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JlelicTBMe MHOTOUMCIIEHHBIX HEOJAronpusITHBIX (haKTOPOB OKpPYXKalollleil cpenbl Ha BBICIIME PACTEHUS
SIBJISICTCSI TIPOCTPAHCTBEHHO-HEOMHOPOAHBIM; 3TO O3HAYaeT, YTO JIJII Pa3BUTUSI CUCTEMHOTO afarTaiv-
OHHOTO OTBETa HeOOXoMMMa reHepalus U pacripocTpaHeHUe CTPECCOBBIX CUTHAIOB. BhI3BaHHBIE JIOKATb-
HBIM JEHCTBHEM CTPECcCOpOB aJeKTpuueckue curHajabl (DC), KoTopble MpeacTaBieHbl MOTEHIIMAIOM
NeCTBUSI, BApUAOEIbHBIM IMOTEHIIMAJIOM U CUCTEMHBIM MTOTEHIINAIOM, UTPAIOT BaXKHYIO POJIb B Pa3BUTUU
OBICTPBHIX (DU3MOJOTUYECKUX M3MEHEHUI Ha YpOBHE IIEJIOr0 pacTeHMsl, BKIoYasi (POTOCUHTETUYECKUE
OTBeThl. Pa3BuTHE BCEX OTMEUYEHHBIX DJEKTPUUECKHUX CUTHAJIOB COMPOBOXIAETCS U3MEHEHUSIMU aKTUB-
Hoctu H*-ATPa3sbl, KoTopasi sIBIsieTCsl OCHOBHOM CHCTEMOI 3JIEKTPOTEHHOTO TPAHCIIOpTa IMPOTOHOB
Ha I1a3MaTuveckoid MeMOpaHe. Ha ocHOBaHWUM JIMTepaTypHBIX JaHHBIX, MPEACTABISIETCS BEPOSTHBIM,
yTO U3MeHeHus akTuBHOCTU H*-ATPa3bl u cBsI3aHHBIE ¢ HUMU U3MEHEHUS BHE- U BHYTpUKJIeTouHOro pH
WUTPAIOT KJIIOYEBYIO POJib B DOpMUPOBAHUM BbI3BaHHON DC MHAKTUBALIUKU (POTOCUHTETUYECKHUX MPOIIEC-
COB B MHTAKTHBIX YacTAX pacTeHMil. Takas WHaAKTUBAIMs 0OyCIOBJIeHa Kak HapylieHreM nputoka CO,
B KJIeTKM Me30(UsUIa JIMCTA, BEI3BAaHHBIM 3allleJladMBaHUEM aIloIiacTa U, BOBMOXHO, 3aKUCIEHUEM LIUTO-
IJ1a3Mbl, TaK W HEMOCPEACTBEHHBIM BIMSHMEM 3aKMCJICHMSI CTPOMBI U JIIOMEHA XJIOPOTUIACTOB Ha IMpo-
1IeCChl CBETOBOI 1, BO3MOXHO, TEMHOBOM cTaguu hotocuHTe3a. KoHeUHbIM pe3ysibTaToM BhI3BaHHON DC
(boTocHHTETMUECKON MHAKTUBAIIMU SIBJISIETCS MOBBIIIIEHWE YCTOMUYMBOCTH (DOTOCMHTETUYECKOTO armapa-
Ta K IeMCTBUIO HEOJAaronpusiTHBIX (haKTOPOB M BEPOSTHOCTH BBKMBAHMST PACTCHUSI.
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BBEJIEHHNE

PacreHus cyliecTByIOT B HECTaOMIILHOM OKpY-
JKalolllei cpene U MOTYT OBbITh MOABEPXKEHbBI Ieii-
CTBUIO HEOJIAarOMpUSATHBIX (haKTOPOB, MHOTHE U3
KOTOPBIX JAEHCTBYIOT MPOCTPAHCTBEHHO-HEOIHO-
poaHO (HampuMmep, U30BITOYHOE OCBEIIEHUE, Bbl-
COKME Y HU3KME TeMIMepaTypbl, HEAOCTAaTOK BOJbI,
OMOTHUYECKOE TIOpaXeHue W MHOIUe Jpyrue).

[Mpunsteie cokpameHus: AOK — aktuBHbIe GOPMBI KUC-
snopona; BIT — BapuabenbHbiit morenuuan; [1J1 — moreHuman
neiictBust; CI1 — cucremHblii moTeHman; DC — aneKkTpuye-
CKHE CUTHAJTBI.

* Apecart JUisl KOpPEeCMOHASHIIUH.

BcieactBue aToro y pacTteHUil MOJKHBI Cyllle-
CTBOBAaTb CUCTEMBI <«JIaJbHUX» CTPECCOBBIX CHT-
HaJOB, KOTOpPbI€ BO3HUKAIOT B 30HE JIOKAJbHOTO
NEeNUCTBUSI CTpeccopa U pacHpoOCTPaHSIOTCS B
WHTAKTHbIE YacTU PACTUTEJIBLHOTO OpraHu3Ma,
BbI3bIBasl ajalTUBHbIE (DU3UOJOTUUECKUE H3Me-
HeHus. DnekTpuyeckue curHaiabl (DC) gaBasgoTCs
BaXKHOI TpPYTMIION CTPECCOBBIX CUTHAJIOB, OKa3bl-
BalOIIMX BAMSIHME Ha IIMPOKUI CIeKTp (u3no-
JIOTUYECKUX TPOLIECCOB W IPUBOASIINX K BO3-
pacTaHUIO YCTOWYMBOCTU pACTEHUSI K AEHCTBUIO
HeOaronpusiTHbIX (hakTopos [1-7].

OC npencTasisoT co0oil oOpaTUMBbIE U CITO-
COOHBIE K PaclpOCTpaHEHUIO MO PACTEHUIO U3Me-
HEHUsI Pa3HOCTU 9IJEKTPUUYECKUX TMMOTEHIIMATOB
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POJIb H*-ATPa3et BOC U OTBETAX ®OTOCHUHTE3A

Ha TIJIa3MaTUYeCKOoil MeMOpaHe, OCHOBHBIM Me-
TOAOM M3MEPEHUST KOTOPBIX SIBJISIETCS MpPUMEHE-
HUe HemoJspusylommxcs aaekrponos [1, 2]. Ilpu
5TOM B CJlyyae BHEKJIETOUYHOIO OTBEICHUS U3Me-
pUTENIbHBIE 3JEKTPOAbl KOHTAKTUPYIOT C pa3iny-
HBIMM yYaCTKaMM MOBEPXHOCTU pACTEHHUS, UTO
no3BoJisieT 6oJiee 3 (HEeKTUBHO MCCIeN0BaTh pac-
MPOCTPaHEeHWE CUTHAJIOB; B Cilydae BHYTPUKIIE-
TOYHOTO OTBENEHUSI — U3MEPUTEIbHBIN 2JIEKTPO.I
BBOJIMTCSI BHYTPb PACTUTEIbHOM KJIETKU, UTO TO-
3BOJISIET OoJiee MeTalbHO U3ydaTh apameTpbl DC
1 UX MIOHHBIE MEXaHU3MBI.

H3zBectHO, yT0 DC MOTYT BBI3BIBATH y BbIC-
X PACTeHUM CTUMYJISILIMIO BKCIIPECCUU 3alUT-
HBIX TEHOB (B 4YacTHoOCTHU, pinl, pin2 nu vsp2,
YYacCTBYIOLIMX B 3alllUTe OT HaceKoMbIX [§, 9]),
YCUJIEHWE TPOAYKIIMU CTPECCOBBIX (DUTOrOpMO-
HOB (HarmpuMep, aOCIM30BOM M >KaCMOHOBOI
kucioT [10—12]), aktuBauuio nbixanus [13—15],
Bo3pactanue comepxanuss ATP B nuctesax [16],
OCTAHOBKY MOTOKA aCCUMUJISITOB BO (hioame [17—
19], uamenenus tpaHncnupauuu [20, 21], 3amen-
JIeHWE POCTOBBIX IpPOIECCOB [22] U MHOTHE ApPY-
rue orBeThl. Ponb OC B pa3BUTUM MOAOOHBIX
(buzMosOrnYECcKX OTBETOB ITONTBEPXKIACTCS CBSI-
3bI0 UX MapaMeTPOB C XapaKTepMCTUKAMU DJIEK-
TpUUYECKUX curHajoB [2, 6]. Takag ponab mOmoj-
HUTEJILHO TTOKa3aHa IMyTeM BbISIBICHUS WHIYKIIUU
(bu3roIOrMYECKUX OTBETOB IPU HMMUTAIIUM Te-
Hepauu DC (obpaboTKa MHIMOUTOpaAMU IIPO-
TOHHOTO TpaHCIOpTa WM TpoToHOdOpaMu) U
MoAaBJIeHUs Pa3BUTUSI OTBETOB MpPU OJOKUPOBa-
HUU paclpoCTPaHEeHUsI CUTHalA JIOKAJIbHBIM Jeii-
CTBUEM HU3KMX TeMIlepaTyp WIM a3ujaa HaTpus
Ha ctebenb [2, 6, 13, 23]. B wacTHOCTH, ITOKa3aHO,
YTO SKCIIPECCUs 3alllUTHBIX T€HOB HaOJIogaeTCs
TOJIbKO B TeX JIMCThIX apabuaoricrca, B KOTOPBIE
npoxoadT DC ¢ OOJbIION JIUTEIbHOCTHIO WU
KOTOpbI€ TIOABEPKEHBI MPSIMOMY JIEHCTBUIO 2JIEK-
TpUYECKOro Toka [9].

B kadectBe OTHENBHOW «MUIIEHW» IS IEU-
ctBUst DC MOXHO OTMETUTh (POTOCUHTETHUUYECKUE
MpOILIeCChl, TaK KaK M3BECTHO, UTO 3JIEKTpUYe-
CKMe CUTHAJIbl MOTYT BBI3bIBATh KaK OBICTPYIO (5—
10 MUH), TaK U JJIUTEIbHYIO (IE€CITKU MUHYT W,
BO3MOXHO, Yachl) MHAKTUBALMIO (hOoTOCHHTE3A [6,
7, 23]. Takast ”THAKTUBALIMS MPOSIBISIETCSI B CHUXKE-
Huu poTtocuHTeTnyeckoir accumuisiiuu CO; [10,
11, 16, 20, 24], KkBaHTOBBIX BBIXOIOB (poTocucTeM |
u Il [25—27] n HeUUKIMYECKOro MOTOKA 3JIEKTPO-
HOB [28] M B Bo3pacTaHUU HE(HOTOXUMUYECKOTO
TylmeHus: pjyopecueHuuu xjaopodunna [14, 27—
29] (B 4aCTHOCTH, YHEPTrO3aBUCUMOI KOMIIOHEH-
ThI [30]), a TakKe HMKINYECKOTO MOTOKA JIEKTPO-
HOB BOKpPYT (poTocucteMsl | [28].

INpenmonaraeMbIM pe3yabTaTOM BbI3BaHHBIX DC
(busrosornyecKux WM3MEHEHMI SIBISIETCS BO3-
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pacTaHue YCTOWYMBOCTM PACTUTEIBHOTO oOpra-
HU3Ma K IeMCTBUIO HeOJAaronmpusITHBIX (aKTOPOB
cpensl [6, 7, 23, 31]. B yacTHOCTH, MOKa3aHO, YTO
pacnpoctpaHeHrue DC yMeHbIIAeT MOBPEXICHUE
KJIETOYHBIX MeMOpaH M (OTOCUHTETUYECKOTO
anmnaparta npu U30bITOYHOM OocBelleHuu [32, 33],
CHUXKAET HeraTuBHOE BAUsiHME Teruia [33—39] u
xoJyiona [34] Ha (hOTOCMHTETUYECKUE MPOLECCHI, a
TaK>Xe MOBBIIIAET YCTOWUYMBOCTh HA YPOBHE 11EJIO-
ro pacteHust K Hu3kum [40] u BeicokuM [36] Tem-
rneparypam.

Takum o6pazom, DC UrparoT BaXXHYIO poJib B
CHCTEMHOI ajanTalMu BBICIIMX PacTeHUM K He-
CTaOMJIBHBIM YCJIOBMSIM OKpYyXawlleil cpeanl [6,
7, 31]. 3HaUMTENbHBIN BKJIAJ B TaKylo afgarTaiuio
BHOCAT (DOTOCUMHTETUYECKUE OTBEThI, pPa3BUTHE
KOTOpBIX BaxXHO st (OPMUPOBAHUS BHI3BAH-
Horo DC TMOBBIIIEHUSI YCTOMYMBOCTU DPaCTEHUIA
K AEWCTBUIO HeOJaronpusTHBIX (akrtopoB [23].
BcieacTtBue 3TOro OCHOBHO 11€1bI0 HalIero 00-
30pa cTajl aHaau3 MmyTeil (QOPMUPOBAHUST TaKUX
OTBETOB MPU PA3JIMYHBIX TUIMAX INEKTPUIECKUX
CUTHAJIOB, OMUPAIOIIMICS HA MX MOHHBIE MeXa-
HU3MBI.

TUIIbI DJIIEKTPUYECKNX CUTHAJIOB
PACTEHUU U POJIb H*-ATPasbi
INNIASMATNYECKOM MEMBPAHBI
B X POPMUPOBAHUN

ITorenuman aeiictBus (I1J1), BapuabenbHBII
noteHuuan (BIT) u cuctemuslit moreHuman (CIT)
SBJISIIOTCSI OCHOBHBIMM THIIaMu DC y BBICIINX pa-
cTeHuit [5—7].

I1JI npencraBiaseT co0Oii OTHOCUTEIBHO
KOPOTKYIO0 UMITYJIbCHYIO peakivio (IecaTKu ce-
KYH]), BOBHUKAIOIIYIO MPH JJOKAJIbHOM JeHCTBUU
HETIOBPEXIAIINX CTPECCOPOB (HAIPUMED, OXJa-
JKIeHVE Ha HECKOJIbKO I'paJyCcoB) U BKIIIOYAIOIILYIO
B ce0s aBe ¢a3bl (Aenoasapu3alvs U pernospusa-
uust) [1, 6, 7] (puc. 1). Y BbICIIMX pacTeHUi Ta-
KOIl CHUTHaJI XapaKTepu3yeTcsl HaJludvueM Iopora
reHepanyu, NoTYMHEHUEM 3aKOHY «BCE WMJIM HU-
Yero», MJIUTEIbHBIM TEPUOAOM pedpakTepHOCTU
(B TeyeHME YaCOB) U CITOCOOHOCTBIO K aKTUBHOMY
paCIpOCTPAaHEHUIO TI0 CUTOBUAHBIM 3JIEeMEHTaM
W/WJIM TI0 CUMILIACTY MapeHXMMHBIX KJIETOK PO~
BOJSIIMX MYYKOB PACTCHMI 3a CYET WAYLIUX IO
IJ1a3MOIeCMaM MECTHBIX 2JIEKTPUYECKUX TOKOB.

CrenyeT OTMETUTb, YTO MEXaHW3Mbl TeHepa-
v T/ SBASIIOTCS CXOAHBIMU Y BBICIIIMX pacTe-
HUII U XapOBBIX BOAOPOCJEH, BCJEICTBUE YEro
MOHHBbIe MexaHu3Mbl [T/l 1 cBsSI3b ero reHepanuu
C U3MEHEHMSIMU aKTUBHOCTHU MPOTOHHOTO TPaHC-
rnopra ObUIM BMEepBbIE TTOKAa3aHbl Y XapOBBIX BOIO-
pocneit [41—44] v noaTBepXAEHBI B TajlbHelIIeM
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Puc. 1. [MoreHuuan neicTBust Y BbICIIUX paCTeHI/Iﬁ 1 CXeMa MEXaHMU3MOB €TI0 rCHEpallM1 1 paCIIpoOCTpaHECHMA 110 MPOBOAALIIUM

ny4yKam pacTeHUuM

y BbICIIUX pacTeHuit. DakTopoM, MHUIIUMPYIO-
muM redepanuo I/, sBasgeTcd nenossipusanus
MeMOpaHHOIO IMOTEeHLIMaka 10 ITOPOroBOr0 YpOB-
Hs1, IPUBOSIIAS K aKTUBALIMU MTOTEHIIMAJI-3aB1-
cuMmbix Ca?*-kaHajioB IUIa3MaTUYeCKOi MemOpa-
HbI U K BXOAY MOHOB KaJibLUs B KIeTKy [1, 45—47].
3HauMTeIbHOE TOBBIIICHUE KOHILeHTpanuu Ca**
B uuTomniaasme [47] npuBOIUT K aKTUBALlUM aHU-
OHHBIX KaHanoB U Beixogy CI- u3 kjetku [45],
a TakxXe K BpeMeHHOoI uHaktuBauuu H*-ATPa3bl
IJ1a3MaTUYeCKOi MeMOpaHbl [46]; pe3ynbraTroMm
000UX MPOLECCOB sBJsIeTCS (hopMUpoBaHUEe (a3bl
penongpuzauuu I1J1. Jdenonsipuzauuss npuBoguT
K aktuBauuum outwardly-rectifying K*-xkaHanos,
o0ecIeuyrBaloIIMX BbIXOA MOHOB Kalus U3 IUTO-
IU1a3Mbl BO BHEKJIETOYHYIO cpeny [47]. 3Hauu-
TeJbHas Jernojsgpu3alusi MNPUBOAUT TakKkKe K
3akpbiThi0 Ca’’-KaHajloB, YMEHBIICHUIO KOH-
LIEHTpAllM MOHOB KaJbLIMs B LIMTOILIa3Me U, KakK
CJIEICTBUE, K CHUXKEHMIO aKTUBHOCTU aHMOHHBIX
kaHanoB U peaktuBaluu H*-ATPa3nl [47]. Takue
Mpolecchl MPUBOMAAT K (opMupoBaHMIO (Pa3bl
penojsipu3aldi M BO3BpaIlEHUI0O MeMOpaHHOIO
MOTEeHIMaa K UCXOAHBIM 3HAYCHUSIM.

BI1 Bo3HuMKaeT mpu AeMCTBUM TOBpeXaaro-
IIKUX pas3apaxuTesieil (BKJIoUasi OXOT, 3KCTpe-

MaJIbHBIA HarpeB, MEXaHMYECKOe IOBPEXICHUE)
U UMeeT OOJbIIYI0 IMTEIbHOCTh (0 IecsT-
KOB MUHYT U OoJiee) U CIOXHYI0 dopmy [6, 23,
48], BKIIOUAIOUIYI0 ABE KOMIIOHEHTBI: AJUTEIb-
HYI0 BOJIHY Aemnojisipuzauuu u «I1I-oOGpa3Hbie»
CMaiikKu, MPUCYTCTBUE KOTOPBIX HE SIBISCTCS 00sI-
3arebHBIM (puc. 2). «I1[]-o0Opa3Hble» cHaiiku
MPEACTaBISIIOT COO0OM TUMUYHBIC IMOTEHIIMABI
NEUCTBUS, BbI3BAHHBIE MOJIOXUTEIbHBIM CABUTOM
MeMOpaHHOIo TOTeHIMalla B Xoae (opMUpOBa-
HUS JIJATEIbHON BOJHBI JACTMOJISPU3ALNU, KOTO-
pble MMEIOT TaKue Xe MOHHbIE MEXaHM3MbI, KakK
u I10 [48]; B TO Xe BpeMsI UMEHHO JJIuTelbHas
BOJIHA SIBJISIETCSI OCHOBHBIM KOMMOHeHTOM BII.
BaxHoii ocobeHHocThio BIT (mpexae Bcero, aau-
TEJIbHOM BOJIHBI IEMOJISIPU3ALINU) SIBJISIETCS CHU-
JKeHUE CKOPOCTU ero pacrpoctpaHeHus [49, 50]
u/vam amruatyael [16, 29, 50] ¢ yBenuueHueMm
pPacCTOSIHUSI OT 30HbI MOBPEXICHUSI.

BIT gBnsieTcss MecTHOI 3JeKTpUUECKOil pe-
aKkiMeil Ha pachpoCTpaHEeHHWE CHUTHajla HedJIeK-
Tpuyeckoil mpupoabl [48], KOTOpbIit MOXET OBIThH
TUIPABIMYECKUM WIM XUMUYecKuM. [uapaBanye-
ckas rurotesa [22, 48, 51, 52] npennonaraer, 4To
MPpHY JIOKAJbHBIX TOBPEXKIACHUSIX B 30HE JNEHCTBUS
cTpeccopa ¢opMuUpyeTcss 00JacTb MOBBIIIEHHOTO

BUOXUMMUA tom 88 BRII. 10 2023
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Puc. 2. BapuaGenbHbIii TOTEHIIMA Y BHICIINX PACTEHUM M cXeMa MOTeHIIMAIbHBIX MEXaHU3MOB €T0 TeHepallii U pacrpocTpa-
HEHUS MO MPOBOISIIMM MydyKaMm pacTeHuii. Ha pucyHke npuseneHa cxema (popMUpOBaHUS AJIUTENBHON BOJHBI JeNOJsSIpU3a-
LMY, CBSI3aHHOM C CWJIBHBIM WJIM YMEPEHHBIM TOBbIIIIEHMEM KOHIeHTpauuu Ca’** B uuroriazmMe. Mexanusmsbl «I1[1-06pa3-
HBIX» CTIaliKOB aHaJIOTUYHBI MexaHu3MaM [1]1 (cMm. puc. 1) 1 He TTOKa3aHbl HA PUCYHKE

JaBJIEHUs], MHIYLMPYIOLIAs PAacClpOCTPaHEHUE 10
pacTeHuI0 3aTyxalolleil TuapaBIUYeCcKOil BOJ-
HbI, KOTOpas BbI3bIBAET aKTMBALIMIO MEXaHO-
qyBCTBUTENBbHBIX Ca’"-KaHajloB M IOCJeayolee
pazButue BII [44]. DxcnepumeHTaiabHble [S1] u
TeopeTuyeckue [53] paboOThl MOKa3bIBAIOT, YTO
YMEHbIIIEHUE aMIUIMTYAbl TUAPABINYECKON BOJ-
Hbl MPUBOAUT K BO3pacTaHMIO Jar-dasbl Iepen
HauyaJloM M3MEHEHMI DBJEKTPUYECKOTrO IOTEH-
1Majga M TeM CaMbIM BBI3bIBACT 3aMelJICHUE Ka-
XKyIIeicss ckopocTu pacripoctpaHeHust BIT ¢
YBEIMYEHUEM pACCTOSIHUS OT 30HBI JIeiCTBUSA
crpeccopa. [1pn HM3KOI aMILIUTYAE TUApaABINYE-
ckoit BonHbl BIT He Bo3HMKaeT.

AJbTepHaTUBHAs TUIOTe3a IIpedrojaraet,
YTO B 30HE TOBPEXACHMSI MPOUCXOAUT BhIIE/E-
HUE CIEeMAaJbHOTO XUMMYECKOTO COCAUHECHMS
(«paHeBO€ BEIIECTBO»), PACIIPOCTPAaHEHUE KOTO-
poOro BBI3BIBAET aKTWMBALIMIO JIMTAHI-3aBUCUMBIX
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Ca?"-kananoB u passutue BIl [48]; npu HU3KOM
BEJIMUMHE TAaKOI0 CUTHaja MHAYKIMS Bapuadesb-
HOTO TTOTEeHIIMala OTCYTCTBYEeT. B KauecTBe MmOTeH-
1IMaJIbHOTO PaHEBOTrO BeIeCTBa YaCTO paccMaTpu-
Baetcst H,O, [54—56]; onHaKO Heb3s1 UCKIIOYATh
y4yacTue APYIUX COCNUHEHUU (HaIpuMep, CUCTe-
MmuHa [57] unu rnyramata [58]). KiroueBoit npo-
01eMOil XMMHWYECKOI TUIOTE3bI SBISIETCS HU3KAs
CKOPOCTbh pacIpoCTpaHeHUsI PaHEBOro BellleCTBa
MOCPEACTBOM MOJIEKYIsIpHOU aucddy3uu [48].
CylecTByeT HECKOJIBKO MOIXOIO0B, TTO3BOISIOIINX
MpeoaoyieTh Takoe orpaHuvyeHue. Bo-mepBbIX, B
COOTBETCTBUM ¢ Turote3oit Malone [59], koTopas
OblIa TEOPETUYECKM MPOBEpeHa Ha CepuM MaTe-
MaTu4ecKux Mozeiei [60, 61], 1oKaabHOE MOBbI-
IIeHUEe JAaBJICHUSI B 30HE ITOBPEXICHUS MOXET
MIPUBOIUTH K BOZHUKHOBEHMIO JOITOJTHUTEIBbHBIX
BOJHBIX MTOTOKOB MO KCUJEMe, KOTOPbIE TIepeHO-
CAT paHeBOE BEIIECTBO B HEMOBPEXKACHHbIE YaCTU
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Puc. 3. CucreMHBbIi1 MOTEHLIMAJ Y BBICIIMX PACTCHUN U CXeMa BO3BMOXHBIX MEXaHM3MOB €T0 TeHepalMU U PacIpOCTPaHEHUS
10 TIPOBOISIIIIUM ITydKaM pacTeHni. [IlyHKTUPHBIMU JIMHUSMY MTOKa3aHO BO3MOXXHOE BIUSTHUE HEOOTBIIIOTO TTOBBIIIIEHUST KOH-
uenTpauuu Ca?" B uuroriazmMe Ha H-ATPa3y (akruBauus) u Ha inwardly-rectifying K™-kaHaibl 1rasmMaTuyeckoii MeMOpaHbL

(MHaKTUBALIMS)

pacteHus. Bo-BTopbiX, HaMu paHee ObLia ITOKa-
3aHa BO3MOXHOCTbh YCKOPEHHOIO paclpoCTpaHe-
HUSI XMMMYECKOTO areHTa I1o0 pacTeHUI0, KOTOpOe,
BEPOSITHO, CBSI3aHO C YCHJIEHHWEM KOHBEKTHMBHON
(TypOyneHTHOM) auddy3un B TOTOKE KMAKO-
ctu o kcwieme [49, 62]. CinenyeT OTMETUTD, YTO
HECMOTpPSI Ha OTHOCHUTEJIbHO HU3KHWE CKOPOCTU
JIBVKEHUS JKUJIKOCTH 110 COCYAaM KCHJIEMBbI, TYp-
OyJIeHTHBIE TIOTOKM MOTYT ITOTEHLIMAJIbHO BO3-
HUKATb B pe3yJbTaTe IepUOAUYECKUX CYKEHUI
ux auametpa [62]. B-TpeTbux, cOriacHO TUIOTE3¢e
Mittler et al. [54], pa3BuUTOI B psiie MOCAEAYIOLINX
pa6or [55, 56, 63], nmpu pacripocTpaHEeHUN XUMU-
YeCKOro CUTHaJla MOXET ITPOUCXOAUTH BTOPUY-
Hag reHepauus H,O, (6asupyrolasicss Ha akTUBa-
uun Ca’*-KaHaJOB M BO3pacTaHWM KOHLEHTPALIMU
Ca?", yto nmpuBoaut K aktuBaunu NADPH okcu-
na3 RbohD B mnazmatuyeckoit MmemOpaHe, KOTO-
pble TIPOAYLIMPYIOT aKTUBHbIE (POPMBI KHUCIOPO-
na (ADK)); takast BTopu4yHasl TeHepalus MOXeT
YCKOPATh PACIpOCTpaHEHUE XMMUYECKOIO CHT-
HaJla TI0 pacTeHMI0. B mojb3y JaHHON TMITOTE3bI

CBUJETEJBCTBYIOT KaK dKCIIEpUMEHTaIbHbIE JTaH-
Hble [63], MoKa3bIBaKoIIMe PacIpOCTPaHEHNE BOJI-
Hbl ADK (TToBbIllIeHWEe X KOHIIEHTpAIlUU) U T10-
JlaBJICHWE TaKOi BOJHBI IIPU ASMCTBUYU MHTUOUTO-
poB okcugaz RbohD, Tak u pe3yabraThl MaTemMa-
TUYECKOTO MOJEIUPOBAHMUS.

CuuTaeTcsi, 4YTO pacHpoCTpaHEHUE XUMU-
YEeCKOIro CUTHajla WU TUAPABINYECKON BOJIHBI
IIPUBOIMUT K JOJITOBPEMEHHOM aKTUBALUU JIU-
raHI-3aBUCUMBIX WJHM MEXaHOYYBCTBUTEIBbHBIX
Ca?"-kaHajoB IUIa3MaTUYECKON MeMOpaHbI CO-
OTBETCTBEHHO 1 BXOJY WMOHOB KajbLlUsl B KJIET-
Ky [48]. YMepeHHoe (MM CUJBbHOE) M JOJTO-
BpEeMEHHOE TMOBbIlIeHNne KoHUeHTpanuu Ca’t B
uutoriazme (500—600 HM u 6omaee [49]) mpu-
BoauT K nHaktuBauuu H*-ATPaswl [64] u dop-
MUPOBAHUIO JJIUTEIBLHON BOJHBI TE€TOISIPU3ALIMN.
Ha ee ¢oHe meMmMOpaHHBIII TOTEHLMAl MOXET
JNIOCTUTATh TTOPOTOBBIX 3HAYEHUI U aKTUBUPOBATh
noreHuman-3apucumele Ca?"-kaHanbl, ¢GOpMU-
py4 «I1JI-o6pa3Hble» claiiky, MEXaHU3M KOTOPBIX
aHajoruyeH Mmexanusmy I1J1 [48, 49].
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CII, xotopwiii mpencrasiseT coboit pac-
MPOCTPAHSIONIYIOCS BOJHY TUIIePIIOIsIpU3aluu
(puc. 3), saABAsSIeTCSl HAaMMEHee U3YyYeHHbIM DJIeK-
TPUUYECKUM CUTHAJIOM y pacTeHuii [6]. 3BecTHO,
yto CII MOXeT BO3HUKATh MPU JIOKAILHOM Jeii-
CTBUM IIMPOKOTO CHEKTpPa CTPECCOPOB, BKIIOYas
HEOpraHM4YeCKue COJIM, YMEPEHHBI U CHIbHBIA
HarpeB, OXOI, MeXaHMYEeCKOe MOBpEeXICHUE U
aTaku Hacekombix [9, 65—71]. IIpu atom (opma
n pmrenbHocTh CIT MOXeT cyllecCTBEHHO Bapb-
MpOBaTh B 3aBUCUMOCTM OT THUIIA CTpeccopa,
BUAA PACTEHUSI U PACCTOSIHUSI OT 30HBI MOBPEX-
nenust [9, 65—71]. Cnenyer ormetuth, uyto CII
MOXeT ObITh TecHO cBsizaH ¢ BII, Tak kak (i) psin
CTPECCOPOB BBI3BIBAIOT reHepauuio BII BOau3mn
30HBI BO3/ICCTBUSI HA pacTeHUE, a HA yIAJIEHUU OT
Hee HaOmonaetca nosienenune CIT [9, 67, 69—71];
(ii) moxkanbHBIN oxor BbI3biBaeT BIl y pacteHmii ¢
peryJISIpHBIM TOJIMBOM, HO MoXeT BbI3biBaTh CII
MpU CUJILHOM BOIHOM Aeduiure [69]; (iii) cTpec-
copbl MoryT BbI3bIBaTb BIl mipu mepBom neii-
cTBUM, a ipu nosropHoM — CII [66]; (iv) B 3aBU-
CHMMOCTH OT y4acTKa pacTeHUs ACUCTBHE OIHUX
U TeX Xe CTPECCOPOB MOXET BbI3bIBaTh Kak BII,
tak u CII [65].

CuuTaercs, YTO OCHOBHBIM MEXaHU3MOM Te-
Hepauu CII gBasercs aktuBauus H-ATPasbl
IJ1a3MaTUYEeCKO MeMOpaHbl [66], 4TO moaTBeEp-
JKIAeTcsl yrHeTeHWeM CUTHaja Ipu MpeaBapu-
T€JIbHOM HWHIMOMPOBAHUU BTOro TpaHCHopTepa
(opTtoBaHagaT Hatpus) u uHaykuuein CII mpwu
JloKanbHOM pAeiictBuM akTtuBaTopa H*-ATPa3sbl
(py3UKOKIIMH); OIHAKO MPUPOIA CUTHAJIA, BbI3bI-
BaIOIIIEr0 TaKylo aKTUBAIIMIO, OCTAETCS TUCKYCCH-
oHHoOIM. PaHee MbI mpenmosioxuau [69—71], dro
nepenadya CII cBsizaHa ¢ pacnpocTpaHEHUEM T~
pPaBJIIMUECKOrO CUTHAJIa C MaJIOi aMITJIUTYI0M, KO-
TOPBII AKTUBUPYET MEXaHOUYBCTBUTEIbHBIE Ca’'-
KaHaJIbl TJ1a3MaTUYEeCKO MeMOpaHbl 1 BbI3bIBAET
HeOOJIbIIIOE BO3pacTaHUME KOHIIEHTpallMM WOHOB
Kajnblus B uToruiazme. CyllecTBYIOT OTIeIbHbIe
aJieKTpodusnogoruueckue gaHueie [72, 73], mo-
Ka3bIBaoIIMe, YTO HEOOIbIIOE BO3pacTaHUE KOH-
ueHTtparuu Ca?* MoOXeT BBI3bIBaThb aKTHUBALIMIO
H*-ATPa3bl nmiazmaTuyeckoit MeMOpaHbl; U, Ta-
KM 00pa3oM, MPOMCXOIUT TUIEPHOSIpU3aLIS.
C npyroit CTOpoOHBI, psifi padbOT MOKa3bIBAET, UYTO
HeOOJIbIIOE Bo3pacTaHue KoHuUeHTpauuu Ca’" B
nuroruiazme (200—400 HM) BbI3BIBAaET MHAKTHBA-
uuto inwardly-rectifying K*-kaHanoB mia3matu-
yeckoili MeMOpaHbl [74, 75], KoTopble obecrieun-
BalOT BXOJ MOHOB KaJIUsl U3 BHEKJIETOYHOM Cpenbl
B LIMTOIJIa3My KJIETKU. Y4YuThIBas, yTo inwardly-
rectifying K*-kananel 1 H"-ATPa3a nia3zmatuye-
CKOIi MeMOpaHBbI SIBJISIIOTCSI OCHOBHBIMM CHUCTE-
MaMM 3JEKTPOT€HHOT0 MOHHOTO TpaHCHopTa B
ycioBusix nokost [47, 76, 77] (B COOTBETCTBUHU C
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paHee MpPOBENEHHBIM TEOPETUUYECKUM aHaJIU30M
pa3paboTaHHOII HaMM MaTeMaTUYEeCKON Momeau
9JIEKTpOTreHe3a KJIETKM BhICIIero pactreHus [47]),
CHMXKeHUe mpoHuuaemMoctu K*-kaHajloB JOIKHO
MPUBOIMUTH K TUIIepIioasgpu3anuu. [1pu aToM paz-
BUTHUE TUIIEPIOISApU3aLUU OYIAeT OOYCIOBIEHO
YMEHbILIEHUEM BKJIaJla 3JeKTPUUECKON MPOBOIM-
mocTtu inwardly-rectifying K*-kaHaioB B 001i1yio
2JIEKTPUYECKYIO TTIPOBOAUMOCTD IIJIa3MaTUYECKOM
MmeMmOpanbl. [locnenHee MoXeT OBITH ITOATBEP-
KIEHO W3MEHEHUSMU MeMOpaHHOIo MOTEHIIMa-
na (Ev), ynpolleHHO ONMCcaHHOTO ypaBHEHUEM:

_ Ep + gx/gr Ex
Ev=—"7"""
1 +gk/gp
rne Ep — onexTtpomBuxymas cuia (BC)

H*-ATPa3nl (okono —450 mB) u Ex — noreHuuan
Hepucra nnsg monoB kanus (okoiao —100 mB; Ha
ocHoBe [49, 76, 77]) B yclOBUSIX YMEHbIIECHUS
cobcTtBeHHOI mnpoBoaumocTu K*-kaHanoB (gk)
10 OTHOIIEHWI0 K COOCTBEHHOW MPOBOIMMO-
ctu H*-ATPaswl (gp). I[IpuBeneHHoe ypaBHeHUE,
olnupaloleecs Ha IMapajjelbHoe 3JEKTPUIYECKOe
coenuHeHue inwardly-rectifying K*-xkaHamoB u
H*-ATPa3bl, moka3biBaeT cTallMOHApHOE pellie-
HUeE J1J1s1 MeMOpaHHOTO ITOTeHIIMaa.

Tunore3a 06 wuHakTuBamuu inwardly-recti-
fying K*-kaHajoB xopolio coriacyeTcss ¢ II0-
naBieHuem reHepamuu CII 1mpu  geicTBuu
cnernuguyHoro Ojokaropa K*-kaHayioB, TeTpa-
STUJIaMMOHUS [65]. BaxXHBIM IpeuMYILECTBOM
MPENIOKEHHON TUITOTE3bl SIBJISIETCS €€ CIoCco0-
HocTb 00bsicHUTL ¢BI3b BIT u CII, Tak Kak npu
YMEHBIIIEHUU aMIUIUTYAbl TUAPABIAMYECKON BOJ-
Hbl (C YMEHbIIEHHWEM CHUJIBI CTUMYJa IIpU pas-
BUTUUW 3aCyXW WJIM C YBEJIIMYCHUEM PaACCTOSTHUS
OT 30HBI ctumynsauuu [51, 53, 68—71]) momxkeH
yMeHblIaThesd Bxon Ca’t B KJIETKy, 4TO IPHUBO-
IUT K U3MeHeHuto Tuna DC: miuTenabHas BOJHA
nenoysipudanuu (Ipu CUJIBHOM WA YMEPEHHOM
MOBBIILIEHUM KOHILEHTPAlMKM MOHOB KajblUs B
LIMTOIIa3ME) CMEHSIeTCSI BOJIHOM TUIIEPIIOJsIpr-
3aluu (IIpy HEOOJBIIOM BO3pPacTAHWM KOHIIEH-
tpauuu Ca?"). Cnenyer, oIHaAKO, OTMETUTh, YTO
MPENTOKEHHbBIM MEXaHU3M IOTEHIIMaJIbHO COBME-
CTUM M C XMMMYECKOI TMITOTEe30#1 pacmpocTpaHe-
HUSI CUTHaJIa; B 9TOM cliydyae OyaeT MPOMCXOAUTh
WHIYKIUAS BXOJA MOHOB KaJIbLIMSI Yepe3 JIMTaHII-
3aBucumblie Ca?"-kaHannl [48].

Takum oGpazom, o6umieit yeproit IIJI, BII
u CII gBisieTcs yyacTue U3MEHEHU aKTUBHOCTHU
H*-ATPa3bpl nmnasMmaTuyeckoit MeMOpaHBI B UX
reHepalum, 4TO XOPOIIO COIIacyeTcsl C KJtoue-
Boii poJibio 3Tux ATPa3 P-tuna B moagep:xxaHuu
psina (U3MOIOTMYECKUX TPOLIECCOB pPaCTeHUIA
U peuenuuu AeWcTBUS (haKTOPOB OKpYXKarolei
cpensl [78, 79], BKiIoyast uBMEHEHUST aKTUBHOCTU
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H*-ATPa3bl nipu geficTBun abMOTUYECKUX U OUO-
TUYECKUX cTpeccopoB. [Ipu 3TOM KIIIOUEeBBIM Me-
XaHU3MOM Hu3MeHeHus akTuBHOCTU H*-ATPa3znbl
saBisieTcs: (pochopuIMpoBaHre aMUHOKUCIOTHBIX
octaTkoB R-momena Ha C-koHue depmeHTa [78,
79]: dochopunupoBanue Thr947 obecrneunBaer
npucoeanHeHue 6enkoB 14-3-3 Kk C-KOHILY U BbI-
3bIBACT aKTWBALIMIO (pepMeHTa; HanmpoTuB, (oc-
dopmimpoBaHue psiga IPYyrux aMUHOKWCIIOTHBIX
OCTaTKOB HapylllaeT CBsi3biBaHUE OeiakoB 14-3-3
U npuBoAUT K nHakTuBauuu H*-ATPa3bl. Cneny-
eT oTMeTUTh, uyto Ca’'-3aBHUCcHMasi MHAKTUBALKSI
H*-ATPa3b1, koTOopas mpegoTBpallaeTcss Ipu o0-
paboTKe MHIMOUTOPOM MpoTerMHKMHA3bl H-7 [46],
CBsI3aHa, MO-BUAUMOMY, ¢ (HochOoprIMpOBaHUEM
OIHOTO M3 aMWHOKCHUJIOTHBIX OCTaTKOB (Ser944,
Thr942, Tyr946) u HapylieHUeM NPUCOSIUHEHUS
oenkoB 14-3-3 k C-koH1y pepmeHTa [79].

IMo-BupyMoMy, HEIIOCPEICTBEHHBIN BKJIAJ
H*-ATPa3bl B ¢opmMupoBaHue >JIeKTPUUYECKUX
curHanoB BapbupyerT. Tak, B ciayyae ITJI mckmio-
yeHue MHakTuBaluu H-ATPa3pl cnabo Biausier
Ha ¢GOpMY M aMIUIMTYAY CUTHajaa, HO MOJHOCTHIO
nogasiseT comnpoBoxnawomiee I1J 3amenaum-
BaHue aroriacta [46, 47]. C apyroii CTOpPOHBHI,
nHakTuBanus H*-ATPasbl sBisieTcsl OCHOBHBIM
MexaHudMoM reHepauuu BIT [48], Tak Kak cHU-
J)K€HUE aKTMBHOCTU 3TOrO TpaHcHopTepa MpUBO-
IWT K CYUIECTBEHHOMY IOAABJICHUIO JTUTEbHOMN
BOJIHBI JIETIOJISIpU3AlMM, COCTaBJISIONIEd OCHOBY
BapuabeabLHOro noreHuuana [49, 64, 80].

B cnyuae CII HaGnwomaeTcst Oosiee ciaoxHast
kaptuHa. baszoBasg rumnoresa [66, 67, 69—71], onu-
ceiBaromiass Mexanusmbl CII, mpenmnosnaraetr Bo3-
pactaHue aOCOMIOTHONW BEJIUYMHBI aKTUBHOCTU
H*-ATPa3bl; omHaKo Takoe MpearooXeHue Mmpo-
TUBOPEYUT AAHHBIM O 3alllelauyMBaHMU arorac-
Ta BO BpeMs pa3BUTUS CUCTEMHOIO MOTEHIIMA-
Ja [66]. AHajorMyHoOE 3allenaduBaHue, KOTOPOE
HaOmogaercs npu MHakTtuBauuu H*-ATPasbl Bo
Bpems redepauuu I111 [46, 47] u BIT [25, 27], no-
Ka3bIBaeT, CKOpee, CHMXKEHNE aKTUBHOCTU 3TOTO
TpaHcrnoprepa. I[lpenrnonaoxeHue o BO3pacTaHUU
OoTHOcuTeNbHOI akTuBHOCTU H*-ATPa3snl Bcien-
ctBue Ca?"-3aBUCMMOIO CHMXXEHUSI aKTUBHOCTH
inwardly-rectifying K*-kananos [74, 75] B 60/b-
el CTEMeHU COomIacyeTcsl ¢ TaKUMU JaHHBIMU,
TaK KakK pa3BUTUE TUIMEPIIONSAPU3ALUM TOJIKHO
CHUXATh aKTHMBHBIM TPaHCIOPT IIPOTOHOB U3
KJISTKM W TIPUBOIMTH K 3allleJlauMBaHUIO allo-
IUIacTa BCJIEICTBHE BO3PACTAHUS DJIEKTPOXUMU-
YeCKOro TrpajyeHTa IIPOTOHOB, HaIPaBJIEHHOIO
IIPOTUB TAKOTO TPAHCIIOPTA.

3aBepiias paszies, CIeAyeT OTIeIbBHO OTMETUTh,
yTo M3MeHeHus1 pH, compoBoxkpaloie n3MeHe-
Husl akTuBHOCTM HT-ATPasbl 1miazmaTuueckoi
MeMOpaHbl Tipu pa3BuTuu DC, B 3HAYUTEIbHON

CYXOBA u np.

CTEeTNEHU CBSI3aHbl C HAJUYMEM IPOTUBOIIOIOX-
HO HaIlpaBJICHHBIX IIPOTOHHBIX IMTOTOKOB. B cooT-
BETCTBUM C paHee pa3paboTaHHOU HaMU MaTeMma-
THUYECKOI MOJEJbIO 2JIEKTPOreHe3a KJIETKU BbIC-
mero pacreHus [47, 77|, Takhe MOTOKM MOTYT
ObITh 00yCIOBIEHBI akTUBHOCTSIMU H*/K*-aHTH-
noprepa u 2H*/Cl--cumriioptepa u yTeukoii Ipo-
TOHOB Yepe3 IJIa3MaTUYecKyo MeMopaHy. B yact-
HOCTU, IMOAOOHBIE MOTOKW MOTYT OO€CIeuuMBaTh
OBICTPBI TPaHCHOPT MPOTOHOB BHYTPb KIETKU
MpY CHIKEHUM KOMIIEHCUpYlolero Beixoga H* B
ycnoBusx nHaktuBauuss H*-ATPa3zbl. TloTeHLu-
aJlbHO, OTMEUYEHHbIE MPOTUBOIOIOXHbBIE MOTOKHU
MMPOTOHOB TaKK€ MOTYT PEryJIMpOBaThCs TEMU WU
uHbIMU (hakTopamu. OTHAKO TaKas PEryasuus He
SABJISIETCS. HEOOXOIMMBIM YCJIOBUEM ISl peayu-
CTUYHOTO OMMUCAHMS DJEKTPUUYECKUX OTBETOB pa-
CTeHUI mpu MoaenupoBanuu [47, 76, 77], Bcaen-
CTBUE YEro rMIoTe3a O pery/sluy HarpaBieHHbBIX
BHYTpPb OTOKOB H* sBisieTcsi, ckopee, U30bITOU-
HOI B cllydyae KJIETOK BBICIINX PACTEHUIA.

B wmenom ywactue M3MeHEHUIl aKTHMBHOCTU
H*-ATPa3bl B reHepanuu BCeX OCHOBHBIX TH-
noB DC MO3BOJSIET NPEAIOJOXUTh, YTO TaKue
U3MEHEHHUSI MOTYT UIpaTh ONpeneaeHHYo (hU3no-
JIOTUYECKYIO POJb, B YaCTHOCTU, 3HAYUTEIbHBII
WHTepeC BbI3bIBAET UX y4acTHE B PEryasuuu ¢o-
TOCMHTETUUYECKUX TIPOLIECCOB BJIEKTPUUYECKUMU
CUTHaJIaMU Y BBICIIIUX pacTeHuit [23].

U3MEHEHUWA AKTUBHOCTH H*-ATPasbt
INNIASMATUYECKOU MEMBPAHBI
KAK MEXAHW3M BJINAHNUA
BSJIEKTPUTYECKHNX CUTHAJIOB
HA ®OTOCHUHTE3

Kak oTMeuasnoch BbIIIIE, CYLIECTBYET PSiI apry-
MEHTOB B I10JIb3y CXOIHOTIO CHUXXKEHMST aOCOJIOT-
Hoii akTuBHOCTM H*-ATPasbl miazmaTuueckoit
MeMOpaHBbI MpU TeHepaluuu Bcex Tpex TUIoB DC;
Mpexnae BCero, 3To HabJomaeMoe IMpu reHepa-
uun I1J1 [46, 47], BIT [25, 27] u CII [66] 3a1e-
JJauMBaHue aroruiacta. B Tom ciydae, eciim Takoe
CHIKEHME JEUCTBUTEIBHO CBSI3aHO C BBI3BAH-
Hoit DC wuHakTuBaluelr (HOTOCUHTE3a, MOXHO
OXWJATh, YTO MOMOOHAs MHAKTUBALIAI OYyIeT Ha-
OoaThCsT IPU PACIIPOCTPAHEHUM BCEX TPEX TH-
noB OC. JlaHHbIE JTUTEpaTyphbl MOKa3bIBAIOT, UTO
I/ [14, 81, 82], BIT [16, 24—30, 83] u CII [66, 71]
JIeICTBUTEJIBHO MOTYT BBI3BIBATh CXOJHOE M3MeE-
HEHWE MHTEHCHMBHOCTU (POTOCMHTETUYECKUX IIPO-
1IECCOB Y pacTeHWUi, BKJIIOUasi, B YaCTHOCTHU, CHU-
>KeHUe MHTeHCUBHOCTU accuMuisiuuu CO,, yMeHb-
IIeHWe KBAHTOBOro BbIxoga ¢orocucteMbl Il
U yBeIWYEeHHE He(POTOXMMUUYECKOTO TYIIEHUS
dayopecueHIUN XJa0poduiia.
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BrizBanHble DC oTBeThl (DOTOCHMHTE3a BKIIIO-
4yaloT B cebs ObICTpyio (5—10 MUH) U IJIUTEABHYIO
(necaTKU MUHYT W, BO3MOXKHO, Yachl) MHAKTHUBA-
uuio [6, 7, 23]. B HEKOTOpBIX caydyasx y pacTeHUI
MOXeT HaOJIomaThCsl TOJBKO IJIUTENbHasT (DOTO-
CUHTETUYECKas] MHaKTUBaUMs (CM., HaIlpuMmep,
pabotsl Hlavackova et al. [10], Herde et al. [84]
u Sherstneva et al. [85]). B psae pabor moka-
3aHoO |14, 26, 35], 4TO CHUKEHNE KOHIEHTpaluu
CO; B cpene NMpUBOAUT K MHAKTUBALIMU CBETOBOM
cTaauu (OTOCUHTE3a, CXOIHOM ¢ BhI3BaHHOU DC,
1 YMEHBbIIIAeT aMIIUTYAy MHIYLIMPOBAHHBIX /€K~
TPUYECKUMU CUTHaJaMU (hOTOCUHTETUYECKUX OT-
BETOB; OHAKO MOJIHOTO MOJABJIEHUSI OBICTPHIX U
JIJTATENIbHBIX M3MEHEHWI MapaMeTpOB CBETOBOM
cTaguu He mpoucxonutr. Ha ocHoBaHuM 3TOro
ObLIO MPEAIONOXKEHO [6, 23], 4yTO OBICTpast U, BO3-
MOXHO, JUIMTeIbHAss WHAKTUBALKsI (POTOCUHTE3a
CBSI3aHbI C IBYMSI Pa3jUYHBIMM TPyNIIaMu MeXa-
HU3MOB.

(i) Co cHUXXeHMEM WHTEHCHUBHOCTU TE€MHOBOM
craguy (POTOCUHTE3a, TIPUBOASIINM K YMEHBIIIe-
Huto otHoueHuit ADP/ATP u NADP*/NADPH
B CTPOME€ XJOPOIUIACTOB M, COOTBETCTBEHHO, K
YTHETEHUIO IMPOLIECCOB CBETOBOM CTaniuu BCIEd-
CTBHE POCTa 3JEKTPOXMMUYECKOIO I'paJueHTa Ha
TWIAKOUIHON MeMOpaHe (pe3yabTaT CHUKEHMUS
akTuBHOCTU HT-ATP-cuHTa3bl B yCIOBUSIX He-
XBaTKU cyOcTpaTa) M HapylIeHUS] «CTOKa» 2JIeK-
TPOHOB M3 3JIEKTPOH-TPaHCIOPTHOM Lenu |14, 26].
BeposiTHBIMU MeXaHM3MaMM I1OJaBJIeHUs TEMHO-
BOIi cTanuu (hOTOCHHTE3a SIBJISIIOTCSI YMEHbILIEHUE
npoBoaMMOCTH Me3oduina nucta ajas CO, [24] u,
BO3MOXHO, 3aKpbITHE YCThUII [21].

(ii) C nmomaBneHUeM CBETOBOI cTaguu (HOTO-
CMHTE3a, HE BbI3BAHHBIM 3aMeljieHueM (yHK-
LIMOHMpOBaHuUs 1uKJIa KajibBUHA, KOTOpoOe, Io-
TEHLIMAJIbHO, TaKXe MOXKET WMEThb pa3]IMYHbIe
MeXaHM3Mbl (B 4aCTHOCTM, BO3pacTaHue HedoTo-
XUMMYECKoro TymeHus [27, 29] u cHuXXeHue ak-
TUBHOCTH eppenokcuH-NADP-penykra3ssl [26]).

CylllecTByeT HECKOJbKO TUIIOTE3, OOBbsIC-
HSIIOLIMX MEXaHU3Mbl MHAKTUBALIMM (DOTOCUHTE-
3a [23]. Cpenu HUX MOXHO OTMETUTD MOAaBICHUE
aKTMBHOCTHU (hepMeHTOB Liukja KanibBrHa Been-
ctBue noctyruieHus Ca’t B LIMTOILIa3My U Jajee,
B CTpOMY XJIOpoIUIacToB [81] 1 MHAKTUBUPYIOLIEE
pimssHue ADK (BepositHo, H,O,) [83]. B ciyuae
JIUIATEJIbHOM WMHAKTUBAalMUM (DOTOCHMHTE3a TaKXKe
paccMaTpuBaeTCsl ydacTUe CTPECCOBBIX (PUTOrop-
MOHOB (a0CILIM30BOI U )KACMOHOBOI KUCJIOTHI |10,
11, 50]), koTopble MPUBOISIT K 3aKPBITUIO YCTHUIL
U nojaaByieHUIo (poTocuHTe3a. B To ke BpeMs 00-
patumas uHaktuBauuss H -ATPa3bl tazmatuye-
CKOIi MeMOpaHBbI BHIIJISIAUT HanOoJiee BEPOSITHBIM
MEXaHU3MOM pa3BUTHUS BbI3BaHHBIX D C (hOTOCUH-
TETUYECKUX OTBETOB Y BBICIIMX pacTeHui [6, 23].
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IIpexne Bcero, ciaenyeT OTMETUTh, YTO TaKasl UH-
aKTUBALIMsI MOXET OBITh CJEACTBUEM BCEX OCTaJb-
HBbIX NPUBEACHHBIX MeXaHMW3MOB. B wacTHocTH,
M3BECTHO, YTO ITTOBBIIIEHNE KOHIIEHTPALMM MOHOB
KaJIbIIUSI MOXET IMPUBOIMTH K ITOAABIIEHUIO aK-
tuBHOCTH H*-ATPa3bl mina3smaTuuyeckoir MeMoOpa-
Hbl [86], pacnpoctpanenue H,O, cuuraercs cBs-
3aHHBIM ¢ akTtuBamueil Ca’'-KaHalloB, BXOIOM
MOHOB Kayiblivsl ¥ MHakTuBauueir H*-ATPas3kbl [6,
54—56]. JleiicTBre Xe aOCLUM30BOM KHUCIOTHI Ha
(boTOCUHTE3 TaKxKe MOXET OIOCPENOBaThCs CHU-
xKeHueM akTuBHocTH HT-ATPa3swr [87, 88].

Pesynbrarhl Halux Opeabiayliux pador [88,
89] moka3pIBalOT, YTO YMEPEHHOE BO3pacTaHMe
WM CHIDXKEHUE ncxXonHoi akTuBHOCTH H-ATPa3bl
Mpu TpeaBapUTeIbHON 00paboTKe pacTeHUM ak-
TUBaTOpaMu ((Py3UKOKIIMH) WM MHTUOUTOpaMU
(opToBaHagaT HATPUsI) 3TOTO MOHHOIO TPaHCIOP-
Tepa MPUBOIUT, COOTBETCTBEHHO, K BO3PACTaHUIO
WV CHIZKEHUIO (DOTOCMHTETUUECKOTO OTBETa, BO3-
HUKAaIOIIEero Nnpu nocheaywoiieil nuaykuum BIT.
Taxkue pesynabraThl MOATBEpXKIalT ydacthue HT-
ATPa3bl B hopMupoBaHuu BbI3BaHHBIX DC n3Me-
HEHUU (OoTOCUHTE3a, TaK KaK IpU COXPaHEHUU
IMOCTOSTHHOM OTHOCHUTEIBLHON BEJIMYMHBI U3MEHE-
HUS €€ aKTMBHOCTU aOCOIIOTHAs BEJIMYMHA TaKo-
ro U3MeHeHUs OyleT Bo3pacTaTh IPU IpeaBapu-
TenbHOI akTuBauuu H*-ATPa3bl unm cHuKatbes
Mpu ee MpeaBapuTeIbHON MHAKTUBALUU, MpHU-
BOIS K YBEIMYECHUIO WJIM CHUXKEHMIO aMIUIUTYIbI
BbI3BaHHOTO OC (HOTOCUHTETUYECKOIO OTBETA
COOTBETCTBEHHO.

ConpoBoxnaroliue nHaktuBauuio H-ATPa3zbl
U3MEHEHUs] BHYTpU- M BHeKJeTouHoro pH pac-
CMaTpUBAIOTCS KaK BEPOSTHBIN MeXaHU3M UHIYK-
uun DC GOTOCMHTETUYECKUX OTBETOB [2, 6, 23].
CyllecTByeT psii apryMEHTOB, ITOATBEPXKIAOIINX
TaKylo TUIIOTe3y. Bo-nepBhIX, 3HAYUTEILHOE YHC-
JIO pabOT MOKAa3bIBAET, YTO TeHEepaLMsT Pa3INnIHbIX
tunoB OC y BBICHIUX PACTEHUI COMPOBOXAAETCS
Bo3pactanueM pH B amoruiacre u cHukeHueMm pH
B LuToIIasme [25, 27, 45, 46, 66, 85]. boiee Toro,
HETIPSIMBIMU METOIAMU BBISIBJIEHO COITPOBOXKIAI0-
mee redHepanuio BIT 3akuciaeHue CTpOMBI U JIIO-
MeHa xjoporuiactoB [90]. IIpu aToM HeKOTOpbie
pa6otsl [91, 92] moka3bpIBalOT HaAWUUE CUJIbHOM
CBSI3U MexXny M3MeHeHusiMu pH um mapameTrpos
dorocuHTE3a, TOATBEPXKIAS UX POJIb B MHIYKIINN
(GoTOCHHTETUUECKUX OTBETOB. BO-BTOpBIX, MOKa-
3aHO, YTO MCKYCCTBEHHAs] MHIYKIWS W3MEHEHUS
pH nyrem neiictBusi mpoTOoHOGOPOB Ha YYaCTKU
Jucta [27] wiv myTeM WHTMOUPOBAHMST aKTUBHO-
ctu H*-ATPa3bl y npoTomniacToB opToBaHaAaTOM
HaTpus [89] mMpUBOAUT K MHAYKUUU (POTOCUHTE-
THUYECKMX OTBETOB, CXOMHBIX C HaOJIomaeMbIMU
npu pacnpoctpaHeHun HDC (CHUXKEHME KBaH-
ToBOrO BhIxoaa ¢otocucteMbl Il u Bo3pactaHue
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HedoToXMMUUYECKOro TylleHus1). B-TpeTbux, 3a-
KHCJIeHUEe cpelbl MHKYOAIMK XJI0POTIaCTOB BhIC-
IIMX pacTeHuil, UMuUTUpyollee cHuXeHue pH
B LIUTOIJIa3Me npu pa3Butun DC, Takke WHIY-
UpyeT (QOTOCUHTETUYECKUE OTBETHI, OJU3KUE
K OTBETaM, BBbI3BAaHHBIM 3JIEKTPUYECKUMU CHUT-
Hanamu [25, 27, 85]; aMmuiuTyna TakKuxX OTBETOB
JIMHEMHO KOppeaupyeT C BEIWYMHON H3MeHe-
Huii pH [27, 85]. AHasioruuHbIi 3 HEKT ObLT BbI-
SBJIEH MpU Mepdy3un KIETOK XapOBbIX BOAOPOC-
Jieit pacTBopaMu ¢ TOHMKeHHbIM pH [93].

Hamu npeapiaymive paboThl TMOKa3bIBAIOT
[91, 92], uto conpoBoxnawomee BIl Bo3pacra-
HUe BHekjJeTouHoro pH cBs3aHo, mpexnae Bce-
ro, CO CHUXEHUEeM (DOTOCUHTETUYECKON accu-
munsgun CO,, B TO BpeMsl KaK YMEHbIIEHUE
BHYTPUKJETOUYHOTOo pH cBsI3aHO ¢ yBelMYeHUEM
HE(POTOXMMMUYECKOIO TYLIEHUST (hIyopecCUeHIIMH.
Ha ocHoBaHMU 3TOro MOXHO MPEINOJOXUTH [6,
23], uto BbI3BaHHOe DC 3alienayMBaHUe aro-
rjiacta BAUSET MPEUMYILIECTBEHHO Ha MOCTYILIe-
Hue CO; B KJIETKHU, a 3aKUCJICHUE LUTOIIa3MBbl,
CTPOMBI U JIIOMEHA XJOPOIUIACTOB MOXET HEIlo-
CPEICTBEHHO BJIMSITH Ha peakIIMM CBETOBOI CTa-
nuu (orocuHTeda. Takoe IPEAIonaoXeHUue Xopo-
IO comtacyeTcsl ¢ BbI3BaHHBIM DC yMeHbIlIEHUEM
npoBoauMocTu Mezoduina aucta g CO, [24] u
C HAJIMYMEM MHAYLMPOBAHHBIX 3JEKTPUYECKUMU
CUTHaJIaMU M3MEHEHMI CBETOBOM cTaguu (HoTo-
CHHTEe3a, KOTOpble He ObLIM CBSI3aHbI C MHAKTUBA-
nMeil TeMHOBOM cTaauu [26, 27, 29].

B kauecTBe MpoCTOro MexaHM3Ma BIMSHUS
3allenaynMBaHMs anoruiacta Ha nocrymieHue CO,
B (DOTOCHHTE3UPYIONIYIO KJIETKY MOXHO TPEeIIo-
JIoxkuth pH-3aBUCHMMOE CHMXEHUE OTHOLIEHMS
CO,/HCO; [23], Tak KaK 3apsikeHHas (hopMa 3Ha-
YUTEJIbHO XYK€ IIPOHUKAET Yepe3 OMOJOrnyecKre
MeMOpaHBbl 10 CpaBHEHMIO ¢ HelTpaabHOi [94].
Takoe mnpeanogoxeHue ObLIO IpeaBapUTEIbLHO
MOATBEPXKAEHO aHAJIM30M YMPOIIEHHONH MaTeMa-
TUYECKOUM MO/, OMUCHIBAIONIEH BIMSIHUE WH-
aktTuBauuu H*-ATPasbl Ha nmoito HeliTpanabHOM
dopmer CO, [95]; omHako nanbHelillee uccie-
JloBaHUE OoJsiee NeTaIM3UPOBAHHONW (POTOCUHTE-
TUYECKON MOJENU JIMCTa He MOATBEePAUIIO CYIIE-
CTBEHHOTO BKJIaJa 3TOr0 MeXaHu3Ma B CHUXXEHUE
aKTUBHOCTU (POTOCHMHTE3a TpU 3allleadiBaHUU
aroriacra (1o KpaiiHeil Mepe JUIsl CTallMOHAPHbBIX
notokoB CO, Npyu OAHOPOJHOM OIMCAHUM arlo-
IIacTa v Ipy UCIIOJb30BaHHBIX 3HAYEHUSIX Mapa-
MeTpoB Monenn) [96, 97].

AJnbTepHaTHBHAs TUIIOTE3a, OIMChIBaIOIast
BIusHUE BbI3BaHHBIX DC n3ameHenuii pH Ha npo-
BonuMOCTb Me3opumna aucra aiasgs CQO,, Obuia
npeaioxeHa B padbore Gallé et al. [24]. B coort-
BETCTBUM C Hell TakKue W3MEHEHMs BJMSIIOT Ha
MPOBOAMMOCTh aKBallOPUHOB, KOTOPbIE WIPAIOT
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BaxkHYIO pOJIb B MOCTYIJIEHUM YIJIEKMCIIOTO ra3a B
KJIETKM BBICIIMX pacTeHuii [98] u MoryT peryiau-
poBatbcs pH [99—101]. Takast runore3a Xopouio
coracyeTcsl ¢ pe3yJisTaTaMi MoAesinpoBaHus [97],
MMOKa3bIBAIOIIMMI 3aBUCUMOCTb CTallMOHAPHOM
MHTEHCUBHOCTU (POTOCHHTE3a OT IMPOBOIAMMOCTH
miazMatudeckoit memopannsl i CO,; omHako
naHHble guTepatypbl [99—101] moka3biBalOT, 4TO
MPOBOIMMOCTbh aKBaITOPUHOB CHUXKAETCs MpPU 3a-
KUCJIEHUM LIUTOILIa3Mbl, a HE TIpU 3allelauyuBaHUU
anoriacta. HecMorpst Ha To uTo 00a mpoliecca
conpoBoxaaT reHepauuio DC [25, 27|, Hamwm
JaHHbIe Toka3biBaloT [91, 92] caabyro CBsI3b 3aKUC-
JIEHUS! LIMTOITJIa3MBbl CO CHIKEHUEM MHTEHCUBHO-
CTU TEMHOBOI cTtaguy (DOTOCUHTE3a; T.€. UMEETCS
olpe/e/IeHHOE TPOTUBOPEYME MEXKIY TMITOTE30M
00 yyacTMM aKBallOPMHOB B Pa3BUTHUM BbI3BaH-
HbIX DC (POTOCUHTETUUECKUX OTBETOB U DKCIEPU-
MEHTaJIbHBIMU OCOOEHHOCTSIMU TaKUX OTBETOB.

Takum ob6pa3zoM, BOMPOC O KOHKPETHBIX Me-
XaHU3Max BIMSHUSI n3MeHeHuii pH Ha moctymn-
senue CO, B KJIETKU Me30(MIa OCTaeTcs OT-
KpBITBIM. [ToTeHIIMaIbHO, BBISIBJIEHHBIE IIPOTUBO-
peuusi MOTYT ObITb OOBSICHEHBI HEOMHOPOMHBIM
MPOCTPAHCTBEHHBIM pacrpenejeHreM KapOoaH-
ruapa3, KOTOpble 3HAUUTEIbHO YCKOPSIIOT B3auUM-
Hoe mpeBpaumeHue mexay CO, u HCOs3, Tak kak
Takasi HEOOAHOPOTHOCTb MOXET 00eCHeyuThb JOo-
KajabHble pH-3aBrUCUMbBIE M3MEHEHUsI COOTHOIIIE-
HUSI HEUTPaAJbHON U 3apsiKeHHO# (opM yIIeKuc-
JIOTO Ta3a, 4YTo OyAeT BJIMSITh Ha €ro MpoXOoXIeHUE
yepes IIa3MaTUiIecKyo MeMOpaHy 0e3 CyILeCTBEH-
HOTO M3MEHEHMSI CpeIHEl KOHIEHTpAalUM TaKuX
¢opm B anoriacte (B MpemiokeHHON (hOTOCHH-
TeTUYeCKOi Mozaenu ucra [96, 97] mogoOHas BO3-
MOXHOCTb HE y4uUThIBajach). OTnenbHbIE pabOTHI,
IMOKAa3bIBaIOIIME COBMECTHOE (PYHKIIMOHUPOBAHUE
KapOoaHTUApa3 M aKBallOPMHOB B IIIa3MaTH4e-
ckoit MmeMmOpane [102] u BiIusiHUEe KapOoaHTUapas
Ha npoBoAuMOCTh Me3odumia aisg CO, [103], sB-
JISIIOTCST apTYMEHTOM B T10JIb3Y TaKOI TUIOTE3bI.

CrenyeT OoTMETUTb, YTO UHAYyLMpOoBaHHOE DC
3aKpbITUE YCTHUII, KOTOPOE MOXET Y4aCTBOBATh B
JIJTATEJIbHON MHAKTUBAUMU (POTOCUHTETUUECKUX
npoieccoB [21], Takxke CBsI3aHO C TMOJaBIeHUEM
akTuBHocTu H-ATPa3bl, Tak Kak BeJIMYMHa OT-
BeTa MOXET ObITh MOAM(UIIMPOBaHA U3MEHEHUEM
HavyaJIbHOM aKTUBHOCTM 3TOro TpaHcroptepa [36].
B To Xe BpemMs HemOCpPEeICTBEHHBIM MeXaHU3-
MOM 3aKpPBITUSI YCTBUILL SIBJISIETCSI, CKOpee, He WH-
aktuBanmst H"-ATPa3bl, a BeI3BaHHBIE TaKOil MH-
aKTUBAallME€l W3MEHEeHUs] aKTUBHOCTM WOHHBIX
KaHaJIOB, MPUBOISIINE K BHIXOAY MOHOB U3 3aMbl-
Kamlux KjieTok. B yacTHocTH, B psiae padoT mo-
Ka3aH 3HAYMTENIbHBIN BBIXOI MOHOB XJIOpa, COIPO-
BOXIAIOIIMIA Pa3BUTHE DJIEKTPUUECKUX CUTHAJIOB
pasnuuHoro Tuma [6, 7, 48, 66].
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HenocpenctBeHHOe BAUSIHUE 3aKUCICHUS LU~
TOIUIa3Mbl Ha TMapaMeTpbl CBETOBOI cTaguu ¢o-
TOCUMHTE3a OOYCJIOBJIEHO, I0-BUAMMOMY, IIPO-
XOXIEHUEM MPOTOHOB U3 LIUTOIMJIAa3Mbl B CTPOMY
u JoMeH xyoporuiactoB [23]. Ha ocHoBe usme-
pPEeHMST DJIEKTPOXPOMHOIO CIABUIA TOIJIOLIEHMS
CBeTa JIUCTOM U CBETOpACCESIHUS Ha JJIMHE BOJIHBI
535 HM HaMu paHee ObLJI0O KOCBEHHO IMOKa3aHO
conpoBoxpaawiee pazButue BIT cHuxenue pH
B cTpoMe U JoMeHe [90], KoTopoe MoaTBepKaaeT
TPaHCIOPT MPOTOHOB 4Yepe3 OO0O0JIOYKU XJIOPO-
MJIACTOB U TUJIAKOUJIHbBIE MEMOpaHHBI.

B cootBercTBUM ¢ pabotamu Alte et al. [104]
u Benz et al. [105], cHuxxenue pH cTpombl xjo-
pOIIACTOB MOXKET NPUBOAWUTh K YBEJIUYEHUIO
cponctBa eppenokcuH-NADP -penykTassl co
creuuaJbHbIMU  caiitaMu  cBsa3biBaHus  (Tic62
u TROL), uro oGecreunBaeT NMpOCTPaHCTBEHHOE
ynajeHue QepmeHTa oT (orocuctemMbl | u TeM
CaMbIM CHUXEHUE MOTOKA 2JIEKTPOHOB Ha aKlemn-
TOPHOI CTOpOHE 3TOi (hoToCcUcTeMBl. Takoit Me-
XaHNU3M XOPOILIO corjacyeTcss ¢ BbI3BaHHBIM BII
POCTOM TIOTEPhb Ha aKIENTOPHOI cTOpoHe (OTO-
cucteMsbl I [26], KOTOpBII TPAKTUYECKU HE 3aBU-
CHUT OT MHTEHCHMBHOCTU TEMHOBOM cTaguu ¢GHOoTO-
cuHTe3a. [lo-BUIMMOMY, 3TOT MEXaHU3M MOXET
TakXe CIocoO0CTBOBaTh BbI3BaHHOM DC akTuBa-
MY TUKJIMYECKOTO IMOTOKA 3JIEKTPOHOB BOKPYT
¢orocuctemsbl I [28], Tak KaKk yMeHbIIeHUE HEeLIUK-
JIMYECKOTO TI0TOKA, KOHKYPHMPYIOLIEro 3a cyo-
cTpar (BOCCTAaHOBJIEHHBIN (DEPPEIOKCUH), NOJIKHO
MPUBOAUTH K BO3PACTAHUIO IPYIMX MMOTOKOB, UC-
MOJIB3YIOLIMX 3TOT ke cyocTtpar [106].

BrizBanHoe DC 3akucieHue JioMeHa XJIOpo-
MJIaCTOB Oy/eT Mmpex/ie BCero MHAYLMPOBaTh BO3-
pacTaHMe BSHEPro3aBUCUMON KOMIIOHEHTBHI He-
(poToxumMuueckoro TyuieHUsT QIyOpecleHIIUN,
TaK KakK 2JIEKTPUUYECKHE CUTHAJIbl MOTYT BBI3bI-
BaThb 3HAYUTEILHOE BO3pacTaHME 3TON KOMIIO-
HeHThI [30], st KOTOpOoii MoKa3aHa TeCHasl CBSI3b
¢ pH momena [107—109]. HenocpencrBeHHOE
CHUXEHUE TI0TOKAa DBJEKTPOHOB 4Yepe3 GoTo-
CUHTETUYECKYIO BJEKTPOH-TPAHCIIOPTHYIO I1IETb
TaKkKe MOXET OBITh Pe3yJbTaTOM 3aKUCICHUS
JIIOMEHa XJIOPOILJIACTOB, TaK KaK OAHON W3 Ju-
MUTUPYIOIIUX CTaAui TMpoliecca SIBIsIeTCS OKKUC-
JIeHVEe TUIACTOXMHOJOB B KOMILJIEKCE IIMTOXPO-
MOB bsf [110, 111]; cumTaeTcsi, 4TO 3Ta CTagUs
MMeeT BBICOKYIO UYYBCTBUTEIBLHOCTb K BeJIUYU-
He pH B sjioMeHe U 3aMemisieTcsl IIpU yBeIudye-
HUM KOHULEHTpalMU IMPOTOHOB. IloTeHIMaNIbHO,
elle ONHOM «MHUIIEHbIO» CHUXeHus pH B ro-
MEHE XJOPOILJIACTOB MOXET OBbITh KOMITOHEHTa
HeDOTOXMMHMYECKOTO TYIIeHUST (DIyOpecleHIIUN,
O0yC/IOBJICHHAsA TMepeMelleHreM TJIaBHOTO TUT-
MEHT-0€JIKOBOTO CBETOCOOMPYIOIIEro KOMILIeKca
(«state transition») [112]; Tak Kak mokazaHo [29],
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YTO B YCJIIOBUSIX OTCYTCTBUSI OCBEILIEHUS U, COOT-
BETCTBEHHO, M3MEHEHUS aKTUBHOCTU TEMHOBOIA
cranuu ¢potocuHTeda, DC MOTYT IPUBOAUTH K U3-
MEHEHMIO paclipeneseHnus] MOTIOIIEHHOTO CBeTa
mexay ¢otocuctremamu I u 11.

TakuM o0Opa3oM, CHUXXEHHUE aOCOTIOTHOM
BeMYMHBI akTUBHOCTU H*-ATPa3bl mna3maTuue-
CKOIl MeMOpaHBbI, COIMPOBOXAAIOIIEe TeHepaluio
I114, BIT u, Bo3amoxHo, CII, npuBoguT K Bo3pa-
CTaHMIO BHEKJIETOYHOIO U YMEHBIIIEHUIO BHYTPHU-
KjaeroyHoro pH u, Kak ciencTBue, BbI3bIBaeT (ho-
TOCUHTETUYECKYI0 WHAKTUBAIIMIO, BKJIIOYAIOIIYIO
B ce0s psAl CBSI3aHHBIX JIPYT C APYrOM MeXaHU3-
MOB (puc. 4).

BeposiTHBIM pe3ynbraToM BbI3BaHHBIX DC
M3MEHEHUI (POTOCHMHTE3a B MHTAKTHBIX YaCTIX
pacTeHMsl SABJASIETCS TIOBBIIIEHWE YCTOMYMBO-
CTU (POTOCMHTETUYECKOIO armapara K JAeHCTBUIO
CTpPeCCOpOB Ha 3TH Yactu [6, 7, 23, 31]. [lonoGHoE
MOBBILLIEHUE OYAET MMETh BHICOKYIO 3HAYMMOCTD
IUJISl pacTE€HUS B TOM cJly4yae, €CJiv JIOKaJabHOe et -
CTBUE CTpeccopa, UHAYIMPYIOIIee dJIeKTpUIeCcKue
CUTHAJIbI, SIBJSCTCS TIPEABECTHUKOM JI€CTBUSI
HeOJIaronpusITHBIX (aKTOPOB Ha Jpyrue 4acTu
pacTUTeNIbHOTO opraHusMa [6, 7]. MeXxaHU3MBbI
DC-UHAYUUPOBAHHOTO TOBBIIICHUs YCTOWYMBO-
CTU (DOTOCHMHTETUUYECKOTrO arrapara MOTYT OBITh
paszesieHbl Ha HECKOJIBKO rpyIn [6, 7, 23, 31].

(i) lMonoxutenbHoe BaussHUE DC Ha yCTOI-
4yuBOCTh (hoTocucTeMbl 11 mpu ymMepeHHO# MHTEH-
CHMBHOCTHU CTPECCOPOB (Ha MpHUMepe MOBBIILIEHHOM
U TIOHWXEHHOU TemrepaTypsl) [34, 39] Mmoxer
OBITH CBSI3aHO C BO3pacTaHUEM 3HEPro3aBUCH-
MOl KOMMOHEHTHI HE(OTOXMMUYECKOTO TYLICHUS
dayopecueHmu [30] u akTUBaLIMe TUKINYECKO-
ro MOTOKa 3JIEKTPOHOB [28], KOTOpbIE SIBIASIOTCS
3(p(HEeKTUBHBIMU MeXaHU3MaMM 3alIUThl (HOTO-
CHMHTETUYECKOIo armapara Mpu JeWCTBUU IIUPO-
Koro crnekTpa crpeccopos [107—100, 113, 114].

(ii) B cmyyae neiicTBUSI BHICOKOI TeMIiepaTyphl
BausgHue DC Ha yCTOMYMBOCTb (POTOCUHTETUYE-
CKOro ammapara uMeeT OoJiee CIOXHBIA Xapak-
Tep [35, 36]: cHIKeHUe MOBpEXAeHUsST (hOTOCHCTE-
MbI | compoBOXmaeTcsl yCUJIEHUEM MOBPEXICHUS
dortocuctemnl II; mpu 3Tom oba mpolecca SBIsSI-
1oTcs cBsi3aHHbIMU [37]. Takoii pe3yabTaT MOXeT
ObITh 00BsICHEH rumnote3oit [115, 116] o ToM, uTO
B YCJIOBUSIX 3KCTPEMAaJIbHOTO JNEUCTBUSI CTPECCO-
poB, moBpexxaeHue gotocuctemsl II, cnmocodbHo K
OTHOCUTENIbHO OBICTPOI perapanuu, MOXeT Mpu-
BOJIUTh K coXpaHeHMIO (poTocucteMbl I B pe3yib-
TaTe MpeKpalieHus MPUTOKa SJEKTPOHOB OT BOJbI,
YMEHbIIIEHUsST  U30BITOYHOIO  BOCCTAHOBJIEHMS
9JIEKTPOH-TPAHCIIOPTHOM 1LIeNU U, KaK CJIEACTBUE,
cHmkeHus obpazoBaHusgs ADK. BaxkHO OTMETUTD,
YTO coxpaHeHue oTocrcTemsbl | Takke BaskHO ISt
nocijenylwlleil penapaiuu (POTOCUHTETUYECKOTO
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Puc. 4. Cxema BO3MOXHBIX TIyTeil yyactusi mHaktuBanuu H*-ATPa3bl TurazMatndeckoil MeMOpaHbl B peryassiuu GoTocuH-
Te3a ajekTpuyeckuMu curdanamu. s CI1 mpuBeneH BapuaHT, pennoaralinii yaactue nHakTuBauu inwardly-rectifying

K*-kaHanoB B runeprnoysipuzaluu

anrmaparta [23], Tak KaK B 3TOM cJlydae COXpaHsIeTCs
BO3MOXKHOCTb (DYHKIIMOHMPOBAHMS LIMKJINYECKOTO
MOTOKa 3JIeKTPpOHOB U cuHTe3a ATP.

(iii) Tak xak Bo3pacTtaHue comepxkaHusi ATP
B JIUCThSIX SIBJISIETCS BaKHBIM CJIEICTBUEM BbI-
3BaHHBIX DC (POTOCUHTETUUECKUX OTBETOB [16],
MOXHO MpPEAIoJI0XKUTh, YTO 3TO BO3pacTaHue
SIBJISIETCSI MEXaHU3MOM YCKOPEHMs pelapalun

(boTocMHTETUYECKOTO amrmapara Mocje MOBPEX-
Jaroliero AeicTBUsI cTpeccopoB. [lomoxurenbHoe
BiussHue ATP Ha ycToYMBOCTbh (POTOCUHTETHYE-
cKoro amnmapara pacteHuii [117] u naHHbIE O BbI-
3BaHHOM DC yCKOpeHUM penapauuu GoTtocucre-
™Mbl 11 [34] monTBepXaaloT 3Ty TUMOTE3Y.
WrtorossiM pe3yiapTaToM BbI3BaHHOTOo OC
YBEIUYEHUS YCTOMIMBOCTH (DOTOCUHTETUYECKOTO
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armapara sBjsieTcsl o0Iee MOBBIIIEHUE YCTONUM -
BOCTHU PAaCTEHMSI, KOTOPOE IPOSIBJISIETCS B MEHb-
1IeM IoAaBJIeHUNU pocTa [36] U 2JIeKTpUYeCKOi
akTuBHOCTU [40] B YCIOBUSIX CUCTEMHOTO Jeii-
CTBUSI CTPECCOPOB.

3AK/IIOYEHUE

IIpoBeneHHBIE 0030p JUTEpaTypbl MOKAa3bl-
BaeT, 4To (OpMUPOBAHUE BCEX TUIIOB 3JIEKTPHU-
YEeCKUX CHUTHAJIOB BBICIINX PAaCTEHUIl CBSI3aHO C
U3MeHeHusIMU akTuBHOCTU H-ATPa3bl miasma-
TUYECKOW MeMOpaHbl; MPU OTOM HHAKTUBALIUS
H*-ATPa3bl urpaer BaxHyi0 pojb B (HOPMUPO-
BaHUM TTOTEHIIMAJIOB NEeUCTBUS U BapHaOeIbHBIX
MOTEeHIMANOB. B cilydyae cucTteMHOro moTeHIana
BOIIPOC O KOHKPETHBIX U3BMEHEHUSAX aKTUBHOCTU
H*-ATPa3bl umeer Oosice CIOXHBIN XapakTep: C
OIHOIl CTOPOHBI, HENb3sl MCKIIOYaTh BO3pacTa-
HUe aOCOJIOTHON aKTUBHOCTU TpaHCIIOpTepa,
KOTOpOE€ MOXET ObITh OOYCIOBJIEHO IBYX(Ma3HOM
3aBMCUMOCTBIO TaKOii AaKTMBHOCTM OT KOHILIEH-
tpauun Ca?’* B nuroriasMe (akTUBaLUs IIpU
HeOOJIbIIIOM BO3pAacTaHUM KOHIIEHTpAllUM W WH-
aKTHUBallMsg TMPU YMEPEHHOM M BBICOKOM BO3-
pacranuu). C Opyroii CTOpOHBI, psifi ApTyMEHTOB
(3amenaunBaHue amnoIIacTa BO BpeMsl reHepaluuu
CHCTEMHOTO ITOTEHILIMalla, POJIb KaJMeBbIX KaHa-
JIOB B TaKOW Te€HepalMy) ITOKA3bIBAIOT OOJIBIIYIO
BEPOSITHOCTb YJ4aCTHUSI OTHOCUTEILHOTO BO3pacTa-
HUs akTuBHOCTM HT-ATPasel B ¢opmMupoBaHuu
CUCTEMHOTO IIOTeHILIMaka; TaKoe BO3pacTaHue
ooycnosineHo Ca’"-3aBUCHMMOIl MHaKTHUBaLIMEH
inwardly-rectifying K*-kanajioB ma3smatuye-
CKOi MeMOpaHbI IpU HEOOJBIIOM MOBBIIEHUU
KOHIICHTpAllMM WOHOB Kajbliusg. AOCOJIOTHas
akTuBHOCTh H"-ATPa3bl MoxXeT mpu 3TOM CHU-
JKaThCsl BCJICNCTBUE BO3pacTaHus IpU TUIIEp-
MOJISIpU3alMU  BEJIUYUHBI 3JIEKTPOXUMUYECKOTO
rpagvieHTa IPOTOHOB, HANpPaBJIEHHOTO BHYTPb
Ki1eTku. Bo3pacraHue 3;1eKTpOXMMUYECKOIO rpa-
JIHMEeHTa TTPOTOHOB MOXET TaKXKe CHMXATh OOIIYIO
a(ppekTuBHOCTL TpaHcropta H* u3 xkietku 3a
CYET aKTHMBALIMM CUCTEM BTOPUYHOTO AKTUBHO-
ro TpaHcmopTa (Hampumep, MPOTOH-aHUOHHBIM
cumropTep [118]) u ycuneHust macCUBHBIX MOTO-
koB H* B urornasmy [119].

1811

ITo-BuanMoMy, CHUXKeHHE abOCOJIIOTHON ak-
TuBHOocTH H*-ATPasnl 11asmaTuyeckoii meM-
OpaHbI SIBISIETCSI OCHOBHBIM MEXaHU3MOM MHaK-
TUBHUPYIOLIETO BIUSIHUS MOTEHUMAOB IEiCTBUS,
BapuabeJbHbIX MOTEHILIMAIOB U, BEPOSITHO, CHU-
CTeMHBIX MTOTEHILIMAJIOB Ha (hoTOoCUHTE3. BhI3BaH-
Hasl 3JEKTPUYECKUMM CUTHAJaMW WHaKTWUBALWS
doTocuHTE3a POSBIISETCS B CHUKEHUH aCCUMU-
nsauun CO,, KBAaHTOBBIX BBIXOOOB (poTtocuctem |
n Il M HEUMKINYEeCKOro MOTOKa 3JIEKTPOHOB,
a Takke B BO3pacTaHUU HE(DOTOXMMUUECKOTO Ty-
LIeHus QIYyOopecLeHIMU U HUKIUYECKOTO MoToKa
3JIEKTPOHOB BOKpYyr dorocuctemol 1. Ilpu 3tom
WHIYLIUPOBAHHOE 3JEKTPUUYECKUMH CHUTHAJIaMU
Bo3pactanue pH amorutacra obecrieunBaeT CHU-
xxeHue noctyrieHuss CO, B KJIEeTKy, MHAKTUBa-
LIMI0 TEMHOBOI cTaguu (pOTOCUHTE3a U, KaK Cle/l-
CTBUE, MOJABJIeHUE TIPOLIECCOB CBETOBOI CTaauu
¢oTOoCHHTE3a; B CBOIO ouepenb, yMeHblieHue pH
LIMTOILIA3MBI M, KaK CJIEACTBHE, CTPOMBI U JIIOMe-
Ha XJIOPOILJIACTOB MPUBOAUT K JOIOJHUTEIBHOMY
MOJIaBJIEHUIO CBETOBOI CTaaNU.

KoHeyHBIM pe3yibTraToM BBI3BAHHBIX 3JIEK-
TPUYECKUMM CHUTHajlaMU  (POTOCHMHTETUYECKUX
OTBETOB SIBJISICTCSI, IIO-BUIUMOMY, IOBBIILIEHUE
YCTOMYMBOCTH (POTOCMHTETUUECKOTO armapara K
JIIeICTBUIO CTPECCOPOB U O0JICrYeHHUe ero MmocJe-
nyloolieit perapauuu. Takue M3MeHEHMsI, B CBOIO
ouepenb, BHOCIT BKJal B o0OIllee IMOBBIIIEHUE
YCTOMYMBOCTH pACTEHUS K CUCTEMHOMY Jeii-
CTBUIO HEONAronpusITHBIX (PAKTOPOB U CIOCOO-
CTBYIOT €r0 BbDKMBAHWIO B MEHSIIOLIMXCS YCIIOBU-
SIX OKpyXKarolei cpebl.

Bxkaan asropoB. Bce aBTOphI yyacTBOBajiu B
(bopMyIMpOBKEe KOHULEMIMU CTaTbU, MOATOTOBKE
Marepvaja M HamnuMcaHWU YepHOBMKA 0030pa.
B.C. CyxoB ocylIecTBJISIT UTOrOBOE peaakKTUPO-
BaHME TeKcTa 0030pa.

®unancuposanne. Pabora BbIMosHEHA NpU
(uHaHCcoBOI Moanepxke Poccuiickoro HaydHOTO
donna (rpant Ne 21-74-10088).

KonduukT uHTEepecoB. ABTOpHI 3asBISIOT 00
OTCYTCTBUY KOH(JIMKTA MUHTEPECOB.

CooOmonenne sTuyeckux Hopm. Hactosinas
CTaThsl HE CONEPKUT KaKUX-TUOO0 UCCIeTOBAHUIM C
y4acTUEM JIIOJIeH 1 XKMBOTHBIX B KaueCTBE 00BbEK-
TOB MCCJIEAOBaHUS.
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CHANGES IN ACTIVITY OF H*-ATPase OF PLASMA MEMBRANE
AS A LINK BETWEEN FORMING ELECTRICAL SIGNALS
AND INDUCTION OF PHOTOSYNTHETIC RESPONSES
IN HIGHER PLANTS

Review

E. M. Sukhova, L. M. Yudina, and V. S. Sukhov*

N. 1. Lobachevsky State University of Nizhny Novgorod,
603022 Nizhny Novgorod, Russia; e-mail: vssuh@mail.ru

Action of numerous adverse environmental factors on higher plants is spatially-heterogenous; it means
that induction of a systemic adaptive response requires generation and propagation stress signals. Electrical
signals (ESs) induced by local action of stressors include action potential, variation potential, and system
potential and participate in forming fast physiological changes at the level of the whole plant, including pho-
tosynthetic responses. Generation of these ESs is accompanied by changes in activity of H*-ATPase which
is the main system of electrogenic proton transport across the plasma membrane. Literature data show that
the changes in H*-ATPase activity and related changes in intra- and extracellular pH play a key role in
ESs-induced photosynthetic inactivation in non-irritated parts of plants. This inactivation is caused by both
suppression of CO; flux into mesophyll cells in leaves, which can be induced by the apoplast alkalization
and, probably, cytoplasm acidification, and direct influence of acidification of stroma and lumen of chlo-
roplasts on photosynthetic light and, probably, dark reactions. Result of the ESs-induced photosynthetic
inactivation is increasing tolerance of photosynthetic machinery to action of adverse factors and probability
of survive of plants.

Keywords: higher plants, electrical signals, action potential, variation potential, system potential, H*-ATPase,
intracellular pH, extracellular pH, photosynthesis
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