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HNEPEYEHb COKPAIIIEHUI U YCJIOBHBIX OBO3HAUYEHU

A — accummrsnug CO,

ABK — abciuzoBas kucioTa

AJ1® — anenozunaudocdar

AT® — ageno3untpucdochar

A®K — akTuBHBIE (OPMBI KUCIOPOJA

BII — BapuabenbHbIN TOTEHITHAT

KK — s)xacMOHOBas1 KuciaoTa

HAJI®" — okuciennas GpopMa HUKOTUHAMU I AEHUHNHYKIeoTHADOChaTa
HAJI®H — BoccTanoBneHHas popMa HUKOTHHAMUIAACHUHIUHYKIeoTUAGOoChaTa
OB — oproBanaznar HaTpus

I1JI — moTteHIMan AeUCTBUS

PII — paneBo# moTeHIIaN

CII — cucTeMHBIN MOTEHIINAT

Tiios — TEMITEPATYpPA KIOBETHI

T, — TemmepaTypa aucra

®CI — poTocucrema I

@OCII — porocucrema 11

OC — BIEKTPUYECKUIN CUTHAT

3, — 2NEKTPOJ, KOHTAKTUPYIOUIUHN C JTUCTOM PACTCHHS

O¢p — DIIEKTPOJ] CPABHEHHUS

D¢p — AAEKTPOJI, KOHTAKTUPYIOUTUH CO CTEOIeM pacTeHUS

OTL — porocuHTETHUECKAS 1IETIH IEPEHOCA PIEKTPOHOB

[CO,] — xoHIIeHTpalUs YIIIEKUCIOro ra3a

E. — BHYTpUKIETOUHBI MEMOPaHHBII MOTEHIIUAT

Enoo— TpaHcniupanus

NPQ — HedoToxumMuueckoe TymeHue GayopecieHInu

Y(ND) — KBaHTOBBIIA BBIXOJ TOTEPH, CBA3AHHBIX C JJOHOPHON CTOPOHOM (hoTOCHUCTEMBI |
Y(NA) — KBaHTOBBIN BBIXOJI MIOTEPh, CBI3AHHBIX C AKIENITOPHON CTOPOHOU PoTocucTemsl |
v(PSI) — KkBaHTOBBIH BBIXOA (POTOXUMHUECKUX peaKIii hoTocucTemsl |

v(PSII) — KBaHTOBBII BBIXOJ (POTOXMMUYECKUX peakiuii poTocuctemMsr 11



BBEJIEHHUE

AKTYaJIbHOCTb MPO0JIEMBI

Onextpuueckue curhHaibl (OC) UrparoT BaXXHYIO poiib B (POPMHUPOBAHUU OBICTPHIX U
CUCTEMHBIX OTBETOB PAcTEHHMs Ha M3MEHEHUs okpyxkarwomel cpensl (OnputoB u ap., 1991;
OmnputoB, 1998; Fromm, Lautner, 2007). B wactHOCTH, u3BecTHO, uTo OC BIUAIOT Ha
sKCHpeccuio psia renoB (Stankovic, Davies, 1996), cuntes ¢puroropmonos (Hlavackova et al.,
2006), npoueccel TpaHcnopra accumuiaToB (Fromm, Bauer, 1994), neixanue (Pavlovi¢ et al.,
2011) u ap. CymectByet 60sbim0e yncio padot (Cyxos u ap., 2008a; Hlavackova et al., 2006;
Pavlovi¢ et al., 2011; Pefia-Cortés et al., 1995; Fromm, Fei, 1998; Krupenina, Bulychev,
2007; Krupenina et al., 2008; Grams et al., 2009), MOCBAIIEHHBIX BIUSHUIO ITOTEHIIAAJA
nevicteust (I1]]) u BapmaGensHOrO MoTeHnMana (BII) Ha ¢oTocuHTe3, pe3ynbTaThl KOTOPHIX
SBIIIOTCS, TEM HE MEHEE, IOCTATOYHO MPOTUBOPEUYMBBIMU. TaK y MHOTHX PacTeHHI MOKa3aHo,
y10o OC BBI3BIBAIOT OBICTPYIO MHAKTUBAIMIO (POTOCHHTE3A, MPOJOJDKAIOIYIOCA 5-15 MHUHYT.
(CyxoB u ap., 2008a; Pavlovi¢ et al., 2011; Krupenina, Bulychev, 2007; Krupenina et al.,
2008; Grams et al., 2009). Ha Gosee AIUTENBHBIX BPEMEHAX MOXKET Pa3BHBATHCS MEIJICHHAS
WHaKTUBaNMs (OTOCHHTE3a, KOTOpas JocThraeT makcumyma depe3 30-40 mMuHYT mocie
uaykiun OC (Hlavackova et al., 2006; Sukhov, 2016). Kpome Toro y oTAeNbHBIX BUIOB
pacTeHui oKa3aHoO Pa3BUTHE aKTUBAIMH (POTOCHHTE3a, KOTOPAst JOCTUTAET MAaKCHUMyMa 4epe3
20 muuyT mocne mHAykmmu curHana (Fromm, Fei, 1998). IlociaemoBatenbHOE pa3BUTHE
HECKOJIPKUX THUITOB (POTOCHHTETUYECKOTO OTBETa TAKKEe MOXKET HAOII0JaThCcs Y HEKOTOPBIX
pacTeHH; B YaCTHOCTH, Y TOMAaTOB MEXaHMYECKAsl CTUMYJISIIIMS ¥ BBI3BAHHBIC €H0 CHUTHAJIBI
BBI3BIBAIOT CHaudajga OBICTPYIO, a TMOTOM MEJICHHYI0 WHaKTUBalMUiO (oTocHHTE3a, a
JIOKaJTbHBIA HAarPeB W CBSI3aHHBINA C HUM CHUTHAJT — aKTUBANMIO0 (POTOCHHTE3a U MOCIEAYIONTYIO
MereHHyro nHakTuBanuio (Pefa-Cortés et al., 1995).

JIMCKYCCHOHHBIMH OCTalOTCS U MEXaHU3MBI pa3BUTHS (DOTOCHUHTETUYCCKUX OTBETOB. B
cinydae BbI3BaHHOW OC OBICTpON WHAKTUBAMM (POTOCHHTE3a CYIIECTBYIOT JIBE OCHOBHBIC
TUIoTe3bl, OOBsCHsSIONME ee pasButhe. Ilepas rumotesa (Krupenina, Bulychev, 2007;
Krupenina et al., 2008) npenmnonaraer, 4To HaYadbHOU CTaare (POTOCMHTETUUYECKOrO OTBETA
siBisiercst BXox Ca’’ B IMTO301b W CTPOMY, KOTOPBI NPHBOAMT K WHAKTHBALMM LHKIA
KanpBuHa 1 ganpHEHIIeMy pa3BUTHIO M3MEHEHHI TPOTEKaHKS MPOILIECCOB CBETOBOM cTanuu. B

pamkax gpyroii (Grams et al, 2009) B KkauecTBe MeXaHHU3Ma, 3aMyCKAIOIIETO



(OTOCHHTETUYECKUI OTBET, paccCMaTPUBAETCS 3aKUCICHHE LUTOMIa3Mbl U CTPOMBI, KOTOPOE
TaK)K€ MPUBOJUT K CHWKEHUIO aKTMBHOCTU TEMHOBOW cTaauu (otocuHTe3a. OO runoressl
MpEeANnoJaraT, 4YTO UMEHHO MHaKTHBalusa Lukia KanbBuUHA SBIIETCS HAYalbHBIM 3TalloM
dbopmupoBanust poTocuHTETHYECKOTO 0TBeTa. CyIIecTBYIOT OTAebHbIe padoThl (Pavlovic et
al., 2011), mnoxa3plBaloIIMe, 4YTO pa3BUTUE BbI3BaHHBIX [IJ[ oTBeTOB (oTOCHHTE3a
CYIIECTBEHHO 3aBHCHUT OT M3MEHECHUN B MNPOTEKaHMM TEMHOBOM cTaauu. B TO ke Bpems,
OCTaIOTCSI OTKPBITBIMH BOIIPOCHI 00 YHHMBEPCAJIbHOCTH Takoro MexaHuszma BiausHus OC Ha
dboTocuHTE3, a TaK)Ke 0 BOBMOKHOCTH Pa3BUTHsI HE CBSA3AHHBIX C U3MEHEHUSAMHU pa0dOThI ITUKIIA
KanbBuHa oTBETOB (hOTOCHUHTE3RA.

Ocraérca HEBBISICHEHHOM M KOHEYHAas pOJib BBI3BAHHBIX AJIEKTPUUYECKUMH CUTHAJIAMHU
(yHKIMOHAJIBHBIX OTBETOB pacTeHus. CylecTBYeT MPEANoIokKEeHUE, YTO BCE IIEKTPUUECKUE
CUTHAN-MHAYIMPOBaHHbIE (DYHKIMOHAIbHBIE W3MEHEHHS CIOCOOCTBYIOT  MOBBIIIECHUIO
YCTOMYMBOCTH pPAacTeHUH K CTpeccoBbIM Bo3aehcTBusAsM (PetmBun wu ap., 1997, 1999).
CornacHo PermBuHy u coaBtopam (1997), ObicTpoe W KpaTKOBPEMEHHOE MOBBINICHHE
YCTOWYMBOCTH pacTeHH K cTpeccoBbIM (akTopam (10-25 MUH moclie CTUMYIISIIUKN) SIBISIETCSI
KOHEUYHBIM PE3yJIbTaTOM HHIYIHUPOBAHHBIX SJEKTPUUECKUMHU CUTHAIAMHU (YHKIIMOHAIBHBIX
u3MeHenuii. Tak, Obl10 TIOKa3aHo, uto I1J] y mpopoctkoB ThikBBI (Curcurbita pepo L.) moxet
YBEJIUYUTh YCTOMYMBOCTH II€JIOT0 pacTeHus K oxyaxiaeHuto (PeruBun u ap., 1997), u
ycroitunBocTh (otocuctemsl 11 (DCII) k oxnaxkaenuro u HarpeBy (PetuBun u ap., 1999), Ho
MEXaHHM3Mbl 3TOTO OTBETA HE OBUIM MOJHOCTHIO H3YYEHBI. YBEJIMUYEHUE YCTOMYMBOCTH HE
MOJIBEPraBIIMXCS pa3/IpaKCHUIO YacTe pacTeHUsi CIOCOOCTBYET €ro BBIKHBAHUIO IpU
CUCTEMHOM JEHCTBUM CTpeccopa, KOTOpOE MOXKET IOCJIEN0BaTh MOCIE HHIYKLUU
anekTpuyeckoro curHana (PeruBun u np., 1997). Mbl npennonaraeM, 4YTO CHH)KEHHE
MOBPEXKJIEHUS (DOTOCMHTETUYECKOTO arapara MOKET ObITh MEXaHHU3MOM, CIIOCOOCTBYIOIIUM
BIIUSTHUIO AJIEKTPUYECKUX CUTHAJIOB HA YCTOMUMBOCTh PACTEHUN K CTPECCOBBIM (haKTOpam.

Takum o00pa3oM, HCCIEIOBAHME MEXAHU3MOB BIUSHUS BBI3BAHHBIX JIOKAJIBHBIMU
ctumynaMu OC Ha (OTOCMHTETHYECKHE TMPOLECChl M HX YCTOWYUMBOCTH K JIEHCTBHUIO
CTPECCOPOB MO3BOJUT PACKPHITH MEXaHU3MbI (DOPMHUPOBAHUS aJAITUBHOTO () YHKIIMOHAIBHOTO
OTBETAa pACTEHUS NpU JCHCTBHM HEONAarompusATHBIX (DAKTOpOB W OyaeT crmocoOCTBOBATH

IMMOHUMAHHUTIO MCXaHU3MOB UX BBDKHBAHUS B MCHAIOIMIUXCA YCIIOBUAX BHEIITHEH CpCanl



Heas 1 3a1a4u uccjie10BaHUS

Lenbto HacTosuieil pabOThl CTayl aHAJIW3 MyTeW BIUSHUSA BapuaOeIbHOro NMOTEHIHMAJA
HA YCTOWYMBOCTH (POTOCMHTETHUECKOrO ammapara MpPOPOCTKOB Topoxa K JeHCTBUIO
BBICOKOTEMIIEPATYPHOI'O CTPECCa.

JIis mocTHKeHusl JaHHOM 11eIM ObUTH MOCTABIJICHBI CIETYIONINE 3a/1a4u:

1. Amnanu3 MeXaHM3MOB pPa3BUTHUS BbI3BAHHBIX BapuaOCbHBIM IOTEHIIMAIOM
M3MEHEHUN aKTUBHOCTHU (DOTOCUHTE3a U TPAHCIHUPALIUH.

2. N3yuenue BnusHMs BapuaOelIbHOrO MOTEHIMAIa HA YCTOMYMBOCTh (DOTOCHHTE3a K
HETaTUBHOMY JICHCTBUIO BEICOKOTEMIIEPATYpHOIO CTpecca.

3. AHanu3 TOTEHUMAJIBHBIX MEXaHU3MOB HWHAYIUPOBAHHOTO  BapuaOelbHBIM
MOTEHI[MAJIOM TIOBBIIICHUS] YCTOWYMBOCTH (HDOTOCMHTETHYECKOTO ammapara K JACHCTBHUIO
BBICOKOTEMIIEPATYPHOTO CTpecca.

4. W3yueHue BIUAHHUS BapuabENbHOrO TOTEHIMAna Ha cojaepkanne ATD B
HETMOBPEXKACHHBIX JTUCTHAX TOPOXA U aHAIIN3 MEXaHU3MOB TaKOTO BIUSHHUS.

5. Onenka BiAMSHUS BapuaOeIbHOTO TMOTEHIMANA HA YCTOMYMBOCTH K JCHCTBUIO

BBICOKOTEMIIEPATYPHOT'O CTPeCcca Ha YPOBHE IEJIOTO PACTCHHS.

HayuyHnasi HoBU3Ha padoThI

BapuabenbHblil MOTEHITMAN BIUSET HA YCTOMYMBOCTh (DOTOCMHTETUUYECKOTO armapaTa K
JIEHCTBUIO BHICOKOTEMIIEPATYPHOTO CTPECCa, YBEINUUBasi YyCTOWYMBOCTh (pOoTOCUCTEMBI I.

[Tyrssmu unayuupoBanHoro BII u3meHeHus ycroitumBocTtu Qortocuctemsl I Moryr
SBIISITBCSL POCT HE(POTOXMMUYECKOTO TYIIECHHUS (UIyOpPECUEHLUH, YBEIHUEHHE LHUKINYECKOrO
MOTOKA 3JIEKTPOHOB, MHaKTUBaLuUs poTocuctems! 1.

BapuabGenbHbIi  MOTEHIIMAN  BBI3BIBACT  MMOBBINIEHHWE  cojaepkaHus ATD B

HGHOBpG)KI[éHHBIX JIUCTBAX, KOTOPOC CBA3aHO C OTBETAMU (1)OTOCI/IHT€33, W JbIXaHUA.

HayuyHo-npakTudeckasi 3Ha4MMOCTb PadoThI

Pe3ynbTaThl MpPOBENEHHBIX HCCIIEIOBAaHUN BHOCAT OOJIBIION BKJIaJ B IMOHUMaHUE
BIMSIHUS BapHaOeNbHOTO TMOTEHIHMada Ha (OTOCHHTE3 M TPAHCIHPALMIO, MOKa3biBas, B
YACTHOCTH, €ro Yy4acTHe B peryJsilud YCTOMYMBOCTH (DOTOCHMHTETHYECKOTO armapara K
JEHCTBUIO HEOMATONMPUATHBIX (PaKTOPOB Y BBICHIMX PACTCHHA.

IIpennoxena cxema BO3MOJKHBIX IyTeu U3MEHEHU YCTOWYHUBOCTHU



(OoTOCHHTETHYECKOTO ammapara rnpu reaeparui IC, crocoOCTBYIOIIETO POCTY YCTOHYHBOCTH
pacTeHHsI B IEJIOM. JTO MOXET CIY>KUTh OCHOBOH JJisi pa3paOOTKH METOJOB IOBBIIICHHUS
YCTOHYMBOCTH CEIbCKOXO03SHCTBEHHBIX KYIBTYP.

Pe3ynbpTaThl M BRIBOABI PaOOTHI MOTYT OBITh MCIOJIB30BAHBI B YIEOHOM IIpoIiecce Mpu
pa3paboTke u MoauduKamuu OOMMX M CIHEHHATbHBIX KYpPCOB B 00JacTH OHOPU3UKU U

(U3HOI0rUHU pacTEHUH.

CoOcTBeHHBIH BKJIA/I ABTOPA B HCCJIe0BAHUS

Ha Bcex »sTamax BbIOMHEHUs paOOThl aBTOpP NPHUHHUMAN JIMYHOE Yy4yacTHE B €€
IIPOBEJICHUH, BKJIKOYas IOATOTOBKY M BBINOJHEHUE DSKCIEPUMEHTAJIbHBIX MCCIEIOBaHU,
OCBOEHHME HOBBIX METOJOB H3MEPEHHUs C IIOMOILBIO COBPEMEHHOIO 00OpYHOBaHUs, cOOp U
00pabOoTKy MOJMy4YEHHBIX PE3YyNbTAaTOB, UX aHAJIU3 U 00CYKIEHHE, a TAKKE yJacTHe COBMECTHO
C COaBTOpPaMH B HAIIMCAHWH HAYYHBIX CTATEH U MPEACTABICHUE PE3yJIbTaTOB HCCIICIOBAHNS Ha

BCEPOCCUMCKHUX U MEXAYHAPOIHBIX HAYYHBIX KOH(PEPEHIIMSIX.

IHonoxkeHnsi, BBIHOCMMbIEC HA 3AILNUTY:

l. BapuabenbHbrit HNOTEHIUA BBI3BIBAET U3MEHEHNUE YCTOWUYHUBOCTH
(OTOCMHTETHYECKOTO anmapara K JAEWCTBUIO BBICOKOTEMIIEPATYpHOTO CTpecca, KOTOpoe
00yCIIOBJIEHO Pa3BUTHEM BBI3BAHHBIX BapuaOeNbHBIM MOTEHIIMAJIOM OTBETOB (DOTOCHUHTE3a U
TpaHCIIUPaLUU.

2. MexaHu3mMaMH TMOBBIIIEHUS YCTOMYMBOCTU (OTOCUCTEMBI | MOTYT SBIATHCS POCT
HE(POTOXMMHUYECKOTO TYIHICHHUS (IYyOpecUEHIMH, YBEIUYEHHE I[MKJINYECKOro MOTOKa

AIIEKTPOHOB, MHKaTHBaLus poTocucremsl 11.

AnpobGanusi padboTsl

OCHOBHBIE ~ pe3yNbTaThl JAUCCEPTAMOHHOM paboThl ObUIM MpEACTaBICHBl Ha
7 MEeXAYHAapOJIHBIX U BCEPOCCHUMCKMX KOH(PEpEeHIHsIX B TOM uyucie: MexIyHapoaHOU
[TymuHcKOW KOH(EpeHUUH MOJOJBIX VYUYEHBbIX «IJKCIepUMEHTaJbHasi W TeopeTuyecKkas
onodpusuka» (Ilymumno, 2014); Mexnaynaponnoit koHdepenunun «Teoperndeckas u
skcniepuMeHTanbHasg  Ouoduszukay (Ilymuno, 2014); TomuuHom coOpanuun OO61iecTBa
¢u3nonoroB pacreHudl U MexAyHapOIHON HAyyHOW KOH(EpPEHIMH M MIKOJE MOJIOMIBIX

YUCHBIX «Dusunonorus paCTCHI/Iﬁ — TCEOPECTHUUYCCKAasd OCHOBAa HWHHOBAIIMOHHBIX arpo- H



¢urodbmorexnonoruit»y (Kamuaunrpan, 2014); V Cwe3n O6uoduszukoB Poccuu (PocToB-Ha-
Hony, 2015); VIII Cwvesqg O®P Poccum Bceepoccuiickoii HayuyHass KOHQEpEHLMS C
MEXTyHApOJIHBIM ydacTueM «PacTeHus B YCIOBHUSX TIO0QIBHBIX U JIOKAJIBHBIX MPHUPOIHO-
KIIMMAaTHYEeCKUX M aHTpomoreHHbix BozaencTBui» (IlerposaBonack, 2015); MexaynapoaHoit
koH(pepeniuu «Photosynthesis Research for Sustainability — 2016: in honor of Nathan
Nelsonand T. Nejat Veziroglu» (ITymmuo, 2016); IV PoccuiickoMm cummosuyme c
MEXTYHAPOIHBIM ydacTueM «DHUTOMMMYHHTET W KJIETOYHAs CHUTHAIU3alUs y PaCTCHHI

(Kazans, 2016).

yoankanun
[To martepmanam nuccepranuu OmyoiukoBaHo 12 pal®oT, U3 HUX 5 — cTaThu B

perieH3upyeMbix HayuHbiXx m3aanusx (Web of Science, Scopus), pekomennoBanubix BAK.

KonkypcHas nogaep:xka padoTbl

[IpoBenennble wuccnefoBaHMsl ObUIM BBINIONHEHBI TMpH  Mmojjepxke Poccuiickoro
HaygyHoro ¢onma (mpoektr Ne 14-26-00098 «Ponps aiekTporoeHe3a B TOBBIIICHUH
YCTOWYMBOCTH M YBEIMYECHUU MPOJYKTUBHOCTH CEIbCKOXO3SHUCTBEHHBIX PACTCHHH TMPU UX
obpaboTke ¢uroropmonamu») u Poccuiickoro ¢donma ¢yHIAMEHTAIBHBIX HCCIEAOBAaHUN
(mpoexTsl No 14-04-01899A «BnusiHue >MEKTPUYECKUX CUTHAJIIOB HA YHEPTETUYECKUI CTAaTyC
pacteHuii: QeHoMeHONOTUS U aHanu3 MexaHu3moBy», Ne 13-04-97152 p moBomkbe a
«DEeHOMEHOJIOTUYCCKUN aHATTN3 UHHOPMAITMOHHONW POJIH JIEKTPUICCKUX CUTHAJIOB Y BBICIIHX

pacTeHui»).

CtpykTypa u 00bEéM aAuccepTALHA

Hucceptanus uznoxeHa Ha 111 crpaHuIiax MalIMHOMHUCHOTO TEKCTa U COAEPKUT 26
pUCYHKOB, 3 TaOmuibel. PaboTa cOCTOMT M3 BBEICHHs, 0030pa JUTEPATyphl MO HCCIETyeMOM
TEMAaTHUKE, OMUCAHUS MPUMEHSIEMBIX METOJOB, U3JIOKEHHUS PE3YJIbTaTOB U MX OOCYXKICHUS,
3aKJIIOYCHHUS, BBIBOJIOB M cChHCKa JuTepaTypbl. CHUCOK JuTepaTypbl BKiIrodaeT 288

UCTOYHHUKOB, U3 HUX 262 NHOCTPaHHBIX.
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I'TIABA 1. OB30P JIMTEPATYPbBI

1.1. CrpeccoBble CUTHAJIBI Y PACTEHH I

Pactenusi, kak J1t00ObIe KUBBIE OPraHU3MBI, PETYISPHO MOABEPTaIOTCS BIUSHUIO OOJIBIIOTO
KOJIMUECTBA a0MOTUYECKUX M OMOTUYECKUX CTPECCOPOB. B MEHSIONMXCS YCIOBHUIX OKpY>Karomien
cpebl U MO MPUYMHE HEMOJBMXKHOTO 00paza >KM3HM JUIS BBLKMBAHUS PACTCHUNA UM HEOOXOJIUMO
JIOCTAaTOUYHO OBICTPOE pPACMO3HABAHME BHEIIHUX CTUMYJIOB. Ha ceropHsiHuii AeHb HaKOIUICHO
MHOT0 MH(OPMAIIUK OTHOCUTEIHHO CTPECCOBBIX (3AIUTHBIX) PEAKINI pacTeHU P BO3IECHCTBUU
oauHOYHOTO cTpeccopa (Mohr, Cahill, 2003; Wang et al., 2003; Choi et al., 2014; Torres-Ruiz et al.,
2015), Tem He MeHee, B €CTECTBEHHBIX YCIIOBHSAX PACTEHHUS Yallle CTAJIKUBAIOTCS C COYETaHHEM
HECKOJIBKUX cTpecc-(pakTopoB. KomMOUHAIMM CTPECCOpOB MOTYT MPUBOAUTH K BO3HUKHOBEHUIO
crenuQpUecKUX CUTHAIBHBIX KacKaJl0B M YHUKAIbHBIM peakiusM pacteHuit (Hewezi et al., 2008).
AHanu3 JaHHOM MpoOJIeMbl MOXKET CTaTh OCHOBAHUEM [UIS TMOMydeHHsI OoJiee PEaTUCTUIHOTO
NPEICTABIICHHUS O CYILICCTBOBAaHUHM PACTECHUI B €CTeCTBEHHBIX ycoBusix (Huber, Bauerle, 2016).

Bnusinue crpecc-¢hakTopoB Ha KU3HB PACTEHHS YacTO BEAET K CHIKEHUIO TIPOTyKTUBHOCTH
Wi ocnabnser mexanu3mbl ero 3amuTel (Ewers, Fisher, 1989; Wang et al., 2001). [TocrosiHHas
aKTHBAIMA 3aIIMTHBIX MEXAaHU3MOB M CUTHAJIBHBIX MMyTeH pacTeHHs puBesia Obl K YBETMUECHHIO €ro
ycroitunBoctu (Zebelo, Maffei, 2015), HO BBUIY «3aTpaTHOCTW» TAKUX MEXAHW3MOB SBOJIIOLIHSA
coz/arna BEICOKOA((EKTUBHYIO CUCTEMY PearnpoBaHusl, KOTOpasi ObICTPO aKTUBUPYETCS] B OTBET HA
ctpecc-pakTopbl. OTHUM U3 MyTeH ONMTUMHU3AINU 3aIIUTHOTO OTBETA PACTEHUS SIBJISICTCS Tiepeaaya
CTPECCOBBIX CUTHAJIIOB Ha OOJBIINE PACCTOSIHMA, YTO TO3BOJISIET €My OBICTPO CHpPAaBISITHCSA C
COOTBETCTBYIOIIMM CTpecCcOpoM MyTéM (opMHUpOBaHUS (U3HUOIOTUUECKIX M3MEHEHHI Ha YPOBHE
IIEJIOTO OpraHu3Ma MPH JIOKATBHOM JICHCTBUU CTpecc-(pakTopoB.

CTpeccoBbie CUTHAIIBI PACTEHUH YCIOBHO MOYKHO Pa3JIeIUTh Ha TP OCHOBHBIX THMA: ()
ruapasimnueckuii (Malone, 1992; Vodeneev et al., 2015), (I) xumuuecknii (Illakupona, 2001;
Javid et al., 2011; Wang, Song, 2008; Foyer, Noctor, 2009; Mittler et al., 2011; KpecnaBckuii
u 1p., 2012; Sewelam et al., 2016) u (I11) snexrpuueckuii (Fromm, Lautner, 2007; Gallé et al.,
2015; Sukhov, 2016). OHu paznuyaroTcs MEXAy cO00i HE TOJHKO MO CBOSH MPUPOJIE, HO H TIO
CKOpOCTH pacnpocTpaHeHus (T1adin. 1). Perynsiius u TOHKas HacCTpOWKa ITHUX CHUTHAJIOB, UX
crenuPpUIHOCTh, TIEPEKPECTHBIE MYTH WX JEUCTBUS B OTBET HA PA3JIUYHBIC CTPECCOPHI MOKa
HEJIOCTATOYHO U3Y4YEHBI.

PaccmoTpum ux 6onee noapooOHO.
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Taomuna 1
Tun curuana HeiictBue Ckopocthb Bup pacrenuss | Cebuika
pacupocTpaHeHus
I'mapasnuveckuii | MI3sMeHeHMsI <0,03 cm/c Arabidopsis Christmann
KJIETOYHOTO Typropa thaliana (L.) et al. (2007)
IIPH BOJTHOM CTpecce
W3menenus 10 cm/c Triticum Malone
TOJIIIMHBI JIUCTA MIPH durum (Desf.) | (1992)
HOBPEXKICHUU 20 cm/c Prunus avium | Boari,
(L.), Tilia Malone
cordata (1993)
(Mill.),
Solanum
lycopersicum
(L),
Zea mays (L.)
Boina naBneHus OHOBpPEMEHHO Arpinus Lopez et al.
IIPY MEXaHUYECKUM | CO CrHOaHueM betulus (L.), (2014)
crubaHuun Ilex aquifolium
(L),
Pinus
sylvestris (L.),
Cupressus
sempervirens
(L),
Taxus baccata
(L)
Teopernueckoe 150 000 cm/c JIxo0oit BU Malone
pacnpocTpaHeHue pacTeHus (1993)
BOJIHBI JIaBJICHHUS
CkopocTb Kcunemusriit motox | 0,7 cm/c Triticum Fisher (1990)
nIepeMeIICHuUs aestivum (L.)
coKa [ToToxk 1o do3me 25 em/c Triticum Passioura
aestivum (L.) | (1972)
XUMUYECKUN Kanbruessie BoaHbl | ~0,04 cm/c Arabidopsis Choi et al.
TIPH COJICBOM thaliana (L.) (2014)
cTpecce
Tpaucmnopt 0,7 cMm/c Zeamays (L.) | Boari,
PacTBOPEHHOTO Malone
BEIIECTBA (1993)
Bospacranue )KK 0,05 cm/c Arabidopsis Glauser et al.
M0CJIC TIOBPEIKIACHHUS thaliana (L.) (2008 a)
Bospacranue 0,14 cm/c Arabidopsis Miller et al.
conepxanust ADOK B thaliana (L.) (2009)

arnoIuIacTe npu
MIOBPEKIEHUH,
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Harpese,
OXJIXKICHUH,
00JIbIIION
WHTCHCUBHOCTH
CBETa, COJICBOM
cTpecce
Dnexrpuyeckuit | [1]] mpu 0,4 cMm/c Drosera Pickard
AICKTHYECKOM rotundifolia (2973)
CTHUMYJISILIUU (L.)
[T mpu 0,03- 0,12 cm/c Arabidopsis Favre, Degli
DIIEKTUYCCKOM thaliana (L.) Agosti
CTUMYJISIITUU (2007)
[T mpu 0,05-0,15 cm/c Conocephalum | Trebacz et al.
AIIEKTUYCCKOU conicum (L.) (1994)
CTHUMYJISILIUU
[11 mpu narpeBanuu | 10,5 cm/c Glycine max Lang,
(L) Volkov
(2008)
[1/1 mpu xonomoBom | 2-3 cM/c Mimosa pudica | Fromm,
IIIOKE U (L) Lautner
MPUKOCHOBCHHUHU (2007)
[T npu 20 cMm/c Dionaea Sanderson
3aXJIONbIBAHUHT muscipula (1888)
JIOBYIITKH JICTA (Ellis.)
IT/1 mpu neiicTBUM Jlo 4000 cm/c Glycine max Volkov
pazo0muTes (L) (2000)
KapOOHMIITMAHU-4-
(Tpudropmerokcu)
(beHuIruapa3oH
(FCCP)
BIT ipu otpesanun | 0,5-0,6 cm/c Mimosa pudica | Fromm,
(L.) Lautner
(2007)
1-2 cm/c BonpmuucTBO | Fromm
pacTeHui (2006)
BII, cienyrommuii 3a | 0,08-0,5 cm/c Cucumis Stahlberg ,
THIPABINICCKIM sativus (L.) Cosgrove
CUTHAJIOM (1997a)
(MOJ0XKUTENBHBIE
CKAUKH JIaBJICHUS)
BIT nipu oxxore 10 cm/c Triticum Malone
durum (Desf.) | (1992)
0,1-0,2 cm/c Populus Lautner et al.
trichocarpa (2005)
(L)
Populus

tremula (L.)




13

Ot 0,4 cM/c Ha Triticum Vodeneev et
paccrostaum 3 cm | aestivum (L.) | al. (2012)
OT MECTa OKora
1o 0,07 cM/c Ha
paccrosHuu 15 cm
OT MECTa 0OKora

0,08 + 0,02 cm/c Pelargonium Sukhov et al.
zonale (L.) (2012)

0,4+ 0,1 cm/c Cucurbita CyxOB u Jp.
pepo (L.) (2013)
0,3-0,5 cm/c Zeamays (L.) | Gramsetal.
(2009)
0,09 £+ 0,02 cm/c Pisum sativum | Sukhov et al.
(L.) (2014)
CII ipu 0,08-0,2 cm/c Vicia faba (L.), | Zimmermann
MTOBPEIKICHUU Hordeum et al. (2009)
vulgare (L.)

1.1.1. I'mapaBanYecKne CUTHAJIBI

Bona nnst pactenust siBisieTcs CBA3YIOLIEH CPEO MEXYy €ro 4acTIMH, ¢ €€ MOMOIIbIO
OCYIIECTBIISIETCS OOMEH MUTATENbHBIX BEIIECTB U MOIIEPKaHKe MTPOIIECCOB METabOoIU3Ma, YTO
JieNaeT BOAY ONTUMAJIbHOM cpenoi uist ObicTporo oOMeHa nHpopmanueit. Boga B pacreHusx
TPAHCTIIOPTUPYETCS MO AaBIIEHUEM MO MYTH «II0YBa-pacTeHue-BO3Ayx» (Zimmermann,1983),
U TI0 ATOMY IYyTH 4Yepe3 BCE pacCTCHHE MOXKET MepeAaBaThbCs CUTHAT 00 HM3MEHEHUSX B
okpyxarorieit cpene (Huber, Bauerle, 2016).

['unpaBnudeckre CUTHAIBI €XKEIHEBHO YIPABISIOT (DU3HOJOTUYECKUMHU (DYHKIHSIMU
pacTeHusi TOCPEICTBOM peryisiuu o0béMa kuBbiX KiIeTok (Westgate, Boyer, 1984; Tang,
Boyer, 2002, 2003), koTopblii HaxoauTcs Moa KoHTposiem Typropa kinetku (Taiz, 1984) u
KOJIEOJIETCSI ¢ YMEHBIIIEHHEM T[OYBEHHOTO BOJHOIO CTaTycCa, YBEJIMYCHHEM HCIapeHUs
(Bouchabke et al., 2006)) wiu moa aericTBreM JucTorpe3ynmx Hacekombeix (Alarcon, Malone,
1994).

[Ipu moBpexIeHUM TKAaHEW pacTeHUsl CO3JAETCS BOJIHA JABJICHUS - TUIAPABIWYECKUN
curan (Mancuso, 1999; Stahlberg et al., 2006). DT u3MeHeHUsI TABICHUS MPOUCXOJSAT B
coCylax KCWJIEMbl W H3-3a HHU3KOTO aKCHAJbHOTO COIMPOTHUBICHUS MOTYT OBICTPO
pacnpocTpaHsaThes B okpyxkatorue kietku (Bramley et al., 2007) u, moteHIiuaibHO, 10 BCEMy
pactrenutro (Mancuso, 1999; Stahlberg et al., 2006). OnqHako U3MEHEHUE JABICHUS HE MOXET
BOCIIPUHUMATHCSI MEPTBBIMU KJIETKaMH, TAKUMH KaK COCYJbl KCHJIEMBI U, CIEIOBAaTEILHO,

JOJIDKHBI OBITH paCHII/I(i)pOBaHI)I CMCXHBIMU KIICTKAaMU IMapCHXUMBI. KpOMC TOro, KIIETKH
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MapeHXUMbl MOTYT BOCHPHUHUMATh U MPOBOJAUTH U3MEHEHUs JaBJIeHUs (M3MEHEHUS Typropa)
CaMH C MOMOIIBIO AIACTHYHON W ynpyroit kierouHou crenku (Tyree, Yang, 1990). Bnonne
BEPOSITHO, YTO KJIETKH MapEHXUMbI TaKKe CIIOCOOHBI MEPEBOAUTH THAPABINYECKIE CUTHAIIBI B
(U3HONOTrMYECKUII OTBET C MOMOILBIO MEXaHOUYBCTBHTEIBHBIX KaHAJIOB B IIA3MaTHYECKOU
memopane (Arnadottir, Chalfie, 2010; Christmann et al., 2013).

KcunemHoe naBiieHHE TakKe MOYKET YBEIMYMBATHCS (MMITYJIbCHI JaBJIEHUS) JUOO 3a
CYET pacIIMPEHUs BOJbI B COCYIUCTOM TKaHM (IIyTEM HArpeBaHUsl WU MPHU OXKOT€ JIMCTHEB
(Stahlberg, Cosgrove, 1997a)), nubo mepemeriecHHEM BOJLI MPU MEXAHHUYECKOM CTHOAHUU
BeTpoM WM UCKyccTBeHHBIM TyTéM (Lopez et al., 2014). 3acyxa Takke MOXET BIUSITH Ha
TYpropHO€ JaBlIEHHE KIETOK IMYyTEM TMepeMellleHrs BOJbl B OKpYXKalolMe TKAHU WU
co3JaBaTh MMIYJbCHl JaBJIEHUS B KCWieMe (MMIYJIbC AABJICHUS JBHKETCA ObICTpee, 4eM
KUAKOCTh), CIPOBOIMPOBAHHBIE KAaBUTAIMEH WM TOBPEXKICHUEM COCYIUCTHIX IYYKOB
(Bramley et al., 2007; Vandeleur et al., 2014).

Tem He MeHee 3TOT MEXaHM3M HE OYEHb XOPOUIO M3y4Y€H, W B HACTOSIIEE BpEMs
CyIllecTBYyeT OOoJbllie TUIOTE3, YeM MOATBEPKIAEHHBIX JaHHBIX. BhIcOkas koppesius Oblia
MOJIy4€Ha MEXKJy KaBUTALMEW M HA4aJlioM 3aKpbITUS ycThHI] B nepuoabl 3acyxu (Cochard et
al., 1996; Salleo et al., 2001), HO ocTaeTcs HESCHBIM, UMIYJIbCH BO3PACTAIONIETO JIaBICHUS
WM BBITECHEHHUE BOJIbI HHUITUUPYET 3aKPHITHE YCTHII BO BPEMsI IPOTPECCHUBHOTO YBEITHUCHHSI
JABJICHUS KCHJIEMBI. [ MipaBindecKkie UMITYJIbChl TAKKE€ MOTYT TIOMOYb OOBSICHUTH CHUKCHHE
YCTBUYHOM MPOBOAMMOCTH B HEKOTOPBIX PACTEHUSX BO BpeMs 3aCyXH, HE3aBUCUMO OT Typropa
muctbeB (Gollan et al., 1986) unu BogHoro morenuana jgucra (Gowing et al., 1990; Davies ,
Zhang, 1991). OgHako CIOXKHOCTH MYyTEeH NeEpenaydl CUTHaJIa TMpeanoJiaracT JalbHENITne
UCCIIEIOBAHUSI 1O  pacHIMppOBKE MEXaHHW3Ma, HCMOJIb3YyEMOrO0  pPAaCTEHUSIMU  JUIS

NeKoAupoBaHus rupaBindeckux curaanoB (Christmann et al., 2013).

1.1.2. XuMu4ecKkue CUrHaJIbl
XUMHUYECKUE CHUTHANBI y PACTCHUM SBISIIOTCS HaumOoJiee 4YacTo OOCYKTaeMbIMU B
JUTEpaType, YTO MOJIUYEPKUBAECT UX BAXKHOCTh B BOIPOCE BO3ACHCTBUA CTpecca Ha PaCTEHHS.
o 2+ + v
K xumudeckum curHaizam y pacreHuid dame Bcero otHocsaT Ca“ /K'/anmoHHBIN curHan,
MUTOTCH-aKTUBUPYEMbIE TPOTCMHKWHA3bl, HWHO3UTON Tpudocdar, JeTydue BEIIeCTBa,

ropmoHanbHble curHaibl U ADK-curnanst (Huber, Bauerle, 2016). HauGonee natepecHsIMHU C
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TOYKH 3pEHHS AUCTAHTHOM Nepelaynl Y PACTCHU SIBJISIIOTCS TOPMOHAJIbHBIE CUTHAJIBL, JIETY4YHe
BemectBa U ADK-curganel.

I'opmonansuvie cucnanvt CBsI3aHBI C W3MEHEHHEM KOHIEHTPAMM  Pa3IMYHbIX
(UTOrOPMOHOB M B CHUJIy 3TOr0 OYE€Hb pa3HooOpa3Hbl. B uuncie Haubosiee 3HAUYMMBIX
W3MEHEHUI TOPMOHAJIBHOTO CTaTyca, BBI3BAHHBIX HEOIArONpUATHBIMU (AaKTOpaMHU, MOXKHO
ormeTuTth (Kotak et al., 2007; Wilkinson et al., 2012) cHuxeHre ayKCUHOB U THOOEPEIMHOB U
HaKOIUIEHHE %)acMOHOBOM U abcun3oBoi (ABK) kucnot npu 3acyxe, Bo3pacTaHUE COJAEPKaHUS
ABK u sTHeHa npu MOBBINICHHBIX TeMIiepaTypax, Hakomienue ABK 1 »xacMOHOBON KHCIIOTHI
B JINCTHSIX MPH MOHIKEHHBIX TeMIIepaTypax u Jp. JleficTtBre puToropMoHOB Ha PaCTUTEIBHBIH
OpraHu3M SIBJISIETCS JOCTATOUHO CIIEIIM(PUYHBIM.

[To-pexxHeMy OCTa€Tcsi OTKPBITBIM BOINPOC, SBISIOTCA JIM XUMHUYECKHE BEIIECTBA
CTPECCOBBIM CHUTHAJIOM, TEPEAAONINMCS HCKIIOYUTEIIBHO HAa KOPOTKHE PACCTOSHUS, WIH
criocoOHbl nericTBoBath auctaHTHO (Huber, Bauerle, 2016). [loka3aTenbcTBa MPOTUB HX
CHOCOOHOCTM K JallbHE TIepefade MPUBOAATCS B HECKOJBKHUX  AKCIIEPUMEHTAaX,
MOKA3bIBAIOIINX, YTO HamOoJee Ba)KHbIE PACTUTEIbHBIE TOPMOHBI ISl CTPECC/3aIIUTHBIX
peaKkiuil pacTeHU HE CIIOCOOHBI MepeMeIaThCsl Ha OOBIINE PACCTOSIHUS U UMEIOT CKOPOCTH
pachpoCTpaHEHHUs, KOTOphlE MEIJIEHHEeEe TI0 CpPaBHCHHIO C THUJPABIMYECKUM W/UIU
AIIEKTPUYECKUM cHUTHajmamMu (cM. Tabn. 1). OpHako B JuTepaType HMEIOTCS JaHHBIE O
JMCTaHTHOM JICICTBUM FOPMOHAIBHBIX CUTHAJIOB MPH JIOKATBHOM Pa3/IpakKeHUH U UX BIMSHUU
Ha orocuHTe3 B OoTAANEHHBIX yacTsax pacteHus (Pefia-Cortés et al., 1995, Hlavackova et al.
2006; Hlavinka et al. 2012).

Jlemyuue eewjecmea TaxkKe HIMPOKO OOCYXKNAIOTCA B JUTEpaType KaK CHCTEMHBIN
JAbHUIN CUTHAT BHYTPH U MEX]y PaCTCHUSIMH B OTBET HA JICHCTBUS TPABOSTHBIX HACEKOMBIX
WM aTaKy MaToreHoB. B Bo3aymniHOM mpocTpaHCcTBe aucta KodPhuimeHT auddy3nn JeTydux
COCIMHEHUH MOXKeT ObITh Ha TpHU-YeThIpe TMOopsAKa Oonblle, HEXKETu KoIPPUIMEHT
MoJIeKyIIsIpHO auddy3un B BOIHBIX pacTBopax. B padore Stahlberg et al. (2001) npuBoastcs
nanHele o audoysun CO, 1O BO3AYIIHOMY HPOCTPAHCTBY JIMCTa M MOKa3aHO
pacnpoCTpaHeHHE CHUTHajla JICTIOJIAPU3AIMM  TpPU CHUKEHUM KOHUEHTPALMU JIETY4YEero
coequHEeHUs B amoruiacte. JleTyune coenMHEHUs] MOTYT BBI3BaTh CHCTEMHBIC 3alllUTHBIC
peakluy B OTAAJIEHHBIX YacTAX pacTeHHi, koTopsle nuiieHbl cocynoB (Frost et al., 2007) B
tTeyeHune Heckoabkux yacoB (Howe, Jander, 2008) mociie aTaku HACEKOMBIX, U, CJIEA0BATEILHO,

SBJISIIOTCS XOPOIIMM MEXaHW3MOM JajbHEl CUTHaIM3aluu. VX XuMmudeckoe paszHooOpaszue,
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o0pa3 AeicTBUs, a TAKXKE UX POJIb B 3alUTE PACTEHUH XOPOIIO MPEICTABICHBI B HECKOJIBKUX
o63opax (Kessler, Baldwin, 2001, 2002; Dudareva et al., 2006; Howe, Jander, 2008;
Zimmermann et al., 2009; Arimura et al., 2011, Wortemann et al., 2011; Mithofer, Boland,
2012).

A®DK-cucnanst CcBS3aHB C TeHepalued M paclpocTpaHEHHUEM aKTHBHBIX (opm
kucinopoaa (Wang, Song, 2008; Foyer, Noctor, 2009; Mittler et al., 2011; Sewelam et al.,
2016), B mepByl0 odepeapr — C MEPOKCUIOM BOAOPOJA, KOTOPBIM SIBISETCS TOJTOKUBYIIEH
dopmoit  ADK. A®DK ObuiM  HEJAaBHO  WJACHTH(HUIIMPOBAHBI  KAaK  BO3MOXKHBIC
CaMOpPacHpOCTPAHSAIONINECS XUMUYECKUE CUTHAIBI, TTOAXOISIINE M Mepeaadud Ha OOJbIIne
paccTosiHUS, ¢ MIOMOIIBI0 KOTOPBIX CHUTHAN MepemMeraeTcs oT KieTku K kietke (Miller et al.,
2009; Mittler et al., 2011). Mx oTHOcuUTEeNnbHO OBICTpasi CKOPOCTh PaCHpPOCTPAHEHMS,
CIIOCOOHOCTD PaCHPOCTPAHSITHCS 10 BCEMY PACTEHHIO U3 MecTa oOpa3oBaHus (KOPEeHb, CTEOEb
i auct) (Miller et al., 2009) u ux noTeHUANbHAST B3aUMOCBA3b C IPYTUMH CUTHAIHHBIMHU
OyTaIMH  (DJIEKTPUYECKUMH, KaIbIIMEBBIMH BOJHAMH, PACTUTEIBHBIMH TOPMOHAMH U
rugpaBindeckumu  BosHamu  (Mittler, Blumwald, 2015) nenmaior ux mOAXOASIIMMH
KOMMYHHUKATOpaMH MpH OMOTUYECKOM UM A0MOTHYECKOM CTpECCeE.

[Mponykiuss ADK cBs3aHa ¢ (QyHKIMOHUPOBAHHEM DSJIEKTPOH-TPAHCHOPTHBIX IIETIeH
xJoporuiactoB, MuToxoHApuit u mepokcucom (Foyer, Noctor, 2009), ¢ axkTUBHOCTHIO
anorjaacTHeIX mnepokcuaa3 (Minibayeva et al., 2009). Mexanusm curnanuzanuu AOK B
OCHOBHOM 0a3upyercsi Ha OajmaHce MEXIy TMPOU3BOJCTBOM M YTHUIIU3AIMEH, KOTOpHIE
OJIHOBPEMEHHO MPOUCXOMST B PACTEHUSAX JJISI MOJJEPKAHUS ONPEAEIEHHON MEKKIETOUYHOU
KOHIIEHTPAIIUH.

[Tokazano, uto obpazoBanre ADK mokeT BO3HUKATH O] BO3JICHCTBHEM OOJIBIIIOTO YUCIIa
HeOnaronpuaTHbiX ¢akTopoB (Kpecmasckuii u ap., 2012; Neill et al., 2002; Apel, Hirt, 2004;
Petrov, Van Breusegem, 2012). Haneueiiiias nepenadya ADK-curnana cBsizaHa B 3HaYUTETHHOU
CTETIEHU C PEIOKC-YYBCTBUTEIBHBIMH O€JIKaMH, KOTOPBIE CIIOCOOHBI OOpAaTHMO OKHUCIISITHCS U
BOCCTAHABIIMBATHCSI, BBICTYIAsI 32 CYET ATOTO0 MHIYKTOPOM penokc-usmeHeHui kietku (Foyer,
Noctor, 2009), koTopbie, B CBOIO OYE€PE/lb, BIUAIOT HAa SKCIIPECCUIO T€HOB U JIPYrHe KJIETOUHbIE
npoueccbl. HecMoTpss Ha wuccienoBaHusi, JeMOHCTpupyromue npurogHocte AD@K B kadectse
CUTHAJILHBIX MOJIEKYJI, €CTh €II€ MHOTO HEPEIICHHBIX BOIPOCOB OTHOCUTEIBHO CIEIU(UIHOCTH,

TpaHCIIOPTa U MeXaHW3MOB BocnpusiTus curnana (Mittler et al., 2011).
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1.1.3. DyeKTpryYecKHe CUTHAJBI

DONEeKTpUYeCKHe CUTHAIBl B PAcCTEHUSIX — ATO OBICTPO PpPaclpoCTPaHSIOUIUECS
SIIEKTPHUECKHUE HMMITYJIbCHI B OTBET Ha pasnuunbie pasapaxurenn (Maffei, Bossi, 2006;
Fromm, Lautner 2007; Gallé et al. 2015; Vodeneev et al. 2015). Ouu Obun BHEpBEIC
3aperucTpupoBanbl y BeHepuHOi MyxojoBku (Dionaea muscipula) (Haberland, 1890) u
muMo3bl  ctepimBod  (Mimosa  pudica)  (Applewhite, 1972), Tak Ha3bIBacMBIX
«JIOKOMOTOPHBIX» pacTeHui. Jloaroe BpeMs CUMTAIOCh, YTO JJIEKTPHUUYECKUE CHUTHAJIBI HE
MOTYT BO3HUKAaTh y OOBIYHBIX «HEIOKOMOTOPHBIX» PACTEHUH, y KOTOPBIX HET AKTUBHBIX
IBIDKEHUM B oTBeT Ha ctuMyin (Stahlberg et al., 2006). B nacTositiiee BpeMs yCTaHOBIICHO
Y4aCTHE 3JIEKTPUUECKUX CUTHAJIOB B KAYECTBE IUCTAHTHBIX JJII MHOTHUX BUJIOB PACTECHUM.

B menom paznuyaroT 4eThipe BUIA ANEKTPUUYECKUX CUTHAJIOB: MOTECHIMAN JEHCTBUS
(IT/T), BapmaGenpHbI moTeHnnan (BII), Ha3zpiBaeMblli Tak)ke MEICHHON BOJIHOW, paHEBOM
noteHiman (PI1) u cuctemusiit norenmuan (CII).

III y pactenuii mnpeactaBiser coOOH SIEKTPUUYECKYIO peakiuio (0T CEeKYHI 10
JIECSITKOB CEKYH[), XapaKTepU3YIOUIylocs ObICTpoil ¢a3zoi aenoiisipu3allud MeMOpaHHOTO
NOTEHIIMaNa (CHUKEHUE PAa3HOCTU AJIEKTPUYECKUX MOTEHUHMAIOB) C MOCIEAYIOMEH ObIcTpoid
dazoii  penonspuzanuu  (BOCCTAHOBJCHHE PAa3HOCTH MOTEHIMAIOB)  IUIa3MaTHYECKOU
memOpa#bl (Stankovic et al., 1998; Shvetsova et al., 2002; Volkov et al., 2004; Trebacz et al.,
2006; Fromm, Lautner, 2007; Davies , Stankovic, 2006; Trebacz et al., 2006; Beilby, 2007).
[TJI maaynupyeTcs moj jAeicTBueM HemoBpexaaromux (akxtopos (Trebacz et al., 2006), B
YaCTHOCTH, OH MOXKET UHYIIUPOBAThCS AekTpuueckum ctumynoM (Kpynenuna, 2010; Krol et
al., 2006; BbynerueB, Sevriukova et al., 2014; Kisnieriene et al., 2016), X01010BbIM HIOKOM
(OnputoB u ap., 2005; Fromm, Bauer 1994; Kroél et al., 2006), kacanuem (Sibaoka, 1991,
Shepherd et al., 2008; Degli Agosti, 2014), xumuueckumu arearamu (Felle, Zimmermann,
2007) u usmeHenussMu cBeroBoro pekuma (Trebacz, Sievers 1998; Pikulenko, Bulychev,
2005).

Bce pasmpaxurenun, 3amyckaroniue IIJ[, D0MKHBI COOTBETCTBOBATH KPUTHYECKOU
WHTEHCUBHOCTH JIJISI TOTO, YTOOBI JOCTHYh MOPOTOBBIX 3HAYCHUN IMOTEHIMANIA ISl 3aIlycKa
II/I. Kak TONBKO mOpOr MJOCTUTHYT, MO IPUHLUIY «BCE WIA HUYErO», BO3ZHUKAET
ANEKTPUICCKUN CUTHAJI C TIOCTOSTHHOM aMIUTUTYI0ON U CKOPOCTBHIO, CAaMOPACTIPOCTPAHSIOIIHICS
(Trebacz et al., 2006; Krol et al., 2010; Sukhov et al., 2011) gepe3 1a3mMoaecMbl COCETHUX

KJIETOK MapeHXUMbl COCYAUCTHIX MyukoB (OnputoB u Ap., 1991; Sukhov et al., 2011) wiu no
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CHUMILIACTY CHTOBHAHBIX 3yeMeHTOB ¢uiosmel (Trebacz et al., 2006; Fromm, Lautner, 2007;
Zhao et al., 2015). I1/] pacpocTpaHsieTcss TOIBKO MO XKHUBBIM TKaHsM, co ckopocts 0,1-10,0
cMm/c y pasubix BuI0B pactenuii (Fromm, 2006; Volkov et al., 2000; Sibaoka, 1991; Trebacz
et al., 2006; Beilby, 2007; Favre, Degli Agosti, 2007; Lang, Volkov, 2008; Zimmermann et al.,
2009; Favre et al., 2011).

I'eneparus I1]] cBsi3aHa ¢ W3MEHEHUWEM aKTUBHOCTH MOHHBIX KaHanoB (Beilby, 1982,
1984, 2007; Trebacz et al., 2006; Felle, Zimmermann, 2007; Sukhov, Vodeneev, 2009) u
uHakTuBanueir H -AT®a3sl M1a3MaTHUECKOM memOpanbl (BomeneB u ap., 2006; Sukhov,
Vodeneev, 2009). ®da3a aenossipuzanuyd 00yCIOBJICHA OTKPBITUEM IOTCHIIMAT 3aBUCHMBIX
Ca’* kaHanoOB, KOTOPBIE BHICBOOOKIAIOT KANBIIHI M3 BHYTPCHHNUX (MUTOXOHIPHH, BAKyOlIb W
SHJIOTIA3MATHYECKUH PETHKYJIYM) M BHEIIHUX (amoriact) XpaHwiuil B nutorwiasmy (Reddy
et al., 2011), a Taxke nHakTHBammeir H'-AT®azs1 (Bomeres u ap., 2006; Sukhov, Vodeneev,
2009). B otet Ha nputok kanbius, Cl -kaHanbs! oTkpbiBatoTcs 1 HoHbI ClI” auddyHaupyroT no
AIIEKTPOXMUMHUYECKOMY TpaareHTy u3 kietku (Lunevsky et al., 1983) no akTuBaiuu MOTEHIIAAT
3aBucHMBIX K'-kaHanoB, BosHHKHOBeHHIO oTToka K' (Trebacz et al., 2006), u peakruBamuu
H'-AT®as3s1 Ha (aze penonspu3aIm.

BII — 510 mymutenbHast (IECATKA MUHYT) JICKTpUYECKas PEaKIus, XapaKTepU3 YO IIasicsI
ObICTpOM HavyaJbHOM (ha30i JEnoyIApU3alUU U MOCIEAYIOUIEH AIUTENbHON U pa3HOOOpa3HOU
o popme dazoii penossspusaiuu o cpaBuennio ¢ [1/]. Ha ¢one BII moryt Bozaukare «I1J1-
obpaszneie» cmaiiku (Vodeneev et al., 2015). BII B 0oCHOBHOM BO3HMKAalOT B OTBET Ha
a0MOTHYEeCKUE M OMOTHYECCKUE TIOBPEXKIAIONIME CTUMYJbBI, TaKhe KaK MEXaHHYECKOe
TIOBPEXKJICHUE, OKOT TKAaHW WM aTaka TpaBosgHOro Hacekomoro (Stankovic et al., 1998;
Maffei, Bossi, 2006; Gallé et al., 2015; Vodeneev et al., 2015). BII otnuuaercs ot I1]] Tem,
qTO pacmpoctpansercs mo kcuieme (Vodeneev et al.,, 2015) u, cnemoBaTtelbHO, MOXET
nepeaBaThcs Uepe3 MEpTBYIO WM HeakTuBHYI0 TKaHb (Stahlberg, Cosgrove, 1996; Fromm,
Lautner, 2007). DTOT curHai He NOAYMHSETCS MPABUILY «BCE WIM HHUUYEro», amrumtyna BII
NPOMOPIMOHAIbHA HHTEHCUBHOCTH mMoBpekaaromiero crtumyia (Vodeneev et al., 2015),
CKOpOCTh pacnpoctpanenus Hernocrossuaa (Vodeneev et al., 2012; Sukhov et al., 2012, 2014a;)
U yMeHbIaercs Ha 2,5% Ha cm (Stahlberg et al., 2005) no mepe npoxoxaenus BII u ynanenus
curHanma or Mecta crumyisaiuu (Oyarce, Gurovich, 2011; Vodeneev et al., 2012, 2015).
BrisiBnennas BapuatuBHOCTh BII 1 3aBUCHMOCTB €ro mapaMeTpoB OT BBI3BIBAIOIIETO CHUTHAI

noBpexxaeHus (Stahlberg et al., 2006), moTeHUMaNbHO, MO3BOJSET MEpeNaTh CYHIECTBEHHO
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00sbIIyI0 MH(GOPMALIMIO O TUIIE CTPECccOopa U CTENEeHH MOBpexJeHus no cpaBHeHuto ¢ I1/1,
KOTOpbIE€ MOJUUHAETCS 3aKOHY «BCE WJIM HUYEro» W, MO-BUIUMOMY, CUTHATU3UPYET JUIIL O
camMoM (akTe HeOIaronpusATHOTO BO3IEUCTBHUS.

BaxHno ormetuth, uto BII HE camonoanepKuBarOascs peakuus U B HACTOSIIIEE BPEMS
paccmaTpuBaeTcsl  KaK  JIOKAJIbHBIA  DJIEKTPUYECKUH  OTBET HAa  paclpocTpaHEHUE
ruapaBindeckoro curuana (Mancuso, 1999; Stahlberg et al., 2006; Stahlberg, Cosgrove, 1996,
1997b), xumuueckoro Bemecta (Vodeneev et al., 2015) win kommiekcHoro curnana (Malone,
1994; Vodeneev et al., 2012).

BII Bcernma mpeamiecTBYeT MOJIOKUTEIPHOE W3MEHEHUE THUAPABINYECKOTO JABIICHUS
(Stahlberg, Cosgrove, 1996, 1997b), uyTo cTaj0 OCHOBOM THIOTE3BI O THAPABIMYECKOM
MpUPOJIE MEXaHW3Ma PACIPOCTPAHCHUS BapuaOENbHOr0 MOTEHIHana. B3auMOCBSI3b MEXIy
ruapaBIudeckuM curHaioM u BII Owiia mpomemoHcTpupoBaHa Ha ropoxe (Pisum staivum):
MIpH pa3pakeHUU HaOJI01aJI0Ch YBEIUUCHUE JaBlIeHUs U cieayroero 3a HuM BII, mpuuém B
3aBHCHMOCTH OT TpuioxeHHoro nasiacuus BII mor 3amepxuBatbes (Stahlberg, Cosgrove,
1997b), a Taxke BapuaOeNbHBIA MMOTEHIMAT TIEpPecTaBall BO3HUKATh MPHU TOTPYKCHUH
AMUKOTUIIS Topoxa moj Boay (Mancuso, 1999).

ArnbpTepHaTMBHas rHUNoTe3a pacnpoctpanenuss BIl — nokaneHOE MOBpeXIeHUE
BBI3BIBACT PACIIPOCTPAHEHHUE MO PACTEHUIO CIENH(PUYECKOTO PaHEBOrO BEIECTBA, KOTOPOE
uHUIMUpyeT snektpudeckuii orBeT (Vodeneev et al., 2015). PaneBoe BemiecTBO MOXET
MpeACTaBIATh COOOM onurocaxapuibsl paspymieHHbix kieTok (Bishop et al.,, 1981), H,0,
(Vodeneev et al., 2015), wiu ropmonsl: cuctemun (Pearce et al.,, 1991; Pena-Cortés et al.
1995), xxacmonar (Farmer, Ryan, 1990; Hlavinka et al., 2012), stunen (O’Donnell et al.,
1996), abcumzoBas kuciota (Leon et al., 2001).

Kpome Toro, cymiectByeT nBe KOMOWHHpOBaHHBIC TUIOTE3bl: (1) HHIYIHMpPOBAHHOE
MOBPEKJACHUEM BO3pACTaHHE MABJICHHUS TPUBOAUT K PACHPOCTPAHEHHIO BOJHOTO TMOTOKA,
TpaHCTIOPTHpYIONIero paHeBoe BemectBo (Malone, 1994) u (2) u3MeHeHWE aBICHUS
cTUMyNHpYeT TypOynentHyto auddysuto paneBoro Bemiecta (Vodeneev et al., 2012, 2015;
Sukhov et al., 2013).

Mexanusm resepanuu BIT B 0cHOBHOM CBsi3aH ¢ mepexoHol nHakTuBanueit H -nacoca
(Julien et al., 1991; Stahlberg et al., 2006; Fromm, Lautner, 2007; Vodeneev et al., 2015),
Onmaromapst yemy MeajeHHas (aza pernoyspu3aluu MoxeT JiauTbes 10 30-40 mMuH, OJHAKO

2 -
aktuBaus Ca +, Cl,u K+-KaHaJ'IOB, kak u npu [1]1, Takxke conpoBoxaaetr BO3HUKHOBeHUE BII
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(Boxenes u ap., 2011; Vodeneev et al., 2015; Sukhov et al., 2013; Katicheva et al. 2014, 2015;
Zhao et al., 2014).

PII (paneBoit moteHmuan) momodoed BII mo moHHOMY MeXaHW3MY HMHAYKIHH (Ha3bl
JNENOJsApU3alud M PENoJsSIpU3ali, 4YTO MPOSBISIETCS B aHAJOTWUYHOW (opMe cHurHaiza
(Stahlberg et al., 2006). O4eBuaHO, YTO €ro Ha3BaHHE IPOMCXOIUT OT CTpeccopa (paHeHHE),
OOBIYHO MHUIMUPYIOMIETO TAaKOW THUMN M3MEHEHUs noTeHiuana. CUrHal pacrnpoCcTpaHsIeTcs
NyTéM HM3MEHEHUs KIETOYHOI'O TYpPropa, BbI3bIBAIOILErO JIEMOJIAPU3ALMIO IUIa3MaTHUYECKOU
memOpanbl  (Shimmen, 2001). Takum o6pasom, PII, xak u BII, He sBasercs
camornoiepxuBarorieiics peakiuei (Zebelo, Maffei, 2012) u Bcerna ciemyer 3a ©3MCHEHHEM
nasieHus. Tem He MeHee, B ommuue or BII, ocraerca HescHblM, cienyer sm Pl
paccMaTpuBaTh B KAa4ECTBE MUCTAHTHBIX CHUTHAJIOB, MOCKOJBKY Ha CETOJHAIIHUN JEHb OHU
OBLTM  3apETHCTPUPOBAHBI TOJBKO BOJM3W MOBpeXIeHHBIX Kietok (1,0-40,0 mm ot
noBpekIeHHON Wi MepTBoi kietkn) (Stahlberg , Cosgrove, 1994).

CII (cuctemHbIM MOTEHIMAN) ObUI MPEJIOKEH KaK YETBEPTHIM THUII JIEKTPUUYECKOTO
noreHnuana (Zimmermann et al., 2009), KOTOpbI pacHpoCTpaHAeTCS IO aNoIUIacTy MpU
nospexxaeHuu. CII sBusercs camopacnpocTpaHsIoueiicss Tunepnoyispu3anuei (Bo3pactaHue
Pa3HOCTH JJIEKTPUYECKUX TOTEHIIMAIOB Ha IUIa3MaTUYeCKOW MeMOpaHe), CO CKOPOCTBHIO
pacnpoctpanesns 0,9—1,7 mM/c u cBs3aH ¢ aktuBanmuedr H'-AT®assr (Zimmermann et al.
2009). B To Bpems kak I1/[, BII u PII BbI3BaHbl MOTOKOM KaiblUs Yepe3 MJIa3MaTUUYECKYIO
meMmOpany, curaansl CII uaumuupyrotcs axtupamueit H'-macoca (motoxu K', CI, u Ca®*
ununuupytorea uepe3 CII). TlpeumymectBo camopacnpoctpansitomuxcs CII B Tom, 4To OHU
HE CIEIYIOT TpPaBWIy «BC€ WU HHUYero». Takum obpazom, mHTeHcHBHOCTH CII moxer
MOJIYJTUPOBAThCS, YTOOBI JIOHECTH WH(OPMAIMIO O CTENCHU MmoBpexaeHus (Zimmermann et
al., 2009). B psage paboT NPOIESMOHCTPHUPOBAHO PACIPOCTPAHCHHE TPAH3UTOPHOU
TUTIEPTIOJIApU3AIUY TOocTe pa3nuyHbiX cTuMynoB (Fromm, Eshrich, 1993; Lautner et al., 2005;
Zimmermann et al., 2009; Fromm et al.,, 2013), onnako mexanu3mbl uHAyKnun CII He
u3ydenbl. CymiectByet rumnoresa, uro CII cBs3an ¢ pacnpoctpanenueM H,O, (Suzuki, Mittler,

2012), HO 3TO MpeAnoNoKeHue TpedyeT JanbHeHIIel IKCIepUMEHTAIbHON MPOBEPKHU.

1.1.4. BzaumozaeiicTBue pa3IMYHbIX THIIOB CHTHAJIOB
Eme omHMM KIIFOYEBBIM BOIPOCOM SIBIIIETCS B3aUMOIECHCTBUE CHUTHAIOB PA3IMYHOU

npupoibl. OU3NOIOTHYECKHE PEaKIIMM PACTEHUM Ha CTPECCOBBIE (PAKTOPBI TPEOYIOT OBICTPOIA
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nepeaadn MHPOpMaIMA MEXy yIaIeHHBIMA OpraHaMu pacTeHui. B To jxe Bpemsi MexaHU3MBbI
JEKOJMPOBAHUS BCEX TPEX THIIOB PACCMOTPEHHBIX BBINIEC CUTHAJIOB, UX KOOPJIUHUPOBAHHS U
aKTUBAIMK JUIS 3alllUThl M3y4eHB HE O KoHIA. Kakoi Tum curHana nepenaTt MepBHYHYIO
UHPOPMAIIMIO O CTPECCOBOM BO3ACWCTBHM IIOKAa HE OMPEACTCHO H3-3a PACXOXKICHUU B
CKOPOCTH TIepe/Iadll CUTHAJIOB Ha OOJIBIIINE PACCTOSIHHUS M M3-32 OTHOCHUTEIHLHO HEOOJBIIOrO
YHUCJIaM JKCIEPUMEHTOB, B KOTOPBIX HMMEIOTCS HM3MEPCHHS BCEX TPEX OCHOBHBIX ITyTEH
nepeaadn CUTHAIOB OJJHOBPEMEHHO.

['mapaBnuveckue U ICKTPUYCCKUE CUTHAIBI B CHUTY UX OBICTPOTO paclpoCTpaHCHHS Ha
TATBHUE PACCTOSIHHUS TOAXOMAT JUIsi OBICTPOTO OTBETAa PACTCHHS Ha KPATKOBPEMEHHBIC
Bo3mymieaus (Christmann et al., 2013; Gallé et al., 2015).

XVWMUYECKHE CHUTHAJIBI YacTO CYMTAIOTCS CaMbIMH MEJUICHHBIMH JUCTAaHTHBIMU
curHanamu y pacrenuii (Baydoun, Fry, 1985), u mosromy OHU He BBICTYMAaIOT B KauecTBE
OCHOBHOTO MEXaHHW3Ma JailbHed curHamm3anuud. OOHAKO WX JalbHEHIIee WCCIIeTOBAHHE
SIBIIICTCS TIEPCIICKTUBHBIM, MTOTOMY YTO B 3aBUCUMOCTH OT ITyTeH TpaHCmopTa (10 KCHUIeMe
Wik 1o (JI03Me) CKOPOCTh IMepefadyd MOXKET CHIIbHO BapbHpoBaThes (Mikan et al., 2000;
Johnson et al., 2002; Steinmann et al., 2004; Passioura, 1972).

CoueTtaHue THIPABINYCCKON M XMMUYCCKOW CUTHAIM3AIMH B PACTCHHUAX YKa3bIBAaeT Ha
TO, YTO OOBEAMHEHHE ABYX CHUTHAJIBHBIX IyTE€H MOXKET cIocoOCTBOBAaTH 0Oojiee ObICTPOi
nepenade u, cieaoBarelbHO, Ooyiee OBICTPOMY OTKIHMKY pPACTeHHS. XWUMUYECKUW CHUTHA,
TPAHCIIOPTUPYEMBIN U3 TMOBPESKIAEHHOTO YUaCTKa, MOXKET OBICTPO TEepeaaBaThCs C MOMOIIBIO
THIPABIMYCCKUX CHTHAJIOB JIO TEX TIOp, IIOKAa pPaHEBbIC CHTHAJIBI IOCTYMAIOT WIH
BbIPA0ATHIBAIOTCS B KCWJIEMHBIH COK B TEUYEHHE HWHTEpBalla BPEMEHH pPaCHpPOCTPAHECHUS
rugpaBindeckoro curnana (Boari, Malone, 1993). HecMoTps Ha JAUCKYCCHHM O MPUTOAHOCTH
XUMHYECKUX CUTHAJIOB JJIsi AWCTAHTHOM CHUTHAJIW3allid, OHU OE3YCIIOBHO SIBJISIFOTCSI TIEPBOMU
YacThl0 CHUTHAJBHBIX KACKaJOB, TWPOUCXOJAIIMX BO B3aWMOJCHCTBUSAX PACTCHHHA U
JMCTOTPHI3YIIMX HaceKoMbIX U matoreHoB (Maffei et al., 2007a; Bruce, 2015).

DNEKTPUYECKUE CUTHAIBI OBLIM TPEIJIOKEHBI B KA4YeCTBE OJIHOTO W3 TEPBUYHBIX
OTBETOB PACTCHUS HA OWMOTHUYECKYIO aTaKy, BO3HHUKAIONIMX 3a BPEMs MOPSAKA CEKYHIl —
HECKOJIBKUX MHUHYT TIOCIIe TOBPEXKICHUS, 3a KOTOPBIMU CIIEyeT XUMHYECKHH KacKaj
curnanoB (Maffei et al., 2007b.; Zebelo, Maffei, 2015). B xoae u3MeHeHHS MEeMOpPaHHOTO
NOTEHIMAIa MHULIMUPYIOTCS BTOPHUYHBIE MECCeHKephl (KanbiueBblii curaan (Reddy et al.,

2011)), a Taxke npoucxoaut oopazoanue okcuaa azota (NO) u ero npousBoausix (Leitner et
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al., 2009), A®K (Mittler, 2006), CK (Bari, Jones, 2009), ysenuuenue KK, ABK, stuiena
(Dziubifiska et al. 2003; Hlavackova et al. 2006; Hlavinka et al. 2012), u B uTOre 3TO
MPUBOJUT K U3BMEHEHUIO B MeTa00IM3Me pacTeHUN.

DNEeKTPUYECKHE CUTHAJBI B PACTEHUAX MOTYT UMETh Pa3jIM4YHbII AMana3oH CKOPOCTEH
pacnpocTtpanenus B 3aBucumoctu oT tuna currana (I1J1 wnu BIT). HexkoTopsie skciepuMeHThI
MOKA3bIBAIOT, YTO CKOPOCTh pacmpocTpaHeHus [1J] aHasornuHa rugpaBiIMdyecKUM CHTHAJIaM.
[Ipu sToM Ha ckopocTh pacnpocTpaHeHuss OC TakkKe OKa3bIBaeT BIMSIHHE CIOCO0
paszipakeHus U BUJIOBbIE OCOOEHHOCTH PaCTEHUSI.

ITokazano, yto Bo3pacranue ADK takxke KOppeaupyer ¢ dJIEKTPUIECKUMU CUTHAIAMM.
Curnansl AOK mMoryT mepemerathes Mo Kcuiaeme co ckopocthio 10 0,14 cm/c (Miller et al.,
2009), cpaBHMMOM €O CKOpPOCTSIMH pPacCHpOCTPAHECHHS DJIEKTPUUYECKUX CHUTHAIOB. Takum
o0pa3omM, B HacToOsIIIee BpeMs HMEIOTCS THUIOTE3bl, MOJACPKUBAIOIINE TECHYIO CBSI3b MEKIY
A®K u anekTpu4ecKUMH CUTHAJIaMH. TeM He MeHee, aBisaoTcsa i ADPK aktuBaropamMu uinn
YBEJIMYMBAIOT HHTEHCUBHOCTh CUTHAJIA, OCTAETCS HEPACKPBITHIM.

[IposiBnenus B3aumojeiicTBuii APK u (GUTOrOpMOHOB KaK CHTHAJIBHBIX COCAMHEHUI
Ype3BBIYAHO pa3HOO0Opa3Hbl B pacTtuTenbHOM opranu3me. CurHansl ADK TecHO
UHTETPUPOBAHBI C CHTHAJaMH CTPECCOBBIX (DUTOTOPMOHOB: CAMIUIOBONW  KHUCIIOTHI,
YKACMOHOBOM U aOCIIM30BOM KHCIIOT, OpaccuHoctepounnoB u atmiieHa (Foyer, Noctor, 2009;
Harrison, 2012; Cui et al., 2011; Xia et al., 2011).

Takum o0pa3omM, CYHIECTBYIOT pa3IMyHbIe JOKA3aTeIbCTBA TOrO, YTO PACTEHUS UMEIOT
HECKOJIbKO B3aWMOCBS3aHHBIX CUTHAJIBHBIX ITyTEH, TEM HE MEHee MOKa HEJOCTATOYHO U3yUYEHO
UX B3aUMOJICHCTBHE U CTENEHb 3HAYMMOCTH KaXXJOr0 IMYTH IJs Hepefadyd HWHGOpMAaIUH.
Hanpumep, JUCTaHIMOHHBI CUTHal JAODKEH ObITh  JHOO  3JIEKTPUYECKOM, Jnbo
THJIPABINYECKON MPHUPOIBI, B TO BPeMsi KaK XUMUYECKHUE CUTHAIIBI HEOOXOAMMBI JJIs 3aITycKa
KOHKpPETHBIX H3MeHeHuM Merabonusma (Stratmann, Ryan, 1997). C napyroii cTopoHsI,
HEKOTOpbIE JlaHHBbIE MOATBEPXKIAIOT, YTO THAPABIMYECKUE BOJHBI HEOOXOIUMBI IS
pacupoCTpaHEeHUsI CUTHaja, HO MHOI/IAa OHU HE B COCTOSIHUM WHUIMUPOBATH XUMUYECKHE
curHanbHble Kackaabl (Malone et al., 1994). TlepekpsiBaHue CHTHAIBHBIX MyTEH MOKA3alio
HEPA3PBIBHYIO CBA3b I'MapaBiandeckux curuainos U BII. Kpome Toro, anekrpudyeckue cUrHaibl
MOTYT WHULMHUPOBATh XUMUYECKUE CUTHAJIbI, 1 XUMUYECKHE CUTHAJIBI B CBOIO OYEpE/lb MOTYT
YCUJIMBATh THAPABIWYECKUE CUTHAJBI, B PE3yJbTaTe YEro OCYIIECTBISETCS METNIs 00paTHOM

CBs3H IJIs1 BCEX TUIIOB CUT'HAJIOB.



23

1.2. Bausinue cTpecCOBbIX CHUTHAJIOB HA (DYHKIIHOHAJIbHOE COCTOSIHUE PACTeHUIt

B Hacrosimee Bpemsi CyIIECTBYET OOJbIIee YHUCIO paboT, KOTOpHIE MMOKa3bIBAIOT
BIUSHUE  JJIEKTPUUECKHX, XUMHUYeCKuX (TopmoHanbHbix u A®DK-) curHaioB Ha
dbynknronansHoe coctostuue pactennii (Fujita et al., 2006; Fromm, Lautner, 2007; Slesak et
al., 2007; Foyer, Noctor, 2009; Hirayama, Shinozaki, 2010; Gallé¢ et al., 2015; Niu, Liao, 2016
U Jip.). B 4acTHOCTH, CTpecCOBbIE CUTHAJIBI BHI3BIBAIOT AKTUBAIUIO SKCIIPECCUH YUACTBYIOLIUX
B aJlanTallii T€HOB, U3MEHEHHE TPAHCIUPAIMHU, MOIU(UKAIINIO POCTOBBIX MPOILIECCOB, OTBETHI
dboTocuHTe3a U AbIxaHUA U T.1. KOHEUHBIM pe3ylbTaTOM 3THUX MPOIECCOB SBISIETCS, IMO-
BUJUMOMY, TIOBBIIIICHHE YCTOMYUBOCTH PACTEHUHN K JIEHCTBUIO PA3IUYHBIX HEOJIArompUsTHHIX
daxropos cpexsl (Fujita et al., 2006; Slesak et al., 2007; Foyer, Noctor, 2009; Allakhverdiev et
al., 2008; Kpecnasckuii, 2010; Sukhov, 2016).

[TokazaHo, 4Tto pocT KOHUEHTpamuu ropmoHa ADBK mopaBisier TpaHCHHpALUIO H
HoBbIIIaeT 3acyxoyctodumBocTh (Xiong et al, 2002; Wilkinson et al, 2012);
OpacCHHOCTEPOHIBI MOTYT yBEIWYMBATh YCTOMYMBOCTh PACTEHUNH K IKCTPEMaJbHBIM
TeMIepaTypam M MOBBIILIEHHBIM KoHUeHTpamusm coneit (Kagale et al., 2007; Sharma et al.,
2013); yBenuueHHe coAepKaHUS ayKCUHA YCKOPSET POCTOBBIC MPOIECCH 32 CUCT aKTHBAIIMU
H'-AT®a3p! mna3MaTHieckux MeMOpaH U 3aKucienus anomiacTta (Zhang et al., 2005).

[Tocnennue uccnegoBanusi mokaszanu, uyto ADK, B 9acTHOCTH, MEPOKCHJ BOIOPOJA,
SBJISIETCSI TIOCPETHUKOM B ayKCHH-PETYJIMPYEMOM T€OTPONMU3Me. DTOT MEXAHU3M PEaTU3yeTCs
Yyepe3 acCMMETPUUYHYIO TeHEPAIMIo MEPOKCHUIAa B KOPHSAX KYKYpPY3bl, TAaKKE€ aCCUMETPUYHO
pacroyiaraercsi M ayKCHMH. ACCHMETPUYHOE MPUMEHEHHE TMEepPOKCHAA BOJOpOJAa WU
AHTUOKCUJIAHTOB CcrocoOCTBYeT b0 uurnoupyet reorponusm (Neill et al., 2002).

OC MHIYIUPYIOT pa3andHbie GU3UOJIOTHYECKHE OTBETHl B pacteHusx (Fromm, Lautner,
2007; Gallé et al., 2015). Ouu noseImaioT 3xcnpeccuro Pin2 renos (Pefia-Cortés et al., 1995;
Stankovic’, Davies, 1996; Fisahn et al., 2004); cumxkatotr cunte3 6enko (Fromm, Lautner,
2007); cTUMYIUPYIOT MPOAYKIIMIO a0CIIM30BOM M )KAaCMOHOBOM KHCIIOT, CHCTEMHHA U TUJICHA
(Dziubinska et al., 2003; Fisahn et al., 2004; Hlavackova et al., 2006; Hlavinka et al., 2012;
Mousavi et al., 2013); aktuBupyrot neixanue (Dziubifiska, Trébacz, 1989; Filek, Koscielniak,
1997; Sukhov et al., 2012, 2014a; Lautner et al., 2014); ©U3MEHSIOT aKTUBHOCTh TPAHCITUPAIIUN
u otkpeiTocth ycThuil (Koziolek et al., 2004; Grams et al., 2007; Sukhov et al., 2012);

CHIDKAIOT 3arpy3ky metabonutoB Bo ¢uioomy (Fromm, 1991; Fromm, Bauer 1994) u macc-
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nepenoc Bo duosme (Furch et al., 2010); ymenpmaior poct ctebias pactsukenuem (Fromm,
Lautner 2007); perynupyror nsrkeHue nuctbeB (Sibaoka, 1991; Volkov et al., 2008a, b);
WHIYIUPYIOT OCTAHOBKY ITUTOILIa3MaTudeckoro moroka (Fromm, Lautner, 2007) u moBBIIIatOT
YCTOMYMBOCTH IIEJI0T0 pacTeHMsI K JeicTBHIO cTpeccopoB (Petusun et al., 1997).

['unpaBnuyeckre CUTHAIBI TakKe MPUHUMAIOT y4YyacTHUE B 3alllUTE PACTEHUM MpHU
ctpecce. CHUCTEMHBI OTBET Ha MEXAaHMUYECKOE IOBPEKICHUE PACTUTENbHOW TKaHU ObLI
JIETaIbHO M3YYE€H Yy pacTeHUM, NMpUHAJIeKAIUX K ceMercTBy macieHoBbix (Green, Ryan,
1972; Pena-Cortés et al., 1988). Tak, OblJIO TIOKa3aHO, YTO MOBPEXKJACHHUE JINCTHEB TOMATa
(Solanum lycopersium) rycenumamu Spodoptera BbI3BaJ0O 3HAYWTEIIBHBIA THIPABINYCCKHUIA
CUTHAJI, U3MEPEHHBIN 0 YBEIMUEHHUIO TOJIIUHBI OTAaIEHHOTO ucTa (Alarcon, Malone, 1994),
KOTOpPBI MHUIIMUPOBAJ TMOBBIIIEHUE AKTUBHOCTH T€HOB MHTHOUTOpOB mpoTenHa3 (Malone,
1994). Takoli OTBET Ha TIOBPEKICHHE MOKET UMETh OOJIBIIIOEC 3HAUCHHUE B 3aIIUTE PACTEHUS OT
HAaCEKOMBIX-BpEeIUTENEH U MATOreHHbIX MUKpoopranu3MoB (Green, Ryan, 1972).

C yueTroMm KIIOYEBOM poiu (POTOCHMHTE3a B JKU3HU PACTEHUU BIHMSHUE CTPECCOBBIX
CUTHAJIOB Ha (OTOCHHTETHUYECKHE IMIPOILIECCHl TMPEACTaBIsAeT OCOoObId uHTepec. B aToif
nmpoOjaeMe MOKHO BBIJICJIUTh JIBAa AacleKTa: BJIMSHUE CUTHAJIOB Ha (DOTOCHHTETUYECKYIO
AKTUBHOCTh B HOPMAJIbHBIX YCJIOBUSAX U WX BIHMSHHE Ha YCTOMYMBOCTH (POTOCMHTETHUECKOTO
anmnapara K JeHCTBUIO HEOJIaronpusiTHEIX (PaKTOPOB.

MHuorouncneHHbie pabOThl OKA3bIBAIOT, YTO JIOKAIBHBIC pa3IpakKeHUs] U, BO3MOXKHO,
unaynupoBannbie uMu DC Biustor Ha dotocunres (Pena-Cortés et al., 1995; Koziolek et al.,
2004; Hlavackova et al., 2006; Krupenina, Bulychev, 2007; Grams et al., 2009; Pavlovi¢ et
al., 2011; Hlavinka et al., 2012; Sukhov et al., 2012, 2013b, 2014a; Fromm et al., 2013). Tax,
MO>XHO BBIJICTTUTh PA3IUYHBIC THUIBI (OTOCUHTETUYECKUX OTBETOB, BKJIIOYAas OBICTPYIO U
JUTATEJIBHYIO MHAKTHBAIIMIO (POTOCHHTETUYECKHX TPOIIECCOB, a TAK)Ke UX akTuBarwmio (Fromm,
Fei, 1998; Bulychev et al., 2004; Krupenina, Bulychev, 2007; Sukhov et al., 2012, 2014a;
Sukhov, 2016). Ilo-BuamMoMy, THI OTBETa 3aBUCUT OT (AKTOpa, BBI3BIBAIOIICTO
SIIEKTPUUYCCKUIN CUTHAJ, ¥, BO3MOXHO, Buaa pacterus (Pefia-Cortés et al., 1995; Fromm et al.,
2013; Sukhov, 2016).

CxonctBo mexanm3moB renepanuu I[1J[ u BII mpenmonaraer, 4to ¢usmnonorunueckue
OTBETHI CXOH, OJHAKO JKCIEPUMEHTAIbHBIC PE3yJbTaThl MPOTUBOPEUYMBHL. OTBETHI MOTYT
ObITh OYEeHb NOX0XH, Hanpumep, [I/I- u Bll-unaynumpoBaHHas aKTHBaMS JbIXaHUS

(LlepctueBa u mp., 2015 a; Filek, Koscielniak, 1997; Sukhov et al., 2014a), Ho moryT u
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CYILECTBEHHO PA3JIMYaThCs, HAIPUMEP, U3MEHEHHs TPAHCIIUPAIlUU, HHAYLUPOBaHHBIE 0KOTOM
(BIT) u nensnoit Bomoit (I1J]) (Lautner et al. 2005). Bo3moxkHO, 4TO 3TOT BOIpOC TpeOyeT
OTJIEJILHOTO aHaIN3a I KaKJI0TO (PU3HOIOTHYECKOTO OTBETA.

B cnyuae ruzmpaBianMuecKoro CUrHaia OTPHUILIATEIBHOE M3MEHEHUE JABJICHUS KCHIIEMBI
(TIOBBINIEHUE JABJICHHS) MOXKET OBITh BBI3BAHO aOMOTHMYECKHUMH CTpecc-(paKkTopaMH, TaKUMU
Kak 3acojeHue u 3acyxa (Breda et al., 2006), koTopble HHULIMMPYIOT CXOJHBIE CUTHAJIBHBIE
nytd (Zhu, 2001). B TeueHne OCMOTHYECKOrO0 CTpecca WIM 3acCyXH WHUIMUPOBAHUE
TUAPABIMYECKOTO CUTHAJIa MTPOUCXOAUT B KOPHE — OpraHe, KOTOPHIA MEPBBIM IMOJBEPraeTcs
BO3JICUCTBUIO HEXBATKU BOJBI, U TEpenaeTcss uepe3 credenb B JUCThA, TNi€ MapeHXUMHBIE
KJIeTkH BocmpuHuMaioT 3ToT curHail (Endo et al., 2008; Christmann et al., 2013), dro
BBI3bIBAET MPOU3BOACTBO (pUTOropMoHa adbciu3oBoil kucinotsl (ABK), yToObl MHULIMKUPOBATH
3akpeiTHe ycrbull (Bauer et al., 2013). YMmenbllieHrue naBieHus B KCUJIeMe TIPU BBITECHEHUU
BOJIbI BO BPEMS 3aCyXH MPU HAIMYUM THAPABINYECKOTO CUTHANA MPUBOAUT K YMEHBIICHHUIO
HETTO (OTOCHHTE3a, TPAaHCIIUPAIUU U yCThIHOM mpoBoguMocTH (Kim et al., 2004).

BnusiHue ropMoOHaNbHOTO CHUTHajla Ha (POTOCUHTE3 OIpEAeNsieTcs, MPEXAe BCETO,
KOHKPETHBIM THIIOM (UTOrOpMOHA. Tak, CHIDKEHHWE AaKTUBHOCTH (POTOCHHTETHYCCKUX
MIPOIIECCOB MOXKET OBITH BbI3BaHO jaeiicTBueM ABK, skacmonoBoit kucnotsl (Herde et al., 1997,
Lovelli et al., 2012; Hlavinka et al., 2012) u stunena (Igbal, Ashraf, 2013), B To BpeMs kak
aykcubl (Ehlert et al., 2008) u Opaccunoctepouast (Fariduddin et al., 2013) ckopee
CIOCOOCTBYIOT €r0 CTUMYJISILIUH.

A®K-curHanbl  BBI3BIBAIOT, TO-BHIWMOMY, WHAKTUBAIMIO  (POTOCHHTETHYECKHUX
NPOIIECCOB, UYTO OOBIYHO O0OBscHseTCS GoromHrnoOupoBanuem ¢orocucremsr Il (Vass et al.,
1992; Keren et al., 1997; Amnaxsepaues, 2002). UyBctButenbHOCTh poTocuctemsl 11 (OCII) k
YCIOBUSIM OKpYXKarolIel Ccpeabl OmpeiAessieTcss MOAAaBIEHUEM Ipolecca e€ penapauuu
aKTUBHBIMH  (opMamMu  KHUCIOpOa. N36piTOuHOE ~ OCBElIEHWE  TPUBOAUT K
dorounrubupoanuto DCII kak Hambonee YyBCTBUTENBHOM K cBeTy. [lo3TOMYy B KHBBIX
opraHu3Max npoucxoaut nocrosinHas penapanus OCII 3a cy€r gerpaganuu U cuHTe3a Oenka
D1. Crenenp ¢OTOMOBPEKACHHUS, a Kak CIEACTBHE M HMHTEHCUBHOCTh (POTOCHHTE3A,
omnpenensiercss BO3MOXXHOCThO BoccTaHoBieHUs DOCII. B cBow odepenb OHa 3aBHCUT OT
YyBCTBUTEIBHOCTH CHUCTeMbl pemapanuu kK A®DK, koTopble CcHOcOOHBI HHAKTUBHUPOBATH
penapanuio nyTéM mojasieHus: cuateza 6enkoB. [logaBnenne cuate3a 6enka D1 Moxer ObITh

CBA3AaHO C HAPYIICHUEM OKHCINTCIBHO-BOCCTAHOBUTCIBHOI'O PCTYJIMPOBAHNA, YTO MPHUBOAUT K
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NPEIOTBPAIEHUIO JalbHEHIIIEro OKUCIuTeNbHOro mopexaenus (Nishiyama et al., 2011). B
HeKOTOphIX cinydasax ADK-curHansl crocoOHBI CHUKATh AKTUBHOCTH (DOTOCHHTE3A, AEHCTBYS
Ha ¢orocucremy | (Sejima et al., 2014; Takagi et al., 2016), a Takke HapyuIath
pemaparronHbie nporecchl porocuctemsl |1 (Nishiyama et al., 2001; Murata et al., 2017).

OpaHako BO3MOKHBI U HE CBSI3aHHBIE C MTOBPEXKICHUEM ITYTH OMOCPEIOBAHHOTO BIIMSIHUS
A®K Ha ¢QoTocuHTE3 MpU HHTErpallid HECKOJbKMX CHTHaJbHBIX cucTteM. Hampumep,
B3aumojeiicteue ADK ¢ ¢utoropmonom ABK B OoTBeT Ha 3acyXy BbBI3bIBAE€T CHUTHAJIbHBIN
KAcKaJ B 3aMBIKAIOIMX KIETKAX, 4TO MPHBOJMT K 3akpbiThio yerwun (Slesak et al., 2007;
Foyer, Noctor, 2009; Pei et al., 2000; Kim et al., 2010), Tem caMbIM yMEHbIIIAsi TOTEPIO BOIBI.
Takxe ydacTue B Ipollecce 3aKpbIBaHHs YCTBHHI[ MOKET NMPUHUMATH YKACMOHOBAsl KHCJIOTa
(Munemasa et al., 2011). CreneHb OTKPBITOCTH YCTBHII BIUSCT Ha HHTCHCUBHOCTH IMpoliecca
doTtocuHTE3a, TaK KaKk yBEJIWYEHUE IIUPUHBI YCTBUYHBIX IIEJIeH COMpOBOXKIaeTCA
yBenundenneM noriomieanst CO,, a mpu MOTHOM 3aKPBITUH YCTHUIL POTOCHHTE3 MPOTEKAET, HO
B 04eHb ciaboii crenenu (Measezaes, 2012). Kpome Toro, A®K moryT BausiTh Ha POTOCHHTES,
U3MEHSISI PEIOKC-TIOTEHIIMAT PEIOKC-UyBCTBUTEIBHBIX KJIETOUHBIX KOMIIOHEHTOB, TaAKUX Kak
IUTACTOXMHOHOBBIN 1yn U Tuopenokcut (Kpecnasckuii u ap., 2012).

[TyTu BIUSHUS CTPECCOBBIX CUTHAJIOB HA (JOTOCUHTE3 B 3HAUUTEIHHON CTETIEHU 3aBUCST
OT MEXaHHU3MOB UX Pa3BUTHS, YTO, OJHAKO, HE UCKJIIOYAET TECHOTO B3aMMOJCHCTBUS MEXKIY
HUMHU. Tak, pa3BUTHE OBICTPOM WHAKTUBAUU (OTOCHUHTE3a, BBI3BAHHOW AIICKTPUYECKUMU
CUTHAJIaMH, MO-BUJUMOMY, OIOCPENYETCS BO3PACTAHMEM BHYTPHUKJIETOYHOW KOHUEHTPALMU
kaneius (bynmerueB, Komaposa, 2014; Krupenina, Bulychev, 2007) w/unu w3meHeHUsIMH
BHYTpH- U BHekjIeTounoro PH (IllepctueBa u ap., 2015a, 20156; Grams et al., 2009; Sukhov et
al., 2014a; 2015b; Sukhov, 2016), mpu 5ToM, yuuTHIBasi HHrHOHpyromee BiusiHne Ca’* Ha H'-
AT®azy mnazmarndeckoir memOpanbl (BomeneeB u mp., 2006), mpencraBisieTcss BecbMa
BEPOSATHON TecHas CBsi3b oOomx MmexaHuzMoB (Sukhov, 2016). BepositHo, uTo mocieayroinee
pa3BUTHE MHAKTHUBAIMK (DOTOCHHTE3A ITIaBHBIM 00Pa30M CBSI3aHO C MOHMKEHHBIM BxojoM CO; u
MHAKTUBAIlMEH TEMHOBBIX peakuuil (OoToCHMHTE3a, KOTOpas MHIYLMPYET CHU)KEHUE KBAHTOBBIX
BBIXOJIOB (poTOXMMHYECKHX peakuuii ¢orocuctem | u Il u poct HehoTOXMMUUECKOTO TYIIEHUS
¢ryopecuenmu ¢orocutems! |l ¥ IUKIMYECKOTO MOTOKA IEKTPOHOB BOKPYT (POTOCHCTEMHI |.
OpnHako BO3MOXKHBI Takke Apyrue mytu BiausiHusg DC Ha cBeToBble peakiu potocunresa. OnuH
U3 HUX MOXET OBITh CBSI3aH C 3aKUCIEHHEM CTPOMBI XJIOPOIUIACTOB, KOTOPOE HHAYLHPYET

aKKyMynsmio peppenokcun-HAJID -perykTassl Ha THIAKOUAX.
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B T0 e Bpems, BXOJ MOHOB KaJbIM M TOBBIIIEHHE €r0 KOHLEHTpPAIMKA B IIUTOILIA3ME
MOTYT OBITh BbI3BaHbI IEPOKCUIOM BOJOPOJIA (Slesak et al., 2007; Niu, Liao, 2016) u netictBuem
HEKOTOpBIX (puroropmonos, Hampumep, ABK (Kim et al., 2010). JlaHHblE O CIIOCOOHOCTH
ropmonasibHoro U A®K-curnanos Biausats Ha pH (Zhang et al., 2005; Gonugunta et al., 2009)
SBJSIFOTCS.  JIONIOJTHUTENBHBIM apTyMEHTOM B TOJIb3y BO3MOXKHOW OOIIHOCTH MEXaHHU3MOB
JEUCTBHs CTPECCOBBIX CUTHAJOB. J[pyrum IpuUMEpOM B3aMMOJCHCTBHsI CUTHAJIOB SIBISIETCA
yuactue ABK M XKacMOHOBOM KHCIIOTBI B PAa3BUTHM BBI3BAHHOW AIEKTPUYECKUMH CUTHAIAMHU
JutTenbHON nHakTHBaIuK dotocuntesa (Hlavackova et al., 2006; Hlavinka et al., 2012).

Emé omna BaxkHas mnpoOiema — BIHMSHHE CTPECCOBBIX CUTHAJIOB Ha YCTONYHMBOCTH
(OTOCHHTETHYECKOTO ammapara, KOTOPbIM UCTIBITHIBAET CEPhEIHBIE MEPECTPONKH MO AEUCTBUEM
a0MOTHYECKUX CTPECCOB. AOHMOTHYECKUN CTpECC MPHUBOIUT K UPE3MEPHOMY BOCCTAHOBIICHHUIO
neru niepeHoca 3MekTpoHoB (DTLI), koropoe, B CBOIO odepensb, MPUBOAUT K (POTOOKHCICHHIO
(Takahashi, Murata, 2008; Takahashi, Badger, 2011). JIiist Toro 4To0bl BEDKUTH B 3THX YCJIOBHSX,
pacTeHHus TPeoOpazyroT M3OBITOK IOTJIONICHHOW CBETOBOM SHEPIMH B TEIUIOBYIO JHEPTHUIO
(medoroxummueckoe TymeHune NPQ) (Nath et al., 2013; Gururani et al., 2012, 2013, 2015a;
Rochaix, 2014; Jaspers, Kangasjérvi et al., 2010; Spetea et al., 2014; Grieco et al., 2012).

NmeroTcst  sKciepUMEHTaIbHBIE JAHHBIE, KOTOpPHIE TIOKA3bIBAIOT IOJIOKHUTEIHHOE
BJIMsIHME TopMoHanbHOTO curHana (Kpecnasckuit u ap., 2011; Ivanov et al., 1995; Mayaba et
al., 2001; Larkindale, Knight, 2002; Agami, Mohamed, 2013; Cortleven et al., 2014) Ha
YCTOMYHUBOCTh (POTOCHMHTETHYECKOTO arfmapara K SKCTpEeMalbHBIM TeMIlepaTypamM, 3acyxe,
CBETY BBICOKOM HWHTEHCUBHOCTHM, TsDKEIbIM MetaiuiaMm, Y®-paguanmuu ©W  JpPYyTrUM
HeOnaronpusTHeIM gakropaMm. HegaBHue uccienoBaHus MoKaszaiu, YTO pa3InyHble TOPMOHBI
U (QakTopbl TPAHCKPUIIINH, PEryiupyemble 3TuMu ropmonamu (Gururani et al., 20150) moryt
MOIYJIHUPOBATh AKCIPECCHIO TEHOB, YYaCTBYIOIIHUX B Iporiecce GoTocuHTe3a, 3HPEKTUBHOCTH
komiuiekca OCIl u Hakorenue xyopoduiia npu abuoruyeckux crpeccax (Rivero et al.,
2010; Zhao et al., 2008; Komatsu et al., 2010; Toledo-Ortiz 2014; Nakamura et al., 2009). Tem
HE MEHee, BaXXHO OTMETUTh, YTO 3amyTaHHas NPUPOJA TMEPEKPECTHBIX NYTeH MEXIy
pPa3IUYHBIMU TOPMOHAIBHBIMU CHUTHAJIAMH JENIa€T UPE3BbIYAHO TPYIHBIM BBISICHEHUE
KJIIOYEBOM pOJM CHEIU(PHUUECKUX TOPMOHOB B TOHKOM HACTPOMKE HKCIPECCHUH TEHOB,
perynsanuu GOTOCUHTE3a U PETYIUPOBAHUN CUCTEMBI BOCCTAHOBJIEHUS (POTOMOBPEKACHUM.

WNmerorcss  Takke JaHHBIE O TOJIOKUTEIBHOM  BIMSHHM HAa  YCTOWYHUBOCTH

(OTOCHHTETUYECKOTO armmapara 3JeKTpudeckux curHaioB (PeruBun u ap., 1999; Sukhov,
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2016) u A®K-curnana (Xia et al., 2009). IIpu 3ToM npeAcTaBIsSCTCS BeCbMa BEPOSTHBIM, YTO
MOJIO)KUTEIILHOE BJIMSIHUE CTPECCOBBIX CHUTHAJIOB HA YCTOMYMBOCTH (POTOCMHTETHUYECKOIO
anmapata K CTPECCOBBIM  BO3JIEHCTBUAM  MOKET OBITh CBS3aHO C  Pa3BUTHUEM
(OTOCHHTETUYECKOTO OTBETa, HHAYIIUPOBaHHOTO TakuMu curaaigamu (Sukhov, 2016). Onrako
3TO yTBEpXKACHHE TpeOyeT AalbHEHIIIEro aHaIn3a.

JlpyruM myTeM TakKoro BIMSHMS KaK Ha pacTeHHE B 1EJIOM, Tak M Ha
(OTOCMHTETUYECKHI amnmapar, MOKET ObITh IOBBIIIEHHE AaKTUBHOCTH AHTUOKCUIAHTHOU
CHUCTEMBI pacTeHUU MpH AeHCTBUU cTpeccoBbix curHaioB (KpecnaBckuii, 2010). BenenctBue
ATOTO BBISBJIEHUE MEXAHU3MOB BIUSHUS 3JIEKTPUUECKUX, TOpMOHANbHBIX 1 ADK-curnanos Ha
YCTOWYMBOCTh (POTOCHHTETHUECKOIO armapaTta K ACHCTBUIO HEOIAronpusTHHIX (aKTOpPOB, a
TAaK)K€ aHaJIU3 CBSI3U TAKOTO BIMSHHUS C (DOTOCHHTETUYECKHMMM OTBETaMH IPU OTCYTCTBUH
CTPECCOBBIX (DaKTOPOB SIBISIETCSI BEChMa aKTyallbHOM 3aauei.

He wmenee cyliecTBeHHbI MHTEpEC TMPEACTABIAECT aHaJIW3 BKJIaJa IOBBIIICHUS
YCTOMYMBOCTH  (POTOCMHTETHMYECKOrO0  ammapaTra B  M3MEHEHHE  YCTOMYMBOCTH K
HEONaronpusiTHBIM (pakTopaM Ha YpPOBHE IIEJIOTO pPACTEHHUs, KOTOPOE TaKkKe MOXKET
VHIYLIPOBATECS CTPECCOBBIMH CHTHANAMH pasimuHoii mpupoxsl (Slesak et al., 2007;
Sreenivasulu et al., 2012; Sukhov, 2016).

Takum 006pa3om, HECMOTPS. HA MHOTOYMCIIEHHbIE PabOThl O BO3IECHCTBUU CTPECCOBBIX
CUTHAJIOB HAa pAacTeHus, JaJbHEHIIEe pacCMOTPEHUE BIMSIHUS CUTHAIBHBIX IyTeH
(9TEKTPUUECKUX, XUMHUYECKMX W THAPABIMYECKHX) Ha (POTOCHHTETUYECKYID AaKTUBHOCTh WU
YCTOWYMBOCTb MPHU JIEUCTBUM HEONAronpUATHBIX (PAKTOPOB MOXKET CTaTh Ba)KHBIM IIIarOoM Ha
NyTU HCCIIEJOBAHUS MEXaHHW3MOB U OCOOCHHOCTEH pa3BUTUS (YHKIMOHAIBHBIX OTBETOB
pacTeHMl W OCHOBaHMEM JMJisi TMOJy4YeHUs OoJyiee pealrCTUYHOrO MpPEJICTaBIEHUs O
CYILLIECTBOBAaHUU PACTEHUN B €CTECTBEHHBIX YCIOBHUSX.

OcoOblil uHTEpec Ha MyTH K JOCTHXKEHHUIO 3THX Leled MpeacTaBiseT HcclieJoBaHUE
BIMSIHUA Ha (YHKIMOHAJIBHOE COCTOSHHE M ycToWuMBOcTh pacteHuid OC, kak HamOoiee
BEPOSTHBIX KaHAWAATOB, B CHJIy NEPEUUCICHHBIX BbIIIe OCOOEHHOCTEH, Ha POJb OBICTPOIrO

JAJIBHCTO CUTrHaJIa B UHTCTPaluu yacTeu pacTCHuA B €AUMHOC LICJI0C.
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I'/TIABA 2. MATEPHUAJIBI U METO/IbI

2.1. O0BbeKT HcCIeN0BaAHNA

HccnenoBanus mpoBoawii Ha 2-3-HEACIbHBIX MPopocTkax ropoxa (Pisum sativum L.).
Pactenust BbIpammBaiym TuAponoHHBIM crocoboMm (50% cpema Xornmanga-ApHoHa) B
kiuMmartnueckot kamepe KBW-240 (Binder GmbH, I'epmanusi) mnpu  OCBEILIEHUH
JIOMUHECIEHTHBIMU Jamnamu (16-Tu dacoBoil cBeToBoM mepuoa) u Temmepatype 24°C.
W3mepenusi MpOBOIWIM HA BEPXHUX 3PEINbIX JHUCTBSIX C aJanTaldedl pacTeHUs K YCIOBUSIM

U3MEpPEHUs B TeueHue 1,5 gacos.

2.2. Metoasbl uccJieJ0BAHUS

2.2.1. Peructpainus 3JJeKTPUIECKOil aKTUBHOCTH Y PACTeHUIH

DJEeKTPUUECKYI0 aKTUBHOCTh PErMCTPUPOBAIM BHEKJIETOUHO ¢ momousio Ag/AgCl
Makpo3siekTposioB  DBJI-1M3  (I'omenbckuit  mpubopsbsii  3aBon, ['omens, benapycs),
sanonHeHHbIX 3M KCl. Mcnonb3oBanock aBa HM3MEPUTEIBHBIX JJIEKTPOJA: OJIWH M3 HUX
pacnonaraincsi Ha crebsne pactenus (D), Ipyrod — B IEHTPE JUCTOBOU IacTHHKU (D) HE
CTUMYJIUPYEMOTO JIHCTa y ropoxa. PaccTosiHue MeXIy 3JIeKTPOJOM, pacrlojiararoliuMcs Ha
crebse (D¢;) U 30HOM pa3ApakKeHUs] COCTABIISLIO 6-7 CM, €CIIH JEKTPOJ HAXOIUIICS PSIIOM CO
BTOPBIM 3pENbIM JIUCTOM pacTeHus, Jmbo 15-18 cm, ecnu OH pacmojaraics psIoM ¢
4eTBEPTHIM JUCTOM. M3MepuTenbHbIe JIEKTPOIbl KOHTAKTUPOBAIU C PACTUTEIHHON TKaHbBIO
yepe3 IeKTPonpoBoAsaLui renb «YHuarenb» (I'enbrek-Meauka, Mocksa, Poccus). Dnektpon
CpaBHEHHMS HAXOJWJICS PSJIOM C KOpPHSAMH pacTeHus aub0 B CTaHJAPTHOM PacTBOpE,
coagepxkamem 0,1 MM NaCl, 0,1 MM KCI, 0,5mMM CaCl,. TloBepXHOCTHBIN MOTEHIIAAI
perucTpupoBascs ¢ nmomoinsio BeicokooMHoro ycunutens UIJI-113 (Cemuxo, HoBocuOupck,
Poccust) u nepcoHaabHOT0 KOMIBIOTEpA.

DONEeKTpUYeCKHii CUTrHal B BHJAE BpUAOEIBHOTO TOTEHIMANA HHAYIUPOBAIU
KJIACCUUYECKUM TOBPEKIAIOIINM pa3IpaKEHUEM — 0KOTOM OTKpbIThIM tuiameHeM (Koziolek et
al., 2004; Lautner et al., 2005; Grams et al., 2009) koHYMKa JTKCTA, COCSIHETO C UCCICAYEMBIM,
HAaHOCUMBIM B TeueHue 3 c. [lnomaas noBpexaeHus cocrasisiia 1 M.

JInsi OTHOBPEMEHHOW 3amuCH TMOBEPXHOCTHOTO TOTEHIHana W (OTOCHHTETHYECKHUX
napaMeTpoB C OJHOTO JINCTa CTAaHAApTHas H3MEpPUTENIbHAs TOJOBKA [JIsi HMCCIEeIOBaHUs

dboTocuHTE3a pa3zMelanach Ha OJAHOW W3 JOJIed HMCCIeAYeMOro JIMCTa ropoxa. AMIUTUTYIa
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MHIYLUPOBAHHOM O0KOTOM 3JIEKTPUYECKON aKTUBHOCTHU NApHBIX JOJEH JINCTA COBIAJajia C
xopomuM ko3 durmentom koppemsiuuu 0,94. IIockoNbKY 3JIEKTPUUYECKHE OTBETHI MapHBIX
JIoJIe JTMCTa ropoxa ObLIM OYEeHb MOXO0XKH, DJIEKTpUYECKas peakius, 3aperucrpupoantas E,
WCIIONb30BANIach ISl UcclenoBaHusa mnapamerpoB BIl B mapHOM JHCTOYKE, B KOTOPOM

HU3MEPSUTHCH apaMeTpsl poTocuHTe3a (puc. 2.1).

HIJI-113
Perncrpanus :
napaMeTrpoB i
dorocunrTesan ! o)

0JKOor

razooémMeHa <,:

(Dual-PAM-100,
GFS-3000)

Puc.2.1. Cxema yCTaHOBKH [Uii OJHOBPEMEHHOW pETHCTpAllMd HW3MEHEHHU
MOBEPXHOCTHOTO JJIEKTPUUYECKOr0 IMOTEHIHala W (OTOCHHTETHYECKOH AaKTHUBHOCTH I, —
M3MEPUTEIbHBIN 3JIEKTPOJI, pacrojiaraloluiics Ha JIMCTE;, D, — U3MEPUTEIbHBIM AJIEKTPO/I,
pacnonaralonuics Ha cTe0Je MM YepelKe JIMCTA PACTEHHUS; O, — DIIEKTPOJ] CPABHEHUS.

JlJis OLIeHKH BHYTPUKIIETOUHOTO MeMOpaHHoro norenuuania (Ey) B kinerkax me3zoduiia
JaucTa ObUT UCHOJB30BAH MUKPORJIEKTPOAHBIA MeTol. VM3MepuTenbHas cucreMa BKIIOYajia B
cebs mukpockon SliceScope Pro 2000 (Scientifica, Axduna, Coenunennoe KopomneBcTso),
yemutenb Multiclamp 700B (Molecular Devices, Cannuseitn, Kanmnpopnus, CILA), cucremy
MOJIYUYCHHUS JaHHBIX C HU3KUM ypoBHeM mryma s snekrpodusuonorun DIGIDATA 1550
(Molecular Devices, Cannuseiin, Kamudopuwus, CIIIA), u [IK. MUKpoa1eKTpoaHbIe MTUICTKH
ObUIM W3TOTOBJICHBI ¢ Wcmojib3oBaHueM Sutter Micropipette Puller P-97 (Sutter Instrument,
Hogsaro, Kanudopuus, CIIA). Mukpoanektposl, 3anoiaHenHbie 100 MM KCl, moaBoauiucek
K KJIeTKaM Me30(uuia JMCTOBOW IUIACTUHKM BTOPOTO MIIM YETBEPTOrO JIMCTA. DJIEKTPO

CpPaBHEHHMsI [IOMEILAJICA B CTAaHAAPTHBIA PACTBOP, KOHTAKTUPYIOLIUN C JIUCTOM.
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2.2.2. I3yuyenne (pOTOCUHTETHYECKON AKTHUBHOCTH U TPAHCTIMPALUMH

B skcmepuMeHTaX Ha WHTAKTHBIX MPOPOCTKAX TOPOXa HCIOJIB30BATH CTAaHAAPTHYIO
CUCTeMYy JUIsl HccienoBaHus QoTocuHTeTHUeckuX mpoueccoB (Heinz Walz GmbH,
Oddenprpux, ['epmanus), prmrovaromryro razoananmszarop GFS-3000, PAM-duyopumerp
Dual-PAM-100 - cucremy I OJHOBPEMEHHOW perucrpanuu okuciaeHus P700 wu
dyopecuennuu xinopoduiia, ¥ u3MepureabHyto roinosky Dual-PAM gas-exchange Cuvette
3010-Dual. J[lanHBIH KOMIUIEKC TIO3BOJISLT OCYIIECTBISATH OJHOBPEMCHHOE HW3MEPCHHE
napaMeTPOB CBETOBOH M TEMHOBOW CTaiawu (OTOCHHTE3a Ha y4aCTKE HECTUMYIUPYEMOTO
macra (1,3 cm?).

PAM-dnyopumerp  Dual-PAM-100 pabotaer 1O  HOPUHIUIY  HMITYJIBCHOTO
MOJyTUPOBAHUS, KOT/Ia B KAueCTBE HM3MEPSIONIETO M3ITYUEHUS HCIIOJIB3YETCSl WMITYIbCHBINA
CBET HHM3KOH MHTCHCHUBHOCTU. BO3HUWKaromas B pe3ylbTaTe BCIBIIIKH WU3MEPSIOIICTO CBETa
pa3HUIla B CUTHAJE (DIyOPECICHIINH YCHITUBACTCS CIICIIUATBHBIM CEJICKTUBHBIM yCUITUTEIIEM.

dnyopumerp obecrieunBal YeThipe BapuaHTa ocBemieHust oosekta (Maxwell, Johnson,
2000; Kopnees, 2002):

ML (measuring light) — u3mepuTenbHBIi CBET — Caa0bIii CBET, HE BBHI3BIBAIOIIHIA
(OTOXUMHUYECKHX PEaKIINH;

AL (actinic light) — nelicTByromui (aKTHHUYHBIA) CBET, IOAACPIKUBAIOIIHIA
dboToCcHHTE3;

SP (saturation pulses) — kopoTkHe BCIBIIIKK HACHIIIAIONICTO CBETA, MHTCHCHBHOCTH
KOTOPOT'O JIOCTaTOYHA JJIs1 OBICTPOTO BOCCTAHOBJICHHUS ITyJIa TUIACTOXHHOHOB;

FR (far-red light) — nmanenuii xpacHbiii cBet, Bo3Oyxmatommii Toiabko PCl. Ero
pUMEHEHHE TIPU BBIKITIOYEHHOM AL cBeTe mo3BoJsieT OBICTPO OKUCIUTH MY MIACTOXUHOHOB
3a cu€T oTToka 3ekTpoHoB ¢ OCI (Joliot, Joliot, 2006).

OTMeTHM TakXe, YTO B MCIOJB30BAHHOW HAMH MOJEIH MPUOOpa MPUMEHSETCS TaKKe
uH(ppakpacHblil cBeT Ha ABYX JutrHAX BOJH (830 u 875 HM), pa3HOCTH B MOTJIOMIEHUN KOTOPHIX
npumMensieTcst st orieHku okuciaennoctn @CI (Klughammer, Schreiber, 2008).

3HayeHuss 6a30BbIx mapametrpoB  ¢uryopecteniiuu  DPCII, TemMHOBOW ypOBEHB
¢nyopecuenumu  (Fy), wmakcumanbHbelii  ypoBeHb (ayopecuenmmu (F,) u  ypoBeHb
BapuabenbpHOi  Quyopectenun  (Fv=Fm—Fo), wusmepsmmce mocne 20 MHH TEeMHOBOM
amantauuu. MHTEHCHMBHOCTH M3MeputTenbHoro csera (460 HM) mpu 3TOM cocTaBisia 24

2
MKMOJIb/M“C. MakcumanbHOe H3MeHeHHe curHaia oT Prqo (Pr), O3Hadaromiee OKHCICHHE
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xsopodpumia Py, H3MepsAnioch Mmocie MNpeaBapUTENbHONM TMOJCBETKH JajJbHUM KpacHbIM
ceetoMm B TeueHue 10 c. Ilocne 3Toro BKIOYAIM CHHUM aKTMHUYIHBIN cBET (239 MKMOJ‘IB/MZC,
460 uM) m Haceimaromue Bcubimku (10000 MKMOIb/MPC, 635 HM, 300 Mmc). TlocTossHHBIM
ypoBeHb ¢ayopecuenunn Ha cBety (F), makcumanbubiii ypoBenb ¢uyopecuenuuu (Fp'),
MOCTOSIHHBIN ypOoBeHb curHaia norjiomeHus Py (P), MakcumanbHoe n3menenue curuana Pogg
Ha cBeTy (Pp') u3mepsuinch mociie MEPUOJUYECKH CIIEAYIOIMIUX HACHIIAIOMIUX BCHBIIIEK
kaxpie 10 ¢ (puc. 2.2.).

Ha ocHoBe 0a30Bbix mapaMeTpoB (OTOCHHTE3a MPOrPaMMHBIMU  CpEJCTBAMU
PacCYUTHIBAIUCH KO PUIIUEHTHI, XapaKTepU3yIolue padboTy 3JIeKTPOH-TPAHCIIOPTHOM 1eTH:

kBanToBbIi BeIxoq ®CI (Klughammer, Schreiber, 2008)

7(PSI)=(P,"~P)/P,; (2)
kBaHTOBBIN BeIx0m ®CII (Maxwell, Johnson, 2000)

y(PSll)=(F,"—F)/F,"; )
Hedoroxumuueckoe Tymenue guyopectennun OCII (Maxwell, Johnson, 2000)

NPQ=(F, —F)/Fy ' 3)

KBaHTOBBIN BBIXOJI IMOTEPb, CBA3aHHBIX C akienTopHoil croponoit ®CI (Klughammer,

Schreiber, 2008)
y(NA)=(P, ~P,)/Pn; (@)

KBAaHTOBBIN BBIXOJ] IOTEPb, CBA3aHHBIX ¢ JoHOpHOU cTropoHoi DCI (Klughammer,

Schreiber, 2008)

7(ND)=FP/P, . (5)

Onextponnbie notoku depe3 OCI [EF(PSI)] u ®CII [EF(PSII)] 6butn paccyuTansl C

ucrojb3oBanueM ypaBuenuit (6) u (7) (Miyake et al., 2004, 2005; Huang et al.,2012; Zivcak et
al., 2013):

EF(PSI) = al x y(PSI)xPFD, (6)

EF(PSII) = allx y(PSI1)xPFD, @)

rne PFD — ¢orocuHTeTHUECKH-aKTHBHAS TUIOTHOCTh MOTOKAa (DOTOHOB CBETa OCBEIIAIOIIETO
mact; ol =p x (1—-dIl)u ol = pxdll - nomu noroxa ¢oronos, pacnpenensemsie Ha ®CI u

@CII, dII — mons mormomenHoro ceera, nomasmiero Ha OCI; p — mons PFD, mornoménnoro

JIUCTOM.
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[Torok snexTpoHoB yepe3 DCI BkiIOYAET HEUUKIMYECKUM, TMCEBIOIMUKIMYECKHN |
[UKJIMYECKUN TOTOKH, B TO BpeMsi Kak MOTOK 3JeKTpoHOB uepe3 DCII Bkiarouaer TOIBKO
HEIUKJINYECKuH, rceBaonukindeckuii motoku (Allen, 2003). Takum oOpazom, MUKIAYECKHMA
notok 31ekTpoHoB (EF(C)) onuckiBaercsa ypaBuenuem (8) (Miyake et al., 2004, 2005; Huang
etal., 2012; Zivcak et al., 2013):

EF(C) = EF(PSI) — EF(PSII). (8)

Pacuer EF(C) tpebOyer 3mauenmit mns p u dII (ypaBHenus (6)-(8)). Benuuuny p
u3Mepsui B cootBeTcTBUHM ¢ Berger et al. (2004), ucmonp3ys CTaHAAPTHYIO MPOIEAYPY B
IMAGING-PAM M-Series MINI Version (Heinz Walz GmbH) u oOnapyxwumu, d9TO
0,88 + 0,01 (n = 10).

Jns uamepenus dII ObuT MCTIOB30BaH METOI, ONTMCaHHBIN B pabote Huang et al. (2012).
W3BecTHO, YTO pacTEeHUsI UMEIOT HEOONBIION M0 BETUYMHE IUKIMYECKHI MOTOK JIEKTPOHOB
IIPY HU3KOW WHTECHCUBHOCTH CBETA, M YTO BEJIMYMHA ITOTOKA BO3pacTaeT ¢ yBenndenuem PFD
(Miyake et al., 2005; Joliot, Joliot, 2006; Huang et al., 2011; Zivcak et al., 2013). Takum
oopasom, EF(PSI) npuGausurensHo paBeH EF(PSIl) B ycinoBusSX HH3KOH OCBEHICHHOCTH
(Huang et al., 2012). I[Ipuaumas Bo Buumanue, uro EF(PSI) = EF(PSII) u ¢ ucrnons3oBanuem
ypaBHenuii (6) u (7), 6b110 IONTy4eHo ypaBHeHue (9):

1

dir= y(PSIAY(PSI) +1 ©)

3necy dll  ycranaBnmmBaercs ~0,42 B YCIOBHSX TMOHW)KCHHOW OCBCIIEHHOCTH
(PFD < 65 mMxmounbs/mM’c). Yeemnuenne dIl HaGmOanoch B YCIOBHSAX IPH HHTCHCHBHOCTH
ceera 108 MKMOIB/M’C W BBImE. ITO YBEIIMYECHHUE, BO3MOXKHO, OTPA)XaeT YBEIUYECHUE
IUKJIMYECKOTO0 TOTOKa 3jekTpoHoB, T.e. EF(PSI) = EF(PSIl) mpu cpemneit u BbicOKOM
ocBemEHHOCTH. Takxke ypaBHeHUE (7) MOXKET OBbITh UCTOJIB30BaHO M BerumciacHus dIl npu
c1aboM aKTUHUYHOM cBeTe (X 65 MKMOJ‘II)/MZC).

3nauenue dII BbrYmMcasIOCH Tociae 1 4aca OCBEIICHUS KOHTPOJIBHBIM aKTHHHYHBIM
cBeToMm (239 MKMOJII)/MZC) B COOTBETCTBHMH €O BpeMeHeM uuaykinuu BII. Onnako dll moxer
3aBUCETh OT MPOAOKUTEIBHOCTH OCBEIICHUS! aKTUHUYHBIM CBETOM, YTO MOXKET MOBJIMSITH Ha
pesyabTathl. 3HaueHwe dII cHmxamoch ¢ 0,51-0,53 mo ~0,41-0,46 mpu yBenMUYCHUH
MpoIoJDKUTENbHOCTH OcBemieHus (ty, = 20 MUH), HO TPaKTUYECKH HE MeHsoch ¢ 60 1o

100 muH, T.e. dII mocTOSIHHO B TMama3oHe BPEMEHH 3aiCH (POTOCHHTETHUECKTOTO OTBETA.
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Hauaneubie u3menenust dII Moryt ObITH CBsi3aHBI C MEPEXOAHBIM COCTOsiHUEeM (State-
transition) n/mwm nopexnenuneMm OCII. Tleproa npoTekaHus MEPEXOTHOTO COCTOSHUS JICKUT
B MpeJenax OT MUHYT JI0 JECATKOB MHHYT, a TIEpUOJ BOCCTAHOBIIEHHUS TOCIE MOBPEXKICHUS
u3Mepsiercs yacamu (Maxwell, Johnson, 2000; Miiller et al., 2001). B pe3ynbraTte nepexoaHbie
IpolecChl cKopee Bcero m3MeHsarca noj BiausinueM BII, nexxenu npu mospexaenun OCII.
AHanu3 KaHeTUuKH penakcaiuu Fp,' B TeMHOTe nociie 1 yaca ocBelieHUs aKTUHUYHBIM CBETOM
MOKA3aJl, YTO B 3TOM IMAPAMETPE UMEIOTCS HE3HAUMUTENbHbBIE U3MEHEHUS ¢ S 110 40 MuH, T.€. B
TUX YCIOBUSX HE HAOIIOJATI0Ch MEPEXOJHOTO COCTOSHUS. JJOMOMHUTENBHO 3TOT pe3yibTar
NOJATBEPKAAEeT HAOII0IaeMOE IOCTOSIHCTBO dil Bo BpemeHHOM mpomexyTtke BII-
UHAYUUPOBAHHBIX (POTOCHHTETUYECKUX OTBETOB. [IpmHUMas 53TO BO BHHUMaHHE, MBbI
ucroyb3oBany 3Hauenue dll = 0,42,

B otTnenpHBIX cepHsiX JKCIEPUMEHTOB B KaueCTBE AKTUHUYHOTO MCIOJIB30BaJICs
nanbHUR  KpacHbId  cBer (239 MKMOJ‘IB/MZC, 460 HM), KOTOPBIH MPEHMYIIECTBEHHO
noromaercss @CIL. B arom cnyuae EF(PSII) taxke omuceiBajics ypaBHenueMm (7); B TO ke
BpeMsi, He3HaUUTeIbHOE TorjomieHue nampHero kpacuoro csera OCII (Joliot, Johnson, 2011)
OBLJIO TIPUHATO 3a HOJNb, U 3HaueHwe PFD Obuto HM3KMM (5 MKMOJIB/M C, W3MEPUTEIIbHBIN
cser). [Ipu stom EF(PSII) onuceiBancs ypaBaenuem (10)

EF(PSI) =p x (1 — dII) x y(PSI) x (PFD + FRFD x §) , (10)
rne FRFD — mnotHOCTE MOTOKA JAIbHETO KPACHOTO CBETA, O — OTHOIICHUE TIOTJIONICHUS TATbHETO
KpPacHOTO CBETa K TOTJIOIIECHUIO aKTUHUYHOITO cBeTa JuctoM (730 u 460 HM) COOTBETCTBEHHO,
PFD = 5 MkMoIB/M°C, & BBIMHCISUTACE 13 CIEKTpa MOTJIONIEHUS TUCTOM U cocTaisiia ~ 0,12,

WNuTepBan Mexay HadyaaoM OCBEIEHUS JUCTa M HAHECEHHEM pa3Ipa)K€HUsSI COCTABIISI
1 4. Peructpanus uzmenennit CO, u H,O ocymiecTisiach ¢ UCMOJIb30BAHUEM CTAaHAAPTHOTO
uHppakpacHoro  razoananuzaropa  (GFS-3000) omHOBpeMEHHO C€  HU3MEpPEHUSAMH
bayopecuenuuu. [Ipyu 3TOM OLIEHUBATUCH TaKue MapamMeTphl Kak ypoBeHb accuMuiisiniuu CO,
(A, mMxmomp CO, M c’'), yposens tpancrmparmu (E, mmoms H,O M °c'), KOTOpbIE
pacCUMTHIBAIUCh HA OCHOBAHMH TOKa3aTeJIed razoaHain3aTopa MPOTrpaMMHBIMU CPEICTBAMU
Ha ocHOBe paboThI S. von Caemmerer, G.D. Farquhar (1981).

OtHocutenpHas BennuuHa uHAynupoBaHHoro BII cHmwkenust A Oblia BRIYMCIICHA KaK
AAg/AAy, Tie AAgp — MakcumanbHoe cHukeHne accumusiimn CO,, uanynupoBantnoe BII,
a AAn, — MakcuManbHOe yBenuueHue accuMwianuu CO, Tpu BKIIOUYEHUHM OCBEIICHUS.

OTtHOCHUTENbHAS BEIWYMHA CHIM)KEHHMS A Obla HMCIOJIb30BaHa AJI1 BBIYUCIICHUS KOPPEIIIUU
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Mexay — cHmxeHuemM — accumwsimuun  CO, u ycroilumBOCThIO  (OTOCHUCTEM K
BBICOKOTEMIIEPATYPHOMY IIPOTPEBY.

C mnomompio razoaHanuszatropa GFS-3000 ocymecTBisiics MpOTrpeB  JIUCTA,
KOHTPOJIMPOBAIIUCH Temrieparypa (HadaubHas Temieparypa 23—24°C Ha MOBEPXHOCTH JIUCTA)
U BJIOKHOCTH Bo3ayxa (20000 MKMOJIB/JI, COOTBETCTBYIOIMIAsA 65% OTHOCHTEIBHOMN BIAXXHOCTH
Bo3ayxa npu 24°C), a Takxke coaepxanue BHemHero CO; (HopMaabHOE 3HaYEHUE B KOHTPOJIE

360 mxmoub/11, Huzkoe coxepkanue CO, ~ 10-15 Mxmosn/i).

a A

HepoTOXMMM-
gecKoe

TyImeHHue

doToxmmMI-

qecKoe

TymeHue r ’
Fl Fo

P

ML SL

P

FR SL

Puc. 2.2. CxematuuHble TpuMepbl 3amuceil auHamuku (ayopecueHuu (a) u
abcopOumu cera (6) (POTOCHHTETUYECKHM amIapaToM pacTeHus JUIsl onpeneieHus 0a30BbIX
napametpoB (Fo, Fn, Fn', F, Po, Pm, Pm', P) cBeToBO# cTramuu dorocunTe3a. BepTukanbHbie
CTpEJIKH, HalpaBJIEHHbIE BBEPX, 0003HAUAIOT BKIIIOUEHHE PA3IUYHBIX MCTOUYHUKOB cBeTa (110

J1. 1O. KopneeBy (2002), C. Klughammer, U. Schreiber, (2008)).
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2.2.3. U3yuyeHue ycToOiUMBOCTH (POTOCHMHTETHYECKOT0 ANNAPATA JIMCTA K IPOrPeBy

[Iporpes nMUCThEB paCTEHUI 10 BHICOKHX TEMIEPATyp YaCTO UCIOJIB3YETCS ISl OLIEHKU
TepMocTabuIbHOCTH (poTocuuTeTHYecKOro ammapara (Lipova et al., 2010). MbI oCyIIECTBIISIH
MPOTPEB JIUCTA U 3aMUCh (POTOCMHTETUUECKUX TMapaMeTpoB Mg ulydenus BiausHusa BII Ha
YCTOWYMBOCTh  (POTOCHHTETHUYECKOTO ammapaTta K BBICOKMM TeMmiiepaTypam. JlucTobs
AKCIEPUMEHTAIBHBIX PACTEHUN MporpeBanch 4yepe3 15 u 45 mun nocne renepanuu BII, B
KayecTBE KOHTPOJS HCIOJB30BAIMCh pAacTeHHsl Oe3 pas3ipaxkeHus, HO C BO3AECHCTBHEM
BBICOKOM TeMmIiiepaTypbl. JIMCT JIOKalbHO MPOrpeBajCsi C HCIOJIb30BAHUEM KOMILIEKCA,
ormcanHoro B npensiayniem oioke (GFS-3000, Dual-PAM-100 u Cuvette 3010-Dual), nocie
1,5 gacoB mociie IOMEIIEHHs €ro B CleNualbHyI0 3akuMHYyI0 KioBeTy Cuvette 3010-Dual (10
MUH TEMHOBOW apganTtanuu, | dvac 20 MMH TpH UCHOJH30BAHUM AKTUHHUYHOTO CBETa),
HavanpHas Ttemmepatypa smcra (T,) cocraBmsna 23°C. IIpoAomKUTENHOCTh MPOTrpeBa
cocrasisna 30 muH, 3areMm 10 MUH BO3Bpalagack K MCXOIHOMY 3Ha4eHHIO. T, MOBBIIIANAch ¢
23 nmo 44-48°C yepe3 10 muH mocne Hayajga MpPOrpeBa, 3aT€M BBIXOJMWIIA HA CTAllMOHAPHBIN
ypoBeHb U Bo3Bpamaiack k 23°C 3a 10 MuH nocne okoH4aHusi nporpesa. CKOpoCTh TUHAMUKU
U3MCHCHMS TeMIlepaTypbl Ha e JuHeHHOM oTpe3ke Obuta 3,240,1 °C/muH (HarpeBaHue) U
3,4+0,1 °C/muH (BO3BpallleHHE K MCXOAHON TeMmmepartype). Temreparypa KIOBETHI C JTUCTOM
(Tios) m3MeHsTaCh OT 23 1o 53°C.

Jlis  OLIEHKM YCTOWYMBOCTH (DOTOCHHTETHUECKOTO ammapara K TMpOrpeBy ObLIU
MIPOBEPEHBI HECKOJIBKO (POTOCHHTETUYECKUX TTapaMeTPOB.

Pn u F, 03HaualT KOAMYECTBO (POTOCHUCTEM, CIOCOOHBIX K Pa3ACICHHUIO 3aps/iOB
(Maxwell, Johnson, 2000; Klughammer, Schreiber, 2008). IlosTomMy OBUIO BBIYHCICHO
OTHOIIEHHE KOHe4YHOro P, x mauamsHOMy Pn, (P,,“”"/P,,"*") m orHOmIEHHE koHeuHOro F, k
nagansHomy F, (F, “*/F, ") 115 BeIsBICHUS 10K HEMOBpeXAEHHBIX GoTocuctem | u Il mocie
nporpeBa. @DOTOCUHTETHYECKHE TapaMeTphl, TpaHCIUpalus W TeMIepaTypa JUCTa
3aMUCHIBATIMCH IO TEMHOBOW afanTanuu, 3HaueHus F, u Pp Obumm 3anmucanel mocne 10 mun
TEMHOBOM a/IaNTallli¥ PacTEHUs 10 Hayaja OCBelleHus. Bennunnupl KBaHTOBBIX BbIX0/10B OCI
u OCIIl, uzamepennsie cpasy mnocie nporpesa u yepe3 10 MUH mociie HEro, MCMOJIb30BAIUCH
JUTS OIIEHKU TTOBPEXKICHUST (DOTOCUCTEM.

CornacHo HEKOTOPBIM ONMyOJIMKOBAaHHBIM JaHHbIM (PetuBuH u ap., 1999a; Oukarroum
et al.,, 2013) HarpeBaHue nUCTa B TOpAYEH BOAE MOXKET OBITH HCIONB30BAHO Ui OBICTPOTO

MOBPECIKIACHUA (bOTOCI/ICTCM. B OT}IGHBHOI;’I CECPHUHU ODKCICPUMCHTOB MblI IIPOBOAWIIN



37

MKYyOallMOHHBII BTOPOTO JIUCTA B TOpsiuei Boje (5 MUH, MpU pa3iUYHbIX TeMIlepaTypax) Mmpu
6etoM cBete okoio 100 Mxmoub/MPc. 3atem onpenensiau kBaHTOBBIN Bbixog @CI mocne 10 ¢
ocBemieHus ganbHuM KpacHeIM cBetoM (Klughammer, Schreiber, 2008) u wusmepsiu
MakcuMalibHbIH KBaHTOBBIN BeIx07 PCII (Maxwell, Johnson, 2000) uepe3 15 mun u 135 mun
nocie HarpeBanus. [lokazarens 1—}/(PSI)O oTpaxkaet akTuBHOCTh DCI, Tak Kak OH MOKa3bIBAET
OTHOCUTENIbHYIO cKopocTh okucieHuss @OCl Ha cBery; mokaszareib \((PSH)0 OTpaXkaer

aktuBHocTh PCII.

2.2.4. UHruOMTOPHBINA aHAIH3

JUis OLEHKH BJIMSIHUS WHTHOMOTPOB HA MapaMeTphl AJEKTUYECKOW peakiuu u Ha eé
pacnpocTpaHeHHe M0 CTeOdI0 pPACTEHHS B OTAEIBHONM CEpUHM SKCIEPUMEHTOB ObUIM
HCIIOJIb30BAaHbl XOJIOOBOM OJOK (JensHas Boja) W OJOK Ha OCHOBE HMHTUOMPOBAHMS
MeTabonmnyeckux mporeccoB (a3un Hatpus, | u 5 MM NaNj). [nuHa 30HBI, HA KOTOPYIO
HAHOCWJICS OJIOKATOp, COCTaBisjia OKOJO 3 ¢M. 30Ha HaXOJWJIach MEXIY MEPBBIM U BTOPBIM
3peNbIMU JIUCThSIMU. BIIOKM ycTaHAaBIMBAJIUCh Mepe]] HaHECeHHeM pazapaxkeHus (20 MuH nms
BOAbI co JbaoM W 120 mMuH g NaNjz). s KOHTPONBHBIX H3MEPEHHH HCIOIb30BaIN
CTaHJApPTHBIN pacTBOP.

Nurnburopuslii ananu3 Mexanusma BinusHusg BIl Ha TpaHcnupanuioo OCHOBBIBAJICS Ha
OLIEHKE U3MEHEHHs MapaMeTpPOB NMEKTPUUECKON peakiuu U (OTOCHHTETUYECKOW aKTUBHOCTHU
NPy BHECEHMH BO BHEKIETOUHYIO cpedy crenuduueckoro uurubutopa H'-ATdaszer —
oproBanaaara Hatpus 0,5 MM (OB, Sigma-Aldrich, CIIIA). IIpu 3TOM uccnexyemblii JTUCT
pacTeHusi TOTpYXKajicsi B COJCpKallUii WHTUOUTOP CTaHIApPTHBIM pacTBOp Ha 2 daca.
KOHTpOiBbHBIA NHCT pacTeHHs] MHKYOMpPOBAJCS B CTaHJIAPTHOM pacTBope 0e3 HMHrHOMUTOpa.
[Tocne aToro nHCT mpocymuBaics (GUIBTPOBATLHOM OymMaroil U MpoU3BOAUIOCH U3MEPEHUE

SHGKTpI/IHGCKOfI AKTUBHOCTH W TpaHCIIHpALUU.

2.2.5. U3y4yeHne yCTOMYHUBOCTH 1€JIOTO PACTEHHUS K IPOrPeBy

Bo3aencTtBue  NOBBIMIEHHOW  TEMIIEpaTypbl Ha  CHHJKEHHUE pOCTa  PACTCHUM
UCCIIEZIOBAJIOCh C MCIOJIb30BaHUEM Bo3aymHoro tepmoctara TB-20-113-«K» (KacumoBckuit
npubopHbIi 3aBoja, Poccus). Ilpu 3Tom koHTposbHBIE 14-u qHEBHBIC pacTeHus 6e3 BII u
sKcriepuMeHTanbHble pacteHus (15 m 45 mun nocne BII) momemanuck B TepMocCTaT, B

KOTOPOM MNPOMCXOAWIO IOCTENEHHOE YyBenudyeHue temmnepaTypel ¢ 23-24 no 51-55°C nHa
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30 muH. MakcumainpHas AjMHa rnobera M KOpHS u3Mepsiach uepe3 5 aHed (19-u nHeBHbIE
IPOPOCTKH) TOCTIE BO3/IEUCTBUS BHICOKOW TeMIepaTypbl. B oTnenpHOM cepun 3KCIEpUMEHTOB

ObLTa U3MepeHa JuIHa rmobdera U KopHs y 14-u THEBHBIX paCTEHHI.

2.2.6. OucHka coaep:kanust AT® B JucThSIX ropoxa

Jia uccnenoBanus BiusHus BII Ha comepxanme AT® B JHCTBIX Topoxa ObLI
UCIIOJIb30BAaH  YyBCTBUTEIILHBIA OHMONOMUHECHEHTHBI Habop «AT® determination Kity»
(Biaffin GmbH & Co KG, Kaccens, I'epmanust). MccineayeMblit TUCT OTpe3ancs U OBICTPO
B3BCIIIMBAJICA, 3aTE€M TINATENbHO pactupaics B 5% JeasHON TPUXIOPYKCYCHOM KHUCIOTE
(Larsson, Olsson, 1979). Uepe3 15 Muu romoreHaT He#TpamuzoBajics ao PH=7.8 myrém
nobasnenust Hebompmoro oobémMa 3M KOH u pasbasmsics B 12 pa3 mepen u3MepeHHEM
conepxkanust AT®. Kaxxgas moBTOPHOCTh BKIIIOUaia KaTMOPOBOUYHBIE MPOOBI, KOHTPOJIBHBIC
npoObl  (JIUCT pacTeHus Oe3 pas3ApaxkeHus) M OKCIEPUMEHTaJbHbIE MPOOBI  (JUCT
CTUMYJHpyeMoro pactenus uepes 5, 10, 20, 30, 40, 50, u 60 mun nocne unaykuuu BIT). s
aHalli3a HCIOJIb30BAIUCh CBETOCYMMBI KpPHBBIX, IMOJYYCHHBIX OJHOBPEMEHHO 3a 15 MuH
3alucu Tocie ao00aBiieHuss MpoObl Ha XxeMuiaroMuHOMeTpe Synergy 2 Multi-Mode Reader
(BioTek Instruments, Inc., Yunycku, Bepmont, CIIIA). Coaepxanune AT® ObL10 U3MEPEHO BO
BTOPOM M YETBEPTOM 3pEJBIX JUCTHAX MPOPOCTKOB rOpoXa HA CBETY U BO BTOPOM JIUCTE B
ycnoBusix 3areMHeHus. M3mepennoe conepxkanne AT® Obuto ouenb BapuadenbHo. [loaromy
MBI UCIIOJIb30BaJM J[Ba MOJX0JIa 4TOOBl CHU3UTH BapuabenbHOCTh: (1) comepkanne ATD B
mucTbsax ([AT®]) B mokoe ObUIO U3MEPEHO Y BCEX KOHTPOJIBbHBIX pacTeHuit (N = 14-26), u (2)
usmenenue conaepxanusi ATD (A[ATP]) mocne muayknum BII Obl10 OIEHEHO HCTONB3YS
pasHUIly Mexay KoHueHTpauuer AT® skcrnepuMeHTalbHOrO oOpaslla W KOHIIEHTpaluen

KOHTPOJIbHOU TIpoObI (N = 5-9).

2.2.7. CraTucTuka

Kaxxnast cepust akcriepuMeHTOB BKJIt0Uasa B ce0si 5-36 OMOIOTHYEeCKUX MOBTOPHOCTEH.
Kaxxnpiii skciepruMeHT MPOBOAWIICS Ha OTACIBHOM pacTeHWH. Ha pucyHkax mpeacTaBlieHbBI
TUIHWYHBIE 3aMKCH, TMOJYYEHHBbIE B OTIEIbHBIX H3MEPEHUSX, a TaKXKe CpEeIHHE 3HAYCHUs
BEJIMYMH CO CTaHJApTHBIMU OTKJIOHEHUsAMH cpeaHero. CTaTHUCTHYECKH 3HAYMMBIE

JIOCTOBEPHBIE Pa3INyusl ONMPEAeIsIIUCh ¢ moMollsio t-recta CThloIeHTA.
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I'NIABA 3. POJIb BAPUABEJIBHOI'O NOTEHLHHUAJIA B HHAYKIHUHU
OTBETOB ®OTOCHUHTE3A U TPAHCIIMPAIIMU Y BBICIINX PACTEHUN

3.1. Xapakrepuctuka BIl, BbI3BAHHOTI0 JIOKAJbHBIM 05KOT'OM Y POPOCTKA ropoxa

JlokanpHBIII  0XOI  TEPBOTO  3peJIOro  JIKUCTAa HMHAYUUMPOBAJI TEHEpauul U
pacnupoctpanenue BII y mpopocTtkoB ropoxa (puc. 3.1.), 9To OBUIO BBEISBICHO C ITOMOIIBIO
M3MEPEHHUS] TOBEPXHOCTHOIO TMOTEHIMana. Tak, AMHAMUKA MOBEPXHOCTHOTO MOTEHIMAa
nokasasna ObICTpYIO a3y AeHoIsIpU3alUU U JUIUTENbHYIO (Da3y penoyisspu3alnuu BapuadeabHOu
dopmbl (kak ¢ HamuuueM «I1J[-oOpa3HbIX» cnallkoB, Tak U 0€3 HUX, a TaKXKE CO BTOPUUYHOM
nenofsipu3anuei unu 6e3 He€). OO1ee BpeMsi pa3BUTHs CUTHANA OT Haydaja ACTOJspU3aluu
0 KOHLA penonsgpuzanuu coctaBuiio or ~10 mo 60 MuH. B HEKOTOpBIX Ciydasx
ANEKTPUYECKUN MOTEHIMA HE BO3BPAILAJICA K UCXOJIHOMY YPOBHIO U MO npouiecTBuu 60 MUH.
Takure 0COOEHHOCTH CUTHAJIa XOPOIIO COOTBETCTBYIOT TUITUYHBIM CBOMCTBAM BapHaOEIbHOTO

norenuana (Boxgeneer u ap., 2011; Stahlberg et al., 2006; Vodeneev et al., 2012, 2015;

Huber, Bauerle, 2016), xotopsle pa3BuBarOTCS IpU AEHCTBUM MOBPEKIAIOIIUX CTUMYJIOB M
UMEIOT BapuabenbHyo (GopMy U OOJBIIYIO JUIUTETLHOCTD.

B crebne, BOmm3u BTOporo yucta ammutyaa BII Osuta mpumepno 67 mMB u oxoio
43 MB BOMM3uM ueTBepTOro JaHcCTa, AekpeMmeHT 3aryxanus BII coctaBmsin okono 6,4 %/cm. B
85% cnyudaeB mpu oxkore mepBoro 3penoro nucta BII mpoxomuin mo ctebiit0 B JIMCTOBYIO
IUTACTUHKY BTOPOTO JINCTA, KOTOPHIM HE OBbLI MOABEPTHYT CTUMYJISILUU. [Ipu npoxoxaeHuu Bo
BTOpON JHCT HAOMIOMANOCh CYIIECTBEHHOE CHIDKeHHWe BenuuuHbl BII, ero ammiuryna
cocTasisia okosio 38 MB. IIpu 5TOM B 4eTBEPTHIN JIMCT NPOXOINIIN JUIIb HA3HAYUTEIIBHBIE 110
CBOEH BEIMYMHE AIEKTPUUYECKNE CUTHAJBI, UX aMILIUTY1a cocTaisia okosio 8 MB. Ckopoctu
pacnpoctpanenus BII B muct cocraBmsmu 0,05-0,32 cm/c (mpu MpPOXOKIEHUU BO BTOPOM
3pensiii auct) u 0,01-0,06 MM/c (mpu MPOXOKIEHNUN B YETBEPTHIN 3pEIIbIH JIUCT).

Eme omnoit BaxkHoU ocobeHHOCThIO BII siBisieTcs ux cmocoOHOCTh MPOXOIUTH Yepe3
Y4acTKU (PU3NOJIOTUIECKH HEAaKTUBHOM U Aaxke MepTBoi Tkanu (Omputos u ap., 1991; Fromm,
Lautner, 2007), T.e. MOXHO OXHUJaTh, YTO HAJOXEHUE Ha CTeOENb TOro WM MHOro OJ0oKa
(TeMImepaTypHOTO WJIM HMHTUOMTOPHOTO) HE JIOJDKHO NPEMSITCTBOBATH PACIPOCTPAHEHUIO

CHUT'HaJIa TaAKOI'0 THIIA.
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Puc. 3.1. Tunuunsie IIPUMCPLBI 3ammcen IIOBCPXHOCTHOI'O JJICKTPHYCCKOI'O IIOTCHIMAIa BO

BTOPOM W YETBEPTOM JIMCTHSIX TOPOXa, B CTEONIE PSIOM C UCCIICTYEMBIMH JIUCTHSIMHU (2), & TaKKe
cpenuue 3HaueHus ammmtyn BIT (6), (n = 6).

B xonme npanpHeimero wuccienoBaHus OBUT  MPOBEJAEH aHAlW3 BIUSHUS Ha
pactpoctpanenue BII xomnomoBoro 60ka (JeasHas Boga) U 0J10Ka HA OCHOBE MHTUOUPOBAHUS
MeTabonmuveckux mporieccoB (asua Hatpus, NaNs). VccienoBanue pacrpoctpanenus BIT B
ATUX YCIIOBUSIX MOKa3aso, 4yTo aMriuTyabl BII B cTebne mocie mpoxokaeHus Hal0XeHHOTO
Ha Hero Omoka coctaBmsuim 36 +3 MB B koHTpone (umuTamusi OJoOKa CTaHAAPTHBIM
pactBopom), 41 = 4 MB B aKkcriepuMeHTe ¢ XOJ0/I0BBIM OJI0KOM (JiesiHast Boaa), 43 =2 MB u
32 + 8 MB B akcnepumente ¢ uHrHOuTopHbIM O10k0M (1 1 5 MM NaN3, COOTBETCTBEHHO).
Takum oOpa3om, HajoKeHUE Ha cTeOeslb MHITMOMTOPHOTO U XOJI0JI0BOTO OJ0Ka HE MOJAABIISIIO
pactpoctpanenue BII o pactenuto. bonee Toro, B HEKOTOphIX ciyuasx (neasHas Boja, 1 MM
NaNs3) mnabmogamach Jake HEJOCTOBEpHAas TEHIEHIUS K BO3PACTAHHIO AMIUIUATY]IBI
ANEKTpUYEeCKOro curHaia. [lomydeHHbIe pe3ylbTaThl JOMOJHUTEIBHO MOJATBEPKIAAIOT, YTO
BO3HUKAIOIIMHA TIPU 0XKOTE Y TOPOXa IEKTPUUECKHUIN CUTHAI SIBIISICTCS KIMEHHO BapruaOeIbHBIM
MOTEHI[MAIOM, TaK Kak n3BecTHO (Fromm, Lautner, 2007), uro BII coco6eH mpoxoauTs yepe3

MCPTBBIC W HCAKTUBHBIC TKAHH.
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Jliss Oosiee TOYHOM OLGHKM MapaMeTpoB BapHaOeNbHOIO MOTEHLMada B KIETKax
Me3opuuia  JaHMcTa  OBUIM  MPOBEACHBI BHYTPUKIETOUHBIE H3MEPEHHS MEMOpPAaHHOIO
noreHyana. Pe3ynbraTel Takux u3MmepeHui (puc. 3.2.) npuOIM3UTENBHO COOTBETCTBOBAJIU
napaMeTpaM  BapuaOeIbHOrO  IMOTEHLMAda,  M3MEPEHHOIO0  AIKCTPAKIeTo4Ho.  Tak
UHYLMPOBAHHBIN 0KOrom nepBoro 3penoro jaucra BII Obul ropasno Oonee BbIpakeH B
KJIEeTKaX Me30(uiuta BTOPOro JIMCTAa M HIPEACTABILI €000 JMIIb C1ab0 BBIPAKEHHBIN
AIIEKTPUYECKUN CUTHAJ B KJIETKax 4eTBepToro ymcra. Ammumryasl BII cocrasisim okono 50 u
7 MB BO BTOpPOM M 4€TBEPTOM JIUCTE COOTBETCTBEHHO, IIPUYEM TaKUE€ BEJIUYHHBI JTOCTOBEPHO
HE OTVIMYAJIMCh OT aMIUIUTYJ] BapuaOeIbHOIO OTEHIIMAala, KOTOPBIM ObLII H3MEPEH BO BTOPOM

H 9YCTBCPTOM JINCTBAX MCTOAOM BKCTpaKJ'IeTO"IHOI\/'I PETUCTPAlINH.

a (] B
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Puc. 3.2. BpIi3BaHHBIE O0XOrOM H3MEHEHUS MEMOPAHHOTO MOTEHIMAla KIETOK
meszodpmia (E,) Bo BTOpoM (2) M derBepToM (0) JUCTBSAX, & TaKKE CPEIHUC 3HAUYCHUS
aAMIUTATY/]] JICKTPHUYSCKUX CUTHAJIOB (B) (N = 6-24).

B nenom napametpst BII, 3apernctpupoBaHHbIE y TPOPOCTKOB TOPOXa, COMIOCTABUMBI C
takoBbiMH JiuIsi BII, Bo3Hukaromux y npyrux Beicimx pactenuii (Malone, Stankovic, 1991;
Stahlberg et al., 2005). HeoO6xomumo otmeTtuth, uto BIl mmen pasnuunyro mo ¢opme
JUIMTENBbHYIO a3y penoispu3anuy, KOTopas He Oblla OCJI0)XKHEHa BO3HUKHOBCHHEM
UMITYJIbCOB, B oTiimyre oT BII B crebne Tomara, THIKBBI U psifa qpyrux o0bekToB (Stankovic et

al., 1998; Rousset et al., 2002; Boaenees u ap., 2011).
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3.2. UccaenoBanue Biausinusi BII Ha nmapamerpsl ¢poToCcHHTE3a M TPAHCHUPALUH Y
ropoxa

B nurtepatype mpencTaBieHO 3HAYMTENBHOE YHUCIO paboT, MOKAa3bIBAIOIIUX BIUSHUE
JIOKQJIBHBIX CTHUMYJISIIIUNA PACTUTEIBHBIX OPraHU3MOB Ha (DOTOCHHTETHYECKYIO aKTHBHOCTH
JMCTHEB PACTEHHS, KOTOpPhIe HE OBLIM MOABEP KEHBI aeiicTBuio ctuMynoB (Herde et al., 1995,
1999a; Pefia-Cortés et al., 1995; Fromm, Fei, 1998; Koziolek et al., 2004; Hlavackova et al.,
2006; Grams et al., 2007, 2009; Pavlovi¢ et al., 2011; Hlavinka et al., 2012; Sukhov et al.,
2012, 2013b, 2014a; Fromm et al., 2013). B uacTHOCTH, MHOTOYHCICHHBIC PabOTHI
MOKa3bIBaIOT, 4TO JIoKanbHbie oxxoru (Hlavackova et al., 2006; Sukhov et al. 2012, 2013b,
2014a), mexannueckoe nospexaenue (Herde et al., 1995, 1999a; Grams et al., 2007, 2009;
Pavlovi¢ et al., 2011; Hlavinka et al., 2012), npuxocunosenue (Koziolek et al., 2004; Fromm,
Fei 1998; Fromm et al., 2013), nmeiictBue anekrpuueckoro toka (Pefia-Cortés et al. 1995;
Bulychev et al., 2004; Krupenina, Bulychev, 2007; BynsiueB, Komaposa, 2014) u apyrue
CTUMYJBI MOTYT BBI3BIBaTh BpPEMEHHYIO WHaKTHBaIMioo (ortocuHTe3a. [lpu 3TOM
npennonaraetcs (Lllepctuesa u ap., 2015 a; Lautner et al., 2005; Grams et al., 2009; Sukhov
et al., 2012), 4To OCHOBHBIM MEXaHHW3MOM II€pelladyd CUTHAJIA OT 30HBI JCHCTBUS CTHMYJA K
30HE pa3BUTHUA (OTOCHHTETHUYECKOTO OTBETA SBJISETCS PACHPOCTPAHEHHUE DIECKTPUUYECKUX
CHUTHAJIOB, OJTHAKO CYIIECTBYIOT JIMIIbL OTAeabHbIe padoTel (Sukhov et al., 2012; Gall¢é et al.,
2013), moaTBEP)KAAIOTUE TAKYIO CBSI3b.

BcenmeactBue 3TOrO MPOBENCHO HWCCICAOBAHHME BIIUSHUS JIOKATBHBIX O0KOTOB Ha
dboTocuHTETHUECKHE Mpollecchl y ropoxa W oueHka ydactusi BII B mepemaue curhana ot
MOBPEKJIECHHOTO y4YacTKa K 30HE (POTOCHHTETHMUYECKOro OTBeTa. bhulo Mmokas3aHo, 4To uepes
HECKOJIbBKO MHHYT Tociie pacnpoctpaneHuss BIl B HMHTAaKTHYH JIMCTOBYIO IUTACTHHKY
kBaHTOBbIe BbIXOAbl Qorocuctem I u II (y(PSI), y(PSII)), accumummsmus CO, (A) wu
tpancnupauus (E) cymectBenHo cHmwxkamuch (puc. 3.3a). /luHamuka (hOTOCHHTETUYECKOTO
OTBETa BKIIIOYAJa NMEPBYIO (pa3y CHIKEHHsI, KOTOpasi pa3BUBaiach B TeueHue 5—10 MuH mocie
JIOKAJILHOTO OKOTa W Hadaja pacrpoctpaHeHusi BII, u BTopyro (a3y cHMXEHUs, KOTOpas
Ha0IIr0/1a7Iach Ha BPEMEHHBIX JTuanazoHax Ooisiee 20 MUHYT MOCIE WHIAYKIMH AJIEKTPHUECKOTO
curHana. [Ipu stom passutue BII B nucte mo BpeMeHM Ha 1—2 MUHYTBHI ONEPEkKaAIO HAYaJIo
pa3BUTHA (DOTOCHHTETUYECKOTO OTBETA, YTO XOPOIIO COTJACyeTCs ¢ THUIOTe30i 00 ydacThw
BapuabeNpHOTO TOTEHIIMANIAa B KAueCTBE CBSI3YIOIIETO 3BEHA MEXKIY 30HOU MOBPEKICHUS U

30HOM, B KOTOPOI HAOIIOAIOTCS U3MEHEHUS (POTOCUHTETHUECKON aKTUBHOCTH.
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Puc. 3.3. Tunuynble 3amucu HW3MEHEHWH mMoBepxHOCTHOro morteHnuana (E., E,),
napamerpoB cBetoBor cramuu (Y(PSI) u y(PSIl)), accumumnsnuu CO, (A) u TpaHCHHpaIH
(Em20), HMHOYUMpOBAHHBIX JIOKaJdbHBIM oOorom (ctpenka), BII pacnpoctpansiercs B
uccienyeMblid JTucT (N=25); 3aBUCUMOCTH BeIWYUHBI W3MeHeHui ypoBHs A, y(PSI) u y(PSII)
(0) oT aMmIMTYyaBl BapuaOENbHOTO IMOTEHIMANA, WHIAYLUPOBAHHOIO JIOKAJIBHBIM 0KOI'OM Yy
POPOCTKOB ropoxa (N=12).

JlpyruM Ba)KHBIM pE3yJbTaTOM 3TOrO JKCIEPUMEHTa SBIsAETCA TOT (PaKT, 4TO B
HeKoTopbIX ciaydasx BII pacnpoctpassics mo cre0ito, HO 3JEKTpUYecKas peakuus,
BO3HHUKAIOIIAasi B HCCIEAYEMOM JHCTE (JlaHHbIe He MpPEJCTaBJICHbI), Oblla HE3HAYUTEIbHOM
(<15MB). B »3THX caydasx B HCCICIyeMOM JIUCT€ OTCYTCTBOBAJI Kak OBICTPBIM
(GOTOCHHTETUYECKUIT OTBET, TaK M W3MEHEHHMs] TpaHCHHpanuud. Takoill pe3ynbrar
NOATBEpKAaeT  KioueByo poiab BII  ang  uHAYKIMM  (POTOCMHTETHYECKHX U
TPaHCIMPALMOHHBIX OTBETOB IIOCJIE HAHECEHMsI JIOKAJBHOIO 0KOra, 10 KpalHed Mmepe, s
obicTpol (pa3el oTBeTa, nexamel B npenenax 10 muH mocne paznpaxenus. B cmyudae Ooinee
JUINTEIBHBIX W3MEHEHUM pe3yNbTaThl SBISIOTCA MEHEE OJHO3HAUHBIMH, TaK KaK HEKOTOPOE
CHW)KEHME MOTJIOLIEHUSI YIVIEKUCIIOrO ra3a pa3BHBAaeTCs U B CIydae MPOXOXKIAEHHUS B JIHUCT
AIIEKTPUYECKUX CUTHAJIOB ¢ HeOoubIoi ammuinTyaoi. [lociaennee cornacyercsi ¢ BbIABUHYTOU

B pabortax psga aBTopoB (Pefa-Cortés et al., 1995, Hlavackova et al., 2006; Hlavinka et al.,

2012) runote3oifi O TOM, YTO CTpPECCOBbIE (UTOTOPMOHBI (B YACTHOCTH, aOCIU30Bas U



44

’KACMOHOBAsi KHUCJIOThI) TaK)K€ MOTYT BBICTYNAaTh B KaueCTBE IUCTAHI[MOHHOIO CHUTHAJAa,
WHAYIUPYEMOTO JIOKAIBHBIMU TOBPEKICHUSMU W BIUSIONMEr0 Ha (OTOCHHTE3 WHTAKTHBIX
mucTtheB. [IpoBepka »3TOW THMOTE3bI, BIPOYEM, OCIOXKHSAETCS HATUYUEM B3aUMOJICHUCTBHUS
MEXIY ODJICKTPUYECKHUM W TOPMOHAIBHBIMU CUTHAJIAMH, TaK HalpUMEpP, W3BECTHO, YTO
pacupoCTpaHEHHE HIIEKTPUYECKUX CHUTHAJIOB MOJKET BBI3BIBATh CHHTE3 aOCIM30BOM U
’KaCMOHOBOHM KHCJIOT U apyrux ¢uroropmonoB (Pefia-Cortés et al., 1995, Hlavackova et al.,
2006; Hlavinka et al., 2012).

Anamn3 cBs3u ammmutyasl BII ¢ orBetamm cBetoBoi cramuu  (GOTOCHMHTE3a U
accummsininu CO, ToKa3an BBICOKAE KOPPEISIUU JUIsl BCEX HCCIEAYEMBIX MOKa3arenel, 4To
HOJTBEPIKIaeT KitoueByto posib BIT B pazsutuu orBeTa (puc. 3.30).

O6o0miass pe3ynbTaThl TEPBOTO OJOKAa KCCIEIOBAHHM, MOXXHO OTMETUTh, YTO
CIIOCOOHOCTh JIOKAJIBHOTO pa3Apa)KeHUs WHIYLIHUPOBATh PACIPOCTPAHEHUE SIEKTPHUUECKOTO
CUTHAJIA W TOCJICAYIONMEe U3MEHEeHHsI (DOTOCHHTE3a Obla MPOJIEMOHCTPUPOBAHA B IIUPOKOM
cnektpe padot (CyxoB u ap., 2008a, 6; Fromm, Eschrich, 1993; Fromm, Fei, 1998; Koziolek
et al., 2004; Bulychev et al., 2004; Lautner et al., 2005; Kaiser, Grams, 2006; Hlavackova et
al., 2006; Grams et al., 2007, 2009; Krupenina, Bulychev, 2007; Krupenina et al., 2008;
Pavlovi¢ et al. 2011), omnako ananmu3 yvactus [1J] u BIl B ¢orocuHTETHYECKOM OTBETE
npoBoauiIcs 3HauuTeNbHO pexke (Fromm, Eschrich, 1993; Lautner et al., 2005; Grams et al,.
2009). B yacTHOCTH, 70 CHX IOp JUCKYTHUPYETCS BOIMPOC, YTO MMEHHO — JJICKTPUYCCKHUU
CUTHAJl WU CHUTHAJIBI KAaKOW-TUOO JIPYrod TPHPOJABI CBS3BIBAIOT (DOTOCHHTETHYCCKUC
NPOIECCHl B MHTAKTHBIX YacTSIX pacTeHus ¢ 30HoU ctumyssiiuu (Pena-Cortés et al., 1995;
Grams et al., 2009).

[TonyyeHHBIE HaMHM pE3yJbTaThl SBJSIOTCS ApPTyMEHTOM B IOJIB3y KITIOYEBOW POJU
pacnpoctpanenus BII B unayKiuu (P OTOCHHTETUYECKOTO OTBETA IIPU HAHECCHUH Ha PACTCHUE
JIOKAJILHOTO TIOBPEXKICHUS: pacrpocTpaHeHue BIl B nmucT mpenmecTByeT HaYaly CHYDKCHHUS
dboTtocuHTEe3a, BeIMYMHA BapuaOENbHOTO TIOTEHIMAjda B JIUCTE JIOJDKHA MPEBBINIATH
OTpEJICIICHHbIC 3HAYCHUs I WHIYKIMK OTBeTa, a amruutyna BIl koppemupyer ¢
aMIUTUTYIOH OTBeTa. TakWe pe3ysbTaThl COMIACYIOTCSA C JAHHBIMU OTJEIBHBIX padoT, B
KOTOPBIX TIOKa3aHa CBA3b (DOTOCHHTETHYECKOTO OTBETA C TMapaMeTpaMH TeHEpaIuu
snektpuueckoro curuama (Fromm, Eschrich, 1993), a Taxke 3aBHCHMOCTh Hayaya

(bOTOCI/IHTeTI/I‘-IeCKOFO OTBCTa OT BpPCMCHH, PpaACCTOSAHUA OT 30HBI TOBPCKACHUA W OT
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OPOBOSIIMX  IMYYKOB, KOTOpbIE  SBISIOTCS, IO-BUAMMOMY, OCHOBHBIM  KaHaJOM
pacrmpocTpanenus ekTpudeckux curHanos (Lautner et al., 2005; Grams et al., 2009).

B uenom pe3ynbTarhl, MpeAcTaBI€HHbIE B STOM pas3feie, MOKa3bIBalOT, 4YTO B
OonbiMHCTBE cinydaeB BII crocoOeH mpoxoauTh B OTHANEHHYIO OT O0JIACTH pa3fpa’keHus
YacTh pPACTEHMS, TJ€ NpPU aMIUIUTYJE CHUTHaJIa BbllIe mnoporoBoro ypoBHs (~10-15 mB)
BO3HMKAET CHWKEHHE TaKUX TIapaMeTpoB, KaK KBAaHTOBBIE BBIXOAbl (HOTOCUCTEM,
dboTocuHTETHYECKAsT ACCUMIIIALINAS YTIIEKUCIOTO ra3a U TpaHCIUpalusi. ITOT OTBET pacTEeHUs
XOPOIIIO COTJIACYETCsI C PSIIOM UCCIIeIOBaHUH, MPOBEAEHHBIX Ha BhICIIUX pacTeHusx (Grams et
al., 2009; Pavlovi¢ et al., 2011; Sukhov et al., 2012), B kotopbix HaOmomamoch BII-
WHAYLUMPOBAHHOE CHI)KEHHME aKTHBHOCTH (POTOCHHTE3a M TpPaHCHHUpPALUU. | UTTOTEeTHUECKUMHU
MEXaHU3MaMHU UHIYKIUU OBICTPOTO CHIKEHUSI (POTOCUHTETHUECKUX MapaMeTPOB MOTYT OBIThH
BXOJ] PpOTOHOB y Beicmux pactenuii (Cyxos u np, 2013a; IllepctaeBa u ap., 2015a, 20156;
Grams et al. 2009, Sukhov et al., 2014) u Bxom moHoB Ca’" y XapoBBIX BOZOpOCIEil
(Krupenina, Bulychev, 2007, Krupenina et al., 2008). IIpu 3ToM JOCTaTOYHO BEPOSITHBIM
SBIIICTCA B3aUMOJIEHCTBUE MPOTOHHOTO U KAaJBIMEBOTO MEXaHW3Ma, TaK KaK M3BECTHO
(Vodeneev et al., 2015; Sukhov, 2016), 94TO BXOJ HMOHOB KajJblIUsS Y4aCTBYET B HHIYKIHH
AIEKTPUYECKUX CHUTHAJIIOB NYyTEM HHAKTUBAUMU NpoToHHOM AT®da3pl mia3zmMaTudeckoi
MeMOpanbl. B cBoro ouepenp, nHakTuBanus H'-AT®dassl sBiseTCS, HO-BUANMOMY, OCHOBHEIM
MeXaHU3MOM u3MeHeHus pH Bo Bpemsi pa3ButTus 3nekTpuueckux curanos (IllepctueBa u ap.,
20166; Sukhov, Vodeneev, 2009; Vodeneev et al., 2015). C apyroit cTOpoHbI, JOJATOCPOUHAS
WHAKTUBAIUS (POTOCHMHTE3a MOXKET OBITh CBSI3aHA C BO3pACTaHHEM COJICpXKAHUS psaa
CTPECCOBBIX (PUTOrOPMOHOB, Takux Kak >xacMoHoBas (JKK) um aGcrmzoBas (ABK) kuciaoTsr
(Pena-Cortés et al., 1995, Hlavackova et al., 2006; Hlavinka et al., 2012).

Bomnpoc 0 MexaHu3Max OTBETOB TPAHCIMPALIMM UCCIEAOBAaH B OYEHb OTrPaHUYECHHOM
xomuuectBe padot (Koziolek et al., 2004; Grams et al., 2007), B KOTOpBIX €ro 3a4acTyko
CBSI3BIBAIOT  C  PACIpOCTPAaHEHHEM  THUAPABIMYECKONM  BOJHBI U W3MEHEHUSIMU
TUAPOCTATUYECKOTO JIaBJICHHUS B KIETKaX, OKpyXaromux ycrbuina. C apyroil CTOPOHHBI,
xopormio uzBectHo (Lawson, 2009; Wang et al., 2014), 4To OTKPBITHE/3aKPHITHE YCTHHUII MOXKET
3aBuceTh OT akTuBHOCTH H'-AT®a3bl mIa3MaTHuecKodfl MeMOpaHbl. JTO IIOKA3bIBAET
CYIIIECTBOBAHHUE €IIIe OJHOTO MOTEHIIMATBEHOTO MEXaHNW3Ma BIMSIHUS DJICKTPUUECKUX CUTHAJIOB

Ha YCTBUYHYIO IIPOBOJUMOCTb.
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I''IABA 4. AHAJ/IN3 MEXAHU3MOB BJIUAHUA BAPUABEJIBHOI'O
INOTEHIIUAJIA HA ®OTOCHUHTE3 U TPAHCIIMPALINIO

4.1. Anaau3 poJju TeMHOBO# cTtaauu GoTocuHTe3a B (GOPMHUPOBAHUM BHI3BAHHOTO
Bapuade/bHbIM NOTEHINAIOM (POTOCHHTETHYECKOI0 0TBETA

B cootBeTcTBUU € psiioM pabOT MHAKTUBALIUS TEMHOBOM CTaIuUd (POTOCHHTE3a MOMKET
ABJISITBCSL OJHUM M3 TEPBBIX 3TaroB (POPMHUPOBAHUS HWHAYLMPOBAHHOTO SJIEKTPUUESCKUMU
curHajgaMu orBera (hoTocuHTE3a y Beicmux pactenuii (Krupenina, Bulychev, 2007; Pavlovié
et al.,, 2011, Sukhov et al., 2012; Gallé et al., 2013), KoTOpBIli B JaJbHEHIIEM BbI3bIBACT
U3MEHEHHS TMPOLIECCOB CBETOBOM cTaauu (OTOCHMHTE3a, BKJIIOYAs CHIDKEHHE KBAHTOBBIX
BBIXOZI0B (POTOCUCTEM M POCT HEPOTOXMMHUYECKOIO TYIIEHUS (IIyopecUueHIUU XJIopoduiuia
dotocuctemsl 1. IIpoBepka 3Toi rUMOTE3HI CTaja 3aauek CIeaYIOIIEero dTana paboThl.

JIns  CHIKEHHMST aKTUBHOCTH TEMHOBOM cTaguu (OTOCHMHTE3a MBI YMEHbIAIN
KOHIEHTPAaLUI0 OCHOBHOTO €€ cyoctpata — CO, B KIOBETE C UCCIETYEMbIM JIUCTOM PACTEHHUS
0 MUHUMAaJbHBIX 3HadeHuil. [Ipm 3TOM NpPOBOAUIOCH HCCIIENOBaHHE KaK OCOOEHHOCTEH
pa3Butusi Bbhi3BaHHOTO BII oTBeTa (hoTOCHMHTE3a B 3THX YCIOBHUSX, TaK U HEMOCPEACTBEHHO
BIIMSIHME CHIKEHMSI KOHIICHTPALlMM YIJIEKUCIOrO ra3a Ha MapameTpbl CBETOBOM CTaJuH
¢doTocuHTE3A.

BIl-unnynupoBanHbiii  (POTOCMHTETUYECKUN OTBET B YCIOBUSX HHU3KON BHEIIHEH
koHuentpanuu CO, (mpubIM3UTEeasHO 15 MKMOJIB/T) OBLI CYIICCTBEHHO MEHEE BBIPAKEH, YeM
B KOHTPOJBHBIX ycioBusx (360 mkmonb/n) (puc. 4.1). Ilpu 3TOM yMEHBIIEHHE aMIUTHTYIbI
obicTpoit (a3el (hoTocHHTETHYECKOTO OTBeTa (mepBbie 10 MUH TOCTE CTUMYISIUU) OBLIO
HanboJyiee BBIPAKEHO M5 CHIDKeHHS accuMmisiiiuu CQOj,, HECKOJbKO MEHEee BBIPAKEHHBIM
ObUIO YMEHBIIIEHWE KBAaHTOBBIX BBIXOJMOB (oTocucteM. [[nsi MemineHHOW ¢as3bl CHIKEHUS
dboTocuHTeTHUECKON akTUBHOCTU (15-50 MHH TmOCie CTUMYNSIMU) TOJABICHUE OTBETa
razooOMeHa ObUTO emie OoJjiee BBIPAKEHHBIM, B TO BpPEMSl KakK JJii KBAHTOBBIX BBIXOJIOB
dorocuctemsl | u |l Bbi3BanHOe BII ymeHbleHHe ocTaBajioCh CYHIECTBEHHBIM. BaxHO
OTMETHUTh, YTO B YCJIOBHSIX HM3KOW KoHueHTpamuu CO, mapamMeTpsl OTBETa ra3o00MeHa
MPAKTUYECKH HE OTIMYAINCh OT OTBETOB JIbIXaHWs, HabmomaemMbeix y ropoxa mpu BII B
YCIOBHSIX TEMHOTHI (cM. paszmen 6.3). DTO MOKa3bIBaeT, YTO CHIKEHHE KOHIICHTPAIHH
VIJIEKUCJIOT0 Tra3a JEMCTBUTEIbHO TOJHOCTHIO TMOJABIISNIO OTBET TEMHOBOM CTaguu

dotocunTeza. B 1memom, pe3ynbTarhl 3TOro 0OJIOKa SKCIEPUMEHTOB IOKAa3bIBAIOT, YTO



47

MHAKTHBALMsI TEMHOBOM cTaauu (POTOCHHTE3a, O-BUJMMOMY, BHOCUT CYIIIECTBEHHBIN BKJIaJl B
pa3BUTHE OTBeTa cBeTOBOW craguu npu BII, onHako gaxke B yCIOBHSX MOJHOIO MOAABICHUS
TAaKOTO OTBETa B YCJIOBUAX HU3KOM koHueHTpaiuu CO, HaOIr0AaeTcss HEKOTOPOE CHUKEHHE
IIPOLIECCOB CBETOBOU cTaauu. Takue pe3yiabTaThl HO3BOJISIIOT MPEANOJI0KHUTh, YTO BiausiHue BII
Ha (DOTOCHMHTE3 BBICHIETO PACTEHUS MOXKET ObITh peain30BaHO ABYMs (Wiu Ooiiee) MyTSIMH,
OJIMH U3 KOTOPBIX CBSI3aH C TEMHOBOM cTaguei (hoToCHHTE3a, a ApYrou (Apyrue) — ¢ BIUSIHUEM
BapHa0EJIbHOTO IOTCHIMAJAa HA CBETOBYIO CTAaJUI0. OJTO MPEIINOJIOKEHUE COIIacyercs C
OTJEJIbHBIMHM 3KCIIEPUMEHTAIbHBIMU Pa0OTaMU, B KOTOPHIX OblIa IOKa3aHa BO3MOYKHOCTb
BIIMSIHUS JIEKTPUYECKHUX CUTHAJIOB HA CBETOBYIO CTaJMI0 (POTOCHMHTE3A 0€3 y4acTHsi TEMHOBOM

(Sukhov et al., 2012, 2014; Vredenberg, Pavlovi¢, 2013).

— y(PSI)
a —Y(PSI) _ 0 — y(PSIN)
' 0.3 T2
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= | : B2 1%
o 3 = =
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Puc. 4.1. Usmenenust ypoBHs accumwisiuun CO, ¥ mapaMeTpoB CBETOBOM CTaguu
dorocunreza (y(PSI) u y(PSIl)), BhI3BaHHBIC JOKAIBHBIM OXOroM (crpeinka) (N=5-13);
KOHEUYHBIH ypoBeHb accumuiisiimun CO, npu HopManbHOM, 360 MkMoub/1 (N =7, a), U HU3KOA,
15 mxmonw/n (N =11, 6) koruenrpamuu CO,.

JI7ie  OMONHUTENFHOM TIPOBEPKM POJIM MHAKTUBAIIMM TEMHOBOWM CTaIUM B Pa3BUTUH
(OTOCMHTETHYECKOTO OTBETA MPOBOAWIOCH HCCIICIOBAHUE JWHAMUKU TIOKA3aTeNieil CBETOBOM
CTa UM B YCJOBUAX CHIKeHUs koHueHTpanuu CO,, T.e. IpU UMHUTALMU TMOJABJICHUST (UKCAIIUN
YTJIEKUCIIOTO ra3a (hoTocuHTe30M. bblto mokasano (puc. 4.2), 4To CHIKEHHUE aKTUBHOCTH TEMHOBOM
cTamuu (DOTOCHHTE3a MPH PA3TUYHBIX 3HaueHHSX KOHIEHTpauuu CO, BBI3BIBATIO YMEHBIICHHE
KBaHTOBBIX BBIXO/IOB (hotocuctembl | u |l, mpruem BenmMumMHA TaKOTO YMEHBIIICHUS 3aBUCEA OT
BEJIMYMHBI CHWKCHUSI KOHIIGHTpAIMM YIJIEKUCIOro ra3a. HabOmrogaemble u3MeHEHUs ObUH
Ka4eCTBEHHO W KOJMYECTBEHHO COIMOCTABUMBbI C M3MEHEHHSIMH ITapaMeTPOB CBETOBOWM CTaJuUu
doTtocunTe3a, BI3BaHHBIME BII, 4TO siBNsieTcsl TOMOTHUTENTBHBIM apPTYMEHTOB B TIOJIB3Y YYacTHUS

TEeMHOBOH cTa iy B (hOpMUPOBaHUU OTBETa (POTOCHHTE3A.
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Puc. 4.2. TunuyHble 3anucu M3MEHEHHMH MapamMeTpOB CBETOBOW CTaguM (OTOCHMHTE3A
(y(PS1) u y(PSIl)), BbI3BaHHBIC CHIDKEHHEM BHelIHeW koHmeHTpamuu CO; 10 pa3IudHbIX

3nauenuit: 200 ppm (a), 100 ppm (6) u 10 ppm (B), ucxogHoe 3uauenue kouuneHtpanuu CO,
360 ppm (n=5-13).

BaxHO OTMETUTD, YTO MPAKTUYECKH MOJIHOE TIOJ[aBIeHUE pa3BUTHs Bbi3BaHHOTO BII oTBeTa
razoo0MeHa He NMPHUBOAWIO K IMOJHOMY IOJIABJIECHUIO M3MEHEHUIl MapaMeTpoB CBETOBOM CTaJuu
¢doTocuHTE3a. ITO TO3BOJISIET 3aKITIOUUTh, UTO (DOTOCUHTETUYECKUI OTBET MOXKET BKIIIOYATH B CEOsI
HECKOJIbKO KOMITOHEHT, OJTHa U3 KOTOPBIX CBSI3aHA CO CHIKEHHUEM aKTMBHOCTH TEMHOBOW CTaJU
¢dorocuHTe3a, a Apyrue — Her. JlOMOJHUTENbHBIM apryMEHTOM B TMOJb3Y CYIIECTBOBAHUS HE
CBSI3aHHBIX C MHAKTUBAIIMEH TEMHOBOM cTaiuu (POTOCHHTE3a KOMITOHEHT SIBJISIETCS HECOOTBETCTBUE
JMHAMHUKM W3MEHEHUH ra3oo0MeHa M MapaMeTpoOB CBETOBOW CTaquM, B IEPBYIO OYepedb —
W3MEHCHUSI KBAaHTOBOTO Bbixo1a (porocuctemsi | (cm. puc. 3.3, pazzaen 3.2).

[IpencraBineHHbie pe3yiabTaThl MOATBEPKAAIOT THIIOTE3Y O TOM, YTO WHAKTHBAIUS
TEMHOBOHW CTaauu (JOTOCHMHTE3a MPEJCTABIIsICT cOOOM OuH M3 Hanbosee paHHUX dTanoB BII-
UHIYIIMPOBaHHOTO oTocuHTeTHUecKoro orBera (CyxoB u 1p., 2008a, 6; Krupenina, Bulychev
2007; Krupenina et al., 2008; Pavlovi¢ et al., 2011). CoriacHo 3TO¥ THIIOTE3€ AIEKTPHUCCKHE
CUTHAJIBI CHM)KAIOT aKTUBHOCTh MPOTEKAHUS TEMHOBOW cTaguu (POTOCHMHTE3a, YTO MPUBOJIUT K
HaKOIUICHUIO TMPOAYKTOB CBETOBOM cTaguu U pocTy cooTHomeHus ATDO/AID wu
HAJI®H,/HAJI®'. Cnencreuem yeenmuenns HAJIOH,/HAJI®® sBnsercs 3aTpymHeHHe
OTTOKa 3JIEKTPOHOB C (eppenokcuHa uepe3 peppenokcun-HAJID-penykrasy, T.e. CHIKEHHE
HEIUKIUYECKOTO TIOTOKA 3JIEKTPOHOB M YMEHBIIIEHHWE KBAaHTOBBIX BBIXOAOB ¢orocuctem. C
Ipyroii cTopoHsl, ysenudenre AT®/AJID 101KHO CHUKATH HOTOK NPOTOHOB uepe3 H-AT®-
CUHTa3y TUJIAKOWJIHOW MEMOpaHbl W, KakK CJICJICTBHE, MIPUBOJIUTh K POCTy TpamueHTa pH Ha

Hell. OKHUCIeHUE TIACTOXMHOJIOB B JIIOMEHE TUIAKOUIOB SABJISICTCA OAHHUM N3 JIMMUTHUPYIOIIUX
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ATANOB CBETOBOM cTaguu (OTOCUHTE3a U MOXKET CYHIECTBEHHO 3aMEIJISIThCS MPU 3aKUCICHUU
momena (Tikhonov, 2013, 2014). Kpome TOro, BJIMSHHE 3aKHUCICHHS JIIOMEHA MOXCT
peanu30BBIBATBCS M 4Yepe3 YCWICHHE He(POTOXMMUYECKOTO TyIIeHus: (IyopecieHINu
¢dorocuctemsl |l, kotopoe Takxke mnayuupyercs HuzkuMm pH momena (IllepctHeBa u np.,
2015a; Iepctuesa u ap., 2016; Cyxos u ap., 20136; Maxwell, Johnson 2000; Miiller et al.
2001; 2014a). Hakoner, HOTEHIMAIBLHO BO3MOXHBIM MpeacTaBissercs W BiausHue BIl Ha
¢yakuuonnpoBanue peppenokcun-HAJ[D-penykrasbl, Tak Kak MO3ULUSA 3TOTO (pepMeHTa H,
COOTBETCTBEHHO, €r0 aKTUBHOCTH 3aBUcAT oT pH crpomsr (Alte et al., 2010; Benz et al., 2010),
KOTOpPBIM, B CBOK oyepeap, MoxkeT npu BIl cHmXaTbcs 3a CUeT 3aKUCIEHUS LUTOILIA3MBbI
(CyxoB u 1p., 20136; Sukhov et al., 2014a; Sherstneva et al. 2015, 2016).

Bompoc o Mexanusmax BiusiHus BIl Ha TemMHOBYIO cTamuio (oTOCHHTE3a OCTaeTCs
nuckyccuonHbiM. CormacHo pabore Gallé et al. (2013), Takoii MexaHHW3M CBsI3aH CO
CHIW)KCHHEM TIOCTYIUICHHS  YIJIEKHCIOTO Tra3a B CTPOMY XJoporuractoB. JlormaHo
MPEITOJIOKHUTh, YTO 3TO CHIIKEHUE MOXKET OBITh OOYCIIOBJICHO 3aKPBITHEM YCTBHII, KOTOPOE
HAOII0/1aeTCsl MPU PACTIPOCTPAHEHUU AJIEKTPUUECKUX CUTHAIOB. OHAKO HAIIU PE3yJbTaThI
MOKA3bIBAIOT, YTO JAWHAMHKA CHI)KCHHSI YCTBUYHOW MPOBOJUMOCTH MOXKET CYIIECTBCHHO
OTIIMYAThCSI OT JUHAMHUKH M3MEHEHUH Tra3o00MeHa. B yacTHOCTH BBISIBIEHO, YTO CHU)KCHHE
TPaHCTIMPAIIU HAYMHACTCS T03KE, HEXEIIN CHIDKCHHE Ta3000MeHa, a JalbHEHIas TUHAMUAKA
TPOIIECCOB TaKKe MOXKeT paznuuatbes (puc. 3.3). JIpyrue Bo3amoxHbie myTtn BiausHus Bl Ha
TEMHOBYIO CTAJIUI0O MOTYT OBITh CBSI3aHBI C YMEHBIIEHUEM MPOBOJIUMOCTH KJIETOK Me30(duiiia
s CO, (Gallé et al., 2013), a Takke nHaKTUBaAIMCH GepMeHTOB HKKIa KanpBrHa, Tak KaK UX
akTUBHOCTH 3aBUcHUT oT pH ctpombr (Wolosiuk et al., 1993).

Takum 00pa3oM, MOTyUIEHHBIE PE3YIIbTAThI MOKA3BIBAIOT, YTO Y TOPOXa UMEIOTCS Pa3INIHbIC
mexanu3Mbl BiusiHUSL BIT Ha dotocunTes. OauH U3 HUX CXOXK C MEXaHW3MOM, YYacTBYIOIIUM B
paszsutun Bbi3BaHHOTO [1]] oTBeTa y BeHepuHOit myxonoBku (Dionaea muscipula) (Pavlovic et al.,
2011), u cBsi3aH CO CHIDKCHHEM aKTMBHOCTH TEMHOBOM CTaJMH ()OTOCHHTE3a, IPYrHe MEXaHU3MBI,

no-BuAuMoMmy, ¢ BrusinueM BIT Ha cBeToByIO cTaauio (oTOCUHTE3A.

4.2. Bausinne unaktupanuu H'-AT®a3p1 Ha TpaHCOUPaLHIO
Ha cnenyromiem starne ObUT MPOBEICH aHAIM3 BO3MOXKHBIX MexaHW3MOB BiusHus BII Ha
+
BOJHYIO NPOBOJUMMOCTh JjucTa. M3BecTHO, uTo mnepexoaHas uHakTuBauus H -ATdazbl

ABIII€TCS OCHOBHBIM MexaHu3MoM renepanuu BIT (Stahlberg et al., 2006), a akTUBHOCTB 3TOTO
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TpPaHCIIOpTEpa pEryiupyeT OTKpbITocTh ycThuir (Lawson, 2009; Wang et al., 2014). Ha
OCHOBaHMHM JTOTO MOXKHO NPEANOJIOXKHUTh, YTO WHAKTUBAIMS TPOTOHHOW TOMIBI TpPH
uaaykiuu BII OyneT BIMATH HA CTENEHb OTKPHITOCTHU YCTBHUIL, a CJIEIO0BATEIbHO, U MOTEPIO
BOJIbI JINCTOM PACTEHUS IIPU NPOX0KaeHuH BII.

JInsi BBIACHEHUS MEXaHM3MOB CHIDKCHHUS TpaHCIUpAIUW, TMOKa3aHHOTO B MPEIbITYIIEM
6110Ke PaboThI, IPOBOMIACK 00PabOTKA JIHUCThEB crenuduyeckuM HHrHOuTopoM H'-ATDa3m!
oproBananatioM Hatpus (OB, 0,5 MM). U3 puc. 4.4a Bugno, uro OB cHmxan ammutyay BII.
3TO MOXET OBITh OOYCIIOBJICHO TE€M, YTO 3HAUUTENbHBIA BKJIAJ B (DOPMUPOBAHUM ATOTO CUTHAJIA
BHOCHT HMMEHHO MeTabonmuueckas kommonenta (OmputoB um ap., 1991). Kpome toro, OB
BbI3bIBA HEOOJNBINIOE, HO JOCTOBEPHOE CHIDKEHHME HWCXOJHOTO YPOBHS TpPAHCIUPALMH
(puc. 4.46) u cymectBenHoe (~3 pa3) momaBicHHWE WHIynUpoBaHHOTO BIl ymeHbIICHHS

CKOPOCTH TpaHcHpanuu (puc. 4.4B).

a ] B
60 - 3 - KoHTpos OB
o K
= %y * =
40 A o 4] 2
= = = *
3 : 2
> = - - -
: *E 50
= =
E 20 7] él 7] =
= T s
= =
)
%
=
0 - 0 - g 1
KOHTPO.JIb OB KOHTPO.1b OB

Puc. 4.4. Bnusuaue 0,5 MM oproBananata narpusi (OB) Ha ammunTyny BapuabenbHOTO
NOTEHIIMAaJa B JUCThAX (@), HA YpOBEHb TpaHCHUpauuu (0) U Ha CHI)KEHHE TPAHCIUPALUU PU
BII (B), N = 6; * — pa3nuuus ¢ kouTposieM goctoBepusl (P < 0,05).

Takum o6pa3zom, nuunyuuposanHoe BII cHukeHne TpaHcnupanuu MOXKeET ObITh CBSI3aHO
¢ uHakTuBanueir H'-ATdaspl, kOTOpas SBISETCS OCHOBHBIM MEXaHHM3MOM TeHepauuu BIT
(Stahlberg et al.,, 2006). B memom 3Tu pe3yabTaThl MOATBEPKIAIOT KIIOYEBYIO POJIb

+
nHaktuBauun H -AT®a3sl B BII-uHaynMpOBaHHOM YMEHBIIEHUH TPAHCHUPALUU U XOPOIIO

+
COOTBETCTBYIOT JIaHHBIM OTHOCHUTENBHO y4acTus H -AT®a3bl B peryasiuu OTKPBITHS YCTHUIL

(Lawson, 2009; Wang et al., 2014).
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I''TABA 5. OEHKA BJIMSHUSA BAPUABEJIBHOI'O INIOTEHIUAJIA HA
YCTOMYUBOCTh @®OTOCHUHTETHYECKOI'O AIMAPATA K JAEACTBHUIO
TEMIIEPATYPHOI'O CTPECCA

5.1. Bausinue BapuadeLHOro MOTEeHIHAIA Ha YCTOHYHMBOCTH
(pOTOCHHTETHYECKOI0 ANNAPATA U PACTCHUS B EJIOM

Ha cnenyromem »dtame Obuio uccinenoBaHo BiusHue BIl Ha  ycTOMYMBOCTH
(OTOCMHTETHYECKOTO amnmnapara K BbICOKOW TemrepaType. Pe3ynpTaTsl aHanu3a BiusHus Bl
Ha ycroHunBocTh ®PCI m @PCIl npu HarpeBaHUM JIUCTHEB JI0 PA3JIMYHBIX TEMIEpaTyp
npuBeneHbl Ha puc. 5.1. Koneunsie kBanToBble BhIXOABI Y(PSI) m y(PSIl) mocroBepHo He
OTJIMYAIIUCh Y 00pabOTaHHBIX U KOHTPOJBHBIX JIUCTHEB MPU TEMIIEpaType JIUCTA B IHUAINa30HE
or 43°C no mnpumepHo 44-45°C; Ttem He wMeHee okoHyaTenbHbiii Y(PSI) mocne
pacnpocTtpanenus BII Obul 3HaUMTENHHO BHINIE, YeM B KOHTPOJIBHOW TPYIIe MOCe HarpeBa
mucta g0 47°C. Takum oOpa3oM, OBUIO TOKa3aHO TMOJOXuUTeNbHOe BiusHue BII Ha
ycroiunBocTh OCI k HarpeBanuto npu Temneparype 45—47°C unu 6onee. Temneparypa aucta
T, =46°C 6pl11a UICIIOJIB30BAHA B MOCJIEIYIOIINX HKCIIEPUMEHTAX.

—m- xoneuHbli Y(PSI)pn
—o— koneunsitii Y(PSI)onrp

0.2~ —0- koueunniii Y(PSI1)py
—A— xoneunslii Y(PSI)ourp
= 015 -
7
a
=
;—)\ 0.1 A
a
=
0.05 -
i ﬁl@‘j
42 44 46 48

Puc. 5.1. Koneunsiii y(PSI) u y(PSII) u Temneparypsl JiucTta Mpu HarpeBaHUU 4Yepe3
15 mun mocne pacnpoctpanenuss BIT (n = 4). T, npu HarpeBaHUHM PACCUUTHIBAIACH Kak
cpenusas temmneparypa ¢ 10 go 30 MuH nociie Hayajia Harpena.

Bmusaue BII  wa cremenp TmOBpexaAeHUS  (DOTOCMHTETHYECKOTO — ammapara
(3]
aHATM3UPOBAIOCH NMpH HarpeBanuu jucra 10 46°C (puc. 5.2), 9T0 OBIIO AOCTUTHYTO C

WCIIOIb30BAaHUEM  CIICIHAIM3UPOBAHHOTO pekuma padbotel GFS-3000, mo3BomstoMIEero
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NOJJIEPKMUBATh 33JIaHHYI0 TeMIlepaTypy JucTa. bblio mokazaHo, YTO KOHEYHbIE KBAaHTOBBIC
BbIx0J1bI Y(PSI) u y(PSIl) cymecTBeHHO CHUXaIUCh, a ypoBeHb accuMmmisiiuu CO, (A) ObLT
MOJTHOCTBIO TToaBjieH B KoHTpoJie 6e3 nuaykuuu BII. 3nauntensras mons OCI (0,80) u OCII
(0,88) Oputa moBpexzaeHa npu HarpeBanud. Ilpu sTom Mmenbiee mnoBpexaeHue DPCI mo
cpaBHeHuto ¢ OCII xopoiio cornacyercs ¢ cuiibHOM uyBcTBUTENBRHOCThIO DCII K HarpeBaHuto
B auana3zone 40-50°C u cimabomy nopasnenuto aktuBHoctd DOCI mpu 3TUX Temmeparypax y
ropoxa (Oukarroum et al., 2013). Jlons uemoBpexaeHuowt PCII (0,12), Obuia cxomHa ¢

TaKOBOM y THIKBBI ITociie HarpeBanus 10 45°C (Petusun u ap., 1999a).
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Puc. 5.2. ®orocuHTeTnUecKkre napaMmeTpsl mnocie 30 MUH MpOrpeBa, Mpu TeMIepaType
nucta 46°C B KOHTpoIE U yepe3 15 Mun nocne npoxoxaenus BII B muct; xoneunsie y(PSI) u
v(PSII) u nonmu HemoBpexACHHBIX QorocucteM | m Il mpu HOpMaNbHOW KOHIEHTPALNH
BHemHero CO; (a); xk0dpPUIMEHTH KOPPENsIUd MEeXAy OTHOCUTENbHOW BenuuuHou BII-
MHAYLUMPOBAHHOI'O CHUKEHHSI A U mapameTpamu (poToCHHTE3a mocie HarpeBanus, N=7-9 (6);
* _ pasmmums ¢ KOHTpoleM poctoBepHsl (p < 0,05); ¥ —  koadduuueHT KOppemsiuu
nocrosepeH (p < 0,05).

Nunyxkums BII 3a 15 MuHYT nepen HarpeBOM M MOCIEAYIOIIEE PACIIPOCTPAHEHUE €0 B
muct yBenuuuBano koHeuHbld y(PSI) u nomnto nmenospexnennoir OCI (ot 0,20 mo 0,38), uto
MOKA3bIBAJIO TMOJIOXKUTENIbHOE BIMSHHE BapualeNbHOrO MOTEHIMalla Ha YCTOMYMBOCTH
dotocuctemsl |. B 1o ke Bpems y(PSII) u momst menmopexaeHHoit PCII B oOpaboTaHHBIX
JUCTBAX CYIIECTBEHHO HE OTJIMYAJIUCh OT TAaKOBBIX Yy KOHTPOJIBHBIX PpACTCHHM, YTO
CBUJIETEIILCTBYET 00 OTCYTCTBUM TIOBBIIICHUS YyCcTOWYMBOCTH (oTocuctembl |l mocnie
pacupoctpanenus BIl.  Accumwisauus CO, ocraBajnach INPaKTUYECKH  IOJTHOCTBIO
MOJABJICHHON B JTUX YCJIOBHSX, YTO MOXKET OBITh CBSI3aHO C OYEHb CYIIECTBEHHBIM
TEMIIEpAaTYPHBIM CTPECCOM, KOTOPBIN UCTIBITHIBATIO PACTEHHUE.

JUis  uccienoBaHUss — CBA3M  OOHAPY)KEHHOTO  TOBBIIICHHS  YCTOWYMBOCTH

(oTocHHTETHYECKOTO anmapaTa ObUT MCIOJB30BaH KOPPEsUMOHHbIN aHanu3. [lokasaHo, 4ro
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KOA(h(ULKUEHTHl KOPPENSLUU MEXIy OTHOCUTEeNbHOW BennunHod BII-unayuupoBaHHOTrO
CHIKEHMS A M mapaMeTpaMu (OTOCHHTE3a MOCIe HarpeBa ObLIIM BBICOKMMH U 3HAYUMBIMU 15
koreunoro y(PSI) (r =0,79) u ms noau Hernospexaennoit @CI (r = 0,88) (puc. 5.26). B 10 ke
BpeMs OCTaTOYHbIE apaMeTphl poTocucTeMbl || ObLTH MpaKTHYECKU HE CBSA3aHBI C BEIMUYUHON
CHI)KCHHSI aCCUMWIISALIMU yTrieKkuciaoro rasza. Tak Kod(h(UIHUEHTHl KOPPENIUU MEXKIY
cumwkenueM A u y(PSI) u mexny cumxenuem A u noneit HenoBpexaeHHor DCII Obun
HeOonbmuMu U HenocToBpeHbIMH (I = 0,34 u r = 0,13 cooTBeTrcTBeHHO) (puc. 5.26). Takou
pe3ynbTaT SBISETCS apryMEHTOM B MOJIb3y ydacTusi BbizBaHHOro BII ¢oTocunTeTHyeckoro
oTBeTa B (popMupoBaHUM MOBbIIIeHHs ycToiunBoctu PCI Kk BbICOKOH Temmepatype. bonee
1oJIpoOHO 3TOT BOIMpocC OyIeT MpoaHaIU3UPOBaH B pasuene 5.2.

B omnom cnydsae wu3 necatu BII He mnpoxoaun B HCCIENYEMBIM JIACT, |
dboTtocuHTETHUECKOTO OTBEeTa HE Habmomanock. [Ipu 3ToM (QoTocMHTETHUECKHE MapaMeTphl
1ocJie IPOrPeBa CYIIECTBEHHO HE OTIMYAIUCH OT KOHTPOJBHBIX (JaHHbIE HE MPEICTABIICHBI).
JlaHHBIE, TIOJIy4EHHBIE C TAaKMX PACTEHHUW, B JAJBHEHMIIEM aHaIu3€ HE yduThIBaIuch. CaMo
HaJM4Me TaKWX pPACTEHUN OMOJHUTEIbHO IMOKa3bIBaeT, 4Tto pacupoctpaHee BII B mjuct
ABIIAETCA HEOXOIMMBIM YCJIOBHEM Uil (DOPMHUPOBAHUS MOBBIIIEHHOW TEIIOYCTOMYMBOCTH
(OTOCHHTETHYECKOTO afmapaTa Mocjie HAaHeCEHHs Ha PACTEHHE JIOKAIBHOTO 0XKOTa.

brin mpoBeneH Oosiee neTanbHBIN aHANW3 AUHAMUKH ToBpexaeHus ¢orocuctem | u Il
IIPU JEUCTBUU BBICOKOM TEMIIEPATYphl HA PACTEHHUs B KOHTpoJsie U nocie uaaykuuu BII, [Ipu
TOM Ui OOJIBILIErO COOTBETCTBUS C JEHCTBUEM BBICOKOW TEMIEpAaTypbl B €CTECTBEHHBIX
YCIIOBUSIX HAarpeB OCYLIECTBISUICS 10 3aJJaHHOM Temmeparypbl Bo3ayxa B KtoseTe (53°C), B TO
BpeMs Kak TeMIlepaTypa JIHCTa U3Mepsulach, OJIHAKO HCKYCCTBEHHO HE BbIpaBHMBANach y
ombITa U KOHTPOJs. st aToro uicnonb3oBaiu pexxum padotel GFS-3000, mogaepkuBaromuii
MOCTOSIHHYIO TEMIIEPATYPY KIOBETHI.

Puc. 5.3 nokaseiBaer Bnusinue BII nHa nmoBpexnenue ®CI u OCII npu neiictBuun
BbICOKOM Temmepatypbl. [lpu stom B nunHamuke mnokazateneit  y(PSI) u y(PSII) mpu
HarpeBanun nocne BII HaOmiomanuch CyliecTBEHHbIE OTIMYMS OT KOHTPOJBHOW TPYMIIbI
(puc. 5.3a-B). beino mokazano, uro BII yckopsin camwxkenue y(PSI) u y(PSIl) na HavanbpHOM
cTajiuu mporpesa, ogaHako nocieayromue quHamuku st OCI u OCII 6putn paznuassl. Y(PSI)
CTaOMIIM3UPOBAJICS M €0 BEJIMYMHA Cpa3y Mocje OKOHYaHUs HarpeBa u yepe3 10 MuH mocie
3aBepIICHUS JCHCTBUS MOBBIMICHHOW TEeMIEpaTypbl OBLIM OOJbINE, YeM B KOHTPOJBHOU

rpymne  (puc. 5.3r,1). Ocrarounas pnons  HenoBpexaeHubix OCI (P,“"/P,™") mocie
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npoxoxaeHuss BIl Takke CyliecTBEHHO NpEBbIIIANAa aHAJOTUYHYIO JIOJNI0 Yy KOHTPOJBHBIX
pactenuid. y(PSIT) cpa3y nocie okoHuanust HarpeBanus U yepe3 10 MUH Mocie 3TOro, a TaKxKe
noust nenospexaennoi OCII (F,“"/F, ") 6bun HuKe, YeM B KOHTPOILHOM IpyIIe pacTeHuit
(puc. 5.3e). BaxHo ormeTuTh, uTo mojoxutenbHoe BiusHue BII Ha ycroitunBocTs OCI u
otpunatenbHoe — Ha ycroiunBocTh @CII Habmoanoch Ha IByX MCCIETOBAaHHBIX BPEMEHHBIX
nuarasonax (uepe3 15 MuH u 45 MUH TOCIIe UHAYKIIMH 3JIEKTPUUECKOTO CUTHANIA).

—y(PSI) —y(PSIl) —T

KIOB
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Puc. 5.3. Tunmuneie 3amucu ¢orocunTeTnueckux mapamerpoB (Y(PSI) u y(PSIl)) u
temrepaTypsl KioBeThl (T,), Ipu niporpese aucta 6e3 BII ((a), n = 8), yepe3 15 muu nocie
renepanuu BIT ((6), n = 6), uepes 45 mun nocne rereparuu BIT ((B), N = 5). Benuuunst y(PSI)
1OCJIe HarpeBaHHWs B KOHTPOJBHOW M 3KCIepuMeHTanbHOH rpymme (r). Bemuuunsr y(PSI)
1I0CJIE HAarpPEBAaHUS B KOHTPOJIBHOM U SKCIIEPUMEHTANIBHOM rpymmne (). OTHOLEHnE KOHEYHOIO
MaKCUMAaJIbHOTO M3MEHEHMs CUTHana P7pp K mepBOHaYaIbHOMY MaKCUMaIbHOMY M3MEHEHHUIO
Proo (Pm"/Py™") M OTHOLIEHHME KOHEYHOM IEPEMEHHON (DIYyOpECUEHIUN K Ha4YaabHOM
nepemennoii ¢uayopecuenuun (F,“"/F,""") mocme marpesa B KOHTPONLHON TIpylme HU B

skciepuMenTe (€). Tyos BO BpeMsi HarpeBa noBsimanachk 10 53°C, pmurensHocts 30 MuH. * —
CpaBHEHHE ¢ KOHTPOJIbHOM rpymmoii (p <0,05).
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IlokazaHHO€ B JTO CEpUM OSKCIIEPUMEHTOB IOJIOKUTENbHOE BiusHue BII Ha
ycroiunBocTh OCI xopo1io coriacyercs ¢ pe3yjJbTaTaMu HaIIero MpeblIyIiero 3tana padorT.
BeposiTHO, 0HO 00ycnOBIIEHO HMHAKTHMBaluell TeMHOBOW craauu (oTocuHTeTe3a. B To ke
BpeMs BbI3BaHHOe pactipoctpaHeHueM BII ycunenue nopexnaenus ®CIlI Ha npenpiaymem
JTare UCCIIEOBAHUS BBIBICHO HE ObLI0. JIOTMUHO MPEeANoNoKUTh, YTO TaKOH 3P PeKT cBsi3aH
C pa3auuMsIMH B TEMIIEPATYpPHOM PEKUME B IPOBEAEHHBIX CEPUSAX IKCHEPHUMEHTOB M MOKET
OBITh CBSI3aH C OCOOEHHOCTSMH HarpeBa JIMCTa B KOHTPOJE M mocie pacnpoctpaHeHus BIIL.
OroT Bonpoc OyaeT 0oJiee 1eTallbHO MPOAHATU3UPOBaH B paszene 5.3.

Jlanee onennBasock BiausgsHUe BII Ha yCTOMYMBOCTE K BBICOKOM TemIepaType y LEeI0ro
pactenus. IIpeanocsuIkoil A 3Troro sSBJISAIOTCS HEMHOTOYMCIIEHHBIE JIaHHBIE JINTEPATYPhl O
ToM, 4T0 DC crocoOHbI NOBBIIATH YCTOMYUBOCTh pacTeHHil K cTpeccopam. Tak, PEeTUBHHBIM C
coastopamu (1997, 1999) Gbuto mokazano mnosioxkutensHoe BiausHue [1/] Ha ycToWdyMBOCTH
pacTeHHil K CTPECCOBBIM (PaKkTOpaM, B YACTHOCTH, K OXJIAXKIEHHUIO, a TakKe Oblja Moka3aHa
cnocobHocTh JC cHuxath nospexaenue OCIll npu oxnaxaenun u nporpese. [lonydyeHnsie B
HACTOSIIIEM HCCIIEZIOBAHUU DPE3YJbTaThl SABISAIOTCA OOjee MPOTUBOpPEUYMBHIMH, Tak kKak BII
ymenbiian noBpexaeHne ®Cl u ogHoBpeMeHHO ctumynupoBain nospexaeHue DOCIl mpu
HarpeBaHuu. B pesynbrare mrorooe BiusHUE BIl Ha ycTOHYMBOCTB LEIOTO pacTeHUs K
BO3JICHCTBUIO BBICOKMX TEMIEpaTyp MOKET ObITh KaK TIOJOXHUTENbHBIM, TaK U
OTPHULATENBHBIM, YTO JIEJIAET AKTYyaJIbHBIM €T0 MCCIIEJOBaHHE.

s onenku BozaericTBust BII Ha ycTOWYMBOCTH pacTeHHUs B 11€JI0M ObLIO MCCIIEIOBAHO
€ro BJIMSHHE Ha POCTOBBIC Mporecchl. Jlyisi 3Toro 13-AHEBHBIE MPOPOCTKH TOpoxa ObLIH
NOJIBEPTHYTHI I0JIy4acOBOMY IIPOrPEBY B BO3AYIIHOM TepMocTaTe. B KOHTposibHON cepun
HKCIEPUMEHTOB KaKHe-TUOO0 MpeaBapUuTeIbHble BO3JACUCTBHS Ha pacTeHUs OTCYTCTBOBaiu. B
JBYX OMNBITHBIX CEPUSX IKCIEPUMEHTOB IMPEABAPUTEIBHO OCYLIECTBISUICS OXor Jucra. [lpn
TOM BPEMEHHOW HMHTEPBAJI MEXIY OXKOIOM JINCTA M HAarpeBOM LEJIOT0 PacTEHUsS B OJHOM
ciay4yae cocTtaBisiin 15 muH, a B apyroM — 45 MuH. B nmanmpHeiimem nporpetsie pacTeHUs
BBIpAIllMBAIM B T€UCHUE S5 JHEH, MOCie 4Yero y 17-aJHEBHBIX MPOPOCTKOB OCYIIECTBIISIOCH
U3MEpeHne JUIMHBI cTe0JIs U KOpHS. B IBYX OTAENBHBIX Cepusix KOHTPOJIBHBIX KCIIEPUMEHTOB
ObUIM OIIpeseNeHbl JUIMHBI cTe0sis M KopHA y 13- m 17-IHEBHBIX NIPOPOCTKOB, HE
MOJIBEpraBIIMXCs ACHCTBUIO OOIIEro Harpena.

B pesynbpTare sKCiepuMEHTOB OBLIO MOKAa3aHO, YTO MOJy4aCOBOM HArpeB PacTEeHUs A0

51°C cymiecTBeHHO CHMXKall TeMIIbI pocTa moOera W KopHs, HarpeBanue 1o 53°C u 55°C
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IIOJIHOCTBIO TOJIABIISIJIO POCTOBBIE MPOLIECCHl B KOHTPOJIBHOW I'PYIIIIE PACTEHUN C IPOTPEBOM,
HO Oe3 pazapaxkenus (puc. 5.4). Uaaykius BIT 3a 15 MuH 10 HarpeBaHUS pacTCHHS HE BIIUsIIA
Ha POCT IOCJIE MOBBIIIEHUs Temneparypbl A0 51°C 1 HUKaKk He MEHsIA MOJHOE MOJaBICHHE
POCTOBBIX IPOLIECCOB MOCJE MOBBIMIEHUs TeMiepaTypsl 10 55°C, oiHaKo mpenBapuTeabHas
uHaykuus BII mo3Bomsina coxpaHuTh mpolecc pocTa cTediiss U KOPHS IOCie HarpeBaHUs 10
53°C. IlonHO€E MOaBIEHUE POCTA PACTEHHI B KOHTPOJIBHOU rpymie nocie Harpesa 10 53°C u
YMEPEHHBIN pocT cTeOaeil U KOpHEH Yy 3KCHEepUMEHTAJIbHBIX pacTeHUil mokasanu, yto BII
YMEHBIIAJ UHAYLUPOBAHHOE HAarpE€BOM IOBPEXACHHUE Y IrOpOXa HAa YPOBHE LIEJIOr0 PacTEHHUS.
[Ipn aHanu3e BAMSHUS NPOTrpeBa Ha POCT NpU 45-MUHYTHOM HMHTEpPBAJIE MEX]Y WHIYKIUEH
BII u HarpeBoM 1enoro pacteHusi ObUIO MOKA3aHO CXOXee M3MEHEHHE MOP(POMETPUUYECKUX
napameTpoB. Tak, oOmas JIMHA NPOPOCTKOB ropoxa MoAaBisulach MEHbILE NPU HArpeBaHUU

10 53°C B ycnoBusix renepauuu BII.
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Puc. 5.4. Cpeanune mopdomeTpuueckue MmapaMeTpbl IMOCNe TEMJIOBOT0 BO3JACHCTBUS
(marpeBanue pactenus g0 51°C, 53°C, 55°C):. (a) — uepe3 15 MuH mocie HHAYKIIHH
BapuadebHOTo noteHmuana (N =24—60); (0) — uepe3 45 MUH TIOCIIC UHIAYKIIUH BapuaObEIbLHOTO
norenimana (N =24-72); * — p < 0,05 nns cpaBHEHUS JUIMHBI OOETa W KOPHS ¢ KOHTPOJIEM;
# — p< 0,05 nns cpaBHEeHUS OOIIEH JUTMHBI MPOPOCTKA C KOHTPOJIEM.

Brissnennoe Bnusinue BII Ha pocToBbie mpoliecchl pacTeHU Mocie ASHCTBUS HAa HHUX

MOBBIIIEHHOW TeMIlepaTypbl MOKa3bIBAET, YTO DJIEKTPUUYECKUN CUTHAT MOXKET YBEITUYHTh
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YCTOMYMBOCTh PAcCTEHHMIl K BO3JECHUCTBUIO BBICOKMX Temiieparyp, u nospexiaeHue DCII ne
BIUsAET Ha 3TOT dpPekTt. U3BectHo, uTo DCI OoJiee ycToHUMBa K CTPECCOBBIM (hakTOpaM, 4YemM
®CII (Allakhverdiev et al., 2008). Ha ocHOBaHHH 3TOT0 MOXHO IPEIIOI0XKHUTh, YTO 3aIl[HTa
®CII, BO3MOXKHO, HEJOCTUKMUMA IIPU BBICOKUX BHEIMIHUX Temneparypax. C Ipyroil CTOpOHBI,
®CI obnagaeT OGomblel YCTOMYUBOCTHIO K BBICOKOW TeMIIEpaType, a 3HAUUT, TOBBIIICHHUE €€
YCTOMYMBOCTH SIBJISIETCS JOCTHXKMMBIM PpE3yJIbTaTOM M MOXKET HUIpaTh BaXXHYIO pPOJb B
YBEJIUYEHUU OOIIeld YyCTOWYMBOCTU pacTeHus. B wyacTHocTH, Takoe «coxpaneHnue» OCI
CIOCOOCTBYET MOAMEP/KAHUIO IHMKINYECKOro moToka siaektpoHoB (Zhang, Sharkey, 2009;
Joliot, Johnson, 2011) u coxpanenuto cunteza AT®. Henb3s uckirovars Takxke, 4TO CaMo IO
cebe Oounbiiee nospexaeHne OCII nmpu HarpeBe MOXKET ABIATHCS YACTHIO 3AIIUTHOTO OTBETA
¢dorocuHTEeTHYECKOTO ammnaparta, Tak kak m3BecTHo (Tikkanen, Aro, 2014; Tikkanen et al.,
2014), yto npu ymenbiieHuu motoka 31MekTpoHoB Ha DCl ¢ DCIl ycroitunBocTh mepBoOi
BO3pacTaer. JTO UMEET CYIIECTBEHHOE 3HaueHue, Tak kak PCl mpakTH4YecKd HE CocoOHA K
penapauuu, B To BpeMs kak ®CII ObicTpo BoccraHaBnuBaercs, T.€. MOTEHLIMAIBHBIN BKJIAL
ycusieHus: noBpexaeHust ¢otocucteMbl || M yMeHbIIEHUST TTOBPEXKIEHUS BCIEACTBUE ITOTO
dorocucremsr | MmoxeT ObITH TocTaTouHo Benuk (Tikkanen, Aro, 2014; Tikkanen et al., 2014).

Takum oOpa3zom, pe3yabTaThl ATOro0 OJOKa HCCIEIOBAHHM IMOKAa3bIBAIOT, YTO
pacnpocTtpanenue BII moxer moBeimare yctouuBocth @CIl Kk MoBBIIEHHOW TeMmmeparype,
OJHOBPEMEHHO yCuuBas MOBPEXKICHUE OCII. N3menenus YCTOMYMBOCTH
(OTOCUCUHTETHUECKOTO ammnapara, MO-BUAMMOMY, BHOCST BKJIaJ B YBEJIMYEHUE OOIen
TEIJIOYyCTOMYMBOCTH pacTeHus, Koropass pas3BuBaercs npu BIl. Bausaue BII Ha
TEIUIOYCTOWYMBOCTh  (DOTOCHHTETHYECOKIO —ammapara HMMeEeT JOCTaTOYHO JUINTENbHBIH
xapakrtep (He meHee 45 MuHYT mnociie uUHAYKIMH BII), 3aBUCHMT OT BenMYMHBI HarpeBa
(mposiBISIETCS P AOCTATOYHO CUJIBHOM HAarpeBe) U, N0-BUAMMOMY, IPUBOJIUT K YBEIUUYEHUIO
TEIJIOYCTOMYMBOCTH HAa YPOBHE LIEJIOT0 pacTeHus. [IpenBapurenbHblii KOPPENALMOHHBIN aHAIN3
MOKa3bIBaeT, uTo noBbilieHne ycroiunBoctn OCI, no-Buaumomy, o0ycrioBiieHO Bbi3BaHHOW BII
uHaKkTUBanuMen porocuntesa. B To xe Bpems, Oombiuee nopexaecHue @Cll moxeT ObITh CBA3aHO €
Ooyiee CUJIbHBIM HarpeBoM JHcTa W Oomblueil TemmeparypHoil uyBctuTenbHOCTBIO DCII, yro
COIJIACYETCsl CO CHWKEHUEM TPaHCIIMPALMK JINCTheB pacTeHus nocie BII. IIpoBepke atux rumores

o Mexanu3max Biausiaus BIT Opuim TMOCBAIICHBI CJICAYIOMINE 3TAllbl HCCIICTOBAHMA.
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5.2. Anaau3 poau Bbi3BaHHOT0 BII poTocuHTeTHYECKOTr0 OTBETAa B NMOBBIMIEHUH
ycToitunBocTH (poTocucTeMsl |

Kak Obut0 mokazaHo BbINIE, OJHUM W3 MEPBBIX COCTABISIONINX (DOTOCHHTETUYECKOTO
oTBeTa Ha pacnpoctpanenue BII sBnsercs nHakTuBamuss TeMHOBOW cTaauu porocunresa. Jlis
BBISIBJICHUS] poiu  BbI3BaHHOro BII  ¢doTocuHTeTHYECKOTO OTBETa B  MOAM(PHUKALUU
YCTOMYMBOCTH (POTOCHHTETHUYECKOTO ammapara Obpulo wuccienoBaHo BiusHue BII Ha
ycTounBoCcTh oTocucTeM mnpu cHrkeHHOM [CO;], Tak Kak Ha TPEeABIAYIIMX dTanax HaMu
OBLIO MOKA3aHO, YTO CYIIECTBEHHOE CHUKEHHE KOHIICHTPAIUU YIJIEKUCIIOrO ra3a MOJHOCTHIO
nojaassieT Bbi3BaHHYyI0 Bl mHakTHBaIMIO TEMHOBOM cTaanu (OTOCUHTE3A.

Uccnenoanue nokasano, uro BII He noBeiman ycroiunBocts @CI k HarpeBaHutio npu
HU3KOH BHemHe# koHenTpaiuu CO, (puc. 5.5), 6onee Toro, HabII0aTIACH CKOPEE TEHIACHIIHS
K CHIDKCHHMIO TMOKazaTenei ¢oTtocucteMbl | Tmocnme mporpeBa, KOTopas TpUHUMAsa
JIOCTOBEPHBIN XapakTep s 3HaueHui y(PSI) mocne HarpeBanusi, KOTOpbIe OBUIH JOCTOBEPHO
HIKE, HEXEIM B KOHTposie. Takoil pe3ynbTaT YKa3blBa€T HA OTPUIATEIBHOE BIIUSHHUE
anekTpuieckoro curxaia Ha ycrounBocth OCI B ycnoBusx Hu3koil konunentpamuu CO; u
NoJIaBjieHue pa3BUTUs UHAYLMpoBaHHON BII nHakTuBanum TeMHOBOM cTtaauu ¢portocuHTe3a. B
ciyqae napameTpoB OCII mocne mporpeBa coxpaHsiach TEHIEHIUS K MX CHIDKEHUIO TMOCIIEe
npeaBaputenbHot uHaykuuu BIl. CrnemyeT oTMeTUTh, YTO YCTOMYMBOCTH (POTOCHUCTEM B
KOHTpOJIe TIpH HU3KOM BHemHel koHueHTpauu CO; (puc. 5.5) Obl1a 10CTOBEPHO BBIIIE, YEM

B KoHTpoJie mpu 360 ppm CO, (puc. 5.2).
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Puc. 5.5. ®otocunreTnueckue napamerpsl nocie 30 MUH HporpeBa mpu TemiepaTrype
micta 46°C B KOHTpoJIe 1 uepe3 15 mun nocne npoxoxaenus BII B nuct; xoneunsie y(PSI) u
v(PSII) n nonu HenoBpexxaEHHBIX QoTocuctem I u Il mpu HU3KOM KOHIIEHTPALMU BHEIIHETO
CO, (15 ppm) (a); Ko3bUIMEHTH KOPPETALUH MEXAY OTHOCUTEIbHOW BenuuuHou BII-
MHAYUMPOBAHHOT'O CHUKEHHSI A U mapaMeTpoB (OTOCHHTE3a Mociie HarpeBaHus, n=6 (0); * —
pa3nuuus ¢ KOHTposeM aoctoBepHsl (p<0,05).
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Binusaue BHemHed koHueHtpauuun CO,, KOTOpas oOmpenensyia HWHTEHCHUBHOCTh
TEMHOBOM cTaguu (OTCHHTE3a, Ha YCTOMYMBOCTH (POTOCHCTEM K HarpeBaHUIO ObLIO
npoaHau3upoBaHo Ooisee moapoOHo. Bemmumnsl ycroitunBoctn ®CI u OCII xk HarpeBy u
KOHEUYHbIE 3HAaueHHs BHeImHeW kouueHtpauuun CO,, cHIKEHHOM 3a 15 MUH 10 Hauana
mporpeBa, mokazaHel Ha puc.5.6. Koweunsit y(PSI) um mons nHemoBpexnennour OCI
YBEJIUYUBAIUCh C yMeHbllleHHeM KoHmeHTpauu CO;,, a cienoBaTelibHO, W MOAaBICHUEM
accumuisitiun CO,. Koneunsiit y(PSIl) u monst menopexaenHot @CII crabo 3aBucenu ot
koHeHTpauuun CO,, onHako HaOIO/aIach TEHIEHIMS K BO3PACTAHUIO YCTONYHBOCTU

¢otocuctemsl || npu ymepeHHOM CHM>)KEHMHM aKTUBHOCTH TEMHOBOM CTauu (POTOCUHTE3A.

PmKOH
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Puc.5.6. Koneunsie y(PSI) u y(PSIl) (a) u nomu venoBpexaeHubix OCI u OCII (0)
TIOCJIC HArpEeBaHUs MPH Pa3IUYHbIX BHeMHUX KoHIeHTparusx CO, (N = 5-8). KonrtponbHas
HavanbHas KoHueHTpauus CO, 360 ppm. Konuentpamusa CO, ymensbmanach 3a 15 MuH 10
HarpeBaHUs.

Panee PeruBun u ap. (1997) nmpeanosioxuiau, 4TO SAEKTPUUYECKHUE CUTHAIBI MOTYT
MOBBIIIATh YCTOWYUBOCTh PACTEHHI K CTpeccoBbIM (hakTopam. B wactHoctu, PetuBun u mp.
(1999a) moxkazamm, uro I1/] yBenmmuumBan ycroiuuBocth PCII k oxmaxaenuto (—8 °C) u
HarpeBy (45 °C), o Bnusnue BII Ha ycToiunBOCTh (POTOCHHTETHUYECKOTO ammapara He ObLIOo
rccnenoBaHo. M3 mpencTaBieHHbIX pe3yJIbTAaTOB clienayeT, uTo BII moBbImaeT yCTOMYUBOCTH
@CI k BBICOKMM TEMIIEpaTypaM U 3aMETHO He BiuseT Ha ycToitunBocTh P CII mpu yBennueHuun
T, 10 46°C (puc. 5.2 a).

Takue paznuuus B OTBETaX MOTYT ObITh CBSI3aHbI C pa3inyHbIMU BiausiHUsIMU BIT u T1/1

Ha YCTOWYMBOCTH (POTOCHHTETUYECKOTO anmnapara k crpeccopam. BII, koTopslit uHAyIHpYyeTCs
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MOBPEXKAAOUIMMHU Pa3ApAKUTEIIIMU, BEPOSITHO, SIBJISIETCS CUTHAJIIOM JJIL CTPECCOPOB BBICOKOM
MHTEHCHUBHOCTM B ommune oOT [IJ[, KOTOpBIi MHAYIHPYETCS HENOBPEKIAIOIMNMU
pazapaxurensmu. Onaako DCI saBasercs Oonee ycTowumBol k ctpeccopaMm, dem DCII
(Allakhverdiev et al., 2008; Sharkey, Zhang 2010). Takum oOpa3om, BII-ungyrupoBanHas
samuTta OCI oT cTpecc-(hakTopa BICOKOW MHTEHCUBHOCTH MOXET ObITH Ooiiee d(PpheKTUBHOMN
JUIsl BBDKUBaHUs pactenuil, ueM 3ammura OCII.

Koneunstii y(PSI) um pons HenmoBpexnenHod @OCI Obuin TeCHO CBsA3aHBI C
oTHocHTeNbHOU BenmuuuHod BII-unaynmupoBanHoro cHmkeHuss A (puc. 5.20). Ilpuaumas Bo
BHUMaHUE 3TOT PEe3yJbTaT U KIIOUYEBYIO pOJIb WHAKTHUBALIMM TEMHOBOW CTAaJlUM B OTBETE
dboTocHHTEe3a, MHAYIHPOBAHHOM JJIeKTpHUUecKuMHU curHanamu (puc. 4.1., 4.2.; Pavlovic et al.,
2011; Sukhov et al., 2012), MOXHO TPEINOJIOKHUTh, YTO UMEHHO 3Ta WHAKTHUBAIHS ITUKJIA
KanbBuHa BbI3bIBaeT yBennueHue ycronunBoctu OCI k HarpeBaHUIo.

[TomaBnenue BIlI-uHnyunpoBanHOro mnoBsimieHUs ycTonunBocTH P@CI K HarpeBaHHIO
npu HU3KOW BHemHeW koHueHTpauuun CO, sABIseTCS YOSOUTENIBHBIM JOKa3aTEIbCTBOM
y4acTusl MHAKTUBALUU TEMHOBOM ctanuu ¢otocuHTe3a npu BII B MOBBIIIEHUH YCTOWYMBOCTH
®CI. Kpome toro, nossimienue ycrounsoctu OCI (puc. 5.5), MHIYIIMPOBaHHOE CHUKEHUEM
koHueHtpauun CO; 3a 15 MuH A0 Hauyana mporpeBa, KOTOPOE€ UMHUTHUPOBAIO WHAKTUBALIMIO
TeMHOBOM crTaguu (orocunTe3a, u Bll-unaymupoBannoe cHmkenue accumuisanuun CO,
JIOTIOJIHUTENILHO TMOAJIEPKUBAIOT 3Ty TUNoTe3y. TeM He MeHee, MpU HU3KOW KOHIIEHTpAIuu
CO, ycroitunBocts ®CI moBbImanack ciaabdee, yem mnociae uHaykiuu BIT (puc. 5.2 u 5.5),
CJIE0BATENIBHO, BO3MOXHBI MU Apyrue MexaHu3mbl BiusHusg BII Ha ycroiumBocts PCI.
[Mpsimoe BausiHKE nekTprueckux curHaioB Ha OCI (Sukhov et al. 2012) u @CII (Pavlovic et
al. 2011) moaTBEepx’AACT 3TY BOSMOKHOCTb.

Kpome Toro, Bmustauie BII Ha ycroitunBocte @CI MoxkeT ObITH CBS3aHO C APYTUMHU
(U3HOIIOTHYECKUMH TIpolleccaMi. B 4YacTHOCTM W3BECTHO, YTO DJIEKTPUUYECKHE CUTHAIIBI
cnocoOHbl aktuBupoBath AbixaHue (Filek, Koscielniak, 1997, Pavlovi¢ et al., 2011, Lautner et
al., 2014), koTopoe MOKET ObITh CBA3aHO C (POTOCHHTETUUYECKUMH MPOIECCaMH MOCPEACTBOM
A®K (Foyer, Noctor 2009), AT® (Noctor, Foyer 2000), BHyTpUKJIETOUYHON KOHIICHTpAIUEH
CO, unum ApyruMu TPOMEXKYTOUHBIMH NpoaykTamu. Bo3moxknbsie mytu BiausHus BII nHa
YCTOMYHUBOCTh (POTOCMHTETHYECKOTO ammapara OyayT Oosiee MOAPOOHO PacCMOTPEHBI B

riiase 6.
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5.3. AHanu3 pouau BbI3BaHHOr0 BIl TpaHcnuMpaumoHHOro oTBeTa B NOBBINIEHHH
TEeMJIOBOTro NnoBpexaenus ¢porocucremsr |

Mexanusm Bll-unaynupoBanHoit crumysisiiuu noBpexaeHuss OCII npu HarpeBaHUU
TpeOyeT MONOJHUTENbHOTO aHanu3a. I[lpunumas Bo BHuUMaHue BiausHue BIl Ha
TPAHCIIUPALMIO, MOXHO IPEANONOoKNUTh, 4To BIIl MOXeT u3amMeHuTh TemiepaTypy JIUCTa MpU
HarpeBaHuU U TeM cambIM MoaudupoBath nospexaeHue OCII.

JI71st IpOBEPKU ATOTO MPEANON0KEHUsI ObllIa HCClIeIOBaHa POJIb TEMIIEPATyphl JINCTA B
BlIl-unnyuupoBannoi ctumysiuu noBpexaeHuss @CII npu HarpeBanuu. Bnusaue BII nHa
HarpeB JIMCTa INpU OAMHAKOBOW BHemHed temmneparype (53°C) mokaszano, 4YTO CpenHss
temriepatypa jucta ¢ 10 munythl o 30 MuHyTy HarpeBanus Obina 47,5+0,3°C, B ToM ciyyae,
Korza nporpeB Havancs uyepe3 15 mun nmocie BII. Temnepatypa nucra Obina 46,4+0,6°C B
cly4yae, Korja HarpeBaHM€ HA4YMHAJIOCh udepe3 45 MHUH 1ocie MHAYKIUU SJIEKTPUYECKOTO
curHana. B to ke Bpems oHa coctaBisuia 44,3+0,7°C y KOHTpoJibHBIX pacteHuid 6e3 BII
(puc. 5.7).

DT pa3nuuusi B TEMIIEpaType JIUCTA COMPOBOXKIAIUCH PA3IMYHBIMU H3MEPEHUAMHU
Ehoo Y DKCIIEpUMEHTANIBHBIX M KOHTPOJBHBIX pacTeHUi. PacTyias BHEHIHSs TemmepaTypa
CYIIIECTBEHHO CTUMYJIUPOBAJia TPAHCIIMPAIIUIO KOHTPOJIBHBIX pacTeHul (puc. 5.7 a), BenuunHa
Bo3pactanus Ey,o Obna 22,5420 MMob/M2c. BIT momass 31o BO3pactanue (puc. 5.7 0, B),
BCJIEICTBUE 4yero yBenuueHue Enpo coctaBuio 6,1+1,2 MMOJII)/MZC, €CJI HarpeB HauYMHaJICS
yepe3 15 mun nocne BIL, u 13,0+1,2 MMOJ'II)/MZC, €CJIM HarpeB HauMHajCA yepe3 45 MUH mocie
WHYKIIAU JIEKTPUUYECKOT0 CUTHANA.

Br3BanHble HarpeBanueMm u3MeHeHUs T, U Eppo XOpommo KoppenupyroT Mexay coOoi
(-0,83), 4yro mMOATBEpXKAAET KIHOYEBYIO pOJIb TPAHCIUPALUU JJs Pa3IUYHBIX BapHaHTOB
HarpeBa JIMCThEB SKCIEPUMEHTAIbHBIX U KOHTPOJIbHBIX PACTEHUM MPU OAUHAKOBOW BHEIIHEH

TEMIIEpaType.
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Puc. 5.7. Tunuynsie 3anucu temmnepaTypsl KIOBEThI (Tys), TeMnepaTypsl aucta (T,) u
tpancnupaiuu (Eyo) mpu nporpese ymcta 6e3 BII (a), gepe3 15 mun nocne reneparuu BIT

(0), uepe3 45 muH mocne renepanuu BII (B); cpemHue BeTWYMHBI B KOHTPOJE U MOCIHE
npoxoxaenus BII (1) (n = 5).

JluarpaMmmbl paccesiHus TemnepaTyp JuctbeB ropoxa u napamerpoB O@CI u OCII nocne
nporpeBa MokKa3aiu, 4ro KOA((QUIMEHTHl KOppesuu MeXAy TeMIeparypamu U
OCTAaTOYHBIMU 3HAYCHHUSMH NapaMeTpoB (POTOCHHTETHUYECKOTO ammapaTa ObUIM HU3KUMH IS
®CI (-0,13; 0,20; puc. 5.8). B npoTHBOMOIOKHOCTH 3TOMY KOI(PPUIUEHTHl KOPpPEISLUU
MeXay TeMmiiepaTypamu aucta npu Harpese u napamerpamu OCII mocne ero 3aBepiueHHs
OBLTH TOCTOBEpPHBIMU U 3HaUUTENbHBIMU: —0,72 mnsa T, u y(PSII) cpa3y nocne narpesa, —0,57

U1 DTHX napameTpoB 4yepe3 10 mun mocie Harpesa u —0,69 s T, u F,“°/F,™".
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Puc. 5.8. KoppensiuoHHble 3aBUCUMOCTH MEXIYy cpeaHei Temmnepatypoi ymcra (T)
OpU BBICOKMX BHEIIHMX TeMIlepaTypax MU (POTOCMHTETHUYECKMMH TMapaMeTpamMu IMocie
HarpeBaHus y ropoxa (N = 19) usmepeHHbIMH (a, T') cpa3y Moclie OKOHYaHus Harpesa u (0, 1)
yepe3 10 MHHYT mocie TpekpaileHus HarpeBa. JluarpamMmbl paccesiHus OTHOIICHHS
MaKCHUMAaJIbHOTO KOHEYHOI'O0 HW3MEHEHHs curHaiga Pzp K MakCUMajibHOMY HadaJbHOMY
u3MeHeHnto curnana Prog (P ™/Pm©) (B) M OTHOIICHHS KOHEYHOM IEepeMEHHOM
(ayopecueHnuy K HCXOAHOM nepeMenHol ¢ayopecuennuu (F,“"/F,"™") (e) B 3aBucMMOCTH OT
T, Jnsa aHanu3a WUCHOJB30BAIMCh KaK KOHTPONIbHBIE pacteHus 6e3 BII, Tak u
sKcrepuMeHTanbHble ¢ BII, kaxkaas ToOyka COOTBETCTBYET OJHOW MOBTOPHOCTH. BHemrHss
TemmnepaTypa ysenaumuuBanach 10 53°C B Teuenue 30 MuH HarpeBaHus. I' — KOd(QQHUIHEHT
koppeinsiuu [Tupcona. * — pasnuuus ¢ KOHTposeM qoctoBepHs (P < 0,05).

[IpeacraBneHHble pe3ynabTaThl MPOJEMOHCTPUPOBAIIM, YTO TEMIIEpaTypa JIUCTHEB Y
AKCIIEPUMEHTAIBHBIX PACTCHHI ObllIa CYIIECTBEHHO BBIIIE, YEM B KOHTPOJIBHOM TpyIe MpHU
TOM € BHEIIHEH TeMrmeparype, U 4To cHWkeHue Enpo mocine BII, BeposdTHO, sBisieTcs
MexaHu3MoM 3Toro dddexra. BII-unaynupoBaHHOe MOHMKEHUE TPAHCIUPAIIMH MOXKET OBITh
cBs13aHO ¢ uHakTuBanueil H'-ATdaskl, KoTOpas SBISETCS OCHOBHBIM MEXaHH3MOM I'eHepaliu
BIT (Stahlberg et al.,, 2006). DTo mpeAnonoX)eHUE TMOATBEPKAACTCS JaHHBIMH TIO
WHTUOUPOBAHUIO H+-AT(D213H, OINMCAHHBIMU B IIPEIBIAYLIECH TJIaBE.

B memom pesynbTaThl 3TOr0 O510Ka pabOT MOKA3BIBAIOT, YTO 0oJiee CYIIECTBEHHBIN
HarpeB jucTa nocie BII MoxkeT urpaTh BaKHYIO pojib B TOMOJHUTEIbHOM noBpexaeHun OClI

y pacTeHuW Tmocie HWHAYKIUMKW BapuabenbHOro mnoreHmuana. Ha dotocuctemy | Takoi
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JIOTIOJIHUTEINIbHBIA HAarpeB He OKa3bIBaJl CYLIECTBEHHOT'O BIUAHUA. MOXKHO MPENOI0KUTh, YTO
BBISIBJICHHBIA ~ 3(QQexT  sBiseTcss OAHOM W3  KOMIOHEHT  MEXaHHW3Ma  3alllUThI
¢dorocuHTeTHUECKOrO anmapata (cM. Bbimie o cBsA3u uHaktuBauuu @OCIl u noBsimeHun
ycroiunBoctn @PCl). C apyroil CTOPOHBI, CHI)KEHHE TPAHCIHUPALUU MOXKET OBIThH
MEXaHU3MOM, OOecleyuBaroIMM 0o0Jiee BBICOKYIO TEIUIOYCTOMYMBOCTh HAa YPOBHE LEIOr0
pacTeHMs, TaK KakK CYLIECTBEHHAs IOTEPsl BOABI MOXKET HPHUBOJIUTH K JOMOJTHUTEIBHOMY
HapYILIEHUIO LIEIOCTHOCTH PACTEHMUSL.

Bonpoc o peanusanmuu CBSI3M  MEXAY WU3MEHEHUSMH, MPOUCXOASIIMMHU B
(OTOCMHTETUYECKOM amnmapare, W [OBBIIIEHHEM YCTOMYHMBOCTH (POTOCMHTETHYECKOIO
anmapara pacTeHus TpeOyeT najabHeHIero ananusza. TakoMy aHanu3y HOCBSILIEH CIENYOIIUN

paznen paboThI.
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TJJABA 6. AHAJIM3 MNOTEHIUAJIBHBIX NYTEWM HW3MEHEHMUS
YCTOMYUBOCTUA ®OTOCUHTETUUYECKOI'O ATIIIAPATA

6.1. YBeanueHne MUKJINYECKOT0 MOTOKA 3JIEKTPOHOB M POCT HE(POTOXUMHYECKOTO
TymeHnus ¢uyopecueHun

Hedortoxumuueckoe tymenue duyopecuennnu (NPQ) sBisseTcs XOpomio U3BECTHBIM
mexanu3MoM 3amuTtel ®CII oT M30BITOYHOrO CBETa B CTpeccoBhIX ycaoBusax (Miiller et al.,
2001; Roach, Krieger-Liszkay, 2014), kKOoTOpBIii CBs3aH C JUCCHIIAIMEH H30BITKA CBETOBOMN
SHEPTUU B TEIUIO. Ba)kHO OTMETHUTH, UTO TAKOE MEXAHU3M MOXKET UrpaTh 3aLUTHYIO POJIb HE
TOJIbKO B YCIIOBUSIX CHJIBHOT'O CBETA, HO JaXK€ MPU YMEPEHHOM OCBEILIEHUU — B TOM CIy4Yae,
€CJIM aKLENTHPOBAHUE AJIEKTPOHOB HAPYIIEHO JAEHCTBUEM TOTO MM MHOTO CTPECCHUPYIOLIETO
dakropa (oxmaxkaeHue, HarpeB W jap.). T.e. yBemmuenue NPQ sBasercs moctatodHo
YHUBEPCAJIBHBIM 3alIUTHBIM OTBETOM pAaCTEHHUs Ha JIeWCTBHUE HAOJIAroNpUSTHBIX (aKTOPOB
pa3HOW MPUPOJIBI.

JIpyruM TUTIUYHBIM OTBETOM Ha JEHCTBHUM PA3JIMUHBIX CTPECCOPOB SIBISETCA YCUICHUE
UKINYEeCKOro moToka 31ekTpoHoB Bokpyr @CI (Bukhov et al., 1999; Allen, 2003; Rumeau et
al., 2007; Zhang, Sharkey, 2009, Sharkey, Zhang, 2010; Johnson, 2011; Sonoike, 2011; Roach,
Krieger-Liszkay, 2014). Takoe ycuieHUE MOICPKUBACT TPAHCTHIAKOUIHYIO pa3HOCTh pH U
cunte3 AT®, BHocUT BKIan B peryaupyemyro nuccunanuio sHeprun B PCII, okwuciser
akuentopuyto cropony @CI u kontponupyer npoayknuio ADK, Takum obOpa3zom 3amuinas
(bOTOCHHTETHYECKUI ammapar.

Bcenencreue wuznokeHHoro Owuio u3ydeHo BiausHue BII Ha HedoToxmmmueckoe
TyleHue GIyopeCcleHIINA U IUKIMYECKUH TTOTOK 3JIeKTpoHOB. Puc. 6.1 mokaseiBaer, uto BII
CHIKaj ypoBeHb acCcuMWAnnu CO, U CKOpOCTh NOTOKA 31eKTpoHOB yepe3 PCII, yBennuuBas
npu 3toM NPQ u y(ND), orpaxatomumii notepu @CI, cBsizaHHbIE C OTPaHUYECHUSIMU TOHOPHOM
CTOpOoHBI 3TON ¢oTocuctembl. [lpu 3ToM mokazatens Y(NA), oTpaxkarmonuil morepyd Ha
akuentopHoit cropone OCI, cnabo camkancs. Peakius EF(C) cocrosina u3 aByx ¢a3: OsicTpas
uHakTuBamms 1ukiandeckoro motoka (EF(C)yuu— EF(C).y) ¥ crenyroomas MeIjieHHas
aktuBais (EF(C),uxc —EF(C)yay). Makcumanibnoe camxenue EF(PSII), makcuMyMmbl ObICTpOi
nHaktuBaniuun EF(C) u mennennoi aktuBanuu EF(C) maGmomamucs Ha 2,8+0,3, 1,0+0,1 u
5,940,3 MUH, COOTBETCTBEHHO, TOCJIE€ Hayaida (HOTOCHMHTETUUECKOTO OTBeTa. beicTpas

HWHAKTHBaUsT W MCIJICHHAA AKTHUBAIlMA B KOHTPOJIBHBIX YCIOBHAX, BCPOATHO, CBA3AaHBI C
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HE3aBHCHUMBIMU JIPYT OT JApyTra MpoleccaMu, Tak Kak KOdPQPUIUeHT Koppensuuu () MexIy

(EF(C)yun — EF(C)yaw) 1 (EF(C)yiare —EF(C)yay) cocTariszm —0,07 (p > 0,05).

a EF(PSII) 6 y(ND)
— EF(C) — 7(NA)
— NPQ —A
40 - T 4 1 1 -5
“ | J( 1 z | 147
% 30 3 $075 o
2 ; 3 3 E
£ 20 1 29 =< 05 =
o S
§ =z =z T 2 =
210 - 11 ¥0.25 A 1, £
L z
O T T 0 0 T T 0
0 10 20 30 0 10 20 30
BpeMs, MUH BpeMs, MUH

Puc. 6.1. WunynupoBannble BIl wu3menenuss (OTOCHMHTETHYECKHMX MapamMeTpoOB
ceeroBoit ctaauu EF(PSII), EF(C), NPQ (a); mapamerpoB y(ND), Y(NA) u accumumnsiuu CO,
(0) B xoHTpONBHBIX ycaoBusx (N= 17). Ctpenka — uanykuus BII mokaabHBIM 05KOTOM.

OtBersl B EF(C) moreHnuansHO MOriaM ObITh cBsizaHbl ¢ BII-mHaynmpoBaHHBIMU
m3meneHusimu B dII. Onmnako w3menenwst napamerpa dIl momKHBI OBUTM TIPUBOIUTH K
u3MeHeHmo F,, B ycnoBuaxX cmaboro ocBelleHHs, B TO ke Bpems BII He oka3biBal
CYILLIECTBEHHOTO BJIMSHHUS Ha 3TOT IIOKA3aTellb B YCIOBUAX OTCYTCTBUS AKTHHHYHOI'O CBETA,
cienoBatenbHO, u3MeHeHus: dII OblTM He3HauuTeNbHBI. DTH PE3yNbTAThl MOKA3BIBAIOT, YTO
otrBeT EF(C) He-cBs3an ¢ m3menenusmu dll.

Kak Obu10 mokazaHo Ha MpeabIIYIIUX 3Tanax padoThl, MHAKTUBALIMS TEMHOBOM cTaguu
¢dorocuHTe3a SABISETCA HadaldbHBIM IpoueccoM BII-unaynupoBaHHBIX (HPOTOCHHTETHYECKUX
OTBETOB y ropoxa. [lonydyeHHble Npu BBHIMOIHEHUH JAHHOTO 3Tara UCCIEI0OBAHUS pe3yIbTaThl
nokasanu, yto uaayuupoBanHoe BII cumxenue A u EF(PSII) uMmeroT BBICOKYIO KOPPEISILHUIO
(r = 0,78, p<0,001). MckyccTBeHHOE yMEHBIIICHHE AKTHBHOCTH TEMHOBOW CTaJMH ITYTEM
camkenns BHemmHed [CO,] ymenbmano EF(PSII) u yeemumuuBano EF(C), y(ND) u NPQ
(puc. 6.2a), HO ObBICTpasi WMHAKTUBAIUS IUKIMYECKOTO MOTOKa OTCyTcTBOBaia. Kpome Toro,
BIl-unnyuupoBannoe cHuwxkenue A u EF(PSII), yBemnuenue y(ND) u NPQ, a Ttaxxke
memneHHas aktuBanus EF(C) Obutn MeHbIne B yeiaoBusx Huskoi [CO,] (10-15 ppm), Hexenu
B KOHTPOJIBHBIX yCIOBUSX (puc 6.20, Tabu. 2). B yacTHOCTH, MAKCUMYM LUKINYECKOTO TTOTOKA
BII He oTiiMyancs OT BEAMYMHBI IOTOKA JJO paCIPOCTPAHEHUSI JIEKTPUUECKOT0 CUTHaIa B 3THX

YCIIOBHAX. Tem He MCHCC, 6BICTpa$[ HMHAKTHBallWA NHUKINYCCKOI'O II0TOKA, BBI3BAHHOI'O BII Inpu
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uu3koit [CO,] cyIieCTBEHHO HE OTINYaIach OT KOHTPOJIbHOU rpymmbl. ClieyeT OTMETHTh, YTO
ko3 dunment koppenssuuu MKy (EF(C)yuw — EF(C)uay) ¥ (EF(C)yaxe —EF(C)yaw) TipH HU3KOM
[CO,] cocraBmsan —0,81 (p < 0,01).

a EF(PSII) 6 EF(PSII)
— EF(C) — EF(C)
50 - NPQ -4 40 1 NPQ -4
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Puc. 6.2. BepBanwele cHmwkenuem [CO,] mo 10-15 ppm  usmeHeHuUs
dotocunTeTueckux mapamerpoB cBeToBoi craguu EF (PSIl), EF (C) u NPQ u accumunsnuu
CO;, (n=9-10) (a); uanyuupoanubic BIl n3MeHeHHS (OTOCHHTETHYECKHUX ITapaMeTPOB
ceetoBoii cramuu EF (PSII), EF(C) u NPQ u accumumsaiuun CO, B ycnoBusx Huskoit [CO,]

(n=11) (6).

Namenenuss B EF(PSI) u EF(C) wmoryr OBITh pa3lIUYHBIMH 3TamaMd OJHOTO
BbI3BaHHOTO BII oTBeTa QorocmHTE3a. DTa rumore3a MpoBepsiach C IMOMOIIBIO aHAlIN3a,
KOTOPBIM MOKa3ana KOpPEeIsuu MeXa1y U3MEHEHUSIMHU (POTOCHUHTETUYECKUX MapaMeTpoB. bouin
BBISIBJICHBI CHJIBHBIC CBSI3U MeXay HHAynupoBaHHbIM BIl wmimu  cHmwkenuem [COy],
yMEHbIIEHHEM TOTOKa 3eKTpoHOB uepe3 DCII m MemyieHHON aKTUBAIMEWd IUKIMYECKOTrO
TIOTOKA DJIEKTPOHOB B KOHTPOJIbHBIX ycioBusax (r= —0,89). Koppensuus Mex 1y yMEHbIICHHEM
EF(PSII) u 6sicTpoii nnaktusarueir EF(C) oka3anack nHesnaunteabHoi (r= 0,11). [Tpu Huskoi
[CO,] BII-unayuuposannsie peakuun EF(PSII) u EF(C) 6bu11 c1abo cBsi3aHbl APYT ¢ APYTroM
(r=-0,15 u r=-0,04).

WccnenoBanne W3MEHEHHUH OTHOCUTENIBHOIO IUKIMYECKOTO IOTOKA 3JEKTPOHOB,
uHayuupoBanHeix BII win camxenuem [CO;|, mokaszano, uro npu BII B koHTposie u mipu
auskoit [CO,], a taxxke mnpu cHmwkeHur [CO,] MPOUCXOAUT YBEIMYCHHE OTHOCHUTEILHOTO
NIOTOKA 3JIEKTPOHOB (Tabi. 3). Drot ¢ dexT Habmomancs aaxe eciau abCOMOTHOE 3HAUCHHE
EF(C) He moka3pIBajo Kakux-1100 M3MeHEeHU! ((hOTOCHUHTETHYECKUH OTBET, BbI3BaHHBII BII

npu Huszkoi [COy]).
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MEXaHU3MOM  BO3JICHCTBUS

TUKINYCCKOI'O

IIOTOKa

9JICKTPOHOB Ha YCTOMYMBOCTH pacTeHuil k ctpecc-pakropam (Zhang, Sharkey, 2009; Joliot,

Johnson, 2011). Puc. 6.3 nokassiBaet, uto EF(C) 1 NPQ nuHeiiHO CBSI3aHBI MEKIY COOOM.

Tabnuua 2
BIT Cumxenue [COz] no | Cumwxkenne [CO;] 1o BIT npu [CO,]=
10—15 MKMOJIB/MOJTB 150 MKMOJIB/MOJIB 15 mxMonp/MOIB

n 17 9 10 11
A 2 3,34+ 0,26 2,86 £ 0,45 2,94+0,40 -1,04 +0,39
MKMOJIB/M C
A 2 1,39+ 0,31 -1,22 +0,37 1,04 + 0,33 2,12+ 0,47
MKMOJIb/M“C
A — A“alz“ -1,95+0,19* -4,08+0,3* -1,91 +0,20* -1,03+0,15*
MKMOJIE/M C
EF(PS 11w, 301412 331422 343+13 137+14
MKMOJIE/M“C
EF(PSIDug | 936,71 135 + 1,6* 259+ 1,1* 81410
MKMOJIE/M C
EF(PSH)
— EF(PSI4, —-6,5+0,7* -19,7+1,3 -8,3+0,9* -5,5+0,8*
MKMOJIb/M2C
EF(Cuas, 2 11,1+14 11,7+ 2,3 11,3+1,9 18,1+1,2
MKMOJIB/M“C
EF(C)uum, 2 8,6+1,.2 11,7+ 2,3 11,1+1,8 15,0+ 1,2*
MKMOJIB/M“C
EF(Cmax 2 144+11* 20,0 +1,6* 15,3+ 2,1* 18,6 +1,3
MKMOJIb/M“C
EF(C)yun
— EF(C)uau, -2,6+0,3* 0 -0,2+0,1 -3,1+0,4*
MKMOJIB/M“C
EF(C)maxe
“EF(C)uma, 5,8 = 0,4* 83+1,1% 42405 3,6+ 0,5
MKMOJIB/M?C
Y(ND)uas 0,081 + 0,009 0,071 + 0,016 0,048 + 0,006 0,202 + 0,025
Y(ND)uae 0,142 £0,011% | 0,182+ 0,014* 0,100 + 0,012* 0,253 + 0,021*
Z(YN(R)S;KC 0,061+0008* |  0,111+0,010% 0035+0006* | 0,051 0,009*
NPQ a9 1,16 = 0,05 1,25+ 0,14 1,29 + 0,09 2,76 +0,14
NPQ yvaxe 1,97 + 0,08* 2,69+0,17* 1,89 +0,14* 3,44 + 0,16*
HES vae — 0,810 06* 1,34+0,11* 0,57+0,08* 0,680 13*

* — paznuuus ¢ KoHTpoiieM noctoBepHsI (P < 0,05).

CBsA3b  MEXAy  OTHOCHUTEIBHBIM  IMKIMYECKAM  ITOTOKOM  DJIEKTPOHOB  H
HEe(POTOXMMHUYECKMM  TYyIIeHHeM (ayopecueHuu xjgopoduiuia Habmomazacb W B
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KOHTPOJIbHBIX ycnoBusax. Koaddumuent xkoppensuuu mexay EF(C) u NPQ cocrasnsn 0,64
(n =36, p <0,001).
< [CO,] =360 ppm

m [CO;] = 150 ppm

A [CO;] = 10-15 ppm

O T T T 1
0 20 40 60 80

ornocureabubiii EF(C), %

Puc. 6.3. 3aBUCHUMOCTh BEIMYMHBI ypPOBHS HE(POTOXUMHUYECKOIO  TYIICHHUS
¢nyopecueniun  (NPQ) #  OTHOCHTENBHOIO  IIMKIMYECKOTO  IOTOKAa  3JIEKTPOHOB
(orHocutenbHbd EF (C)) mpu paznmunbix konnertpamusx CO; (n = 36). R? - K03 pULHEeHT
JETePMUHALIUH.

[IpencraBneHHble pe3yapTaThl MOKas3pIBaroT, uro BII, pacmpocTpassiomuiicss B JIACT,
UHAYLUUPYET WU3MEHEHHUS B (DOTOCHMHTETHYECKUX IOTOKaX dIeKTpoHOB (puc 6.1). BII-
uHayuupoBanHoe ymenbiienue EF(PSII) xopomo cooTBEeTCTBYeT AaHHBIM OTHOCHUTEIBHO
cHrkenust y(PSII), BbI3BaHHOTO 3JIEKTPUUYECKMMHU CUTHaiamMu (cM. Bbllie). TemM He MmeHee,
m3meHenus B EF(C), KkoTopele BKIIOYAIOT OBICTPYIO HWHAKTHBAIMIO LHMKJIMYECKOIrO
3JIEKTPOHHOTO TIOTOKAa M €ro MOCIEAYIOUIYI0 MEIJICHHYIO aKTHBAlMIO, He ObUIM paHee
NoKa3aHbl M TPEOYIOT 1€TAIbHOTO aHAIM3a.

HaGmiomanace  MemsieHHas — akTUBalMsl — LMKJIMYECKOTO  TMOTOKA  3JIEKTPOHOB,
unaynupoanHas BIl u cHmxenuem [CO;], 4To MOXeT OBITh CBSI3aHO C YMEHBIICHHEM
EF(PSII) u sta cBs3p omocpenoBana yeenuuenuem Y(ND) (tabn. 3). Huskas akTHBHOCTH
TEMHOBOI cTaguu (OTOCHHTE3a M HEHUKIMYECKOTO IIOTOKA 3JEKTPOHOB, KaK H3BECTHO,
compoBokmaetcst  BeicokuM  EF(C)  (Joliot, Joliot, 2006), 3uauenue y(ND) Tarke
MOJIOKUTENFHO ~ KOPpPENHpyeT ¢ BEIMYMHOW LUKIMYeckoro moroka (Munekage et
al., 2002, 2004; Zivcak et al., 2013). OgHako MeXaHU3MbI ATHX CBSI3CH OCTAIOTCS HESICHBIMHU.

Camas mpocras cxema ®CI, ocHoBanHas Ha Klughammer u Schreiber (1994),

N
Vredenberg u Bulychev (2010) u Brirouaromas okucienue Pzog u BoccranoBienue P


https://www.ncbi.nlm.nih.gov/pmc/articles/PMC4285888/#B22

70

ObUTa MCIIOJIb30BaHA JJIs aHajh3a MEXaHM3MOB (OTOCHHTETHYECKOro orBera (puc. 6.4.).

Wcnons3ys sty cxemy, EF (PSII) u EF (C) MmoxxHO onucath ypaBHeHusimu (11) u (12):
EF(PSII) = k_ x y(ND), (11)
EF(C) = k¢ x y(ND). (12)

riie Ke 1 k| — KOHCTaHTBI CKOPOCTH, OTPaKAIOIINE BOCCTAHOBIIEHHE OKUCIIEHHOTO P7go (Pg0”) B

X04€ MUKIMYICCKOT0 N1 HCHUKIINYICCKOI'O ITIOTOKOB 3JICKTPOHOB, COOTBCTCTBCHHO.

Tabmuma 3
BIIT Cumxenue [COy] o | Cuumxenune [COy) BIT nipu [CO,]=
10-15 MKMOMIB/M2C o 150 MKMOJIB/MC | 15 MKMOJIB/M?C
OTHOCHUTEIBHBIN
26,6 +3,2 255+49 23,5+ 3,3 57,2+ 3,8
EF(C)Ha‘{v %
OTHOCUTEIBLHBIN
37,9+2,7* 59,9 + 3,5* 35,8+ 3,7* 69,5 + 3,0*
EF(C)uaxes %
OTHOCHUTENLHBIE
11,3+1,3* 345+ 3,0 12,3 +1,0* 12,3 +1,6*

usmenenus EF(C),%

* — pasnuuus ¢ KOHTpoJieM goctoBepHsI (P < 0,05).

Cy1iecTByIOT JiBa BO3MOXHBIX MEXaHU3Ma HaOII0IaeMOM CBSA3M MEXIY YBEITUYCHHEM
Yy(ND) u EF(C). Bo-mepBbix, yBenuueHHe Kc MOKET OBITh OCHOBHBIM MYTEM BO3pACTaHHS
IUKJINYECKOTr0 TOTOKa DJIEKTPOHOB, uHAyHupoBaHHoro BII wunu cHuwxkenunem [CO,] B
KOHTPOJIBHBIX YCJIOBHSX. TakoW BapuaHT MOXKET OBITh peaii30BaH MPU aKTUBAIUU JFOOOH
CTAaJUH ILMKIMYECKOTO TOTOKA JIEKTPOHOB 33 MCKIIOYEHHEM BOCCTAHOBIEHHS Poo° u
YBEJIMUEHUSI KOHIIEHTPAI[M BOCCTAHOBJIEHHOTO IJIACTOIIMaHWHA. B 3ToM ciiydae ke BHOCUT
OomnbIIUI BKJIAJ B MpeoOpa3oBaHKe P20’ B P7go M TEM CaMBIM CHMYKAET Y(ND) (puc 6.4). Takum
oOpa3om, A0KHO HaOmomatbes cHrkeHue Y(ND), yBennueHue HUKIMYECKOTO MOTOKA
AJIEKTPOHOB, a TakXKe oTpullaTesbHas Koppensiuus mexay uaMmeHenusmu B EF(C) u y(ND).
OTH pe3ynbTaThl MPOTUBOpPEYAT ISKCIEPHUMEHTAIBHBIM pe3ynbrataM (puc. 6.2., Tabm. 2),
ompoBeprasi Takyro runotre’y. Bo-BTopsix, ymeHsIineHnue k. nmonasisier npeodpaszoBanue Pgot+
B Py m/mnu ysemmdenue kp, axtuBHpyeT mpeoOpasoBanme Proy B P7go’, KoTOpoe 3aTem
yBenuuuBaetr Y(ND) (puc 6.4). B coorBerctBuu c ypaBHeHueM (11), yBennuenue y(ND)
HEO0OXOAMMO JIsl aKTUBAIIMK ITUKJIMYECKOTO MOTOKA JJICKTPOHOB. B pe3ynbrate mpoucXoauT
yBemmuenue Y(ND) m EF(C) m B 3TOM cnyyae noJDKHA HAOMIOJATBCS TOJIOKHUTEIIbHAS

koppemsius mMexay usmeHenusimu B EF(C) u y(ND). Bropoil BapuaHT HaX0AUTCA B MOJHOM
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COOTBCTCTBUU C OBKCIICPUMCHTAJIbHBIMU PC3yJIbTaTaMU. Takum 06p330M, MpcaInojraracTca

cienyrolas nenoyka coosituii: BI1— ... — yBenuuenue y(ND) — poct EF(C).

Puc 6.4. Cxema cocrosuuii @Cl, ocnoBannas Ha Klughammer, Schreiber (1994) u
Vredenberg, Bulychev (2010). Psoo" u Pyg, OKHCIEHHas W BOCCTAaHOBIEHHAS (OPMBI
NepBUYHOIO JoHOpa »3nekTpoHoB PCI, cooTBeTcTBEHHO; A W A, OKUCIEHHas W

BOCCTaHOBIICHHAS dopmbl aKIenropa OCl, COOTBETCTBEHHO; napamerp
Knv=yxPFDxpx(1 —dll), ckopocth  okucienus Py, THE Y —  KO3h( HUIHEHT
nponopruoHanbHocT; mapameTpbl K. = KpcX[PC]. u Kc = KpcX[PC]c — kOHCTaHTBI

ckopocTeil motoka 3yekTpoHoB uepe3 DCIl HenukiIMueckoro M HUKIMYECKOTO IMOTOKA
+
AIIEKTPOHOB, COOTBETCTBEHHO; Kpc — KOHCTaHTa CKOPOCTH OKHCJICHHS TUIacTonManuHa Pogp )
[PC]. — xoHIEeHTpaIHs BOCCTAaHOBICHHOTO IUIACTOIIMAHWHA, YYaCTBYIOIIETO B IMOTOKE Yepes3
®CIl; [PC]c — KoHIEHTpalysi BOCCTAHOBJICHHOTO IUIACTOIMAHWHA, Y4YacTBYIOIICTO B
IIUKITMYECKOM TIOTOKE; Kn — KOHCTaHTa CKOPOCTH OKHCJICHHS akienTopHoil ctroponbsr DCI,
CBfA3aHHAas C LUMKINYECKUM, HEIUKINYECKUM U MCEeBAOLUUKINYecKuM notokamu; Y(ND) — nons
+ A + . -
P00 A 1 P7go" A (Klughammer, Schreiber, 2008); 1—y(ND) — monst P7ooA 1 P7goA.
AHaJOrMYHBIA aHaM3 MOXKET ObITh HCIHOJB30BAH Ui HU3YYEHHUS CBS3H MEXAY
yBenuuenueM Y(ND) u camxenuem EF(PSII) (puc 6.1, 6.2, ta6un. 2). [lonoxutenbHoe BAUsHUE
U3MEHEeHUN k¢ ManoBeposiTHO, MOTOMY 4TO yBenuueHue kc cHmxkaer y(ND) (cm. Bwime), a
ymenbiieHne ke — cHwkaer EF(C) (ypaBu. 11); m TO, W Jpyroe — MPOTUBOPCUYHT
IKCIICPUMEHTAIILHBIM pe3yiibTaTtaM. YBenuueHue kp, moxer yBenuumBath Y(ND) (puc. 6.4),
onnako ecnu y(ND) yBenuuuBaetcs, a k. He uzmenserca, To EF(PSII) nomxen Bo3pacrarsb
(ypaBH. 10), uTro TakXe NPOTUBOPEUYMUT HKCIEPUMEHTAIBHBIM pe3yiabTaTamM. Kpome Toro,
OCHOBHOW MPUYMHON H3MeHeHHH Ky, sBasercs momudukarus dIl, wo dII, BeposTHO, He
+
3aBucut oT BII. B kauecTBe anpTepHaTtuBbl, cHIKEeHUE k| momasiser npeoOpa3oBanue P7go B

P700 1 yBenmnuenue y(ND) (puc. 6.4), a taxke ymenbiaet EF (PSII) (ypasn. 10). Camxenune ki

MOTJIO OBITH BBI3BAHO HHaKTHBaHHGﬁ JIF000M CTagu HCUOUKIMYCCKOTO TpaHCIIOpPTa
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AJIIEKTPOHOB, KOTOphIM mnpenmectsyer ®CI M NPUBOAUT K CHUXKEHUIO KOHILIEHTPALIMHU
BOCCTAHOBJICHHOIO  IulacronuaHnHa. IlocnegHuit  BapuaHT  XOpOLIIO  COOTBETCTBYET
MOJIYYEHHBIM JKCIEpUMEHTaIbHbIM pesynabTataM (ymenbinernue EF(PSII), poct y(ND) u
oTpuliarenbHas koppenanus mexay usMmenenussMu B EF(PSII) u y(ND)). Cumxenune ki
NPUBOJUT K YMEHBIIEHHUIO TpuUTOKa 3ekTpoHoB OT PSII. Takum oOpazom, mpensiokeHa
caenyromas mnensb coobituit: BII — ... — ymenbsienue EF(PSIl) — yBenuuenue y(ND) —
poct EF(C).

[IpencraBnenHble pe3yabTaThl MOKa3biBalOT, uTo cHWKeHue EF(PSII) orpaxkaer BII-
uaaynupoBanHoe ymenbinenue Y(PSII) (puc. 6.1, tabm. 2). CorimacHo OmyOIMKOBaAaHHBIM
nanaeM (Pavlovi¢ et al., 2011; Sukhov et al., 2012, 2014) u HacCTOSAIIMM pe3yJIbTaTaMm,
ymenbiienne EF(PSII) B OCHOBHOM HWHIYyIIMPOBAaHO WHAKTHBAIUEW TEMHOBOM CTaauu
dotocunTe3a. B moaTBepikIeHHME STOTO BBIBOJAA OblIa HaiieHa BBICOKAs KOPPESIUs
nsmenenunii A u EF(PSII), a camwkenune ckopoctu accummisaiiuu CO,, mpu nonmwkeHnn [CO,]
NPUBOJALIEE K YMEHbIIECHHIO MOTOKa 31eKTpoHoB yepe3 DCII, 6put0 anamornyHo 3¢ dexty
BII. Kpowme Toro, BII-unaymuposannsie uamenenus EF(PSII) B ycnoBusix Huskoit [CO,] 6111
MEHBIIE, YEM W3MEHEHHUS B KOHTPOJIBHBIX YCIOBHSX. Tem He MeHee, npu reHepauuu BII
cumwkenue EF(PSII) mpoucxomuno u mpu Huskoit [CO;]. IlpuHumas BO BHHMMaHuUE, 4YTO
yMeHbIITeHHEe A B 9THX dKcrepuMenTax (—1,08 + 0,21 MKkMOmb/M’c) HUYEM He OTIHYaIoch OT
BIT-unnynupoBanHoil peakimu gbixanus (—1,10+0,20 mxmoms/m’c, Sukhov et al., 2014),
MO>HO IIPEANONI0XKUTH, yTO BII Taxke MoOxkeT noaaBiATh MOTOK 37eKTpoHOB uepe3 DCII nmpu
WHAaKTUBAllUM TEMHOBOM cTaauu  (QorocuHTe3a. YBenuueHne NPQ MoxeT ObITh
NOoTeHIMaIbHbIM MexaHu3MoM BiusiHug BII na @CII, notoMy 4To peakius 3TOro mokKazaTels
c1a00 3aBUCUT OT UHAYLUPOBAHHOIO 3JIEKTPUUYECKUM CUTHAJIOM CHIDKEeHUs accuMmuiisaiuuu CO,
(Sukhov et al., 2014). B pesynbraTe ObUla TpEUIOKEHA CICAYIOIAs IENOYKa COOBITHI:
BIl —... — wuHakTuBauus (OTOCHHTETUYECKON TEMHOBOH cTaguu u yBeianueHue NPQ —
ymenblienue EF(®OCII) — yeenuuenue y(ND) — yBenuuenue EF(C).

BrizBannbiii BII moToxk mpoTOHOB M3 amomjacta B LMTOIUIA3MY, CTPOMY M JIFOMEH
SBJISIETCS. BOBMOYKHBIM MEXaHW3MOM JIJII HauyaJdbHON MHAYKIMU peakiuu (GOTOCUHTE3a, B TOM
yucie cHwkenus y(PSII) (Grams et al., 2009; Sukhov et al., 2014). M3BecTHO, 4TO TeHEepaLUs
BIl cesazana ¢ mepexonHoi mHakTHBanmerr H'-ATdas3er u BxogoM mpotoHoB (Stahlberg et
al., 2006), xoropast uamensier BHyTpu- U BHekierounblii pH (Grams et al., 2009; Sukhov et

al., 2014). Tem He MeHee, CHWXEHHE BHYTpPHUKICTOYHOro pH MoxeT momaBiaTh
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dotocuaTeTHUecKyto akTUBHOCTE PCII 1 naaynupoBate NPQ (bynsrues u ap., 2013; Grams
et al., 2009; Bulychev et al., 2013; Sukhov et al., 2013, 2014). IIpuHUMas BO BHUMaHHE 3TH
(axTel, MOXHO HpeAnono)uTh, uro BII — Bxox H' — uHakTHBaIMs TeMHOBOH CTaguu
dotocuntesa u poct NPQ — ymensbiienne EF(PSII) — yBenuuenue y(ND) — poct EF(C).

CnepyeT OTMETUTh, YTO WHAKTHUBAlMsI TEMHOBOW cTaguu (OTOCHMHTE3a MOXKET
yeemmunts HAJIOH:HAJI®', uTo CHMKAET HENMKIMYECKMH IIOTOK SIEKTPOHOB Uepes
akuenTopHyto ctopoHy P@CI um MOXkeT CTUMYIMpPOBaTh LUKIMYECKUH IOTOK 3JIEKTPOHOB
(Pavlovic et al., 2011). Tem He MeHee 3TOT mporecc (cHmKeHHE Ky Ha puc. 6.4) HHIyIHpYyeET
yBenudenne P7goA  (Y(NA)), 9TO He HaONI0JANoCh B OKCIEPHUMEHTAX C Pa3IUYHBIMH
koruenTpanuamu CO, (tadm. 2). [Tostomy n3menenue otHomenus HAJJOH:HAJID" Bpsan nmu
Oynet ocHOoBHBIM MexaHu3MoM pocta EF(C), Ho MOXeT urpaTh HE3HAYUTEIBHYIO POJIb B 3TOM
npolecce.

Takum oOpazom, BII yBenuuuBaeT aOCOMIOTHBIM M OTHOCHUTEIBHBIA ITUKIMYECKHUI
MOTOK JJIGKTPOHOB. DU3MONIOTHYECKas poJib 3TOr0 OTBETa MOXET OBITh CBsi3aHA C
MOBBIIIEHUEM YCTOMYMBOCTH (OTOCHUHTETUYECKOTO ammapara K JIeHCTBUIO CTPECCOPOB.
N3BecTHO, YTO HMUKIUYECKUM MOTOK AJIEKTPOHOB MOXKET MOAJICPKUBATH BHICOKHI MPOTOHHBIN
rpaJueHT Ha MeMOpaHe THIJIaKOUIOB, crocoOcTBoBaTh cuHTE3y AT® u yBenumuuBath NPQ
(Zhang, Sharkey, 2009; Joliot , Johnson, 2011). Kpome Toro, MUKJIMYECKUI TTOTOK 3JICKTPOHOB
samumiaer OCI w MoXeT peryiupoBaTh NPOAYKIMIO AaKTUBHBIX (OpM Kuciaopoga B
(doTocuHTEeTHYECKOW 3JeKTpOoH-TpancnopTHO# 1enn (Rumeau et al., 2007; Roach, Krieger-
Liszkay, 2014).

VYeenuuenrue NPQ sBisieTcsl BAXXKHBIM MEXaHU3MOM BO3JIEUCTBUS LIMKIMYECKOTO TTOTOKA
AJIEKTPOHOB HA YCTOWYMBOCTH (POTOCHMHTETHMYECKOTO ammapara K CTPECCOBBIM (pakTopam
(Munekage et al., 2002, 2004; Zhang, Sharkey, 2009; Joliot ,Johnson, 2011). Poct NPQ
HaOmIO/ancs Tpu  yMepeHHoM ocBemeHnn (okomo 200 mkmonb/m’c) (Munekage et al.,
2002, 2004). Miyake et al. (2004, 2005) moka3zamu, uyto NPQ cuinbHO 3aBuCENO OT
[UKJINYECKOro motoka 3nekTpoHoB, koraa EF(PSI)/EF(PSII) > 1,2-1,3. U3 tabnuibl 3 BUIHO,
yro BII aktuBupyer otHocurensHsli EF(C) ¢ 27 no 38% y ropoxa (EF(PSI)/EF(PSII)
yBenuuuBanock ¢ 1,37 no 1,61), T.e. akTUBalMs IUKINYECKOTO MOTOKA 3JIEKTPOHOB MOXKET
BiusaTh Ha NPQ. U3 puc. 6.3 Buano, yto NPQ u otHocutensHblii EF(C) nuHeliHO cBs3aHBbI,
9YTO MOKHO MHTEPIIPETUPOBATH B cCOOTBETCTBUU ¢ Miyake et al. (2004, 2005) kak CTUMYJSIUIO

NPQ 0uknndeckuM NOTOKOM 3JeKTpoHOB. IlonoxkurenbHas koppemsauus Mmexnay NPQ u
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otHocuTeNbHBIM EF(C) B KOHTPOJIBHBIX YCIOBHSIX TAaKKe€ MOAJIEPKUBAET 3Ty TUNoTe3y. Takum
00pa3oM, MOKHO MPEANONIOKUTE, 4TO BII-uHIyIupoBanHas akTUBAIMS UKIMYECKOTO TOTOKA
ANIEKTPOHOB cTUMYIUpyeT NPQ, TeM caMbIM yBeIH4UMBasi yCTOMYMBOCTh (POTOCMHTETHYECKOTO
anmnapara.

MOo’HO 3aKIIIOYUTh, YTO MeXaHu3MaMmu pocta ycroiuuBoctd PCI mMoxkeT ObITH pOCT
HE(POTOXMMHUYECKOTO TYyIIEHUs (IIyOpEeCUEHUMH W YCWICHHE IUKIMYECKOro IOTOKa

DIIEKTPOHOB.

6.2. IToBpexaenue porocucremsbl Il kak Mmexanusm 3amuThl porocucremsbl I

Kak 6pu10 mMoKazaHo B mpeablaynux pasnaeiax padotsl, BII nHaKTUBUPYIOT TEMHOBBIE
peakuuu (POTOCHMHTE3a, UYTO MPUBOAUT K CTUMYISIIUM NPQ U IUKINYECKOro MOTOKa
annekTpoHOB BOKpYyr DCI, a Takxke MOXKET BbI3bIBATH MOBbIIICHHE KOHUEHTparuu ATO B
ctpome xjoporiactoB (Pavlovi¢ et al., 2011; Sukhov et al., 2014a). CHmkeHUE aKTUBHOCTH
OCII, KoTOpOoEe UHULUHUPYETCS ATUMH MPOLIECCAMH, MOKET BHOCHUTH BKJIAJ B YCTOMYHMBOCTH
®CI k crpeccopam (Sonoike, 2011; Tikkanen et al., 2014; Tikkanen, Aro, 2014). Tak,
cornacHo runote3e Aro ¢ corpynnukamu (Tikkanen et al., 2014, Tikkanen, Aro, 2014),
orpaHnyeHue nortoka 31eKTpoHOB oT DPCII moxer 3amummare OCI or okucauTENbHOrO
cTpecca, U TakuM oopa3om yeenndeHue nospexaeHuss OCII MmoxkeT yMEeHbIIUTD MOBPEXKICHNUE
®CI. C yueroM rddextuBHOr0o BoccranorneHuss OCII mocie moBpekaeHUS U 0YEHBb CI1aboro
BOCCTAHOBJICHUS MOBPEXKICHUN OClI, 3TOT MEXaHU3M crioco0eH 3alUTUTE
dotocunTeTnueckuii anmapart B uenoM (Tikkanen et al., 2014).

Pesynbratsl, mpeacTtaBieHHble B yHKTax 5.1, 5.2 nmokaszeiBatoT, uto BII ctumynupyet
nospexaeHue PCII mpu TEmIoBOM cTpecce, MO3TOMY MOXKHO HIPEANOJI0XKHUTb, YTO TAKOE
noBpexaenue OCII, npuBoaut k 3ammure @CI npu HarpeBanuu. i1 neTaibHOl HNpPOBEPKHU
ATOTO MPEIOJIOKEHUS OblJIa MPOBEICHA OT/AENbHASI CepUsl IKCIIEPUMEHTOB, B XOJI€ KOTOPOM
KOHTPOJIbHBIE pacTeHHUs W pacreHus nocine wuHAykuud BII moasepramu OvicTpoMy |
KpaTKOBPEMEHHOMY HarpeBy B ropsiueit Boje (5 muH, 45 unu 50°C). Oxuaanock, 4To Takou
AKCIIEPUMEHT TMO3BOJHUT 00JI€€ TOUHO BBIIBUTH BO3MOXHYIO CBSI3b MOBPEKIEHUS (POTOCHUCTEM.

IlepBblii 3Tanm aHamm3a IOKasaja, 4ro HMHAyKIMs BIl npuBOoguT K yBEJIIMYEHHIO
octatouHoi aktTuBHOCTH PCl U HekoTOpoMy cHIkeHUIO0 Takou akTuBHOCTH aiist OCII mocne
HarpeBa 110 50°C (puc. 6.5). Dddexkr Hambonee BbIpaXEH Ui BAPHAHTOB C BPEMEHHBIM

MHTEpBaIoM Mexay unHaykuven BII u HarpeBoM mmucrta paBHBIM 5 MUHyTaM. BaxkHO Takke
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OTMETUTb, YTO MOJOXKUTEJIBHOE BIMAHUE INpeaBapuTenbHod MHAYyKUuM BII Ha akTUBHOCTBH
®CI nabmronanock kak yepe3 15 MUHYT mociie OKOHYaHUs Harpesa, Tak U 4epe3 135 MHHYT
nocie 3toro. Takum o6paszom, BII ciocobeH oka3biBaTh ONpeAeeHHOe 3alUTHOE ACHCTBUE
Ha @Cl m B ycnoBusx ObICTpOro HarpeBa. B TO ke BpeMs yMEHbIIEHHE OCTATOYHOU
aktuBHOocTH DPCII moka3pIiBaeT, UTO YMEHbIIEHUE TPAHCIMPALIUN HE €IMHCTBEHHbBIN MEXaHU3M
yCUJIEHUs €€ MOBPEXICHUS BBICOKOH Temneparypoit nociie BII, Tak kak B ycioBusix ObICTPOroO
HarpeBa B BOJIE TPAHCIUPALMs HE MOYKET OKa3aTh HUKAKOTO BIMSHMS HA TEMIIEPATypy JHUCTA.
Crnenyer oTMETUTh, YTO NoJOXKuTenbHOE BiausHUEe BII He Obulo BBIABIEHO B cilydae Oosee
cinoboro HarpeBa Jmcta (45°C), 4yTO TakKe XOpOIIO COIJIACYETCsl C pe3yibTaTaMH,

IMOJIYYCHHBIMH Ha IIPCABIAYINUX dTallaX pa6OTBI.

O KOHTPOJIbL O KOHTPOJIb
11 B5 muH nocsie BIT B 5 mun noce BIT
010 mun nocie BIT 010 mun noce BIT
315 mun nocie BIT 0.75 A @15 mun noce BIT
0.75 - . D20 mun noce BIT . @20 mun nocsie BIT
(=]

. g

= » 0.5 A

Z 05 A =

= =

—

0.25

15 MuH nocJie HarpeBaHust 135 MuH noc/Ie HArpeBaHUs 15 muH nocJje HarpeBaHust 135 MuH nocJie HarpeBaHus

Puc. 6.5. Bimsinne nokansHoro oxora Ha aktuBaocts OCI (1—yPSI®, (a)) u @C II
(yPSI1°, (6)), wepes 15 mum u 135 mun mocine Harpeanms xo 50°C (n= 6-11). yPSI° —
kBaHTOBBbIN BbIXOJ PCI mocne 10 c ocBenieHuss JalbHUM KpPAaCHBIM CBETOM, yPSII0 —
MakcuMainbHbIM KBaHTOBBIM BbIxod PC II. Oxor HaHOCHIICS HA 1-bIil 3peblil TUCT, 2-01 JIUCT
MHKyOMpoBanu B ropsuei Boge (5 mun, 50°C). TemHOBas ajanTauus Iepe] perMcTpanueit
yPSI0 151 yPSIIO coctanisia 10 MmuH. * — p < 0,05 Mo cpaBHEHHIO C KOHTPOJIBHOW TPYIIION.

Puc. 6.6 mnokaspiBaeT JuarpaMMbl pacCesHMs, I103BOJISIOLIME OLEHUTh CBA3b
octatouHoit akTuBHOCTH DCI u OCII nocne ObICTpOro HarpeBa JHUCTHEB PACTCHHUS B BOJIE.
[Ipu 3TOM MOXHO OTMETUTH MOJOXKUTENbHYIO Koppesiiuio Mexay akTuBHOCTbi0 OCI u OCII
nocne HarpeBaHus npu 45°C (puc. 6.6a,0). DTOT pe3ynbTaT IMOKa3bIBa€T, YTO YPOBEHb
noBpexaeHuss PCII He oka3an MOJOXKHUTENBHOrO BiIMsAHME Ha akTUBHOCTE PCI mnocrue
HarpeBanus npu 45°C. HabGmiomaemas mpu 5TOM MOJIOKUTENbHAS KOPPENSLus, BEPOSTHO,
oTpakaeT TOT (PaKT, YTO WMHIAUBUAYyalibHblEe XapakTepucTHku ycToWuuBoctTH PCI u OCII
pa3aMYHbIX PACTEHWH B DSKCIEPUMEHTE OBUIM OYEHb IOXOXKU. BaXHO OTMETUTh, 4YTO

nosioxutenbHoe BiusHUe BII taxke orcyrcTBoBasio mociie HarpeBa A0 45°C B 310 cepuu
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skcriepuMeHToB. OnHako mpu Oosee cuwibHOM HarpeBe (50°C) nHaOnroganach BbICOKas
oTpuuatenbHas kKoppemsiuus Mmexay aktuBHocTeio PCI u OCII uepes 15 MuH mnocne
OKOHYaHHUs HarpeBa (puc. 6.6B). DTH JaHHBIE XOpOIIO COIIAacyloTcs ¢ paboroit Aro u
corpyauukoB (Tikkanen et al.,, 2014; Tikkanen, Aro, 2014) u ¢ Tem ¢akrom, uro BII
yBenmuuuBan aktuBHocTh DCI mocie HarpeBaHus B AITHX YCIOBHSIX. TakuMm o0pazowm,
pe3yabTaThl MOATBEPKIAIOT TUMOTE3y 0 ToM, uTo Bbi3BaHHOe BII mompexaenune OCII npu

HarpeBaHUU MOXKET criocOCcToBaTh NoBbieHUI0 yeTounBocT DCI K BEICOKOM TeMIiepaType.

a 0
1 - 1 -
0.75 - 0.75
= =
0 0
= 0.5 - = 0.5
«— —
0.25 - 0.25 -
0 T T T 1 0 T T T 1
0 02 04 06 08 0 02 04 06 08
y(PSII)° y(PSII)°
B r
1 - 1
0.75 - 0.75 - r=0,002
= = ¢
) %)
2 05 - Q 05 - ¢
= 5 e 8ee,
0.25 - 0.25 -
0 T T 1 0 T T 1
0 0.2 0.4 0.6 ()} 0.2 0.4 0.6
y(PS1I)° Y(PSI1)°

Puc. 6.6. Koppemsmms akruroctn ¢otocucremst | (1—y(PSI)°) u  akruBHOCTH
dorocucremst 11 (y(PSIN)°) wepes 15 mun mocite Harpesa B BomsiHOM Gane 10 45°C (a), depes
135 muH mocne HarpeBa a0 45°C (0), mocie 15 mun mporpesa nucta no 50°C (B), yepes
135 mur mocae HarpeBa g0 50°C () (n= 37-42). Jns aHanm3a WCIOIB30BAIUCH Kak
KOHTposbHble pacTeHuss Oe3 BII, Tak u »skcnepumentanbHble ¢ BIl, kaxnmas Touka
COOTBETCTBYET OAHON MOBTOPHOCTU. I' — Koadduiment koppemsauuu [Tupcona. Paznuums c
KOHTpoJieM noctoBepHbl (P < 0,05).

BriosiHe BepoOsITHO, 4TO CyIIECTBYIOT pas3jiMuHble MexaHu3Mbl BII-ctumynupyemoro

nospexaeHuss OCII npu HarpeBanuu. B mynkre 5.3 Obuto nokaszano, uro nospexaeHue OCII
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Obut0 cBsizaHO ¢ BII-MHAYIMpPOBAaHHBIM CHM)KEHHWEM TPAHCIUpPALMK U YCUJICHHMEM HarpeBa
mucta, omgHako mnoBpexiaenne DCII mocrme BII uMeer TeHAEHIMIO K YBEIUYCHUIO MIPHU
HarpeBaHUU JINCTA JI0 MOCTOSHHOW TEeMIEpaTypbl W NpU HArpeBaHUU B ropsyeld BoOJE, TIe
OTCYTCTBYeT peryisiuus Tpancnupauuu. M3ectHo (Murata et al.,, 2007), 4uto cunbHas
WHaKTUBalMs 1WkiIa KanbBuHa MOXeT OBITh OJHUM M3 MEXaHU3MOB, BBI3BIBAIOIINX
noBpexaenue OCII, koraa pacteHust HaXOAATCA MO AeicTBUEM cTpecca. BosmoxkHo, uto BII-
WHIYIIUpOBaHHAs HHAKTUBAIUSI TEMHOBOM cTanuu ¢otocunte3a (Sukhov et al., 2012; Galle et
al., 2013) ctumynupyet nospexacaue OCII mpu HarpeBaHuy.

Koppensuus mexny aktuBHocTsiMu OCI u OCII uyepe3 135 muH mocie HarpeBa
(puc. 6.6r) He HabMIOIANIaCh, CIEI0BAaTEIbHO, BIIOJIHE BepoATHO, uyTo mHakTuBanus DOCII e
BOBJieueHa B anutenbHble 3dekTsl aeictBus BIl nHa ycroitumBocts ®CI. M3BecTHO, uTO
noBpexxaenne DOCI  npaktuueckn Heobpatumo (Tikkanen et al, 2014), mnostomy
BoccraHoBieHne OCI sABnseTcs Taxke MamoOBEpOSTHBIM MexaHn3MoM BII-nHaynupoBaHHOTO
yBenuueHus: akTuBHOCTH PCI 110 CpaBHEHHIO C KOHTPOJEM B 3TOM BPEMEHHOM IPOMEXKYTKE.
CootHomuienne P, uepe3 15 mun nocine HarpeBa k P, uepe3 135 mMuH nocne HarpeBaHus, Ie
Pm oTpaxkaet konuuectBO akTuBHBIX DCI, coctaBmno 0,5-0,7 u CylecTBEHHO HE 3aBUCENO0 OT
BII (naHHbIe He MMOKa3aHbl). DTOT PE3YJIbTAT CBUAETEIBCTBYET O TOM, 4TO NoBpexaeHne OCI
MPOAOJIKAIIOCH U MOCJIE OKOHYaHUs HarpeBa, a BocctaHoBiieHne OCI oTcyTcTBOBAIIO.

[IpuHumass Bo BHUMaHuUE OTCYTCTBUE BoccTaHOBiIeHUs @DCI, Takoe MOBBIIIEHUE
aktuBHOCTH DCI MokeT ObITh OTpa’KEHHWEM YBEIUYEHMSI CBETOBOTO IOTOKAa 4Yepe3 3Ty
doTocucTteMy, KOTOPOE€ MOXET OBbITh BBI3BAHO MEpepacipesieieHUeM CBETOBOM SHEPruu OT
@OCII xk ®CI (Tikkanen et al., 2014, Tikkanen, Aro, 2014). DtoT mporecc He HaOIrOAANCS
nocse pacnpoctpaneHuss BII B KOHTPONBHBIX YCIOBHUSX, OJHAKO €ro pa3BUTHE BO3MOYKHO
II0CJIE HATPEBAHMSL.

Wrak, pe3ynapTaThl MOKa3bIBAaOT, YTO, MO KpallHEH Mepe, JBa IyTH MOTYT SIBJIATHCS
orBeTcTBeHHBIMU 32 d(hdexTsl BIT Ha noBpexnenne OCI nmocne HarpeBanus. [lonoxutenpHoe
BiusHue BII Ha aktuBHOCTE OCI pu HarpeBaHUN U BCKOPE MOCIIE HETO, BEPOSITHO, CBSA3AHO C
Bll-unnyuupoBanHoii ctumyssinued nospexnaenus @OCII mocne HarpeBanus. Moxer
MPOUCXOIUTH CIEYIONIas IeNnoYka COOBITUI: JIOKAJIBHBIN 0KOT — pactpoctpanHenue BIT —
MHAKTUBalMS (OTOCHMHTE3a, BKJIOYAs IOJABJICHHE TEMHOBOM CTaguul — YBEIUYCHUE
nospexaenuss OCII npu HarpeBaHun — ymeHbuieHue nospexaeHus OCI npu HarpeBaHUMU.

[TonoxurensHoe BhausiHue BII Ha aktuBHOCT, DCI, Habmromaemoe depe3 135 muH mocne
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HarpCBaHu:A, BEPOATHO, UMCCT HPYFOP'I MCXAaHHU3M, KOTOpI)II\/'I CBs3aH C YBCIIMYCHUCM CBCTOBOI'O

notoka yepe3 OCI.

6.3. YBeanuenme coaep:xkanuss AT® kak NOTEHUHAJTbLHBIH MeXaHU3M
BOCCTaHOBJIeHHS porocucremsbl 11

Penaparuss  ®CIl  sBisercss  BaXKHBIM — IIPOLIECCOM,  KOTOPBIA  MOJAEPKUBAET
(OTOCUHTETHYECKYIO aKTUBHOCTh TOCJIE IEUCTBUS pa3inuHbix ctpeccopoB (Nath et al., 2013).
B cnydae peanuzanuu BIUSHUS JIEKTPUYECKUX CUTHAIIOB 3TOT MPOIECC MOKET UMETh 0C000€
3HaYeHUE, TaK KaK Ha NPEIbIAYIIHUX dTanax UCCIeI0BaHU ObLIO MOKA3aHO, YTO MOBPEXKICHUE
OCIl saBngercs OAHUM W3 BEPOATHBIX MEXaHU3MOB yBenuueHust yctoiuuBoctu OCI,
BCIIEJICTBUE Yero pemnapaius ¢ortocuctemsl |l ocobenno BakHa. JleiictButenbHO, PeTuBuH U
ap. (1999a) mokazanu, 4To AIEKTPUUYECKUE CUTHAIBI MOTYT CTUMYIHpoBaTh penapanuto OCIL.
B cinysae ®CI Bompoc o pemnapanuu MeHee aKTyaJleH, TaK Kak HM3BECTHO, YTO OHa ciabo
BOCCTaHaBJmMBaeTcs rmociie noBpexxaeHus (Sonoike, 2011; Tikkanen et al., 2014); omnako
cuare3 OCIl de NOVO Takke y4acTByeT B BOCCTAHOBJICHHUM (POTOCHHTETHYECKON aKTUBHOCTH
nocie aeicTBus crpeccopoB. O0a 0TMEUEHHBIX Ipolecca TPeOYIOT SHEPTUH, BCIEICTBHE YETO
MO>HO MpeAnojaraTh, 4TO MOBbIIIEHHWE KOHUEHTpauuu AT® sBisercd Uisi HUX 3HAYUMBIM.
CBsi3b MeX1y GOTOCUHTETUYECKUMH OTBETAMU U M3MEHEHUsIMU KOHILIeHTpanuu AT® He Obuta
noctato4Ho uzydeHa, oguako u [1/1, u BII moryt nossitats conepxxkanne AT® Bo ¢uiosmMHOM
skceynate (PetuBun u ap., 19990), a usmeneHust konmeHTparuu ATd moka3biBarOT
MHorogasuyto auHamuky (IIsterun u np., 2008).

C npyroil CTOpOHBI, Ha MPENBIIYIIMX 3Tanax HCCIEAOBaHUS OBLUIO TOKAa3aHO, YTO
MHAKTUBALMUS (POTOCUHTE3a, WHIAYLHUPOBAHHAS OAJIEKTPUYECKUMU CHUTHAJIAMHM Yy BBICHIMX
pacTeHuil B OCHOBHOM CBSi3aHA CO CHIKEHHEM aKTHBHOCTH TEMHOBOM cTanuu (HOTOCHUHTE3a,
4TO MOATBEPIKAACTCS Takxke naHHbiME auteparypsl (Lllepctaesa u ap., 2015 a; Pavlovic et al.,
2011; Sukhov et al., 2012, 2014). IIpu >ToM mpeAroaaraeTcs, 4To0 MHAKTHUBAIUS TEMHOBOM
craguu otocuntesa (Pavlovi¢ et al., 2011; Sukhov et al., 2012, 2014) ymeHbIaeT pacxo
AT® u BocCTaHOBJIEHHWE HUKOTHHaMUIaneHUHIUHYKIeoTHa (dochara (HAADH) B mukie
KanpBuHa u Takum oOpasom nomxHa yBenuuuTh conepkanue AT® u HAJI®H B crpome
xynoporuiacta. M30brTok AT® u HAJI®H mosxeT ObITh UCTIOJIB30BaH PA3TUYHBIMA CHCTEMaMHU

NEPpCHOCYMUKOB JId TICpCaadn BOCCTAHOBUTCIIA U3  XJIOPOILIACTA, YTO CHOCO6CTByeT
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yBenudeHuto konmeHTparuu AT B murormmazme (Hoefnagel et al., 1998; Noctor, Foyer,
2000).

Takum o00pazoMm, mnoBwiieHue conaepxkanuss AT B nucte SBISETCS BEPOSTHBIM
pesynbTaToM pa3Butus BbI3BaHHOro BII ¢dorocunretnueckoro oteera. Ilpu sToM B
CIMHCTBCHHON SKCIepuMeHTanbHoi padore (Fromm et al., 2013), mocBsIeHHONW BIUSHUIO
AIIEKTPUYECKUX CUTHAIOB Ha cojepkaHue AT® B nucre, HE ObUIO BBIBIECHO JTOCTOBEPHBIX
U3MEHEHU ee cojepxaHus. BeaeacTBue M310KEHHOTO Ha CIEAYIOIIEM 3Tale UCCIEA0BAHUS
ObL1 IpoBeicH aHanu3 BausHus BII Ha cogepxanne AT® B THCTBSX.

N3mepenue conepxanus ATD B mokoe mokaszango, YTO €€ KOHIICHTPAILMSI COCTaBIISIET
OK0JIO 77 HMOJB/T CBIPOTO Beca BO BTOPOM JIUCTE M 64 HMOJB/T CHIPOTO Beca B YETBEPTOM
mucte (puc. 6.7a). Takoil pe3yabTar XOpOIIO COTJACYETCSs C JaHHBIMH JUTEpaTyphl O
conepxkannn AT® B nucthax Beicmux pactenmii (Liittge, Ball, 1976; Gaff, Ziegler, 1989;
Teixeira et al., 2005; Fromm et al., 2013; Li et al., 2013), koTopoe 00bIYHO BapbUPYETCS B
npeaenax 40-180 amonb/r ceiporo Beca. Ha cremyromeM 3Tamne ObLJIO MPOBEACHO U3YyUCHHE
BBI3BAHHBIX JIOKAJIbHBIM 0KOTOM HM3MEHEHHI COIEP)KAHUS HMCCIEYEMBIX MaKpO3IPTHUECKUX
coenuHeHuM. [Ipu 3TOM JTOKaIbHBINA 05KOI HAHOCWJIM HA MEPBBIM 3PEJIBbIM JTUCT NPOPOCTKOB, a
JUHAMHUKY u3MeHeHusi cojaepxkanuss AT® wuccienoBanu BO BTOPOM M YETBEPTOM JIUCTHAX B
YCIIOBUSIX OCBellleHUsA. JIOKaJIbHBI OOI MEPBOTO 3PEJIOro JHMCTa BbI3BAN YBEIUYCHHE
coaepxxanusi AT® Bo BTOpOM JIMCTE, OJTHAKO B YETBEPTOM JiKCTe mMoOBbIMeHUS ATD He
HaOmoganock (puc. 6.70). Takoit pe3ynpTar, MHO-BUAMMOMY, CBsi3aH Cc Tem, uTo BII
pacnpocTpaHsieTcsl B YETBEPTHIM JIMCT C OYEHb CYIIECTBEHHBIM 3aTyXaHUEM (€ro aMIuiuTyaa B
JTAHHOM JIMCTe cocTaBisgeT okojo 8§ MB. Ilpu 3Tom ObulO MOKa3aHO, YTO BO BTOPOM JIMCTE
HaOroaeTcs cnoxkHas quHaMmuka kKoHueHtpauun AT®. Tak, uepe3 5 MUHYT Mociie HAHECCHUS
o’kora HaOJII0JAIOCh HEAOCTOBEpHOE Bo3pacTaHue cojaepxkanus AT® mo cpaBHEHHUIO ¢
KoHTposieM. Yepe3 10 MuHYT moOciae 0Xora Takoe€ BO3pPaCTaHHWE JIOCTUTAIO IIEPBOTO
MaKCHUMYyMa, KOTOPBII MpEBbIIIal KOHTPOJIbHBIN ypoBeHb HAa 40 HMOJIB/T chiporo Beca. Ha 20-
1 MHUHYTE 1IocJie oxora cojepxanue AT® 3HaUUTENBHO CIIaIaio, HO BCE PABHO HEAOCTOBEPHO
NPEBBIIANO KOHTPOJBHBIA ypoBeHb. B nanbHeiiieM pa3BUBaJicS BTOPOH MaKCUMyM
conepxkanust AT® wyepe3 30-50 MuH mociae HaHECEHMs] OXOra, IPH 3TOM IPEBBIIICHHE
KOHTPOJBHOTO YpOBHsSI cocTaBuio 18-23 HMonb/T chiporo Beca. JIByxdaszHas IuHaMUKa
u3MeHeH AT® XOpoIIo COOTHOCHTCA C JIWHAMHUKOW HW3MEHEHHH (HOTOCHHTETHYECKHX

napameTpoB (cM. MyHKT 3.1).
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Puc. 6.7. Conepxanrie AT® Bo BTOpOM M 4E€TBEPTOM JIMCTHSAX IOpoxa Ha CBeTy (a),
n=14-26; nunamuka coaepxanusi AT® mpu JOKAITEHOM 0KOT€ IEPBOTO JIKCTA BO BTOPOM U
yeTBépTOM JUCTBHAX (0), N=5-9. A[AT®] OblI0 paccuuTaHO A KaKIOW MOBTOPHOCTH H
YCPEIHEHBl I KaXKJIOM SKCIEepUMEHTalbHONW Touku. HyneBas Touka Ha OCH BpEMEHHU
yKa3blBa€T MOMEHT HAHECEHMsI JIOKAJIbHOTO 0XOora MepBOro Jucta. * — pazmuuusi A[ATD] c
KOHTpoJieM ocToBepHHI (p <0,05).

VYuurtsiBasg TOT QakT, uto BeI3BaHHOE BII yBennuenue conepxkanus ATD moxeT ObITh
00yCIIOBIICHO HE TOJIBKO WHAaKTHBalMeW (OTOCHHTE3a, HO W akTuBarmen apixanus (Filek,
Koscielniak, 1997), Gbuia npoBeseHa OTAeNbHAS CepUsl IKCIIEPUMEHTOB, B KOTOPOU BIIMSIHHE
BapuabeNbHOTO MOTEHIMana Ha ra3ooomMeH U AT® ObUIO M3y4E€HO B YCIOBHUSX 3aTEMHEHUS
mucta. MccnenoBanue razoooMena nokasano, uto BII BpeMeHHO yBenn4MBall MHTEHCUBHOCTD
JIBIXaHHST BTOPOTO JIUCTa MPOPOCTKA ropoxa (puc. 6.8a). MakcumanbHas akTUBALUSI IbIXaHUS
HaOmo1anach 4epe3 5 MHUH TOCNe 0XOora, 3TO BpeMs CXO0Xe C TEepBOM HHAKTHUBalUeH
dotocunTeza. Tem He MeHee, BenMunMHa u3MeHeHH oOmeHa CO, mpu mnperBapUTEIbHOM
3aTeMHeHUd Obuia mpumepHo 0,74 MKMOJIB/M’C, 4TO cocTaBmwio wumb 37% ot BII-
MHIYLIUPOBAHHBIX M3MeHeHud A Ha cBety (1,98 MKMOJIB/MZC). Ammutyasl BIT Bo BTOpom
JUCTE TMOKAa3ajlld  BBICOKYIO  KOPpPEISLUUI0O C  BEJIWYMHAMU  [EPBOM  KOMIIOHEHTHI
UHAYIUPOBaHHBIX Okorom uiaMmenenuii Rd (0,82, p < 0,05). JlokanbHbBIH OXOT TEPBOTO
3peJyioro JIMCTa HE BIUSET HAa WMHTEHCUBHOCTH JBIXaHMSI YETBEPTOTO JIMCTAa Yy MPOPOCTKOB

ropoxa (puc. 6.80).
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Puc. 6.8. UunyuupoBaHHBIA 0KOTOM OTBET JbIXaHHsSI BO BTOpOM (a) U ueTBepToM (O)
mucte rtopoxa (N=5-6). Cpennsss guHaMuKa OTBeTa (YEpHBIC CIUIONIHBIE JIMHUH) W
CTaHJIapTHBIC OMMOKU (cepas TeHb). VHTEHCHUBHOCTH nbIxaHus B TeMHoTe (Ry) Oblia
paccunTaHa Kak (—A). CTpenka yKa3pIBaeT JOKAJbHBIN 0KOT TIEPBOTO 3pPEJIOro JINCTA.

Jlis nanpHEHIIero BBISBICHHUS BO3MOXXKHOW poiid (POTOCHHTE3a B HMHIYIIMPOBAHHOM
JIOKaJbHBIM 0XXOTOM Bo3pacTtaHuu cojaepxkanusi AT® Bo BTOpoMm NHcTe, TaKOH OTBET OBLI
TaK)Xe UCCJIEAOBaH B YCIOBUSIX 3aTeMHEeHUs. [Ipyu 3TOM aHaIN3 CTallMOHAPHOIO COJEp KaHUs
AT® BO BTOPOM M YETBEPTOM JIMCTHSAX B YCJIOBHUSX TEMHOTHI MOKa3aj, YTO KOHIIEHTpalLus
ATO® cyiecTBEeHHO HE U3MEHSETCS B 3TUX YCJIOBUAX M paBHa 65 M 57 HMOJIB/T CBIpOro Beca
(puc. 6.9a), 1.e. okoiso 85-90% ot ypoBHs conepxkanusi AT® B ycIoBUAX OCBEIIEHHOCTU. JTO
cnaboe CHUKEHUE CTallMOHApHOro ypoBHs cojaepkanus AT® corimacyercs ¢ TuTepaTypHbIMU
JaHHbIMU. Tak W3BECTHO, YTO CTauuOHapHas KoHueHTpauus AT® B yCIOBHUSIX HU3KOH
OCBEIIEHHOCTH cocTaBiisiiia okosio 60-90% ot sToro mokazarens Ha cety (Liittge, Ball, 1976;
Roeske, Chollet, 1989) uto cBsi3anHo ¢ npouieccom apixanwus (Liittge, Ball, 1976).

BIIl unpyuupyer yBenuueHue conaepxkanuss AT® Bo BTOpOM JHCTE, JOCTUTAIOLIEE
MakcuMyMa uepe3 5 MUH mociie oxora (puc. 6.96). Benuunna Bo3pactanusi [AT®] Obuta 14
HMOJIB/T CBIPOTO Beca, U cocTaBisia okojo 35% ot unayuupoanHoro BIT n3menenus [ATO]
(A[AT®]) na cBery. Takum obOpazom, BIl-unayniupoBaHHOE U3MEHEHHUE JBIXaHUSI YMEPEHHO
noBbimanio coaepxkanue AT® B nuctbsax. [JoctoBepubix um3meHeHuil [AT®] B yeTBepTOM

JIUCTC HE Ha6J'IIOJIaJ'IOCI).
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Puc. 6.9. Copepxkanue AT® BO BTOPOM U YETBEPTOM JHCTHSIX Tropoxa IpuU
npeBapUTEIbHOM 3aTeMHeHuH (a), N = 10-18; auramuka cogepxanus AT® npu nokaaTbHOM
0’KOTe TICPBOTO JINCTA BO BTOPOM U 4eTBEPTOM Jstcte (0), N = 5-8. A{[AT®] OblTM paccUuTaHBI
JUIS KQKA0W MOBTOPHOCTU M YCPEOHEHBI JUISl KAXKIOW SKCIEPUMEHTATbHOW TOouku. HyneBas
TOYKa HA OCH BPEMEHHU YKa3bIBa€T MOMEHT HaHECEHUS JIOKAJIIBHOTO 0XKOTa MEepPBOTO JUCTA. * —
paznuuust A[AT®] ¢ kouTposeM goctoBepHsI (p <0,05).

Pe3ynbrarel MOKa3bIBaIOT, YTO JIOKAJIBHOE pa3apak€HUE MOXKET BbI3BaTh W3MEHEHUS
cogepkanuss AT® B HENOBPEKICHHBIX JIUCThAX. V3MEHEHHS HMEIOT JBa MaKCUMYyMa,
KOTOpBIE COOTBETCTBYIOT MHorodasHo auHamuke cojepxanuss ATD Bo drmosmHOM
aKccyaaTe, HabIr01aeMON TTOCiIe HHAYKIIMU AIeKTprudeckoro curaana (Ilsterun u ap., 2008).
BepositHO, WHAYUMpPOBAaHHAS JIOKAJIBHBIM CTUMYJIOM (DOTOCHUHTETHYECKAs WHAKTUBAIIHS
(Sukhov et al., 2014) sBruseTcs OCHOBHBIM MEXaHH3MOM YBEJIWYCHHs KoHIeHTparun ATO.
EcTp HeckoNbKO apryMeHTOB, MoATBepxkaaronux 3ty runote3y: (I) orBersl orocuHTe3a U
n3MeHeHus cojaepkanusi AT®D Bo BTOPOM JUCTE UMEIOT OYEHb CXOXKYIO AMHAMUKY, OJHAKO
nepBas MHaKTHBanuUs QorocuHTe3a Qopmupyercss ObIcTpee, 4YeM TMEpBOE YBEIMYEHUE
koHueHtpauuu AT® B nmucthsx; (II) doTocuHTEeTHYECKHE OTBETHI M U3MEHEHUE COJACPKAHUS
AT® B uerBeproMm nucre orcyrcTBYOT U (III) poct conmepxkanus ATD ropaszmo Huxe B
YCJIOBUSIX TEMHOTBI.

Crnenyer OTMETUTD, YTO HaOIIOAaeMOe HaMU U3MeHeHue cojiepkanus AT®D, BeI3BaHHOE
JIOKaJbHBIM 0OTOM, HE corjacyercs ¢ JaHHbIMU Fromm c¢ coaBTopamu (2013). Fromm c¢
coaBropamu (2013) noxazanu, urto coaepxkanue ATD B IUCTBAX KyKypy3bl depe3 15 MuH
MOCJIe MEXaHUYECKOTO MOBPEKJEHUS CYIIECTBEHHO HE OTJIMYAIOCh OT TAKOBOM B JIMCTHSIX
KOHTPOJIBHBIX pacTeHui. TeM He MeHee, B TaHHOW paboTe Takoe MOBPEKACHUE HWHIYIIMPOBAIIO

TOJPKO MENJICHHYI0 WHAKTUBAIMIO (OTOCHMHTE3a, KOTOpas pa3BuBajiach uepe3 24-30 muH
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nociae CTUMYISIIMU. TakuM oOpa3oM, MOXKHO MPEAINOJIOKUTh, YTO YBEIMUEHHUE COJEp:KaHUs
AT® y pacreHHil KyKypy3bl MOIJIO IIPOUCXOAUTH udepe3 24-30 MuH 1mociie MOBpPEXACHUS, B
CBSI3U C UeM He HalJro1anack B 3TOM padore.

NHaynupoBaHHBIN JOKaJIbHBIM 05KOroM pocT conepxkanuss AT® Bo BTopoMm smcre B
YCIIOBUSIX 3aTEMHEHUS MOKA3bIBAET, YTO AKTUBALUA JBIXaHUS TaKKE MOYKET BHOCUTH BKJIaJ B
yBenuueHue KoHueHTtpauuu AT®. AxTuBauus AbIXaHUS IOCIE AJIEKTPUUYECKUX CUTHAJIOB
Obuta BEIsBIIEHa y HekoTophix pactennid (ILlepctreBa u np., 2015 a; Hlavackova et al., 2006;
Filek, Koscielniak, 1997; Pavlovi¢ et al., 2011; Sukhov et al., 2012), B ToM 4yHuCIie Ha TOPOXE
(Sukhov et al., 2014). IlpeacraBiacHHBIC pe3yNbTaThl TAKKE MOKA3bIBAIOT, YTO JIOKAIBHOEC
pazapaxeHne HHAYLMPYET aKTUBALUIO JAbIXaHHUE BO BTOPOM JIUCTE, U BeJIMUMHA n3MeHeHuil Rd
KoppenupyeT ¢ ammutygol BII. AHanoruuHele OWMHAMHUKA aKTHBAUMM JbIXaHUS H
Bo3pactanusi AT® Bo BTOpPOM JHCTE OOECIEUUBAIOT JOMOJIHUTENbHYIO MOANEPKKY Y4acTus
IbpIXaHusi B yBenumueHuun cojaepxkanHuss AT® B ycnoBusix TeMHOTH. M (oTocuHTeTHUECKHE
WU3MEHEHUs, U U3MEHEHMs conaepxkaHusg AT@ B 4eTBEpTOM JMCTE OTCYTCTBYIOT, YTO TAKXKE
JEMOHCTPUPYET y4acCTUE PEAKIIMH JbIXaHUs B yBeIMUeHUU coaepxxanus ATO.

Takum oOpazom, BIl-unayuupoBaHHass wWHakTHUBalus (OTOCHHTE3a W AKTUBAIMS
NBbIXaHUs TPUBOMAT K YBEJIMUYEHUIO KoHIeHTpauuu AT® B gjucteax ropoxa. Taxoe
YBEIIMYEHUE COJEpKaHUsA, C OJHOW CTOPOHBI, NMOATBEPKIAET NPEANOIAracMblil MEXaHHU3M
BiausiHug BII Ha QoTocuHTe3, B COOTBETCTBUM € KOTOPHIM HMHAKTHBAIMs TEMHOBOW CTaJuU
dboTocuHTE3a JOIKHA MPUBOJIUTH K yBenuueHuto coaepxkanusi AT® B cTpome u, BEpOSITHO,
nuromiasMe. C Apyrod CTOpOHBI, yBenudeHue cojepxkanuss ATD sBrugeTcs eme OJHUM
NOTEHIMATbHBIM MEXaHHU3MOM TIOBBIIIEHUS YCTONYMBOCTH (POTOCHHTETUYECKOIO armapara
(Allakhverdiev et al., 2005) u pacTeHus B LEIOM K JCHCTBHIO HEOJIATONPHUITHBIX (HaKTOPOB,
BKJIIOYasl YBEJIMYECHHE YCTOMYMBOCTH K IIOBBILICHHOW TEMIIEpaType, IOKa3aHHOE B PaMKax

HacTosIIEelH pabOThI.
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3AK/IIOYEHUE

[Tony4yeHHbIE B X0/1€ BBINOJIHEHMS UCCIIEI0BAHUS PE3yIbTaThl ObUIM 0000IIEHBI B BUE
cXeMmbl, mpeacTtaBieHHod Ha puc 7.1. Onu mnokasbeiBatoT, uto BII Binuser Ha ¢oTocuHTE3
IPEUMYUIECTBEHHO TMOCPEACTBOM HMHAKTUBALIMM TEMHOBOW CTaauu (POTOCHHTE3a, YTO
IIPUBOAUT K YMEHBIICHUIO UHTEHCUBHOCTH ITPOTEKAHUs IIPOLIECCOB CBETOBOM CTAINU, OJTHAKO
CYILIECTBYIOT U HE CBSI3aHHBIE C TEMHOBOM CTaIMeH MyTH BIUSAHUS BapuaOeIbHOTO MOTEHIIHAIA
Ha CBETOBYIO cTaauio (otocuHrtesza. [pyrum pesynbratoMm pacnpocTpanenust BII sBnsercs
U3MEHEHHE YCTOMYMBOCTH  (DOTOCHMHTETHYECKOTO ammapara K JIEHCTBHIO  BBICOKOM
TEMIIEpAaTypbl, KOTOpO€ INposiBisieTcs B yBenudeHuM yctoluumBoctd PCl m  ycunenum
noBpexacHus OCII.

VYBennueHue yctoMunBoctu GoTocucTemsl |, mo-BUAMMOMY, HHIYLUPYETCS BBI3BAHHON
BII unakTuBainueit GoTocuHTe3a, B MEPBYIO OYEPE/lb — CHUIKECHUEM AKTUBHOCTH TEMHOBOMU
ctaaun QorocuHTe3a. B MONB3y 3TOr0 CBUIETENBCTBYET BBICOKAS KOPPEISAIUS MEXKIY
CHI)KEHHEM AaCCUMWJISALIMM YIJEKHUCIOro Tra3a B XoJ€ (OTOCMHTETHYECKOTO0 OTBETa U
teruioyctounBocThio DCI, ncueznoBenue BiusiHuS BIl Ha €€ ycTOMYMBOCTD B yCIOBUSX
MOJIaBJICHUSI W3MEHEHUl MHTEHCHMBHOCTU MPOTEKaHUs TEMHOBOW cTaguu (OTOCHHTE3a, a
TaK)Ke€ YBEIMYEHHE YCTOWYMBOCTH ¢oTocucTeMbl | K BBICOKOW TemmepaType MpHU
MCKYCCTBEHHOM MMHUTAIMM TMOJABJIEHUsl MPOTEKaHUs TEMHOBOW cTaauu (OTOCHUHTE3a B
yciaoBusix  Hu3KkoM  koHmeHTpanuert CO,. OCHOBHBIMM MEXaHM3MaMH  IOBBIIICHUS
ycroiunBocTd OCI SBISIIOTCS, TO-BUAMMOMY, aKTHBALMS [IUKIMYECKOTO IMOTOKA AJIEKTPOHOB
U yBeJIMYeHHe HE(POTOXMMHUYECKOIO TyIIEHUs (DIOYPECLEHIIMH, KOTOPbIE MPOUCXOAST B X0/
pa3BuTHs (OTOCHMHTETHYECKOro oTBeTa. [lo-BUAMMOMY, BaXKHYIO pOJIb B TOBBIIICHUH
YCTOMYMBOCTH (DOTOCHUHTETUYECKOTO armapara, ycuiaeHuu mnpoueccoB penapaiuun OCIl u
cunteza OCIl, a Takke B yBEIMYEHUM YCTOMUMBOCTH PACTEHMsSI B LIEJIOM MOXKET HUIpaTh
yBenudeHue cogepxkanus ATD B nucte, koTopoe Takxke Habmonaercs nocie Bl u cBa3ano, B
HEPBYIO OYEPE/Ib, C PA3BUTHEM (DOTOCHHTETUYECKOTO OTBETA.

OcHoBHBIM MexaHu3MoM yBenuueHus noBpexnaeHus OCIl Bbicokoil Temmeparypoi,
KOTOpoe Habmromaercss Tpu mpenBaputenbHord uHaykumu BlIl, sBisercsa CHKeHHE
TpaHCIIMpaLUU JIUCTA. Takoe CHUXKEHUE, OTpaxarolee, BEpoITHO, Bbi3BaHHOE BII 3akpeiTne
YCTBHII, MPUBOJAUT K O0Jiee CUJIbHOMY HArpeBy JIUCTA MPHU TOH ke BHEIIHEH Temreparype, 4yTo

SBIISICTCSI TIPUYMHOW ycuiieHUs moBpexaeHus Qorocuctemsl Il. Baxxkno ormeruts, dTO
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YCUJIEHUE IIOBPEXKICHUs, BO3MOKHO, TAaK)K€ WUIPAET 3ALIUTHYIO pPOJIb, CHUXKAsl BEPOATHOCTH
noBpexaeHuss ®C| akTuBHbIMH (opmMamMu KHCIOpOAa, BO3HUKAIOIIMMHM 33 CUET IOTOKa
anekTpoHoB ¢ DCII.

Hrorossim pe3yJIbTaToOM BBI3BAHHBIX BII N3MEHEHNU YCTOWUYHBOCTH
(OTOCHMHTETHYECKOI 0 amnmnapara sBJseTcs, 10-BUANMOMY, YBEJIMYEHHE 0OLell ycTOMUnBOCTH
pacTeHMsl K MOBBIIIEHHON TeMIlepaType, KOTOpoe ObLIO MOKa3aHO B JAHHOM HCCIIEJOBaHUMU.
TakuMm 00pazoM, MOKHO IoJIaraTh, 4To pacrnpoctpanenue BII sBisieTcst BaXXHbIM MEXaHU3MOM

aJalraigu paCTCHUA K U3MCHCHUAM YCJ'IOBI/II\/’I CpCIHbI.

07KOT
j BapualenbHblii
MO TEeHIHAJI {L
r-——————=— ________I
I | JeiicTBHe BBICOKOI1 TeMIIePaTyPhbI
|| MHaktuBanms
N P NuaxtuBanusa | |
I CBETOBOI < .
| U TEMHOBOW cTaiuy | | CHuxeHnne
| A | TpaHCIUP AU
| DO0TOCHHTETHYECKHIT 0TBET |
L ————
/_ ‘l’ \ Jl
Vaenenme VBenuueHne Pocr Pocr
IHKITHIECKOTO He(hOTOXHMUYIECKOTO TeMIICpaTypbl
ATD MOTOKA TyIIEHUS
AIIEKTP OHOB duryopecreHmn
v \ J/
BOCCTAHOBICHNE YMmeHbIIeHue VYBenuueHue
dborocucrem 11 11 TIOBP EXJICHUS < TOBP X JICHUS
¢doTtocucremst | ¢dortocucremst ||

__________ L 1 A

VBejiHueHne yCToHYMBOCTH (POTOCHHTETHYECKOTO anmapara K JAeiiCTBHIO
BBICOKOTEMIIEPATYPHOTO CTpecca

Puc. 7.1. lloreHumanmbHas cxema yd4acTus BapI/Ia6eJIBHOFO OoTEHIIMaJIa B
W3MEHEHUH YCTOMYHUBOCTH (POTOCUHTETUYECKHUX MPOIECCOB Y BBICIIUX PACTCHUM.
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BbIBO/Ibl

1. B pa3BuTMM HHaKTHBalMM (POTOCHHTE3a KIIOUYEBYIO POJb HIPAET CHUKECHHE
aKTUBHOCTH €r0 TEMHOBOH cTaguu. Bpi3BaHHOE BapuaOeNbHBIM MOTEHIIMAIOM CHUXKEHUE
TpaHCHUPALUH, TI0-BHAUMOMY, 0OYCIIOBIEHO yMeHblIeHHeM akTuBHOCTH H -AT®Das3kL.

2. BapuabenbHbrit NOTEHIUA crocoOeH BIIUSITD Ha  YCTOMYMBOCTH
(OTOCHHTETHYECKOTO ammapaTa K JEUCTBHIO BBICOKOTEMIIEPATYPHOI'O CTpeEcca, B YACTHOCTHU
YBEJIMUYUBAs YCTOWUMBOCTH (otocuctembl [. Takoe BiusHHE Ha YCTOMYMBOCTH, B NEPBYIO
ouepe/ib, CBSI3aHO ¢ MHAYIIMPOBAHHBIM BapuaOelIbHbIM MMOTSHIINAIOM CHUKEHUEM aKTUBHOCTHU
TEMHOBOH cTauu (poTocuHTE3A.

3. IlyrssMu TOBBIIIEHUS YCTOWYMBOCTH (OTOCUCTEMBI | MOTYT SIBISTBCS POCT
HE(POTOXUMHUYECKOTO TYHIEHUS (IYyOpEeCUEHIINH, YBEIMYEHHE LHUKINYECKOro IMOTOKa
AIIEKTPOHOB, MHKaTHBAIUs poTocucteMsl I1.

4. PacnpocTpaneHue BapuaOelIbHOrO MOTEHIMAja BbI3bIBAET 0OpaTHUMoOE JBYyX(azHoe
noBbllIeHUE cojiepkanuss AT® B HEMOBPEKAEHHBIX JUCTHhSIX IMPOPOCTKOB ropoxa. Takoe
noBeilieHUe coaepxkanuss AT® cBA3aHO C WHAYLIHMPOBAHHBIMU BapualOeIbHBIM MOTEHIIUATIOM
U3MEHEHUSIMHU aKTUBHOCTH (DOTOCHHTE3A.

5. BapuaOenpHBI TOTEHIIMAT TPUBOAWT K TIOBBIIMICHHIO OOIIEH yCTOWYHMBOCTH
pacTeHusi TpU JEWCTBUM BBICOKOTEMIIEpATypHOTO cTpecca. B moBblieHue oOmiei
YCTOMYMBOCTH  PACTEHUW, BEPOSATHO, BHOCAT  BKJIAJ  M3MEHEHHE  YCTOWYHMBOCTH

(OTOCHHTETHYECKOTO amnmnapaTa ¥ nosbliienue coaepxanus ATO.
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