtensHoii rojoBkoi Dual-PAM gas-exchange Cuvette 3010-Dual (Heinz
Walz GmbH, I'epmanusi). IlapameTrpbl KBaHTOBOTO BBIXOAA (DOTOXMMHYECKUX PEaKLUN
dorocuctembr | (Pps)) u dorocuctembr Il (Dps))) 1 HEHOTOXHUMUUECKOTO TYIICHHS
dnyopecuenimu  (NPQ) paccunThIBaMCh BCTPOCHHBIM IPOTrPAMMHBIM 00€CIICUYCHHEM
npubopa o ciexyrommm dopmyiaam (Maxwell, Johnson, 2000; Klughammer, Schreiber,
2008):
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®psy = (Pn' — P)IPn, tne Pn — MakcumalbHOe uH3MeHeHHMe curHaiga P700
dorocuctemsl |, orpaxkaroiiee moHoe okuciaenue P700, P’y — MakcuMaabHOE H3MEHCHHUE

curnana P700 Ha cBety, P — Tekymmii ypoBenb curnaia P700;

Dpsy = (Fn' — F)IFy, tne Fn — MakcuMalbHbBIH BBIXOJ (JIyOpECLEHIUH,
F'nm — MakCHMMaJbHBI BBIXOX (IIyOpeCUEHIMH Ha CBeTy, F — Tekymmii ypoBeHb
dbayopeciieHIuy;

NPQ = (Fm - Fm9/Fm'-

[T10oTHOCTE (OTOHHOTO TIOTOKA AaKTUHUYHOTO cBera (460 HM) cocraBisia
239 umons M2 ¢t TInotHOCTE ()OTOHHOTO MOTOKA HACHINIAKOIMX BCIblmek (635 HM)
cocrasisia 9000 pmons M2 ¢, Hachlmaromue BCIBIMIKYA LOUIM ¢ 4acToTol pas B 10 c.
JInuTenbHOCTh HAChIAOMIMX Benblek coctarisia 300 Mc. B u3MepuTeNnbHON KIOBETE
noguepxuBanach kouunentpauus CO; 360 pmoms Moap?, Temmeparypa 23°C,
OTHOCHUTEIIbHAS BIaXHOCTh 60%.

ApmanTanus pacTeHHsT B YCTAaHOBKE JUIMIIACh 45 MUHYT. 3amuch TEMHOBBIX
MOKa3aTeled acCUMWISIUMA WU YCTBHYHOW MPOBOAUMOCTH MPOAOJKAIAch 15 MUHYT,
CBETOBBIC TTOKA3aTEIN PETUCTPUPOBAINUCH Ha TIpoTsikeHnu 30 MunyT. B Xo11e sxcniepumeHTa
TaKKe MpoU3BOAWIACh 3amuch u3MeHeHuid accumwisiuun  COjz,  mokazarenei
dayopectieHiuu  xyopodusizia M ypoBHA TpaHCIUpanuu Tmocie mnpoxoxaeHus BII,
BBI3BAHHOTO HAarpeBOM KOHYMKA JucTa. M3MepurTenbHas TOJOBKAa pacrojaraiach Ha
paccrossHuM 3,5-5 ¢M OT 30HBI cTuMyJjsiuud. HarpeB HaumHaincsa depe3 30 MUH CBETOBOM
apantauud. [Ipoxoxaenne BII KOHTpOIMpPOBAIOCH MAKPOIJIEKTPOAOM, PACIOIOKEHHOM Ha

HN3MCPACMOM JINCTC.

2.2.5. IlpocTpaHCTBEHHO-BPEMEHHOE KAPTUPOBaHUE NapaMeTPoB (OTOCHHTE3A
JUIsi perucTpanyy IMpPOCTPAHCTBEHHO-BPEMEHHBIX XapPAaKTEPUCTUK H3MEHEHHMI
nokaszaresniei duyopectieHuu xjaopoduia nocie npoxoxaeHuss BII y pactenuii Tabaka
ucnonb3oBaics PAM-dayopumerp Imaging-PAM MINI (Heinz Walz GmbH, I'epmanus).

[110THOCTB POTOHHOTO OTOKA AKTUHUYHOTO cBeTa (480 M) cocraBnsia 223 pmons M2 ¢,
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Hacplmaroniyie BCHBIMIKK IUIM ¢ YacTOTOM pa3 B 2 MUHYTHL. Pa3Mep aHanusupyemoun
obnactu cocraBisn 3x4 cMm. [lapannenbHo ¢ perucTpanueit nokasareneil QuryopecueHINH
xJIopouiia MPOU3BOJMIOCH U3MEPEHHE BHEKJIETOUYHON 3JEKTPUUECKON aKTUBHOCTH U
bayopecueniun Pt-GFP B mpenenax anammsupyemoit oGnactu. s BO30YXICHHS
bayopecueniuu Pt-GFP ucnonb3oBanuce auoapl ¢ JIMHOW BOJHBI 460 HM U GUIBTP C
JUTMHOM BOJHBI 538/38 HM.

TemuoBas agantanys 3aUKCUPOBAHHOTO B YCTAHOBKE pacTeHMsI poioirKanach 60
MHHYT, CBETOBas ajganrtanus npogospkanack 30 munyT. BII BeI3biBasicss HarpeBoM KOHYMKA
aucTa. 3HaueHUusT (OTOCHUHTETUYECKHUX IMOKa3aTeleil perucTpupoOBaIMCh B JBYX 00JACTAX
unrepeca (ROI), pacnonararommxcst Ha paccrosaud 1,8 W 3,5 ¢cM OT 30HBI Harpesa.
[Tomoxxenuss ROl cooTBeTCTBOBaNM TOYKaM KOHTAKTa C JIEKTPOJAMH, PaCIOIOKEHHBIMH
[10J1 JINCTOBOM IIJIACTUHOM.

[1nomane mucra, B KOTOPOH UMEET MECTO n3MeHeHUE PDpsj| B OTBET HA TPOXOKICHUE
BII paccunTtbiBanace 1o Bceil aHanu3upyeMon 001acTi. AHaIU3 H300pakeHHU BBITOTHSIICS
B iporpamMme ImageJ no crienyromeMy alroputmy: 1) 1 Kakaon 3alucu yCpeaHsIoch 1o
3 kaapa o npoxoxzaeHuss BII (370 «HayanbHBIA ypOBEHB)), 2) BBIYHCIIIACH PA3HOCTh
MEXIy Ha4aJIbHBIM YPOBHEM Dps)| I KOXKJIBIM U3 KaJPOB JUHAMUKH (3TO «Pa3HOCTHY), 3) Ha
KQ)KJIOM KaJIp€ pa3HOCTH ONPENEIAIACh IJIOMAb JUCTA, HA KOTOPOW BEIMYHNHA OTKJIIOHEHUS
OT HaYaJIbHOTO YPOBHS MPEBbIIIAIa IOPOTrOBbIM ypoBeHb. [[oporoBhIil ypoBeHb ObLT € IMHBIN

JUJISL BCEro dKCepuMenTa, u cootBeTcTBoBal 0,05 OTH. en. Dpg.

2.2.6. I3MepeHune yCTOHYHUBOCTH K TEIIOBOMY CTpeccy
YCTOWYMBOCTh K TEIJIOBOMY CTPECCY OMNpENeNsiach Y PAacTeHUN MIICHULBI 10
COXpaHHOCTH (DOTOCMHTETHYECKUX MoKa3aTeliel nocie nporpesa (Yudina et al., 2020).
DOKCnepuMEeHT TPOBOJWIICS MO cxeMme, mpenctaBieHHoW Ha Pucynke 3. Ilepen
MOMEIIIEHUEM PACTEHUH B CTPECCOBBIC YCJIOBHS Y HHX PETUCTPUPOBAJICS YpPOBEHBb
dorocuHTe3a B mokoe. s peructpanuud ypoBHS (OTOCHHTETHUECKON AaKTUBHOCTU

ucnoias3oBaics PAM-dnyopumerp Imaging-PAM MINI. BII unayuupoBaicst 10KaibHBIM



42
HarpeBOM KOHYHMKa 2-TO JucTa. TermmoBoil crpecc BbI3bIBaJICA dyepe3 45 munyT nocie BII
TOTAJIBHBIM MPOTPEBOM cocyja ¢ pacteHusmu B Tepmocrate TC-1/80 CITY (Cmonenckoe
CKTb CI1Y, Poccusi) B teuenue 45 munyt npu temmeparype S50°C. YcTOWYMBOCTH
pacTeHMi K TEIUIOBOMY CTPECCY OLIEHMBAJIACh 110 YPOBHIO OCTATOYHOTO (DOTOCHHTE3A Uepe3

3 1 24 yaca nocje OKOHYaHUSs IPOrpeBa.

Perucrpanus
AKTUBHOCTH
doTocunTE3a

y

CTUMYJI | Curnan
(JTOKaJIBHBIHA HArpeB) | (BII)

45 mun

CTPECCOP :> TeruioBoit
(TOTaNBHBIN HATPEB) crpece

l 3 u 24 yaca

Perucrpanus
AKTHBHOCTH
dorocunTesa

Pucynok 3. Cxema u3y4eHus: yCTOWYMBOCTH PAaCTEHHUH K TEINIOBOMY CTPECCY

2.2.7. A3mepenue BHYTPpUKJIeTOYHOro pH U MHruOMTOpPHBIN aHaIM3

Benmnunna pH ouenuBanach y pacTeHuid Tabaka Mo YpPOBHIO (hyopecleHIUU
TeHEeTHYECKH KOAMPYEMOTO paTtruoMerpudeckoro pH-uyBctButenbHoro cencopa Pt-GFP
(Ageyeva et al., 2022; Pecherina et al., 2022). ®ayopecieHTHbIE W300paKCHHUS KJICTOK
aucta Tabaka W croekTpwl (ayopecueHiimn Pt-GFP  Obuti moOJydeHbl € TMOMOIIBIO
KOH(OKAJIBHOTO JIa3epHOr0 CKaHupyomero mukpockona LSM710 ¢ wucnonb3oBanuem
oowsektuBa EC Plan Neofluar 20x/0.5 M27 (Carl Zeiss, I'epmanus). CHavana moaydaiiu
dayopeciieHTHbIE  WM300paXeHHWsS I TMOATBEPXKICHUS  IUTOIUIA3MAaTHYECKOTO
pacnonoxxenusi 6enka Pt-GFP. ®nyopecuennus Pt-GFP Bo30ykpanack ocBelieHHEM C
nuHOoM BoytHBL 405 1 488 uM. JletektupoBanue dayopecueninuu Pt-GFP npousBoauioch
Ha 505-525 vM (s uzoOpaxkenmii) u 495-600 HM (W1 CHieKTpa), ACTEKTUPOBAHHE

bayopeclieHIIun XJIopodusuia Npou3BOAWIOCH Ha 652-685 M. Bennuuna pH uzmepsiiach
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no BenuuuHe oTHoIeHus: Quyopecuenuuu Pt-GFP mpu Bo30yxnenun na 488 u 405 Hwm.
dnyopecieHTHbIC H300paKeHUsT aHAIM3UPOBAIKNCh B mporpammax Zen 2.1 (Carl Zeiss) u
ImageJ. TlepeBon otHomeHus ¢ayopecuenimu npu 488/405 B pH ObLI1 BBHINOJIHEH B
COOTBETCTBHH C KaJTuOPOBKOM B nuama3zone pH 5,5-7,5.

Just  usmepenuss cinBuroB pH, o0OyCJIOBIEHHBIX MOJABICHUEM aKTUBHOCTU
npotonHoit AT®a3b1, mpumensicss NazVO,. DkcriepuMeHTHI TPOBOIUINCH Ha (PparMeHTax
mucta auameTtpom 0,6 cm. Utorosas konnentpauus NazVO, B siueiike coctaBisiia 5 MM/.
Peructpamus ¢nyopecuennuu Pt-GFP ocymiecTBisinack HEMOCPEACTBEHHO MEpPe U dyepes

30 MuH nocine 700aBIeHUs UHTUOUTOPA.

2.2.8. Perucrpauusi pH Ha ypoBHe 1eJIOT0 pacTeHust

N3mepenusa casuroB pH, Bbe3BanHbix BII, Ha ypoBHEe wenoro pacreHus
MPOBOAMJIMCH TIPU MOMOIIU YCTaHOBKHU (piryopectienTHoro umumkudara DVS-03 (UITJINT
PAH, Poccus). s Bo30yxneHus (hayopecueHIUN HCTI0Ib30BATUCH CBETOAUOABI C JUTMHOM
BOJTHBI 395/25 1 490/20 uMm. Peructpanus QuiyopecieHIIMN OCYIECTBISIACH IPU TOMOIIN
CMOS-kamepsr PRIME 95B (Photometrics, CIILIA) ¢ npuMenenuem ¢unbtpa 535/43 Hwm.
Jlnst  modydyeHuss paTHOMETPUYECKUX  HM300paKeHUM  MCIOJIB30BaJIOCh  OTHOIICHUE
dryopectieHiuu npu ocserieHuu ¢ qiuHamu BoaH 490/395 uM. B xoze 3amucu pas B 30
CEKyHJ MPOU3BOAMIOCH MEPEKIIOUCHHE MEXAY AMOJAMHU, YTO 00ECIeUrBalIO MOITyYEHUE
PaTHOMETPUUYECKUX M300PAKEHUI ¢ BPEMEHHBIM pasperieHuem | kaap B MUHYTY. Bpems
DKCIO3ULMKM  cocTaBisio 2 c¢. llapammensHo ¢ perucrtpauueid  (iyopecueHunu
MPOU3BOAUIIOCH U3MEPEHUE BHEKIIETOYHOM AIEKTPUUECKON aKTUBHOCTH.

TeMHOBas ajganrtanusi pacTeHUM B YCTaHOBKE Mpojoipkanach 60 MUHYT, CBETOBas
afanTtanus npoaorkaiack 30 MUHYT, MOCJIE 3TOIO HarpeBOM KOHYMKA JIMCTA PE3UCTOPOM
unaymupoBaincs BIl. 3nagenuss pH peructpupoBanuce B ROI, pacnonmararomuxcs Ha
paccrosauu 1,8 u 3,5 cm ot 30HbI HarpeBa. [lomoxenus ROl cooTrBeTcTBOBaNM TOYKaM

KOHTaKTa C DJJIEKTPOJAaMHM, PACIOJIOKEHHBIMU II0J JMCTOBOM IutactuHoOM. IlepeBon
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otHomreHust (ayopecuenimu npu 490/395 B pH ObuT BBINIOJHEH B COOTBETCTBUHU C

KamOpoBKoi B Auamnazone pH 5-8.

2.2.9. Cratuctuyeckasi 00padoTka
Jns Kaxaoro SKCIEepUMEHTa HCMnoJib3oBaIioch 6 — 30 pacrenuit. s kaxmoit
COBOKYITHOCTHU BBIYHMCIISUIMCH CPETHEE 3HAUCHHE U OLTMOKA CpeAHEr0. J{aHHbIe TPOBEPSUTUCH
Ha HOPMAJIBHOE pacHpeieiiCHUe, TOCTOBEPHOCTh Pa3IM4Mi OIIEHUBAJACh MO {-KpuTepuio

CreronenTta. Koppemsun onpeaensiuck mo ko3¢ duiimenty koppensauu [lupcona.



45
I'JTABA 3. BIUAHUE U1 HA MOP®OP®YHKIINOHAJIBHOE COCTOSAHHUE
PACTEHHUH B IOKOE
[lepBpiM miarom B Hamiel paboTe paccmarpuBaioch Binusinue MU Ha coctosiHue
OpraHus3ma B OTCYTCTBUE JAPYTUX CTPECCOPOB (B MOKOE). XPOHHUECKOE OOJIydeHHE, KaK
IIOCTOSTHHO JICHCTBYIOIIMNA (PakTOp, OMPEIENseT IOJIOBPEMEHHBIH CTAaTyC PAaCTECHUH U
CIIy’)KUT OCHOBOW /il (POPMHUpPOBAHUS y HUX OTBETa HAa W3MEHEHHE YCIOBUU CpEbI.
WnuTerpanibHO 3¢ (deKT OeHCTBYIOMIETO (akTopa MOKET OBITh OLEHEH MO0 N3MEHEHUSIM
MOp(HOMETPUIECKUX IIOKa3aTeseu, KOTOPBIE ONPEEIAIOTCS AKTUBHOCTBIO

(U3HOJOrUYECKHUX MTPOLIECCOB.

3.1. Biussaue U na mopdomeTprueckue nokasaresied pacTeHuil MeHnubl U
Tabaka
B xome peructpanmu  MoppoMETpUUECKUX TMOKa3zaTreylied OONy4EHHBIX U
KOHTPOJIBHBIX IMTPOPOCTKOB MIIIEHUIIBI 3HAYUTEIBHBIX Pa3IMunuii 00HAPYKEHO He ObLIO (puc.
4). Meno MecTo TEHJEHIMsS K YBEJIMYECHUIO [UJIMHBI W CBHIPOTO BeEca Yy pPACTCHH,
001y4€HHBIX B Maoi j1o3e (25,6+0,6 cm u 170+6 mr B koHTpOae, 27,3+0,8 cm u 17248 mr
non xaeiicteuem MU). VYBenumuenme cyxoro Beca 2-TO JMCTa, KOTOPBIA TakkKe ObLI
WCIIOJIB30BAH JUIsl PETHCTpalui (PU3UOJIOTMYECKUX TOKaszarenied, ObUI0 CTAaTUCTUYECKU

3Haunmo (16+0,1 mr B kouTpose n 18+0,2 mr mocne oOmydeHus).

0.020 30

= 0.15
1y
7]
[+1]
= 0.10

= 0.015

Q
@

m
< 0.010
[e]
»
P
O.005

bIpO

O 0.05
Bl KoHTponb

Hl O6nydyeHune

0.00 0.000 0

Pucynok 4. Bnusiuue UM Ha MmoppomeTprueckue mokasareiay mueHusl. * — p<0,05
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VY pacrenuit Tabaka MM npuBOAMIIO K CYIIECTBEHHOMY BO3PAacTaHUIO BCEX
aHaJIuM3upyeMbIx Tokazarened (puc. 5). Cpipoil U CyXoi BeC y KOHTPOJBHBIX PAacTCHUM
coctaBmsut 4,0+20,4 T u 0,16+0,02 T COOTBETCTBEHHO, B TO BpeMsl KaK y OOIy4EHHBIX
pacTEHU 3TU MOKa3aTeIu Haxoaquiauch Ha ypoBHE 6,3+0,6 r u 0,2740,02 r COOTBETCTBEHHO.
[nomaab TUCTHEB Y KOHTPOJIBHBIX pacTeHuil coctaBiisiia 133,5+13,0 CM2, TIOJT BIIMSIHHEM

WU stot nokasarens gocturan 195,8422,3 cm?.

8 0.4- o 2509 4
3
* -
- 6 - 0.3 gzoo
5] 1} A
e @ 5 150
= 4 = 0.2- =
o o
=3 * é 100
A
O 2 S o4 T 50
g Bl KoHTponb
= Bl O6nyuyeHue

0.0

o

Pucynox 5. Bmusaue M1 Ha MopdomeTprueckue mokasarenu tabdaka. * — p<0,05

B narmmeit pabote kak 11t paCTeHUN MIIIEHUIIB, TaK U JIJIs paCTEHUH Tabaka MoKa3aHo
HEKOTOpOE YBEJIMYEHUE psia MOPPOMETPUUYECKUX TIOKazareled M He OOHapyKEeHO
UHrUOMpoBaHUsl pocta W passutus (puc. 4, 5). Dro >ddekT, XapakTepHbIA IS
HCIIOJIB30BaHHBIX B pabore Manbeix 03 M. Jlns apyrux BHIOB pacTeHHH B JHUTEpaType
nokazan cxoxwuii 3dpdexr (Vanhoudt et al., 2010; De Micco et al., 2011, Singh et al., 2013;
Arena et al., 2014; Volkova et al., 2022).

3.2. Bnusinne UM Ha akTUBHOCTH (PU3HOJIOTHYECKUX MPOIECCOB PACTEHUI MIIIEeHUIIbI
U Tabaka

B ocHoBe yBennueHust MophoMeTpruuecKkux nokasareneit noa snusaueM MU nexur

Moau(UKaLUS (PU3MOIOTHYECKUX TMPOLECCOB, B MEPBYIO ouepeab, porocuHTe3a. s

aHaM3a MexaHu3MoB BimsHUAS MM Ha poct pacTeHHMil perucTpupoBanach aKTUBHOCTH

dotocunreza. Yposenb accummwisiun COz (A) sBIseTCSs MHTErpaIbHBIM IOKa3aTesieM

dorocunTeTHuecKO akTUBHOCTU. WU BBI3bIBANO CYIIECTBEHHOE YBEIMUYEHUE YPOBHS
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accuMmsiniuy (puc. 6) y pacteHuil mieHubl. Y KOHTPOJIBHBIX PACTEHHIA STOT MapaMeTp B

2 ~-1

cpenHeM cocTaBisul 7,6+0,43 umons M2 ¢, a y o6myuénneix 9,2+0,38 pmons M ¢l

C
[Toxazarenn cBeTOBOM cTaanu (POTOCHHTE3a U3MEHSIIMCh HE3HAUUTEIHHO. Y 00Iy4E€HHBIX
pacTeHmMiA OOHApYXCHBI clabble TEHACHIMHU K Bo3pacTaHUio @Pps U Ppg;p U HEKOTOPOE
camwkenne NPQ. F./Fn, oTpaxkamoomuii CTPYKTYpPHYIO LEIOCTHOCTh (POTOCHCTEM, IO

nevicreueM U He n3mensics.

0.8
0.6
o 0.4
0.2
Bl KoHTponb
0.0 Hl O6ny4yeHve

Pucynok 6. Biusaue U Ha accumumsnuio CO2 u nokaszarenu (hiayopecueHul XIopopuiia y pacTeHUul
mmreHurpl. A — accumuisius CO2, Fu/Fm — moTeHnuanbHbli KBaHTOBBIH BeIX0 (hoTocuctemsl |1, @psi 1
@psi) — kBaHTOBBIE BbIX0ABI hoTtocucteMm | u I, NPQ — Hedoroxummuueckoe Tymenue ¢piayopecueHnuu. * —
p<0,05

Jlist pacTeHuit Tabaka Takke MOKa3aHa TEHJEHIUS K YBEJIMUYEHHUIO MHTEHCUBHOCTU
accumuisanuu CO; nmon aeictBuem MU, OHaKO CTAaTUCTUYECKHA 3HAYUMMBIC Pa3IHUMS
orcytcTBOBaiH (puc. 7). UM BhI3bIBaIO JOCTOBEpHOE BO3pacTanue Ppsyi. B KOHTpoJie 3TOT
nokaszareinb coctaBiisul 0,44+0,2, a nmpu MU — 0,49+0,1. Dpg; y 001ydEHHBIX paCTEHUN HE
OTJIMYAJICS OT KOHTPOJIA, Kak u BeiauunHa F./Fr. Yposens NPQ nipu 00ayueHHM HECKOIBKO

CHMKAJICA.
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Pucynoxk 7. Bmustaue UM na accumumsiuio CO2 u mokasarenu (uryopecleHIuy Xjaopoduiiia y pacTeHUH
tabaka. A — accumuinsius CO2, Fu/Fm — moTeHmanbHbIii KBAaHTOBBIN BBIX0 oTocucTeMsl |1, @ps) u @psyy
— kBaHTOBbIE BbIX0 b hoTocucteM | u |1, NPQ — HedoToxumuueckoe Tymenue dpiayopecueHuu. * —p<0,05

AxtuBanus ¢otocunresa noj BiausHueMm MU mokazana B HaIIUX SKCIEPUMEHTaX
(puc. 6, 7) 1 B Ipyrux HCCICIOBAHUAX C MCMOIb30BaHKeM Manbix 103 M (Agarwal et al.,
2008; Jia, Li, 2008; Fan et al., 2014; Gomes et al., 2017). Ctumysius ©UMEET MECTO Kak
JUIS CBETOBOM, TakK M JiUIsl TeMHOBO# ctaauii hotocunTte3a (Ahuja et al., 2014a; Vanhoudt et
al., 2014). B ocHOBe Ha0JI0JTaeMBIX H3MCHCHHI aKTHBHOCTH (DOTOCHHTE3a MOJXKET JIC)KATh
KaK YBEJIMYEHUE KOJIMYECTBA KOMIIOHEHTOB (DOTOCMHTETHUYECKOTO armapara, TaK W
peryJsIrs aKTUBHOCTH YK€ UMEIONUXCS B KieTke cucteM. CorjacHO MPEJICTaBICHHBIM B
JUTEepaType pe3yiabTaraMm TpaHckpunTomMHoro anaiu3a (Kovalchuk et al., 2007), y
pacTeHui, XPOHUYECKH OOJydaeMblX B MajbIX JI03aX, HE TMPOUCXOJIUT HU3MEHEHUS
OKCIIPECCHUU CBS3aHHBIX C (DOTOCHHTE30M TC€HOB JOMAIITHETO XO3SMCTBA. OJTO MOXKET
KOCBEHHO YKa3bIBaTh Ha MpeoOiagaHue peryisiuu (OTOCHHTE3a 3a CUET H3MEHEHUS
aKTUBHOCTH, a HE KOJUYECTBA 3aJcHCTBOBAHHBIX KOMIIOHEHTOB (HDOTOCHHTETHUYECKON
MaITUHEPHH B YCIOBUSAX HU3KOI030BOTO O0TyUCHHUS.

Moaudukanust aKTUBHOCTH (POTOCHHTETHYECKOTO armapara MOXET ObITh
0OyCJIOBJIEHO Pa3IMYHBIMUA MPUYWHAMH, BKJIIOYAsS W3MEHEHHE IOCTYITHOCTH CcyOcTpaTa
(CO2), ckopoctu pabOTHI CHUCTEM, MPEBpAIIAIONINX CyOCTpaT B MPOAYKT ((pepMeHTHI
TEMHOBOM CTaINM), CKOPOCTU OTTOKA TOTOBBIX acCUMUIIATOB. [JocTtynmHocTh CO7 3aBUCHT, B
MEePBYIO O4Yepelb, OT MPOBOJUMOCTU YCThUll. B skcriepumenTax y 00Iyu€HHBIX pacTeHUMN

IMOKa3aHO CYIICCTBCHHOC BO3PACTAHUC TPAHCIIMPAIWH — IPOLECCa, BCIIMYNHA KOTOPOI'O B



49
YCIIOBUSX HOPMAJBLHOTO BOJOOOECIICUEHUs PACTCHUN KOPPENIUPYET C YCTHHYHOM
IPOBOAMMOCTEIO (prc. 8). V NIIEHHIBI B KOHTPOIIE BEJIMYMHA TPAHCIIUPALMU COCTaBIIsIa
2,3£0,24 wmmons M? ¢l y o06nyuéHHBIX pacTeHmil €€ ypOBEHb JIOCTHTAll

3,240,37 mmons M2 ¢t

4
*
‘Tm 3
o
E
° 2
£
E
w 1
Bl KoHTponb
0 Hl ObnyyeHne

Pucynox 8. Bmusnue UM Ha ypoBens Tpancnupaiun (E) y pacrennii nmenunst. * — p<0,05

OO6nyyenue pacTeHuil Tabaka Tak)Ke BbI3bIBAJIO POCT TpaHcHupauuu. E€ ypoBeHb B

KoHTpoJe cocTasisa 1,09+0,13 mmons M2 ¢, npu o6nydyennn — 1,49+0,07 mmons M2 ¢t

(puc. 9).

[7}]
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B KoHTponb
0.0 Il OO6ny4yeHue

Pucynok 9. Biusnue M Ha ypoBens Tpancnupaiuu (E) y pacrennii Tabaka. * — p<0,05

HabmrogaeMoe B SKCIIEpUMEHTE BO3pacTaHUE TPAHCITUPAIIUH Y PACTCHUN TIIICHUIIBI
u Tabaka MOTYT OOBSICHATh MOJU(PUKAINIO aKTUBHOCTH (POTOCHMHTE3a MPU OOJIyUCHUHU.
Panee apdpexr N Ha TpaHCTHpalinio ObLT HCCICIOBAH B €IMHUYHBIX padoTtax (Jia, Li, 2008;
Fan et al., 2014, Vitale et al., 2021). /TonroBpeMeHHOE U3MEHEHNUE YPOBHS TPAHCIIUPAIIMU B

pe3ysbTaTre 06J'Iy‘-IeHI/I$I MOJKET OOBSICHATHCA KaK M3MEHEHHEM KOJIHNYeCTBa yCThbUII, TAK U
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W3MEHEHHEM TpOocBeTa yCThu4HOU mmenmu. O0a ATHX MOKa3aTens HaXOASATCS B MPSIMOU
3aBUCUMOCTH OT ()UTOTOPMOHOB — OJTHOM M3 BaKHEHIIMX CUTHAIBHBIX CUCTEM PACTEHUMN
(Serna, 2014, Vermaet al., 2016; Miiller, Munné-Bosch, 2021). [Toka3zaHo, 4T0 MaJIbIe JT03bI
WU npuBojAT K cIBUTY OajaHca «CTPECCOBBIX» U «CTUMYJIUPYIOIIUX» TOPMOHOB B CTOPOHY
(CTUMYJUPYIOIIUX», T.€. YBEJIMYMUBACTCS KOHIIGHTpAlUS U  YCUJIUBAIOTCS IyTH
TPaHCAYKIIMU CUTHAJIa TAKUX TOPMOHOB KaK ayKCHH, [INTOKWHWHBI U THOOEPEITUHBI, B TO
BpeMs KaK aHaJIOTHYHbIC TTOKa3aTenu it dTuieHa u ABK, npeumMyIiecTBeHHO, CHUXKAIOTCS
(Latif et al., 2011; Qi et al., 2015; Bitarishvili et al., 2018). Caexyer oTmMeTHTh, YTO Ha
OCHOBAaHHWU MAaJIOYUCICHHBIX HMEIOUIUXCA B JUTEpPAType MAHHBIX HE MPEACTaBISCTCS
BO3MOXHBIM OJTHO3HAYHO OMNPEACINTh 3aKOHOMEPHOCTH BiMsHUS MU Ha KOamuyecTBO
YCTBHII ¥ IIUPUHY ycThuaHOM e (De Micco et al., 2021; Vitale et al., 2021; De Francesco
et al., 2023). [Tpu 3TOM B HEKOTOPBIX pabOTaxX MOKA3aHO JydYIllee COOTBETCTBHE MEKIY
WHTCHCUBHOCTBIO TPAHCIIMPAIIMH U TIPOCBETOM yCThHII, HO HE nX KonndecTBoM (Roy, 1974,
Vitale et al., 2021). 3To MOXET CBUICTEIHCTBOBATH B MOJIB3Y MPEUMYIIICCTBEHHOTO BITUSHHSI
00JTy4eHHs Ha aKTUBHOCTb, a HE KOJIMYECTBO KOMIIOHEHTOB CUCTEMBI.

BaxubIM MexaHn3MOM NOBBIIICHUST YPOBHS accumuianmu CO; nox neicteuem M
TaK)K€ MOXET SBISTHCA YBEJIUYEHUE AaKTUBHOCTH (PEPMEHTOB TEMHOBOWM CTaJuH
doTtocunteza. B nureparype mokazaHo, 4TO MPHU OOIYYEHUH B MajbIX J03aX KIIOUEBOU
dbepMeHT TeMHOBOU cTaauu (otocuHTe3a PyOHCKO HE TOJIBKO HE MOBPEXKAACTCS, HO U
yBEJIMUUBAET CBOIO akTHBHOCTD (Singh et al., 2012; Arena et al., 2013; Ahuja et al., 2014a).
JleTaibHOTO BBISIBICHHS MEXAHU3MOB TaKOW aKTWUBalWu, BbI3BaHHOM MU, x HacTtosmemy
BPEMEHU BBITIOJTHEHO HE ObLI0. MOXHO MPEAnooXUTh, YTO B OCHOBE aKTHUBAIlUU MOXKET
JeXaTh W3MEHEHHE KOHIIGHTpaiuu (utoropMoHoB. B nuTeparype ommcaHo, 4TO Takue
TOPMOHBI KaK ayKCUH, IMTOKWHUHBI W THOOEPEIJIMHBI YBEIWYMBAIOT aAKTHUBHOCTH
dboTOoCUHTETUUECKNX (PEPMEHTOB W YCWIMBAIOT TOTPEOJICHHE TPOIYKTOB (POTOCHMHTE3A
(Miiller, Munné-Bosch, 2021).

Emé omHoit nmpuymHON akTUBAIIMU aCCUMUISIIMUA U (DOTOCHHTE3a B I[EJIOM MOXKET

ABJSATHCS YCKOPEHHBIM OTTOK ACCUMWJISITOB M3-3a BO3POCIIEH CKOPOCTHM TPAHCHOPTHBIX
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nporueccoB. OCHOBHOM (pOPMOIi SHEPTUU I BTOPHUHOTO TPAaHCMEMOPAHHOTO TPAaHCHIOPTa
SBIIIETCS DJIEKTPOXUMHUYECKUM I'PaJUEeHT IPOTOHOB HAa LUTOIIA3MaTUYECKOW MeMOpaHe.
JInst u3ydenust Bo3MoHOTo BimssHus MW Ha TpaHcMeMOpaHHBI TpaHCIIOPT, HA MEMOpaHe
KJIETOK, OKPY’KaIOIIMX MMPOBOJAIINE ITYYKH, B HAIIMX JKCIIEPUMEHTAX PErMCTPUPOBAINCH
3HAUEHUS JEKTPUUYECKOTO MOTEeHLUansa. Y OO0JydYEHHBIX PAaCTEHUN MIIEHUIbI TMOTEHIUAI
nocturai -135+1,4 MB, B To BpeMsl KaKk y KOHTPOJIbHBIX PACTEHUI B KJIETKAX TOU K€ TKAHU
BeJMYMHA NOTeHIMana cocrapisia -127+1,7 mB (puc. 10). Dnekrpuueckuii moTeH1nan Ha
MeMOpaHe COACPKUT JIB€ KOMIIOHEHTHI — 1u(Qy3noHHYr0, OOYCIOBICHHYIO
pacmpesiesieHueM HMOHOB IO pa3Hble CTOPOHBI MEMOpaHbl, U METabOIMYECKYIO,
MIPEUMYIIIECTBEHHO OOyCIOBJICHHYI0 paboTo miporoHHoM ATdaspl. [lobaBneHue
uaruoutopa H™-AT®a3er NazVO, BbI3BIBACT JCHOJSPH3AINIO, BEIMYWHA KOTOPOMH
OTpa)kaeT JOJIF0 META0O0INYECKOW KOMIIOHEHTHI AJIEKTPUYECKOr0 NOTEHIIMaNa Ha MeMOpaHe.
VY 00iy4€HHBIX pacTEeHU MIICHUIIBI BEJIMYMHA JAenojspu3auuu coctaBuwia 43+4,0%, y
KOHTPOJBHBIX — 32+2,1%, 9TO MOXKET yKa3bIBaTh Ha yBennueHne akTuBHOCTH H -AT®a3br1

1o g ,Z[GﬁCTBPICM paaruanuu.
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Pucynox 10. Bmusaue MM Ha memOpaHHBIA TOTeHIMaN W pacnpexaencHue nudpdysuonHon (dud) u
MeTabonuueckoil (MeT) KOMIIOHEHT MOTeHIIMAala Y pacTeHul nieHunsl. * — p<0,05

VY pacrenuii Tabaka BeIMYMHA MEMOpPAHHOTO TOTEHIMAJIa ONpelesiach B
OKPYXKAIOMINUX JKWJIKM KJIETKaX TMapeHXuUMbl. Y pacteHuin Tabaka MU mpakTtuyecku He
OKa3bIBaJIO BIUSHHUS Ha BEJIWYMHY MEMOpPAHHOTO IMOTEHIMaia, OJHAKO JIOCTOBEPHO

YBCIIMYNUBAJIO JOJIO METa0O0INIECKOU KOMIIOHCHTEI, 4YTO aHAJIOIM4YHO PE3yJibTaTaM,
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MOJIyYEHHBIM Ha pacTeHUsX niueHuis! (puc. 11). B konTpone e€ Bknan cocrasisin 27+3%,

pu 00IyYEHUU 3TO 3HaAUYECHUE Bo3pacTaio 10 35+3%.
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Pucynok 11. Bamssaue MM Ha MemOpanHbBIM moreHnman u pacnpenencaue auddysmnonnoit (Jud) u
MeTabommueckoit (MeT) KOMITOHEHT IMOTeHIIMANa Y pacTeHui Tabaka. * — p<0,05

Pe3ynbraThl 3KCIIEpPUMEHTOB yKa3bIBalOT Ha criocoOHocTh MU akTmBHpoBath H'-
AT®da3y, hepMeHT, KOTOPBIH B X0J1e CBOEH pabOThl MEPEHOCUT MPOTOHBI U3 IIUTOIIA3MbI B
anomnact. Ilyrm perynsumm nporoHHo ~AT®da3pl MHOrooOpasHel ©  MOTYT
peaNn30BBIBATHCS KaK Ha TEHETHYECKOM, TaKk M Ha (Qu3uoigorndeckoM ypoBHsIX. K
KIJIFOUEBBIM MEXaHW3MaM OTHOCUTCS, B TEPBYIO OYEpelb, PEryJslvs KOHIICHTpaluen
kaneius u putoropmonamu (Falhof et al., 2015). B nmuteparype nokasano, uto MU Biousiet
Ha CTaTyC 00€MX yKa3aHHBIX CHUTHAJbHBIX cucTeM. AkTtuBaius AT®da3bl MOXKET JeXKaTh B
OCHOBE HaOIFOJaeMbIX B padboTe 3(pPeKTOB, CBA3AHHBIX CO CTUMYJIAIIUEH (PHU3HOIOTMISCKUX
IPOIECCOB, BKJIOYass (OTOCHHTE3 W TpaHCHHpaluio. B pesynbrare MOBBIMICHUS
UHTeHCUBHOCTH paboThl H-AT®a3b1 MokeT uMeTh MecTO 1) yBennuenue pH nuTormasmel,
YTO MOJKET BJIUATH Ha aKTHBHOCTHh TaKWX (DOTOCHHTETHYECKUX (epMEHTOB Kak PyOmcko,
pubymno3odochaTknnasa, JIEeruaporeHasa dbochornuiepuHOBOTO anbAerua,
dpyxrozonudocdarasa; 2) yBenuueHre dIEKTPOXUMHIECKOTO TpaJueHTa Ha MeMOpaHe, 4To
BBI3bIBACT aKTHBAIIMIO BTOPUYHOTO TPAHCIOPTA META0OIUTOB; 3) N3MEHEHUE PAaBHOBECHBIX
MOTEHIIMAJIOB JJII HOHOB, a 3aT€M OCMOTHYECKOTO TOTEHIIMAJIA I BOABI B 3aMBIKAIOIIINX

KIJIICTKaX yCTbUIL, YTO ITPUBOAUT K UX OTKPBIBAHHUIO.
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B wnenom, mosiydyeHHblE pE3yNIbTAaThl M JAHHBIE JIATEPATYPbl YKA3bIBAKOT, YTO
XpOHUYECKOE OO0JyYeHHE B MalblX J03aX MPEUMYIIECTBEHHO BIIMAET HAa OCHOBHBIC
(bU3MOIOTUYECKHUE TPOIIECChl PACTCHUN Ha YPOBHE AKTUBHOCTH WMEIOIIMXCS B KIIETKE
KOMIIOHEHTOB CHUCTEMBI, a He uX KoiudectBa. OO 3TOM CBHUJIETEIHCTBYET OTCYTCTBHE
BBIPAKEHHOTO H2(P(deKTa Ha OSKCIPECCHI0 TEHOB <«JIOMAIIHEro XO3sIMCTBa», a TaKkxKe
BBISIBJICHHBIEC B XO/I€ aHAJIN3a MHOKECTBEHHBIE TOTCHIIMAIbHBIC ITYTH BJIMSHUASI CUTHAJIbHBIX
cucteM. [{ns porocuHTE3a K TaKUM CUTHAJIBHBIM MYTSAM OTHOCATCS, B MEPBYIO OYEpEb,
TOpPMOHAJIbHAS W KaJbI[MeBas CHUTHAIW3ANMSI, B OCHOBE MOIU(DHUKAIMKA KOTOPBIX, IO-

BUJIUMOMY, JIEXKUT MHAyuupoBaHHoe N noseimienne konueHTpannun APK.
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TI'JIABA 4. BIUSHUE NN HA BII U BBI3BIBAEMBIE UM
®YHKIINMOHAJIBHBIE OTBETHBI

OrnmcaHHEBIE BBIIIE PE3YJIbTAThI U AAHHBIC JIMTCPATYPbI YKA3BIBAIOT, YTO MaJIbIC JTI03bI
NN He oxa3piBaloT HeraTMBHOrO 3¢ (deKkTa Ha pacTeHUs, pacTylide B OJaronpusiTHHIX
ycinoBusiX. OJHAKO HESICHO Kak pacTeHus OyIyT pearupoBaTh Ha CTPECCOBBIE (DAKTOPHI,
KOTOPbBIM OHH IIOCTOSAHHO IIOABCPrarOTCsA B CCTCCTBCHHBLIX YCIIOBHAX IIPOU3PACTAHUS.
Pa3BuTHE yCTOMYMBOCTM K M3MEHSIIOUIMMCSL YCJIOBHUSIM CpPEIbl SIBIISIETCA CIIOKHBIM
MPOIIECCOM U KaK MPABUIIO COMPSIAKEHO C PACIPOCTPAHEHUEM MO PACTEHUIO JUCTAHIIMOHHBIX
curnasioB (Choi et al., 2016; Huber, Bauerle, 2016, Oelmiiller, 2021; Costa et al., 2023;).
MO>KHO BBIJIETTUTH CIAEAYIOIIME ITAMbl pa3BUTHUS ITOrO Ipoliecca: 1) perenuus cTpeccopa,
reHepaluss U paclpoCTpaHEHUE AUCTAHIMOHHOTO CHUTHAJIA, 2) Pa3BUTHUE BBI3BAHHBIX
CUTHAJIOM (PYHKIIMOHAJIBHBIX OTBETOB, 3) (POPMHUPOBAHWE HHTETPATBHOM YCTOMYHMBOCTHU
opraHusMa K ctpeccopy (puc. 12). [lorennuansHo, MOIUPUKAIUSA KaXKAOTO U3 STUX ITANIOB
o BIUAHUEM MU MoxeT IOBIUSTH HA HNTOT'OBYIO PCAKIIUIO pAaCTCHHA HA H€6HaFOHpI/IﬂTHBIC

YCIOBHUSL.

[oBblnieHMEe TEMIIEpaTypbl

BapuaGenbHblii noreHman

S

OYHKUMOHANLHBINA OTBET

CHuxenue GorocuHTesa L CHIKCHHE TPAHCIIHPALIUK

HuynuposanHas BII ycTOWUHBOCTE K NOBBILIEHHOM
TeMIeparype

Pucynoxk 12. Ilpeamonaraemasi cxema popmupoBanust uHaynupoBanHoi BII ycToifumBocTH pacteHuit k
MOBBIIEHHOW TeMIepaType

B »skcniepuMenTax anamu3upoBanioch BiausHue MM Ha Bce KIIFOYEBBIE ATarbl

MpoIIECCa: OT PELeNIUU CTpeccopa (MOBBIILIEHHOW TEMIIEPATYPbl) U TEHEPAIIUU CTPECCOBOTO
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curHana (BII) gepe3 pasButne (yHKIHOHATHLHOTO OTBeTa (CHIKEHUS (OTOCHHTE3a W
TpaHCIUPALKH) K POPMUPOBAHUIO BBI3BAHHON CUTHAIOM ycTOHYMBOCTH. Oco00€ BHUMAHKE

YACJICHO aHaJIM3y NOTCHIHNAJIbHBIX MCXaHU3MOB TAKOI'O BJIMAHMA.

4.1. Baussnne MU na renepanuio u pacnpocrpanenue BII

[Ipu nelicTBUM CTpPECCOBBIX (PAKTOPOB C BBICOKMM TIpaJMEHTOM HapacTaHWUf,
HalpuMep, U3MEHEHUU TEMIIEPATyphl, CYIIECTBEHHYIO POJIb UTPAET CKOPOCTh Pa3BUTUS
YCTOMYMBOCTU K CTpeccopy. B MOMOOHBIX YCIOBUSX BBICOKYIO 3HAUMMOCTh HMEIOT
MOPOTrOBbIE 3HAYEHUS CTHMYJA, MPU KOTOPBIX BO3HUKAET JMCTAHIIMOHHBIA CHUTHAJ.
M3MeHeHne TakuX NOPOTOBBIX 3HAYEHUH MOYKET OKa3blBaTh 3HAYMTEJIBHOE BIIMSHUE Ha
pa3BUTHE YCTOMYMBOCTH PACTEHHUM K AEUCTBHIO cTpeccopoB. Biausaue MU Ha moporoseie
ycioBHs BO3HUKHOBEeHUS BII y pacTeHuii MeHUIBl U3y4aIoCh IPU IOCTEIIEHHOM HarpeBe
KOHYMKA JIMCTa B KioBeTe ¢ Bojoil. OOHapyxeHo, yto MU cnocoOCTByeT CHUMKEHUIO
IIOPOTOBOM TEMIIEPATYpbl, NpU KOTOpoM Bo3HUKaeT BII. Y KOHTpOJBHBIX pacTeHui
TeMIlepaTypa BO3HUKHOBEHHS peakiuu coctabisiia 67,3+0,7 °C, y 001yd€HHBIX pacTeHU

BII peructpupoBaics Mpu TOCTHKEHUU TeMIiepatypsl Bojbl 65,3+0,6 °C (puc. 13).
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Pucynox 13. Bmusane MW Ha moporoByro TemmepaTypy, Npu KoTtopoil BozHukaeT BII y pacrenwmii
nmeHunpl. CrneBa NpHUBEACHA TUIWYHAS 3alMCh JUHAMUKH TEMIIEPATypbl B HArpeBaTEIbHOW KIOBETE U
UHAyUupoBaHHbIX HarpeBoM BII y koHTponmbHOro u o0myu€HHoOro pacteHus. CrpaBa npuBeleHa
JyarpaMma IMOpoTroBOM TeMIeparypbl, Mpu KOTOopoi Bo3HHMKaeT BII y KOHTPOJBHBIX M OOIyuEHHBIX
pactrenuii. AU — BHEKJIETOYHO perucTpupyeMasi pa3HocTh HOTeHIHaNoB. * — p<0,05
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Bo3HukHYB B 30HE JIOKaJIbHOTO pa3ApaXeHWs WX B 30HE, HauOoIee
YyBCTBHUTEIIBHON K CTpeccOpy IMpHU €ro cucreMHoMm jaerctBuu, BII pacmpocTtpansierca Ha
3HaYUTeNbHYyI0 001acTh pactenus. s BII xapakTepHo 3aTyxaHue curHaia Mo Mepe ero
pacrpoCTpaHEHUs: € YJIaJE€HUEM OT 30Hbl BO3HMKHOBEHMS CHIDKAETCS aMIUIUTYyJa H
CKOPOCTh CHUTHaJa. Y MNPOPOCTKOB NHIEHWLBl HWHAYLUPOBaHHbIM Harpesom BII
pacnpoCTpaHsJICsS MPAKTUYECKH 10 OCHOBAHUS CTUMYIHpyeMOoTo jucta. OOHapy)eHO, 94TO
MW 3HauuTenpHO yCHIMBAIO BbI3BaHHBbIC HarpeBoM BII (puc. 14). Benuuuna paznuuuii
MEK/]ly CUTHAJIaMH Y KOHTPOJIBbHBIX U 00 Ty4€HHBIX paCTEHUI BO3pacTala o Mepe yaaieHus
OT MecTa CTUMYJISIIuU. Tak, Ha paccTOSTHUU 12 ¢CM OT CTUMYJIMPYEMOT0 KOHYMKA JIUCTA Y
KOHTPOJIBHBIX pacTeHHi HaOmoaanack ammntyaa 10,3+3,6 mB, a y o6myuénnbix 48,7+6,0
MB. CkopoCTh AenoIsIpu3aliy B 3TOM 30HE Y KOHTPOJIBHBIX pacTeHui coctasisuia 1,2+0,60
MB/c, y 06nyu€nnsix pacrenuit — 5,0+0,83 mB/c. Cxopocts pacnipoctpanenus BII B aToi
obnactu cocrasisuia 1,73+0,21 mMm/c B kouTpoie u 4,58+0,52 mm/c noa aeiictsuem UNU. YV
OOJIydEHHBIX PACTEHUM CUTHAJ PACHPOCTPAHSUICS Ha OOJIbIIEE PACCTOSIHUE, 3a4acTylo

JaJIBHOCTDB €T'0 PACIIPOCTPAHCHHUA OTPaHNYIKNBAJIACH TOJIBKO ,Z[JIHHOP'I CTUMYIIMPYCMOTI'O JIUCTA.
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Pucynok 14. Biusnue M Ha mapaMeTpbl WHAYIIMPOBAHHOTO HArPEBOM BapHaOEIbHOIO MOTCHIUANA Y
pacreHuil mmeHuipl. CieBa MpHUBEeHA CXeMa pa3ApakeHUs M PACIOIOKEHHUsS DIIEKTPOAOB. B 1eHTpe
NpUBEICHBI YcpeaqHEHHbIC 3anucu BIT y KOHTPOJIBHBIX M 00JYy4YEHHBIX PACTCHHN HA Pa3IMYHOM yIaJICHUU
OT 30HBI cTHMyhupoBanus. CrnpaBa Ha guarpaMMax TNpHBEICHbI aMiuuTyaa (Apm), CKOpOCTh
nenonsipu3aiiiid (Vyen) ¥ ckopocth pactpoctpaneHus BIT (Vpacp) Y KOHTPOJNBHBIX M OOTY4YEHHBIX
pacrenuii. D1-25 — u3mepuTenbHbIE IMEKTPonbl. PaccTosiHuss Mexay siektpomamu 1mo 3 cm. AU —
BHEKJIETOYHO PErUCTpUpyeMast pa3HOCTb MOTeHIHMaNoB. * — p<0,05, ** — p<0,01, *** — p<0,001

VY pactenuii Tabaka BII, pacnipocTpaHssiCh U3 30HbI CTUMYJISIIMHN, OXBAThIBAJ BCIO
JUCTOBYIO IUIACTUHKY M Tepexoaun jainee B crebenb. [logoOHO curHamam B JHCTe
MIIeHUIbl, y pacTeHuit Tabaka BII Heckosibko 3aTyxana Mo Mepe yJaleHus OT MecTa
Bo3nericTBUsl. OOMyueHre HE OKa3bIBajo 3HA4YMTENbHOTO 3¢ ¢dekra Ha ammuTyasl BII B
o0eux 30HaX PErucTpaluy B MIpeaenax CTUMYJIHPYEMOTo JIUCTa, OJHAKO HMMeJa MECTO

HEKOTOpasi TCHCHIUS K YCUJICHHUIO CHTHAIa y 00JIy4€HHBIX pacTenuii (puc. 15).
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Pucynox 15. Bimsane MM Ha nmapameTpsl MHIyLIHPOBAaHHOI'O HArpEeBOM BapuadeIbHOIro MOTEHLHUANlA Y
pactenuii Tabaka. CieBa NIpuBEAEHAa CXEMa pa3[paXCHUs U PACIONOKEHHUS IEKTpoJoB. B 1eHtpe
npUBeCHBI ycpeaqHEHHbIE 3anuch BI1 y KOHTpOIBHBIX B 00Ty4YEHHBIX PACTCHUI HA PAa3IMYHOM yIaJICHUU
OT 30HBI cTUMynupoBaHus. CrpaBa Ha aAuarpaMMe MpuBeaeHbl amiuuTyabl BII y KOHTponbHBIX U
00myu€HHBIX pacTeHuil. D1 u D2 — u3MepuTenbHbIe 3IEKTPOAbL. PaccTosiHUE OT pe3ucTopa /10 3JIEKTPOI0B
1 u 2, coorBerctBeHHo 1,8 u 3,5 cm. AU — BHEKJIETOUHO PETUCTpUpYEMasl pa3HOCTh TOTEHLNUAIOB. A —
amiumiryaa BII

B nammx skcnepumenTax ObLI0 0OHapykeHo, 4To MU ycunuBaeT qucTaHIMOHHbBIE
ANEKTPUYECKUE CUTHAIIBI pacTeHuid. Ha 3To yka3biBaeT yBenuueHue psaa napamerpon Bl y
OONMy4EHHBIX  PACTEHUH:  aMIUIUTyJa, CKOpPOCTb  PACIPOCTPAHEHMs,  CKOPOCTb
JENoJIApU3alii 1 TUIONIaJb OXBAYEHHOW CUTHAOM oOsiacTu. PaHee B nmuTeparype ObLIO
nmokaszano, uro MM Moxer BIusATH Ha APYroM THUIN JJIEKTPUUYECKUX CUrHanoB — [IJI, uro
BBIPAXKAJIOCh B YBEJIMUYCHHUH JHUTEIbHOCTH penonspusanuu (Esch et al., 1964; Sevriukova
et al., 2014). [lyis uHTepnpeTallMA MOJYYEHHBIX B HAIIMX JKCIEPUMEHTAX pPE3yJIbTaTOB
TpebyeTcs pacCMOTpPEHHE 0COOEHHOCTEH reHepanuu u pacnpocrpanenus BIT — uzyuaemoro
B paboTe oyekTpuyeckoro curdHaia. B ommmuume ot IIJ[, BII He saBmsercs
camopacnpocTpansroieiics peaknueii (Vodeneev et al., 2015). 3a ero pacnpoctpaHeHue
OTBEYAET HEYCTAHOBJIEHHOE K HACTOSILIEMY BPEMEHHU BEIIECTBO, CIIOCOOHOE K MEPEHOCY TI0
OPOBOJSALIMM TIydyKaM M BbI3bIBAIONIEE M3MEHEHHE TMOTEHIMAlla TPU KOHTAKTE C
KJIETOYHBIMU MeMOpaHaMu. COrJIaCHO COBPEMEHHBIM IMPEAICTABICHUSIM, B KAUYECTBE TAKOTO
BeriectBa MoryT Beictynath ADK (Choi et al., 2016; Gilroy et al., 2016; Demidchik, 2018;
Johns et al., 2021). Hau6onee monroxusymias Gopma APK — H,0, — He TOJIbKO aKTHBHO

pacIpoCTpPaHACTCA U3 30HBI IIOBPCKACHUA, HO U MOXKCT AOIIOJTHUTCIIBHO CHMHTC3UPOBATHCA
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HAJI®H-okcuaazamu mia3MaTuaeckoil MeMOpaHsbl, IO Mepe PACTIPOCTPAHCHHS CUTHAJIA HA
oonpime paccrosinug. Kak Obuto moapoO6HO omucaHo Bbilie, renepanus BII mpoucxonut
IpU TOCIEA0BATEIHLHOM HM3MEHEHUH MPOHUIIAEMOCTH MEMOpAHBI AJIsi OTICIbHBIX MOHOB.
KiroueBbIMU y4acTHUKaMu peakiuu npenctabisitoress APK-akTuBUpyeMble KallbIIUEBBIC
kaHaibel, Ca®’-4yBCTBUTENbHBIE AHMOHHBIE KAHAIbI, MOTECHIHAN-3aBHCHMBIE KAIIMEBBIX
KaHaJIOB BbIXOZsIIEro Toka, mpotoHHas ATdaza u HAJIDPH-okcnaassl mia3mMaTudecKon
memOpanbl (Vodeneev et al., 2015). [Tapamerpsl, u3ydaeMble B HaIlleM SKCIECPHMEHTE,
oTpaxkaloT crenupuky oboux 3tanoB BIIl: ckopocTh pacrpocTpaHeHHs] XapaKTepU3yeT
nporecc pacnpoctpaneHus BII, a aMmumMryna m CKOpOCTh NENOJSPU3ALUU — IPOLECC
reHepalyy CUTHaJla B KJIETKaX.

Mp1 npennonaraem, uro Baussaue MW Ha BII peanusyercs kak 3a cU€T M3MEHEHNUH,
BO3HUKAIOIIMX B COCTOSIHUM IOKOS, TaK M 3a CUET MOAU(PUKALUU HENOCPEACTBEHHO
npoliecca reHepaluy curuaina. ['maBHeIM (hakTOpoM, U3MEHSIOIIMMCS B COCTOSIHUU TOKOS,
HaM MPEJCTaBIAETCd M3MEHEHHE MEMOpaHHOro MOTEHIMala. B HammMx sKcrnepuMeHTax
ObUIO MOKa3aHo, 4T0 M HeCKoNbKO MOBBIIAECT IEKTPUUYECKUIN MOTEHIMA Ha MeMOpaHe
KJIETOK, YTO MOXET OOBSICHATHCS BO3pacTaHUEM aKTUBHOCTU TpoToHHOU AT®a3sI (puc. 10,
11). TloBbilieHHE 3IEKTPOXUMHUYECKOTO TI'pajMEeHTa Ha MeMOpaHe MOXKET YBEIUYHMBATH
JBUKYIIYIO CHITY JUIsl aHUOHOB, UTO OYJI€T PUBOJUTH K PETUCTPUPYEMOMY B SIKCIIEPUMEHTE
ycuinennto BII — yBenmM4yeHWIO CKOPOCTH AEMOSPHU3aLUMU M BO3PACTAHUIO aAMILIUTY/IbI
curHaja. Emé oauH MOTEHIMAIBbHBIM MEXaHW3M, OOYCIIaBIMBAIOIINN MOJAU(BUKAIIHIO
OOJTy4€HHBIX PACTEHH B COCTOSIHUU MOKOS, MOKET OBITh CBSI3aH C MU3MEHEHUEM YPOBHS
HKCIIPECCUU T€HOB OENKOB-TPAHCIOPTEPOB, YUYACTBYIOIIMX B AJIEKTPO(PHU3NOIOIrHUECKUX
peakuusx. OpHako aHanu3 BiMsiHUS MM Ha ypoBEeHb S3KCHpECCHHM 3aTpyIHEH H3-3a
HEJOCTATOYHOW  OXapaKTEpPU30BAaHHOCTH OEJIKOB, 33JCHCTBOBAHHBIX B TE€HEpaluu
snekrpudeckux curramoB (Demidchik, 2018; Fromm, Lautner, 2023). B oraenbHbIX
paborax cooOmaerca 00 yBenuueHuun mnoxa aedctBueM MM ypoBHS sKcrnpeccuu TeHa
anroHHoro kanaima SLAC1 (Duarte et al., 2019), koTopslii SIBISETCSI OJJHUM M3 BEPOSTHBIX

YHYaCTHHUKOB 3JICKTPUICCKUX peaKHHﬁ.
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B npouecce renepanuu BII k paguanuu, no-BuaumMomy, HanOosiee 4yBCTBUTENICH
sTan, cBsA3aHHBIA c compsokeHneM A®K u Ca?* curHaneHBIX cucteM. M3BecTHO, 4TO
XpOHHYECKOE OOIydYeHHE B MalbIX J03aX CIMOCOOCTBYET YCHUJICHHIO 3KCIPECCHUU TEHOB
oenkoB, 3aaeiictBoBaHHBIX B A®K-curnanunre. B uactHocTH, mokazaH 3¢¢eKkT Ha
skcmpeccuio Takux npoayieHToB ADK xak HAJI®H-okcuaassr (Vandenhove et al., 2010;
Biermans et al., 2015; Qi et al., 2015). IIpoucxosiuee B pe3yibTaTe 3TOT0 YBEIUYCHHE
koHueHTpaiuu A®K MoxkeT crnocoOCTBOBaTh CHHXKEHHIO TOPOTOBOTO YpPOBHS IS
oTkpeitns A®K-aktuBupyembix Ca?*-xaHanoB, 4TO BeAET K 00J€e HHTEHCHBHOMY
OTKpPBIBAaHWIO AHUOHHBIX KaHAJIOB M Oosiee IryOokoMy monaBicHuio H'-AT®da3bl.
Pe3ynbratrom sToro OyneT sABIATHCA HAONIOAAEMOE B HAIIEM JKCIEPUMEHTE CHUKEHHE
Opora BO3HUKHOBEHHUSI JIEKTPUUECKOTO CUTHAJIA, YBEIIMUYEHUE CKOPOCTU AECTOJSPU3aLUU
u ammmuTy sl BIL. Taxoke 3TiM, Ho-BUAUMOMY, 0OBSCHSIETCS paclpoCTpaHEHUE CUTHAJA Ha
OoJplIee paccTOsTHUE W OoJiblllasgs CKOPOCTh PACHpPOCTPAHEHUs CUTHANIA y OOIy4YEHHBIX
pactenuii. Takum oOpa3om, aktuBauusa ADK-npoayuupyromux CHUCTEM MOMKET OBITh

IIPCAIIOJIOKCHA KaK IIPUYINHA YCUJICHUSA BII.

4.2. Biusinue UM na napamerpsbl BbI3BaHHBIX BIl GyHKIMOHAIBHBIX OTBETOB Y
pacTeHuil MeHNIbI U Tabaka

[Ipu npoxoxaenun no aucty BIl BbI3bIBaeT pazHooOpasHble (yHKUHOHAIbHBIE
orBeTbl. K umnciay 3HauuMbIX A (OpPMHpPOBAHUS YCTOWYMBOCTU OTHOCATCS OTBETHI
¢doTtocuHTe3a M TpaHcnupauuu. OTBeT (POTOCHMHTE3a MPEACTABISIET COOOM NEpPEeXOAHOE
CHU)KEHHME HMHTEHCHUBHOCTH (DOTOCMHTETHYECKUX IMPOLIECCOB, KOTOPOE MPOSBIAETCA B
yraerenun accummisiinu CO;, @ps), Dpsyy u yBenudennn NPQ. OtBetsl oTOCHHTE3A Y
NIIEHUIBl Pa3BUBAIOTCS B JIB€ (pa3bl: KPATKOBPEMEHHYIO, 3aHUMAIOIIYIO 3-5 MUH U
JUIMTENIbHYI0, C IOCTH)KEHUEM MAKCHUMaJIbHOM aMIUTUTYbl MPUMEpHO depe3 30 MUHYT, U
MIPOIOJIKUTEILHOCTEIO Oosiee yaca. O0e da3bl (POTOCHHTETUYECKOTO OTBETa Y PacTEHUU

MIIEHUIIBI OJHOHANPABJICHBI, U3MEHEHUSI HauOoJiee BEIpakKeHbI BO BTOPOi (ase.
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B skcnepumente nokaszano, uto M He oka3piBaeT BIMSHHS Ha HAIPABICHHOCTH
uHaympoBanHbix  BIl peakiuii, omHako y OOJY4Y€HHBIX pAacTEHUH BO3pacTaeT HX
amrumatyna (puc. 16). CTaTUCTHYECKH 3HAYMMBIC Pa3IMYMsi UMECIOT MECTO JUISI OTBETOB

accummisiuu CO, u @ps)y. Paznuuns 0osiee BhIpaskeHbI BO BpeMsi BTOpOH (asbl pa3BUTHUS

OTBCTOB.
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Pucynox 16. Bmusame WM wa BeiBanabie BIl m3menenus accummisiniun COz W mokaszaTenei
¢dyopecueHun xyopopuiia 'y pacreHuidl mnuieHunbl. CBepxXy MpHUBENEHbI YCPEAHEHHBIE 3alUCH
M3MEHEHUH acCCUMWIALIMU U MOKa3arene (uiyopeclieHInH XJIopodusuia y KOHTPOJIBHBIX U 00Ty4EHHBIX
pacrenuii. Ha ngmarpamMme npuBEenEeHbl AMIUIUTYAbl HM3MEHEHUW ACCUMWIALIMM W [OKa3aTelen
dyopecteHIIUN XJIopoduiia y KOHTPOJIBHBIX W 00Ny4€HHBIX pacTeHuit; 3a 100% mpuHATa aMImuTyaa
M3MEHEHUH y KOHTPONbHBIX pacTeHuil. A — accummsanus CO2, @ps| — KBAHTOBBIHN BbIX01 (hoTOCHCTEMBI |,
@psi1 — kBaHTOBBIN BBIXOJ ¢otocuctemsl |l, NPQ — HedoToxumuueckoe TymieHue ¢IIyOpeCHSHITHH.
[TynktupoM 0003Ha4eHO BpeMs, COOTBETCTBymollee npoxoxkaeHuto BII B 30He perucrpanuu
(OTOCUHTETUUYECKUX MTAPaAMETPOB. D — U3MEPUTEINIbHBIE 3JIEKTPOIbI

VY pacrenuii Tabaka nnaynupoBannbie BII oTBeThl hoTOCHHTE3a TaKKEe COCTOAT U3

nByx ¢as. [lepBas npencrasisier co00il kpaTkoBpeMeHHoe (ropsika 10 MUHYT) TOBBIILIEHHUE
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uHTEHCUBHOCTH (porocuHTe3a (Dps; Bo3pactaer, NPQ cHmwkaercs), BTopas —
npoaomxuteabHoe (1,5 dvaca m Oomnee) raybokoe mojaBieHue ¢otocuHTe3a (Dpsy
camwkaercs, NPQ Bospacraer) (puc. 17). BoimonHEHHBIH Ha pacTeHHSIX Tabaka aHAIIN3
MPOCTPAHCTBEHHOM  JMHAMHMKW  BbI3BaHHBIX  BIl  ¢oTocHHTETHYECKHX  OTBETOB
JEMOHCTPUPYET, YTO aMILTUTYIbl U3MEHEHUN TMoKa3zaTesnei GuyopecileHnn Xjaopodusia
YMEHBIIIAIOTCA [0 MEpE YIAICHUS OT MECTa pa3IpakeHuUs.

[TokazaHo, yTO 00Jly4eHHE HE OKa3bIBACT BJIMSHUS Ha XapakTep BbI3BaHHBIX BII
(OTOCMHTETUYECKUX U3MEHEHH B I€JIOM, OJJHAKO UMEET MECTO BhIpaskeHHBIH 3 dext NN
Ha WX IPOCTPAHCTBEHHYIO TUHAMHUKY. [lapaMeTpbl U3MEHEHHI HEe pa3InYaroTCsl Ha MaJbIx
PACCTOSTHUSIX OT 30HBI pa3ipakeHus: aMIuIuTya cHmkeHust @pgy B ROI 1 coctaBuna 0,09 +
0,01 B xouTposae u 0,12 + 0,01 mpu U (puc. 17). Ilpu s3tom B ROI 2, Haxonsmelics Ha
00JIbIlIEM PACCTOSHUU, UMEJI0O MECTO YCUJIEHHE OTBETOB Dps)i: aMIIuTyAa cocrasuia 0,07
+ (0,01 B kontposie u 0,10 + 0,01 npu UN. Takum oOpazom, pa3inyus B aMIUIUTY€ OTBETOB
y KOHTPOJBHBIX M OONYyUEHHBIX PACTEHH BO3pPACTAIOT MO Mepe yJIaJICHHS OT 30HBI
pa3apakeHusi, 4TO CBUJICTEIBCTBYET OO0 YBEJIWYEHUM IUIOIIAAU JIMCTA, OXBAauy€HHOU

W3MEHEHMSIMU, 1o aeiictBuem M.
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Pucynok 17. Bousuue UM na Bwi3Banubie BII uzmenenus nokasareneid (iyopecueHunu xjaopopusuia y
pactenuii Tabaka. CiieBa mpuBecHa cXeMa pa3pakeHust U pacrosiokenus odnacreit natepeca (ROI). B
[EHTpE TPHUBEICHBl YCPEIHEHHBIC 3allUCH M3MEHEHHWH MoKa3aTened (hIyOopecleHIIM KOHTPOJIBHBIX U
00JTy4E€HHBIX PaCTCHUHN Ha PA3IMYHOM YAAJICHUU OT 30HBI CTUMYJIMPOBAHUS; 32 HOJIb IPUHATHI YPOBHH Dps|
u NPQ no pasmpaxenus. CrnpaBa Ha auarpamMMmax MPUBEACHBI aMIUIATYIbl M3MEHEHHH IMOKa3aTesei
¢uryopecleHIIMM Y KOHTPOJIbHBIX M OOJNyuy€HHBIX pacTeHuid. D1 u D2 — u3MepuTeNnbHbIE 3JEKTPOJIBL.
Paccrosnue ot pesuctopa 10 ROl 1 u 2 cocrapnsimno 1,8 u 3,5 cMm. @ps)| — KBAaHTOBBII BBIXOJ] (JOTOCHUCTEMBI
I, NPQ — HedoToxummueckoe TymeHue (hiayopecleHuud. Aqpsi — aMIUIUTy1a u3MeHeHust @Ppsii. AnpQ —
ammumutyna usMeHennss NPQ. IlyHkTrpom 0003Ha4eHO BpeMs, COOTBETCTBYIoOmIee mpoxoxaeHuio BII B
30HE pETUCTpaiy (POTOCHHTETHUECKUX MAapaMETPOB

Hnst uzyuenuss Biausinuga MU Ha 0COOEHHOCTH TPOCTPAHCTBEHHOM JTMHAMUKHU
U3MEHEHUH TMoka3aresneil ¢uryopecueHnmu xjiopoduuia, Bei3BaHHBIX BII, y pactenwmii
Tabaka U3MepsIIach IJI0IA b, B KOTOPOH UMEET MECTO OTKJIOHEHUE Ppg)| OT HAYAIBHOTO (110
renepauuu BII) yposas. [1o mepe pa3ButHs oTBETa CHavaaa UMEJI0 MECTO HE3HAUUTEIbHOE
110 AMIUIMTY/I€ ¥ MPOJOJKATEIIBHOCTH MOBBIIEHNE TTOKa3aTens. Ha aToM aTamne miomans,
OXBayCHHasi U3MEHEHUSAMH, HE pa3jInyaliach JUIsl pacTEHUW W3 rpynn KoHTposus u M.
BripaxkenHoe cHmkeHne @pg)) HAUMHAIOCH TpuMepHoO uepe3 15 munyT nocie BIT. Hanbonee
BBIPKEHHbBIE M3MEHEHUS UMEJTU MECTO B HanboJiee OJIM3KUX K MECTY pa3ApaKEHUs KHUIKaX

(puc. 18). O6myueHre 0Ka3bIBAIO 3HAYMTEIbHBIH A3PPEKT Ha MPOCTPAHCTBEHHYIO THHAMHKY
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BbI3BaHHbIX BIl u3meHeHuit mokasareneil (iyopecueHuu Xjiaopoduiuia, crnocoOCTBYS
(GhOpPMHUPOBAHUIO CYIIIECTBEHHO OoJiee OBICTPHIX OTBETOB Ha OOJIBIIEH OO0JacTH JHCTa

(puc. 18).
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Pucynoxk 18. Briusare W Ha miomians Bei3BaHHbIX BIT n3Menenuii @ps)i B nucte Tabaka. (A) — cxema
skcniepumMenTa. (b) — cxema BbieNieHHs TUIOMAIU JIUCTa, B KOTOPO MMEeT MeCTO OTKJIOHeHHEe @Dps|| OT
HavaspHOTOo (10 reneparuu BIT) yposus. (B) — nuHaMuka n3MeHEHUS IUIOMIAIN, OXBAYCHHON H3MEHEHHEM
Dpsi1. (I') — ycpeqHEHHBIE 3aTMCH IMHAMUKY TUTOLIAJIH JIUCTA, OXBAYEHHON (POTOCUHTETHYECKUM OTBETOM
B JIUCT€ KOHTPOJIBHBIX M 00Myu€HHBIX pacTeHuil. IlyHKTHpOM 0003Hau€HO BpeMs, COOTBETCTBYIOILEE
npoxoxaeHuio BlIl. D — u3MepuTenbHeIil 31€KTpoa
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OTBeT Tpancnupauuu Ha npoxoxzaenue BII mo nucty passuBaercs B ABe ¢asbl. Bo
BpeMs [IEpBOM, KPATKOBPEMEHHOMN, CTalu UMEET MECTO BO3PACTAHUE TPAHCIIUPALIUH, B TO
BpeMs KaKk BO BpEeMsI BTOPOM, JUIUTEIIbHOM, OHA CHUYKAETCA U MOXKET JOCTUTaTh OJIM3KHUX K
HYJIIO 3Ha4eHui. Ha pacTeHmsIx mueHuIsl nokasato, 4ro MU cymecTBeHHO yBeInyuBaeT
aMIUIMTYy BbI3BaHHOTO BII cHmkeHus TpaHcnupanuu. AMIUIMTYJa OTBETAa B KOHTPOJIE

cocrassier 2,20+0,23 mmonbs M2 ¢, npu 06myuenun — 3,39+0,27 mmons M2 ¢t (puc. 19).
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Pucynok 19. Bnusnue MU na napamerps! Bei3BaHHbIX BII uzmenenuit yposus tpancnupauuu (E) B nucte
pactenuil miieHuipl. CieBa MpHUBEACHA CXEMa pa3/IpaKEeHUsS M PACIOJIOKEHHS O0O0JACTH PEerucTpaluu
TpaHcnupauuu. B LeHTpe npuBeAeHbl YCpPEAHEHHBIE 3alUMCH H3MEHEHUM YpOBHS TpaHCIUpaluu
KOHTPOJIBHBIX ¥ 00TYy4EHHBIX PACTEHUH; 32 HOJIb IPUHSAT YPOBEHB TPAHCIIMPAIIMH J0 pa3apaxeHus. CripaBa
Ha MarpaMMe MPUBEICHbI aMIUTHTYAbl K3MEHEHUH YPOBHS TPAHCIIMPAIIMH Y KOHTPOJIBHBIX B 00Ty4EHHBIX
pacrenuii. [lyHKTHpOM 0003HAYEHO BpEMs, COOTBETCTBYIOIICEe MpoxoxaeHuo BIl. D — usmeputenbubie
ANEKTPOobl. Ag — amIuuTyaa orBeToB E. * — p<0,05

VY pacrenuii Tabaka OTBET TpaHCIUpanuu Ha npoxoxaeHue BII Takxe npeacraBieH
nByxgasznont peaknueid. WU cymectBeHHo ycwnmBaeT Bbi3BaHHOe BII cHimkenue
TPAHCIUPAIIMKM Yy PACTEHUN Tabaka, 4TO aHAJIOTMYHO 3(PEeKTy, 3aperucTpupoBaHHOMY Ha
pacTEeHUsX MIIEHUIIbl. AMIUTUTY/1a OTBETa y KOHTPOJIbHBIX PACTeHUI Tabaka COCTaBIISET

0,89+0,09 mmosb M2 ¢, y 06myuénnbix — 1,20+0,04 mmons M2 ¢t (puc. 20).
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Pucynoxk 20. Bmusuue UM na mapamerpsl Bei3BaHHbIX BII nsmenenuit yposus tpancrnupanuu (E) B mucte
pactenuil Tabaka. CneBa mIpuBeleHAa CXeMa pa3[IpakKeHUsI W PACIONOKEHHs] O0JacTH PerucTpaluu
TpaHcnupanuu. B 1eHTpe mpuBeAeHbl YCpeAHEHHBIE 3aliCH W3MEHEHUN YpPOBHS TpPaHCIUPALUU
KOHTPOJIBHBIX ¥ 00Ty4EHHBIX PACTEHUH; 32 HOJIb IPUHSAT YPOBEHB TPAHCIIMPAIINH 10 pa3apaxeHus. Crpasa
Ha MarpaMMe MPUBEICHBI aMIUTHTYAbl HK3MEHEHUH YPOBHS TPAHCIIMPAIIMH Y KOHTPOJIBHBIX B 00Ty4EHHBIX
pactenmii. [TyHKTHpPOM 0003HAYCHO BpEMs, COOTBETCTBYIOIIEe MpoxoxkaeHuto BIl. D — uamepurenbHbIN
NeKTpoa. Ag — ammuTya orBeroB E. * — p<0,05

Takum oOpa3zom, B HalleM OJKCIEPUMEHTE OOMyuEHHBIE PACTCHHsS] HE TOJIBKO
JIEMOHCTPUPOBAIH OOJIBIIYI0O MHTEHCUBHOCTh CTPECCOBBIX CUTHAJIOB, Y HUX TaKKE MUMEIU
MecTO 0oJiee BBIpaKEHHBIE OTBETHI (POTOCHHTE3a M TPAHCIHUPAINH, WHAylIHpoBaHHbIe BII
(puc. 16, 17, 18, 19). B uccnemoBanuu Kir04eBbIXx MmuineHeir MM ocHOBHOE BHHUMaHHE
TpeOyeTcs yACIUTh OCHOBHBIM MeXaHW3MaMm dTama mnpeobpazoBanusi BIl B
(byHKUMOHAIBHBIN 0TBET. PazButre porocunTeTnyeckoro orsera Ha BII nporcxoaut B 18e
daser (puc. 16, 17). IlepBas (kpaTkoBpeMeHHas) ¢a3a y pacTEeHHH MIICHUIBI W Tabaka
UMEIOT DPA3NIMYHYI0 HampaBieHHOCTh. [lociemyrommas nnutenbHas ¢asza MpeacTaBseT
coboii rinmybokoe MHrHOMpoBaHue (PoTocuHTE3a y 000MX BUIOB pacTeHHil. Bo3MOKHBIM
MEXaHU3MOM IOBBIIICHUS aKTUBHOCTH (POTOCHHTE3a B X0JIe MepBoH (ha3wl y Tabaka MOKET
SBIATHCA  KPAaTKOBPEMEHHOE BO3pAaCTaHUWE yCTHbHYHOM TPOBOAMMOCTH 33  CUET
THPOIACCUBHOTO OTKPBIBAHUS YCTBMII Cpa3y IMOCIEe MPOXOkAeHHs curHama (puc. 19).
NurnbupoBanne (HOTOCHHTE3a MOXKET peaju30BhIBATHCS 3a CYET JIBYX OCHOBHBIX
MexaHu3MoB: 1) depe3 capurn pH B nuTomiasMe W amoruiacTe W 2) depe3 CHIKEHHE
yCThUYHOU mpoBoauMocTd # jgoctynHocth CO; 3a cuéT yMEHBIIEHUS Typropa
3ambikaromux kierok (Pavlovic, Mancuso, 2011; Bulychev, Komarova, 2014; Sukhov,
2019).
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CnBurn pH, compoBoxaatomue pacnpoctpanenune BII, urparot omnpenensronryro
poJib B pa3zBUTUU (POTOCUHTETHYECKOTO oTBeTa. st uzyuenus Bnusinug MU na casurun pH
y pacTteHuid Tabaka peruCTPUPOBAIMCH OTHOIIECHUS WHTEHCUBHOCTH (iyopecteHuu Pt-
GFP — parnomerpuyeckoro Oeclika, pacroiaraioiierocsi B MUTOIIAa3Me KIETOK (puc. 21)
(Ageyeva et al., 2022; Pecherina et al., 2022). ®nyopeciieHTHBIH HUMUIKUHT HAa YPOBHE
IIEJIOTO PACTCHHS JEMOHCTPUPYET OBICTPOE U JTTUTEIHHOE CHIDKCHHE TAaKOTO OTHOIICHHMSI
WHTEHCUBHOCTHU (piiyopeclieHInu nociie npoxoxaeHus: BII, yTo yka3piBaeT Ha 3aKUCIICHHE
IIUTOTUIa3Mbl. AMITTUTY/1a PEAKIIUU B JINCTE KOHTPOJIBHBIX PACTCHHUIA COCTABIISAET MOPSAKA
0,25 emuann pH. Ilomobno m3meHeHusM QorocuHTe3a, caBurd pH OXBaThIBAIOT BCIO
IUIOIIAh JIUCTA, aMIUIMTYAa CHIDKAETCs TI0 Mepe yAaJIeHUus OT MecTa pasnpaxenus. [lox
BaussHueM WU mpomcxoamsio Bo3pacTaHWE aMIUTATYAbl CABUTOB pH W CHmWKeHHe HX
3aryxaHusi ¢ pacctosaueM. B ROl 2 paznuuus cTaTUCTHUECKM 3HAYMMBI: aMILTUTY]Ia

capuroB pH B konTposte nocturaer 0,14+0,03, mox nevicrBuem MU — 0,25+0,02 (puc. 21).
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Pucynok 21. Bausane MM nHa mapametpsl Bei3BaHHbIX BII ciBuroB pH B mmcre tabaka. (A) — doro
OTHOIIIEHHUSI WHTEHCUBHOCTEH (uiyopeciieHIMK jucTa Tabaka, skcnpeccupymomiero Pt-GFP. (B) — doto
MAapeHXUMHBIX KJIETOK JIucTa Tabaka, 3KCIPECCUPYIOLIEro (IyopecleHTHBIH paTuoMeTpuueckuid pH-
qyBCcTBUTENbHBI Oenok Pt-GFP. 3enénprit xanan — d¢uyopecuennus Pt-GFP, kpacHbrii kanam —
dnyopecuenims xmopopumia. (B) — criekTp ¢uryopecueHin KIeTok Tabaka, sxcrnpeccupyrommx Pt-GFP,
npu Bo30yxkaeHnu Ha 405 u 488 M. (I') — cxema perucTpanuy MHAyHUpoBaHHOrO Harpesom BII u
BbI3BaHHOTO UM u3Menenus puyopecteHimu Pt-GFP (Flratio). (/1) — Tuniunas 3anucey BIT 1 BbI3BaHHOTO M
cnBura pH B nmcte pacrenus tabaka. (E) — ammutyast cnsuros pH 8 ROl 1 1 2 B TUCTe KOHTPOJIBHBIX U
obnyuénnbix pactennit. (JK) — amruutyapl u3menenuii pH (3akucieHus) MapeHXUMHBIX KJIETOK JIUCTa
Tabaka B OTBET Ha JoOaBieHne umHruburopa H'-AT®dasel. Paccrosmue ot pesucropa jo ROl 1 u 2
coctasysuio 1,8 u 3,5 cm. D1 u 32 — u3mepuTenbHbie 5eKTpoasL. * — p<0,05

Jnsa comnocrasieHuss BpeMeHHbIX Xapakrtepuctuk BII, casuros pH m uzmeHeHun
napaMeTpoB  (OTOCHHTE3a O3TH  TOKAa3aTeNIM  PETUCTPUPOBAIUCH  OJHOBPEMEHHO.
IIponomkurenbHOCTy casura pH  3HAYUTENBHO NPEBBIAECT  MPOJOKUTEIBHOCTD
Jenoispuzanuu  Bo Bpems reHepaunu BII m Xopomo COOTBETCTBYET WM3MEHEHMIO

nokazarenei porocunresa (cHmwkeHne @pgy U nossimeane NPQ) (puc. 21, 22).
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Pucynox 22. Jlunamuka Bb3BaHHBIX BII wu3menenmit dayopecuenuun Pt-GFP u  mokaszareneit
dyopecuenum xiopodusuia y pactenuii Tabaka. Ciea mpuBeieHa cXxeMa 0JIHOBPEMEHHOI perucTpaiuu
UHAYUUpoBaHHOTO HarpeBoM BII, Be3BaHHBIX MM u3MeHeHuit (ayopecuenimu Pt-GFP u mokazareneit
dyopecueniun  xnopodusuia. IlpaBa mnpuBeneHa TUNHMYHAS 3anmuch BbI3BaHHBIX BIl u3meHenwii
duyopecueniun Pt-GFP (FI) u nokazareneir duyopecueniu xmopodusia. [TyHkTHpOM 0003HaYCHO
Bpemsi, cooTBeTcTBYIOIEee npoxoxkaeHuto BIL. Fl — duyopecnennus Pt-GFP, @ps)) — KBaHTOBBIIT BBIXO[T
dorocuctemsl |1, NPQ — HedhoToxummdeckoe TymeHue GpryopecueHnu. D — U3MEPUTEITBHBIN JIEKTPO,T

Brussienue ponu HP-AT®a3s! B a3pdexrax MU Ha pH mporn3Boaiiioch mpy MOMOIIIH
cneruduueckoro uaruouropa NasVO,. Benmnuuna pH y pactenuit Tabaka B OTCyTCTBUE
MHTUOUTOpa U Tocie ero naoOaBieHUs omnpeaensyiack 1o ¢ayopecueHuuun pH-
yyBcTBUTENbHOTO 30HAa Pt-GFP. Tlokazano, 4To B mokoe y KOHTPOJBHBIX U 00Ty4EHHBIX
pactenuit ypoBenb pH He pasznuyaincs, mpu 3ToMm BeianunHa PH, B popMupoBaHUU KOTOPOIt
npuarMaer yyactre H-ATdaza, 10cTOBEpHO Bo3pacTaja BCICACTBHE OO0JydeHuUs (puc.
21).

Takum o00pa3zom, B HamMX 3KCHOEpUMEHTax Moka3zaHo, uto MWW Moxer
moauduimpoBath Bei3BaHHbIe BII oTBeThl oTOCHMHTE3a 3a cu€T ycuneHus casuroB pH
(puc. 21). IlpumeuaTenbHO, YTO pa3IUyYusl MEXKIAY aMmIuIATydamMu casuroB pH y
KOHTPOJIbHBIX M O0JYyYEHHBIX pACTEHUH BO3PACTAIOT C YBEIMUYECHUEM PACCTOSIHUSA OT MECTa
CTUMYJISAIIMH, YTO COOTBETCTBYET XapakTepy (OTOCHHTETHYECKHUX OTBETOB (puc. 17).
N3BectHO, uTo mpu reHepanuu BIl unrubupyercsa npotonnas ATdaza — depmeHr,
BhIKaunBaronuii H U3 1UTOMIa3Mbl M TEM CaMbIM YYaCTBYIOIIUI B TOICPKaHUU YPOBHS

pH — B pe3ynbTare 4ero UTOILIa3Ma 3aKUCISIETCS, a anoriacT 3arienaunBaetcs (Yudina et
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al., 2020). Dro cmyxut npuuuHOW cHWXeHHsS noctynmHoctd CO; m aktuBHOCTH OTI]
xmoporutactoB (Bulychev et al., 2004; Sukhov et al., 2014; Shikanai, 2016; Sukhov et al.,
2019). UaruburopHbIii aHATTN3 TIOKA3aJl, YTO yCHIICHHE CABUTOB pH MOKeT OBITh CBSI3aHO C
TEM, 4YTO B YCJOBHUSX 0OmyudeHus akTUBHOCTh ATda3pl TOBBINIEHAa B CpPaBHEHUU C
KOHTpoJieM (puc. 21). DTo cOOTBETCTBYET pe3yJibTaTaM, MOJIYyYECHHBIM MPU aHATU3€ BKIaAa
H*-AT®a3bl B MeMOpaHHBII OTSHIIUAN Y 00JIy4EHHBIX pacTeHuid (puc. 11).

Bropeim nytém peanuzanuu ddpdexra M Ha dyHKUIMOHANTBHBIE OTBETHI MOXKET
SBIIATHCS BJMSIHUE HA CTEMEHb OTKPBITOCTU YCTHUIl, OILIEHWBAEMYIO IO BEIHMYHUHE
Tpancimpanmu. M ycunuBaeTr cman TpaHCIIMpannH, BBI3BIBAEMBIN NpoxoxacHuem BII
(puc. 19, 20). B xauecTBe Harbos1e€ BEPOSITHOTO MEXaHNU3Ma JI0JTOBPEMEHHOTO 3aKPhIBAHUS
ycThuil, BbI3BaHHOTO BII, paccmaTpuBaeTcs BpeMEHHOE TMOBBIIMICHWE KOHIEHTPAIIUU
CTPECCOBBIX TOPMOHOB, B iepByto ouepesasr KK u ABK (Huber and Bauerle, 2016; Farmer
et al., 2020; Johns et al., 2021; Ladeynova et al., 2023). B kauecTtBe HanboIee 3HAYNMBIX
MEXaHU3MOB PETYJISIUN COJEPKaHUS CTPECCOBBIX (PUTOTOPMOHOB, CIIOCOOHBIX M3MEHSTH
yCThUYHBIN MpocBeT npu BII, npennonaraiotcst CONpoBOXIAIOMINE dICKTPUUECKUN CUTHAT
cipurd PH wm koHmeHTpammu uoHOB Kanbiius (Ladeynova et al., 2023). B wnammx
DKCIIEPUMEHTAX HAMpsAMYI0 OBLIO TMOKa3aHO yBeludeHue caBuroB pH y oOmydu€HHBIX
pactenuit (puc. 21), a ycunenue BII nmo3BosiseT Takke MpearonokuTh YCUIIEHUE CIBUTOB
KOHIIEHTpaIuu MOHOB Kanblus (puc. 14). KpoMe Toro, u3BecTHo, uTo Majibie 10361 U
CIIOCOOHBI M3MEHSTH CTaTyC TOPMOHAJIBHOM CHCTEMBI, BJMSAS Ha KOHIICHTPALUIO U
KOMITOHCHTBI CHTHAJIBHBIX MyTeH BaKHEHIIMX TOPMOHOB, peryiupyrommx ycrbuna (Qi et
al., 2015; Wang et al., 2016; Bitarishvili et al., 2018).

IIpencrasisercsa JOrHUHBIM, YTO yCHIEHHBbIE noa AerctBuemM MU snextpuueckue
CUTHAaJbl BBI3BIBAIOT 0OJiee WHTEHCUBHBIC (YHKIIMOHAIbHBIE OTBETHI 3a CYET OoJee
BBIPOKEHHBIX MOHHBIX CIBUTOB, COMPOBOXIAIONINX CUTHA. {151 TPOBEPKHU CBS3U MEXKITY
THMH TIOKa3aTeISIMH ObLUT pacCYUTaH KO3(PPHUIIMEHT KOPPEAIIUU MeX Ay aMiuTy1amu BI1
U BBI3BIBAEMBIX UM (POTOCHHTETHYECKHUX OTBETOB. Y KOHTPOJBHBIX PACTCHHUH IIICHUIIBI

IIOKA3aHO HAaJIWYUE IOJOXKUTEIBHON KOPPEISUUM MECTO MexAy amiuuryaod BII u
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amruiutynamMu oTBeToB @psy 1 NPQ — Hambonee 3HaYuMBIX [UIs1 (HOPMHUPOBAHHUS
YCTOMYMBOCTU K CTpeccopaM Iokazareneid. OOHapyKeHO, YTO y OOJy4EHHBIX PAaCTEHUUN

NIIEHULBI KOPPEJISLMK CYLIECTBEHHO HAPYIIAKOTCS WU MOJHOCTBIO UCYE3a0T (puc. 23).
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Pucynok 23. Bmusaue MU Ha xoppensauuu mexnay amrmumtyaamu BII U BbI3BaHHBIX UM U3MEHEHUU
nokasareneil QuyopecreHnuu xinopoduiia y pacteHuil mnmeHuipl. CreBa TpeacTaBieHa cxema
pa3apakeHUs W PACIOJIOXKEHUS DIEKTPOJOB M OOJACTH PETUCTpallMM TMoKaszareie QiayopecueHnnu
xnopodmiuta. @Dpsi — kBaHTOBBIM BbIXOH Qorocuctembl I, NPQ — nedoToxmmmyeckoe Tymenue
diyopectieHIIMH. Agpsii — aMIUIATyAa W3MeHeHus @psi. Anpqg — ammumtyna usMeHeHuss NPQ.

3 — U3MepHTENbHBIE 3JICKTPOIbI. 3HAYCHUS KOAPPHUIIMEHTOB KOppesiuu () MPUBEICHBI HA UarpaMmax.
* —p<0,05

JIns ompeneneHus 3tana, Ha KOTOPOM MPOUCXOJWUT HAPYIIEHWUE JTUHEWHOW CBSI3U
mexay ammuntynamu BIl u oTBeToB (hoTOCHHTE3a, HAa pacTeHUsAX Tabaka ¢ F€HETUYECKU
KOJUPYEMbIM ceHcopoM PH B  gomoigHeHue K (POTOCHMHTE3y aHAIU3UPOBAIUCH
ko3 uimenTsl koppensiuun Mexay amrmuurygamu BIT u casuro pH. ¥V KOHTpoabHBIX
PACTEHMM 3TH NIOKA3aTEIN CBSI3aHbI, MEKY HUMH UMEIOT MECTO CTAaTUCTUYECKH 3HAYMMBIE
koppemsituu (puc. 24). s ammutya BII u Bei3biBaembix uMu cipuroB pH BenmduHa

KOPPEJAIIUH [TOJT BIMSHAEM 00JIydeHHS CYIIECTBEHHO CHUXaIach (puc. 24).
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Pucynok 24. Bousaue MU Ha xoppemsiuuu Mexay ammiauTynamu BIl u BbI3BaHHBIX MM W3MEHEHUUH
nokasarenei (ayopecueniuu xjaopoduia u casuroB pH y pactenuit Tabaka. CneBa npeacTaBieHa cxema
pa3apakeHUs W PACIOJIOXKEHUS SJIEKTPOJOB M 00JaCTH PETrUCTpalllud IoKaszareie QuyopecueHnnu
xnopoduiuia u Pt-GFP. @ps)) — kBanToBbIi Beixo1 hoTocuctemsl |1, NPQ — HepoToxuMuyeckoe TylieHue
dbiayopecueHun. Agpsi — amIuidTyaa usMeHeHuss @psi. Anpqg — ammuuTyna usMeHeHuss NPQ.
Apn — ammmutya usmenenus pH. D1 u D2 — u3meputenbHble 31eKTpoasl. * — p<0,05

KoppensinoHHblii aHalIu3 MOKa3bIBAET, YTO Y OOJyYEHHBIX PACTEHUN TIICHUITBI U
Ta0aka CYHIECTBEHHO HaApYIIA€TCS 3aBUCHUMOCTh aMIUIMTY]lT OTBETOB (POTOCHHTE3a OT
ammutyn  BIL.  Tlo-Bugumomy, wumMeer wMecTo  (OPMUPOBAHUE  BBIPAKEHHOTO
(OTOCUHTETUYECKOTO OTBETA MPU 00JIee HU3KUX aMILTUTY1aX CTPECCOBOTo curHaia. Ha ato
TaK)K€ YKa3bIBaCT YBEIIMUCHNE PaJHaIlMeH UIOIIaId OXBaTa JIncTa peaknuen (puc. 18) mpu
MUHUMAJIBHBIX OTIWYMSX B MapaMerpax currana (puc. 15). MoxHO NpeanonokuTh, 4YTO
HapylIeHUE KOPPEJSIUU MPOUCXOIUT BCleACTBUE Moaudukanuu mnoj aevicteuem WU
MPOIIECCOB, OTBETCTBEHHBIX 3a MHAYKIMIO UM (PyHKIMOHaIbHOTO oTBeTa. Kak Obu1O
OMKMCAHO BBINIE, WHAYKIMS OTBeTa (oTocuMHTe3a cBs3aHa co capuramu pH. T.e. mon
nevicteueM M MoxeT umeth Mecto Moaudukanus B nenu coobituii «BIl — casur pH —
WHTHOMpOBaHNE (POTOCHHTE3a». DTH U3MEHEHHUSI MOTYT MPOUCXOUTh Ha 3Tarne «casur pH

— uHrubupoBanue (¢GoTocHHTE3a». M3BeCTHO, B YaCTHOCTH, UYTO 3aBHUCHUMOCTH
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MHTCHCUBHOCTH CBETOBOHM (pa3bl OT KOHILIEHTPAIMHM MPOTOHOB B JIIOMEHE IMPOSIBISIETCSA B
omnpenenéuHom muanaszone pH (puc. 25) (Kramer et al., 1999; Takizawa et al., 2007).
[Ipenmonaras n3Ha4anbHO OOJBIINNA TPAJUEHT HA TUIAKOUTHOM MeMOpaHe y OO0MydEHHBIX
pactenuii u 6omnee cuibHbIe caBuru pH B xone BII (puc. 21), Mbl moay4aemM OTIUYHBIN OT
KOHTpPOJISL JUana3oH W3MEHEHHWH KOHIIEHTpAlMM MPOTOHOB JIOMEHAa. B 3ToM ciyuae K
CIJIBHBIM  (DOTOCMHTETHYECKMM OTBETaM OyAyT MPHUBOIUTH JaX€ OTHOCHUTEIHHO
HU3KOAMIUIMTYAHBIC CUTHAJIBI, YTO U OBLIO ITOJIYYE€HO B HAIIeM dKcriepuMenTe (puc. 23, 24).
[Tpu stom BII ¢ Gomnbiioi amMmmuTya0i, npeobiaafaBiive y oOMydEHHBIX PACTEHUM, MO-
BUIIMOMY, BBI3BIBAIOT HACTOJBKO CHJIBHBIC CIBUTH KOHIICHTPAIIMH MPOTOHOB B JIIOMEHE,
4YTO OHHM BBIXOJSAT 3a Mpefeibl Auana3oHa perysiuuu. Kak cienctsue, y oOIydEHHBIX
pacTeHui HET poCcTa aMILIUTY/Ibl OTBETA C YCUJIEHHEM curHana. Kpome Toro, B Xxo/1e aHainsa
Koppesinuii Mexxay amrumtygamu BIT v Bei3piBaeMbiMH MU caBuramu pH Hampsimyro
MOKa3aHo, YTO HapYIICHHE KOPPEISALNU UMEET MeCTO yxke Ha 3Tane «BIl — casur pH» (puc.
24). Cnemyer OTMETUTh, YTO IMOMHMO OOHApPYXEHHOTO B XOJ€ pabOThl BO3pACTAHUS
aktuBHocTU AT®da3wl mutazmatuyeckoit MemOpansl (puc. 10, 11, 21) adpdext, TeopeTnuecky,
TaKXe MOXeT OBbITh CBs3aH ¢ JIpyruM Qepmentom pH-romeocrtasza — BakyosnspHoud H'-
AT®azoit U ¢ wu3MeHeHHWeM akTUBHOCTH K'-kaHajIo0B, CIOCOOHBIX KOPPEKTUPOBAThH
snekrpoxumudeckuii rpaguent aas HY (Adem et al., 2020; Cosse, Seidel, 2021). 1 mns
BakyossipHoit H -AT®a3er u 1y K*-kananos onucana peryisinus MU nim ADK, kotopsie

B 3HAYMTEIHLHOM KOJIMYECTBE TeHEPUPYIOTCs B Xoae oonyueHus (Marciulioniené et al., 2017;

Cosse, Seidel, 2021).
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Emé oaHOM mNOTEHIManbHOM NPUYMHOW HApPYUIEHUS KOPPEILILUU  MEXAY
aMIUIUTY/laMUd CHUTHAJIOB M OTBETOB MOXKET SBIATHCSA 3Tall TOPMOH-O0YCIIOBJIEHHOTO
npeobpaszoBanusi BIl B peakuuu ¢otocunTe3a. B sToM ciyyae HapylieHHE KOPPETSIUH
MOKET IPOUCXOAUTH 3a CUET U3MEHEHUS NOX AcvicTBueM MM MCXOQHOTO rOpMOHAIBHOTO
CTaTyca, W3MEHEHHs YYBCTBUTEIBHOCTH TOPMOH-CHHTE3UPYIOIIUX CHCTEM K CHBUTY
MOHHBIX KOHIICHTpAIii, a TAaKXKe 3a CYET MOAU(UKAIIMH O0TYyYCHHEM CUCTEMbI BOCIIPHSITHS
TOPMOHAJIBHOIO cUrHasa. Takas MOAU(UKALUs CUCTEMbl BOCIIPUATHS, IMPOUCXOASIIAs 3a
CU€T M3MEHEHHs IKCIIPECCHH TOPMOH-UYBCTBUTEIBHBIX TPAHCKPUIIIIMOHHBIX (DAaKTOPOB H
TOPMOH-aKTUBHPYEMBIX T'€HOB, OblIa MOKa3aHa B psAle padOT Ha OOIyYEHHBIX PACTEHUSX
(Kim et al., 2007; Kovalchuk et al., 2007; Gicquel et al., 2012; Wang et al., 2016). Takum
o0pa3zom, HapyIIeHUE KOPPEIAIN 0TBETOB (poTocuHTe3a ¢ amruinTy10i BIT y 00:1yuéHHBIX
pacTeHuii MOXeT ObITh CBsA3aHO ¢ BiausiHueM MU Ha McXonHOE COCTOSIHME CHUTHAJIBHBIX

CHUCTEM M BbIXOAOM CHUTHAJIOB 3a IMPCACIIbl 30HbI HYBCTBUTCIbHOCTH CUCTCMbI PCTYJISIHHN.
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I'JIABA 5. BIUSIHUE UM HA BBI3BIBAEMYIO Bl YCTOHYUBOCTH K
TEIIJIOBOMY CTPECCY

JIist u3ydeHust posin MOAU(PUKAIIUKA CTPECCOBBIX CUTHAIOB moj nerictBuem U B
GbopMHpPOBaHUM YCTOMYMBOCTH K CTPECCOBBIM (haKTOpaM Cpelbl PEruCTPUPOBAIU
COCTOSIHUE KOHTPOJIbHBIX M O0JYYEHHBIX PACTCHUH MIIEHUIIBI TPU JACUCTBUU TOBBIIIEHHOM
TEeMIIepaTypbl. Y CTOMYMBOCTD K TEIJIOBOMY CTPECCY OLIEHUBAJIHU MO BEIMYMHE OCTATOYHOM
aKTUBHOCTU (hoTOCHHTE3a. B 3KCnepuMeHTe pacTeHHus MOABEPrajuch CTPECCOpy TaKon
UHTCHCUBHOCTH, KOTOpas BbI3bIBaja 3HAYUTENBHOE YTHETCHHE (POTOCHHTETUYECKUX
NpoLIECCOB M TpH H3TOM HE NpUBOAMIA K THOEIM pacTeHUd OT Neperpesa.
BricokoTemnepaTypHbIi CTPECC BbI3bIBAJI CHIKEHUE YPOBHS Ppgj Ha 37+11% uvepe3 3 yaca
nocJje nporpena. Y 00JIy4€HHBIX MPOPOCTKOB 3PPEKT TEIIOBOIO CTpecca ObLI BhIPAXKEH
3HAUUTEIBHO ciiabee: ypoBeHb Ppg) y HUX cHUKaCs Ha 10£5%. Y KOHTPOJBHBIX pacTeHUI
BII ciocoGcTBOBaN MoAepKaHuI0 00J1ee BEICOKOTO YPOBHS (POTOCHHTE3A TTOCIIE TEIJIOBOTO
ctpecca. Tak, dyepe3 3 uyaca mocie MporpeBa y pPAacTeHHl, y KOTOpPbIX HE ObLIO
npeasapurenbHoro BII, ypoBens @ps) crianan Ha 37+11%, B TO BpeMst Kak y pacTEHHI ¢
BII sTo mapametp cuuxancs Ha 10+4%. Y oOny4€HHBIX pacTeHH HaOI0qanachk oopaTHas
CUTyalusi: ypoBeHb (DOTOCHHTE3a, HE3HAYUTENIbHO MOJABJISABIIMICS MOCJIE TEMI0BOrO
ctpecca (Ha 10+£5%), B ciyyae mpeamIecTBYIONIEro MporpeBy pacnpoctpanenus BII
CHUKaJICS cyllecTBEHHO (rmoaanieHue Ha 31+8%). Uepes 3 yaca nocne nporpesa pa3inyus
MEXK]ly TpynIiaMyi UMEJI JOCTOBEPHBIN XapakTep, yepe3 24 yaca COXpaHsIUCh Ha YPOBHE

BBIPQKCHHBIX TCHIACHIUH (pHC. 26).
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Pucynok 26. Bnusuue I Ha octaTouHblid ypoBeHb Pps)| paCTeHHI MIIEHUIIBI yepe3 3 u 24 yaca mociie
TerioBoro crpecca. CieBa mpuBeneHa cxeMa sKkcrepuMenTa. CepbIMH MPSIMOYTOJbHUKAMUA 0003HAYCHBI
3Tarbl, HA KOTOPBIX PETUCTPUPOBAIICS YPOBEHb @psii. OpaHKEBBIM NMPSMOYTOJIbHUKOM 0003HAYEH ITall, Ha
KOTOPOM JIOKaJIbHBIM HarpeBoM BbI3biBasics BII. KpacHeiM mpsiMOyronbHHKOM 00O3HAa4YeH JTam, Ha
KOTOPOM TOTaJIbHBIM MTPOTPEBOM BBI3BIBAJICS TETNIOBOM cTpecc. 3HaAKaMM pajaudaiui 0003HAYEHbI TPYIIIIHI,
rpymnmbl 00yd€HHBIX pacTeHni. OpaHKEBBIMU CTpEJIKaMU 0003HAUYEHBI TPYIIBI, Y KOTOPHIX BBI3BIBAJICS
BII. CnopaBa Ha auarpamMme TpHUBEIACHBI OCTaTOYHBbIE YPOBHU @Dpsii Y KOHTPOJBHBIX U OONTYYEHHBIX
pacreHuii rmocnie TermioBoro crpecca. TC — TernoBoii ctpecc. * — p<0,05

IIporextopHoe neinctere Hu3konnTeHcnBHOro N n BII peanusyercs pa3nuuHbIMHA
nyTsmu. Kak Obu10 mokazano panee, 3amutHbii 3 dext BIT o0ycriosnen B mepByto odepeib
CHIDKeHHeM MHTeHcHBHOCTH (hoTocuuTe3a (Sukhov et al., 2019; Szechynska-Hebda et al.,
2022). Camwxenne aktuBHOCTH DTLl XJI0pOIIIacToOB SBJISIETCS OJHUM W3 YHUBEPCATBHBIX
MEXaHHU3MOB MOBBIIICHUS YCTOWYUBOCTH (POTOCMHTETHUYECKOTO ammapaTa K pa3jinyHbIM
cTpeccopaM, BKJIrOUast Beicokyto Temreparypy (Allakhverdiev et al., 2008). Dddexr HU,
M0-BUJIMMOMY, CBSI3aH C NOBBIIICHHBIM YPOBHEM TpaHcHHpaluu (puc. 8, 9), mo3posstonemM
s dexTuBHEE MO CPAaBHEHUIO C HEOOIYYEHHBIM KOHTPOJEM MOANCPKUBATH TEMIIEPATyPy
JMCTa TP TPOrpeBe. ITO BAXKHO, TOCKOJIBKY MEHBIIIAs TEMIIepaTypa JIMCTa PU TEeTTIOBOM

cTpecce oOecrieunBaeT MEHbIIIee KOJIMYECTBO MOBpexkaeHuH (puc. 27).
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B cnyuae pacnpoctpanenust BII, koTtopoe npeaniecTBoBaio HarpeBy (TEIIOBOMY
CTpecCcy) HMEET MECTO IPOTHUBOMOJIOXKHBIN 3h(dEeKT: y HeoOMyuyE€HHBIX pPACTCHUM —
MOBBIIICHHE YCTOMYUBOCTH, Y OOMYyUEHHBIX — MOHWKEHHE. Y HEOONyuEHHBIX pacTeHUU
OMMCAHHBINA BbINIE 3aUTHBIN 3PdekT oT BII-MHIYIIMPOBAHHOTO CHUXEHUSI aKTUBHOCTU
dboToCcUHTE3a TPEBOCXOAMJI HEraTUBHOE BIUsHUE BII-WHIYIIMPOBAHHOIO TOHUXKEHUS
TpaHcrmpanuu (puc. 27). Y O0ONy4€HHBIX pacTeHHM, BClIeACTBUE ycuiaeHus BII-
WHIYIIMPOBAHHOTO OTBETA TPAHCIIMPALIMU TPOUCXOAUIIO O0JIee 3HAUMTEIbHOE B CPABHEHUU
C KOHTPOJEM YBEIMYEHHE TemrepaTypsl jaucta. HeratuBubiii 3¢dekt oT crosb
3HAYUTEIBHOTO YBEJIMYEHHUSI TEMIIEPATYphl YK€ HE MOT ObITh KOMIIEHCUPOBAH 3aIIMTHBIM
3pPEKTOM OT CHMKCHHS aKTHBHOCTH (hoTocuHTe3a (puc. 27). [IpumeuaTensHo, YTO Ha
NPOTSKEHUH TOCJIEOBATENBHOCTA COOBITHH, OOYCIABIMBAIOIIMX BOCHPHUITHE CTUMYJIA,
BO3HMKHOBEHHWE W pacmpoctpanenue BII, pasButue QyHKIMOHATBHOTO OTBETA,
HaIIPaBJIEHHOCTh PEAKIUH Y KOHTPOJBHBIX U O0JYUYEHHBIX PaCTEHUN COBIAiaja, pa3andue
KAacaJIOCh MCKJIOYUTEIBHO aMIUIATY, 00JIACTM OXBaTa M XapaKTEpHbIX BpeMEH. Tem He
MEHEE, 3TO MPHUBEJIO K MHBEPTUPOBAHMIO MAapaMeTpoB (OPMUPYEMOIl YCTOWYMBOCTU K
CTpeccopy. 37ech Mbl HMEEM JeJI0 C SBJICHHEM, KOIJa BMENIaTelbCTBO Ha YpPOBHE
CUTHAJIBHBIX CUCTEM W W30BITOUYHO-CHJIBHBIC OTBETHBIC PEAKIMU OpraHU3Ma MPUBOIAT K
KaueCTBEHHO HOBOMY PE3YJIbTaTy.

[Ipu 5TOM HENb3sl UCKIIIOYATh, UTO JIJISl IPYTUX CTPECCOPOB MOAOOHBIE U3MEHEHUS,
HAIPOTUB, MOTYT MPUBOJIUTH K OJArOMPUSITHBIM JIJIsi pacTeHUM pesynbratam. Hampumep,
YCUJICHHBIE paJiHiallieil OTBEThI TPAHCIUPALIMM MOTYT OKa3bIBATh MOJOKUTEIbHBIN 3P eKT

IpH 3acyxe.
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Pucynok 27. Ilpenmonaraemass cxema BinusiHus M Ha amanrtanuio pacTeHUH K TEINIOBOMY CTpeEcCy.
[TyHkTHpOM 0003HAYEHBI JIEMEHTHI CXEMBI, MPE/IMOI0KEHHBIE Ha OCHOBE JIAHHBIX JIMTEPATyphl. 3HAKAMHU
paauanyy NoKa3aHbl MUIIEHH OOJyYEHMs], BBISIBIICHHBIE B XOJI€ SKCIEPUMEHTOB. 3€IEHBIMU CTPEJIKAMU
MOKA3aHO BIUSHUE BBI3BAaHHBIX CUTHAJIAaMU OTBETOB (DOTOCHMHTE3a M TPAHCIUPALUU HA YCTOMYMBOCTH K
TEIUIOBOMY CTPECCY Y KOHTPOJIBHBIX PACTEHUN; CAHUMHM CTPEJIKAMU — aHAJIOrn4yHo i MU



79
3AKJTIOYEHHUE

B xone skcrepuMeHTOB ObLIO MOKa3aHO, YTO XPOHUYECKOE [-00JydeHHe B MaJIbIX
7103aX CIIOCOOHO HE TOJBKO BIUATH HA MOP(POPYHKIIMOHAIBHOE COCTOSIHIE PACTCHHI, HO U
MOAU(PUIIMPOBATH BBI3BAHHBIE CTpecc-(hakTopaMu Cpeibl AUCTAHIIMOHHBIE DJIEKTPUUECKHE
CUTHAJIBI. Y OOJY4YEHHBIX PACTeHUN OOHAPYKEHO BO3pacTaHUE aMIUIUTY]Ibl CUTHAJIOB U
BBI3BAaHHBIX WMH OTBETOB (POTOCHMHTE3a M TpaHCIUpAIMU. Takue W3MEHEHHS HWMEIOT
KOJIMYECTBEHHBIN XapaKTep: U3MEHSAIOTCA aMIUIUTYyAa OTBETOB, UX JIJIMTEIbHOCTD, & TAKKE
IJIOIIA/Ib PACTEHUSI, OXBaueHHas peakiueil. OIHaKo, CIEICTBUEM TaKUX KOJUYECTBEHHBIX
W3MEHCHUM SBJISIOTCS KAYeCTBEHHBIE H3MEHEHMS: OOJydeHue HWHBEPTUPYET 3SPheKT
JACTAaHUMOHHBIX JJIEKTPUYECKUX CUTHAJIOB HA YCTOWYMBOCTH K TEIUIOBOMY CTpecCy.
[TokazaHo, 4TO MOCHE MPOXOXKACHUS CUTHANA YCTOWYHMBOCTH KOHTPOJBHBIX PACTCHUH
MOBBINIAETCA, a O0MYYEHHBIX — CHIUKAETCA. MOXKHO MPE/IoNIOKUTh, YTO B OCHOBE TaKOM
MHBEPCUHM JIEKAT CyUIECTBEHHOE ycuieHune non aercrsueM MU Bei3Banubix BII oTBeTOB
TPaHCIIUPALINH.

B xoje anann3za MexaHu3MOB BIUSHUS 00JTy4eHHs Ha MHAYLIUPOBAHHYIO CUTHAJIAMU
YCTOMYMBOCTh K cTpecc-pakTopaM BBISIBAEHO JBa IIyTH, MO KOTOPHIM MOTYT
peanu3oBbIBaThCS 0OHapyxeHHbIe dPdektsl M. TlepBoiif myTh CBSI3aH C MOBBINICHUEM
aKTUBHOCTHU NMPOTOHHON AT®a3bl 1 BbI3BIBAEMBIMU €10 cIBUTamMu pH, BTOpoil yTh CBSI3aH
c 0oJiee BbIPAXKEHHBIM 3aKphIBaHUEM YCThUIl. ClienyeT OTMETUTh, UTO PACKPHITHIE B paboTe
MEXaHU3MBI SBJISIOTCS YacThio oOmel kapTuHbl BausHus MW wa npornecc popmupoBanus
MHIYLMPOBAHHOW CUTHAJIAMU YCTOMYMBOCTUA. AHAJIN3 TAHHBIX JIUTEPATYPHI U PE3yJIbTATOB
COOCTBEHHBIX HKCIEPUMEHTOB YKa3bIBa€T HAa HEOOXOIUMOCTh MPOJOHKEHUST PabOThI C
LEJIBIO BBISIBJIICHUS POJIU IPYTUX YYACTHUKOB CTPECCOBOIO CUTHAIMHTA, B YacTHOCTH, ADK-
Ca®" u TOpMOHAJIBLHOMN PEryJIAlMI — KaK HA YPOBHE AKTUBHOCTH CUTHAJIBHBIX MyTEH, Tak U

Ha YPOBHC reHETUYECKOM peryjsigun KOJIN4YCCTBa UX KOMIIOHCHTOB.
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BbIBO/1bI

1. Xponuueckoe 00ayueHUE B MAJIBIX J03aX BBI3BIBAET POCT MOP(POMETPUUECKUX
nokasaTesieldl pacTeHWi MIIEHUII U Tabaka, CTUMYJIHPYS aKTUBHOCTh (OTOCHMHTE3a U
TpaHCIIHUpPALMH, a TAKXKE MOBbIIIAs BETUYUHY MEMOPaHHOIO OTEHLMAIA.

2. WM B Mamplx J03aX YCWJIMBA€T BbI3BAHHBIE JIOKAJIbHBIM HAarpeBOM
AIIEKTPUYECKUE CHUTHAIBl U BBI3bIBAEMbIE UMHU OTBETHI ()OTOCHMHTE3a U TPAHCIUPALUU Y
UCCIIEYyEMBIX PACTEHUM.

3. B ocnoBe BmmstHust MM Ha snekTpUyYecKue CUTHAJIBl U BHI3bIBAEMBIC UMU
(yHKLIHMOHAJIBHBIE OTBETHI JIEKUT MOJU(PHUKALIKA BHYTPUKIETOUHBIX CHUTHAJIBHO-
PETyJISITOPHBIX CHCTEM, 3aJ€HCTBOBAHHBIX, B YAaCTHOCTH, B Ipoliecce MpeoOpa3oBaHus
curHayia B ()yHKIIMOHAJBHBIA OTBET. 3a CYET CTUMYJTUpOBaHHS akTUBHOCTH H'-AT®a3bl
oOnyuenue ycuiuBaeT Boi3BanHbie BIT casuru pH.

4. MonudunmpoBanuble non aeWctBueM WM 3ieKTpUYecKue CHTHaiIbl U
BbI3BaHHbIE UMM (PYHKIMOHAJIbHBIE OTBETHl HAPyIIAlOT (JOPMHUPOBAHHE YCTOMUMBOCTU K
TEIVIOBOMY cTpeccy. B To Bpemst kak y KoHTposbHbIX pacteHuid BII cmocoOctByer
MOBBIIICHUIO YCTOMYMBOCTH K TEIJIOBOMY CTpeccy, Yy o0Ony4€HHbIX pacteHuid BII

YCTOMYUBOCTb CHUXKAET.
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