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OBHIASA XAPAKTEPUCTHUKA PABOTbBI

AKTYAJILHOCTD HDOﬁJ’IeMbI. HOJ’II/ILII/IKJ'II/I'—ICCKI/IC ApOMATUYCCKUC  YIITICBOAOPO/IbI

(ITAY) sBnsroTCS  pacnpoCTpaHEHHBIMU B OKPYXKAIOLIEH cpele  3arpsA3HUTENSIMH,
UCTOYHUKOM KOTOPBIX MOXKET OBITh KaK aHTPOIOTEHHAsh aKTUBHOCTh, TaK W IPHPOIHBIC
sBiaeHus. [Ipn 3TOM KIIOYEBBIM TEXHOTE€HHBIM HUCTOYHUKOM [IAY B Okpyxkaromen cpene
ABJIAETCA TEPMHUECKOE PA3JI0KEHUE OPraHUYECKUX BEILECTB MPU HEJIOCTATKE KUCIOPOJa B
pE3yJIbTaTe€ HEIMOJIHOTO CKUTAHUS PA3IMYHBIX MaTepUasoB, MPEXKIE BCEro, APEBECHHBI U
toruBa (Huang et al., 1993). Ipyrum uctounukom [TAY B okpysxaromieit cpesie sSBIsiroTCs
pa3nmuBbl HeTH. Tak, HA OCHOBE MONYYEHHBIX OSKCIIEPHUMEHTANBHBIX JTaHHBIX B paboTe
(Baek et al., 2004) cnenan BBIBOJ, UTO 3a HEraTUBHOE BJIMSHUWE HE(PTH B MOYBE HA POCT
pacTeHuil B OCHOBHOM OTBETCTBEHHBI cojiepkamiuecs B Heil [IAY, Takue xak HadTanuH u
(beHaHTpEH.

PacTenns SBISAIOTCS TOCHOJCTBYIOIIMMH COCTABIISIFOIIMMHU HAa3€MHBIX JKOCHUCTEM H
criocoOHbI morjomark [TAY w3 npupogHoi cpenbl B O0dbIIMX KoaudecTBax (Simonich,
Hites, 1994). C oaHO# CTOPOHBI, 3TUM OHU OYHINAIOT OMOChEPY OT JAHHBIX MOJUTIOTAHTOB, C
IPYroM K€ — CaMU MTOABEPTatOTCs CTPECCOBOMY Bo3aercTBHIO [TAY.

[TAY, sBassice TUNOGUIBHBIMA COEIWHEHHUSIMHU, XOPOIIO MOTJIOMIAIOTCS JTUIUIHON
¢dazoit Omonornueckux MemOpaH, M, TaKUM OOpa3oM, BO3JAEHCTBYIOT Ha HUX. OgHON U3
HanboJee ysS3BUMBIX CHCTEM KJIETKH TMPHU JEHCTBUH PA3IUIHBIX TOBPEXKIAIONINX (PaKTOPOB
apigerca ¢dortocunTeTndeckuii ammapar (PA). KirodeBble KOMIOHEHTHI (POTOCHCTEM
GYHKIIMOHUPYIOT BHYTPH TUJIAKOUAHBIX MEMOpaH, MOJTOMY, HApYIICHHE CTPYKTYphl U
W3MEHEHHE COCTOssHUS MeMmOpaH npu aeiictBuu [IAY moxer BausTh Ha 3P(HEKTUBHOCTD
paboter DA.

Cpenu (OTOCHHTETHYECKUX KOMIIOHEHTOB HamOojee YSA3BUMBIMH K JICHCTBHIO
CTPECCOBBIX (PAKTOPOB PA3TUIHON MPHUPOLI, B TOM urciie [IAY, sBustores ¢poTocucTema 2
(®C2) u cucrema accummsiiu CO2 (Berry, Bjorkman, 1980; Kpecnasckwmii u ap., 2007;
Tomar, Jajoo, 2014). TTAY mnpeumMymieCTBEHHO HAKaIUIMBAIOTCS B JIMIUIAHOM OHCIIOC
MeMOpaH, B 4aCTHOCTH, B MEMOpaHax THJIAKOWJIOB, HETATUBHO BIWsAsI, TaKMM o0pa3oM, Ha
dhoToxummaeckue npoiecchl (Duxbury et al., 1997; Huang et al., 1997). Taxxke IIAY moryt
UHIyIUpOBaTh 0Opa3oBaHUEe aKkTUBHBIX (opm kuciopona (ADPK), B pesynprate dero
CHIKAIOTCS (DOTOCHHTETHYECKAass aKTUBHOCTh M HApPYIIACTCs CTPYKTypa THIIAKOHIHBIX
memoOpaH (Liu et al. 2009).

Hekortopeie ITAY MMEIOT OTHOCHTENIBHO HEIUIOXYIO pacTBOPUMOCTh B Boje. K HuM
oTHOcATcs, npexnae Bcero, Haprtanmuun (Had), denantpen (den) m duyopanren (Dmy).
Taxue BemiecTBa MOTYT OBICTpEE, YEM IPyTHe, HAKATUTUBATHCS B TKAHSAX PAaCTEHUH, Tomaas

B HUX HE TOJIbKO M3 BO3[yXa, HO UM U3 MOuYBbl. HecMOTps Ha aKTyaabHOCTH MPOOJIEMBI,



CBsI3aHHOM ¢ uccienaoBanuem BiusiHug [TAY na @A pacteHuil, B 1uTeparype UMEeTcsl Majio
CBEJCHUI O MyTSAX M MHILIEHAX uX jaerctBus Ha DA U cBSI3U MHTUOMPOBAHUS aKTUBHOCTU
@A c neiictBueM ADK, obpazyromuxcs npu npoHukHoBeHuU [TAY B auCTbs.

VYuuThiBas Bce OoJblliee pPacIpOCTPAHEHHWE W HAKOIUIEHHE MOJIMapOMaTUYECKUX
YIJIEBOJAOPOJOB B OKPYXAIOLIEH cpene, ucciienoBanne ux BiausHusS Ha DA pacreHuit
IIPEACTABISAET HE TOJIBKO TEOPETUUECKNM, HO Y IPAKTUYECKAM UHTEPEC.

Ileab M 3aJaYd_HMCCJIEI0BAHMS. I_[CJIBIO pa6OTBI SABJIAJIOCH N3Y4YCHHUC MCXAHU3MOB

TOKCUYECKOT0 JeicTBUs HauOoisee pacnpoctpaHéHHbIX I[IAY (Hadranus, (eHaHTpeH,
¢ayopanteH) Ha DA B JHUCTHSIX M IpernapaTax THIAKOUJIHBIX MeMOpaH. B cBs3mM ¢ aTum
OBUIM IIOCTAaBJICHBI CIEAYIONINE 3aJa4H:

1. IlonyunTh NaHHBIE CPABHUTEIBHOI'O MCCIEAOBAHMS BIUSHUS BBILIECYIIOMSHYTBIX
[TAY Ha pOTOXMMHUYECKYIO aKTUBHOCTH JOHOPHON U aKIENTOPHOU CTOPOH (HOTOCUCTEMBI 2
B JIUCThAX IOpoXa M IHpenapaTax THJIAKOWJHBIX MeMOpaH, a TakKe Ha CoOJep)KaHue
(OTOCHHTETUYECKUX TUTMEHTOB.

2. UccnenoBath BIMSAHUE BhIIeNiepednciaeHHbIX [IAY Ha cTpyKTypy XJI0pOIUIACTOB H
HAKOIUIEHHE aKTUBHBIX ()OPM KHCIIOPOJAA B JIUCThSAX PACTEHUM.

3. U3yuuts ckopocth HakorwieHus [TAY npu kpaTkoBpeMEHHOW MHKYOaluu JUCTHEB
(1 —48 u) B mpucyrctBuu [1AY.

4. MUccnenoBaTb BO3MOXHOCTb HCIIOJIB30BaHUSl  PA3IMYHBIX  (IyOpECLEHTHBIX
MapaMeTpoB, XapaKTepU3ylIHUX (HOTOXUMUYECKYI0 aKTUBHOCTh DC2 pacteHuii, s
OLIEHKU TOKCHYECKUX 3((HEKTOB MOTMAPOMATUUECKHUX YIIIEBOJIOPOIOB.

Hayunas HoBu3Ha. OGHapyxeHo, 4To npu aeiictBur Had u @eH KBaHTOBBIE BBIXO/IbI

MEPEeHOCa AMEKTPOHA OT MEPBUYHOTO CTAOMIIBHOTO aKIENTopa MEeKTpoHa QA K BTOPUUHOMY
akmenTopy aJekTpoHa Qs ((QeTo), @ TakKe BIUIOTh 10 KOHEYHBIX AKIENITOPOB AIIEKTPOHA
dotocuctempr 1 (PC1) (Preo), CHUKAIOTCA. DTH PE3yIbTaThl OOBACHIIOTCS YBEIMUCHUEM
kosnnyecTBa Qp-HeBoccTaHaBnuBaromMx LEeHTpoB PC2, a Takke yBEIUYEHHEM IOTEPb
MOTJIOIIEHHON SHEPTUM B pe3ysibTaTe TEIUIoBOM nuccunanuu. [loka3aHo, 4TO BBISBICHHBIE
spdexTel uccienoBaHHbix IIAY Bo3pacTaloT mpH yBEJIWYEHMH HUX KOHIEHTpAalMU U
BPEMEHU IKCIO3ULUU.

B pesynbrare cpaBHeHHs OS(PPEKTUBHOCTH HMHTHOMPYIOIIETO JEUCTBHS TPEX
ucnoabp3oBaHHbIX HaMu [TAY (Hadranun, peHanTpeH u GpayopanteH) Ha GOTOXUMHUUECKYIO
aktuBHOCTH DC2 mokazaHo, 4TO KpaTKoBpeMeHHbIE 2P dexTsl aerictBus IIAY B ocHOBHOM
OIIPEEIIAIOTCS UX BOAHOW PACTBOPUMOCTBIO.

[Tokazano, uro Ha¢ nmeiicTByer B OCHOBHOM Ha akuentopHyioo cropony ®C2 u B
MEHbIIIEH CTETIEHU Ha JOHOPHYIO CTOPOHY 3TOH (hOTOCHUCTEMBI.

OOHapyXeHO, YTO KOJIMYeCTBO (QoToxumuuecku axkTuUBHBIX PL[ ¢ortocucremsr 2,

pasMep Imyja IUIACTOXWMHOHOB, BCIIMYMHA IOUCCHUIIAINU HOFHOHIéHHOfI OHCPrun CBCTA B
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Terio B pacu€re Ha peakudoHHbIH 1eHTp DPC2 u HePOTOXMMHUECKOE TYIICHHE
bayopeclieHIMM HanboJiee YyBCTBUTEIBHBI K JielicTBUIO [TAY.

[Ipu noseimennoM cogepxkannu Had (100 mr ) oOHapykeHO OBYXCTYIEHYATOE MO
BpeMeHH YyBenuueHue cojepxkanus H2O2 B JHCTBSIX ropoxa, 4TO MOXKET OBITh CBS3aHO
MEePBOHAYAIBHO C HAPYIICHUSIMU JIMIUIHOTO OUCIOsT MEMOpaHbI TIa3MajieMMBbl, a 3aTEM C

HapyUIEHUEM JIMITUHOTO Onciaosd MeMOpaH KJIETOYHBIX OpPTaHell.

IloJ10:keHMSsI, BLIHOCHMbIE HA 3aIIUTY.

1. Bei3Bannoe aeiictBueM [1AY cHUKeHHE KBAaHTOBBIX BBIXOJIOB MEPEHOCA JIEKTPOHA
oT Qa k QB (QeT0), @ TaKXKe BILIOTH A0 akmentopoB 3aekTpoHa ®C1 (Qreo), ¥ MOBBIIIEHUE
ckopoctd auccumnanuu norimoménHor sHeprur B Temwio (DIo/RC) oObscHsoTCs
YBEJIMYEHUEM KOJIMYECTBA HEAKTUBHBIX PEAKUMOHHBIX LEeHTpoB PC2 u HapylIeHHSIMH B
CCK @C2.

2. KommuectBo aktuBHBIX PII ¢doTocucTteMbl 2, KBaHTOBBIM BBIXOJ IEpeHOCA
AIIEKTPOHOB OT QA BIDIOTH [0 KOHEUYHBIX akmenTopoB snekrpoHa PCI, BemnymHa
JUCCUNALMK CBETOBOM sHepruu B Temio B pacuére Ha PL[ ®C2 u nHedoTOoxmmuueckoe
TyIllIeHHEe HauboJiee YyBCTBUTEIbHBI K JieicTBUIO [IAY.

3. Had mapymaeT HHTaKTHOCTB KJIETOYHBIX MeMOpaH, cTuMynupys oOpazoanne ADPK
Y JEUCTBYET, B OCHOBHOM, Ha aKLEINTOPHYIO U, B MEHBIIIEN CTENIEHU, HA TOHOPHYIO CTOPOHY
OC2.

4. KpatkoBpemenHsle 3pdextsl [IAY B OCHOBHOM ONpeAensioTcsl WX BOJHOU

PacTBOPUMOCTHIO.

CreneHb JJ0CTOBEPHOCTH Pa0OThI.

[Tpu BBIMOTHEHUN PabOTHI MCTIOIB30BATIUCH COBPEMEHHBIE, TPOBEPEHHBIE BO MHOTUX
pabortax Ouodusnueckre, OMOXUMUYECKHE U (PU3UOTOTUYECKHE METOMbI. DKCIIEPUMEHTHI
MPOBOJWINCH B JOCTATOYHON OWOJIOTMYECKOW TOBTOPHOCTU. BBIBOIBI 00OCHOBAHBI
OKCIIEPUMEHTAIILHBIMU JIAaHHBIMH M OTPa)X€Hbl B TMEYaTHBIX paborax. JlocTOBEpHOCTH
MOJIYYCHHBIX ~ PE3yJbTaTOB  OOECrledYeHa UCIOJb30BaHHEM B  paboTe  KOMILIEKca
METOJIMYECKUX TIOJXOJIOB: COBPEMEHHBIX BBICOKOMH()OPMATUBHBIX OHOPHUINYECKUX,
OMOXMMHYECKMX ¥ IIUTOJIOTUYECKUX METOJOB HCCIICIOBAHUS, TIIATEILHBIM YYETOM U
noApoOHON  OLIEHKOW  pe3ylbhbTaTOB C  HCIOJNB30BAHUEM  AJCKBATHBIX  METOJIOB

CTaTUCTHYECKOI 00pabOTKN TaHHBIX.

Teopernueckasi U MpaKTHYecKasi 3HAYUMOCTb padoThl. Pe3ynbraTsl npoBeAEHHBIX

HCCIIEIOBAHUK BHOCST BKJIAJ B IIOHMMAaHUWE MEXAaHU3MOB JIEMCTBHS MOJHAPOMATUUYECKUX
yraeBogopooB Ha DA u pacreHus B 1enoM. Hamu oOHapyX)eHO, YTO MaKCHMAabHBIN
KBAaHTOBBIM BBIXOJ[ 3JEKTPOHHOTO TPAHCHOPTAa 1O KOHEYHBIX AaKIENTOPOB 3JIEKTPOHA

dorocucrembr 1 (Fu/Fm), CKOpPOCTh TEIUIOBOW JTUCCHITAIMU TOTJIONIEHHON JHEPrUH
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(DIo/RC), muomiame HaJg KpUBOW, XapaKTEepHU3yIOIlas pa3Mep IMyja IUIACTOXHHOHA W
Heporoxumuueckoe tymenue (NPQ) duyopecueniiun Hanbojgee YyBCTBUTECIBHBI K
neiictButo HadranuHa. M3Mmepenue »Tux BenmuuuH npu aedictBun I[IAY moxker ObITh

HUCHOJIL30BAHO KaK OMOTECT [UIA OLIEHKU TOKchueckoro aercteud [1AY.

Martepuansl guccepTaliid MOTYT OBITh HMCIHOJIB30BAHBI NPHU YTEHUHM JIEKIHMHM 110

(U3HOIOTUH pacTEHUH I CTYI€HTOB OMOJIOTHYECKUX (PAKYJIBTETOB BY30B.

AnpoOanus pe3yJbTaToB. Pe3ynabTaTsl TUCCEPTALIMOHHON pabOThl ObUIM J0J0KEHBI

Ha 5 KoH(pepeHUUsAX, BkIoyas 17-yio um 18-y mexnyHapoauslie [lymmHCKHE MIKOJIBI-
koH(pepeHun Monoabix y4éHbx ([Tymmuo, 2013 u 2014), HayuHyl0 KOH(DEPEHIIHIO
«®Dusnonorus pacTCHU M MHUKpoopraHu3MoB — B3rsa B Oyaymee» (Tomck, 2013), X
MexnyHapoaHslii cumnosuyMm «HoBble M HETpaJMLIMOHHBIE PACTEHUS U NMEPCHEKTUBBI MX
ucnionb3oBanus» ([lymunro, 2013), a Takke BBICTYIUICHHS ¢ JOKiIagamu B HHCTHTyTax
WU®IIb PAH (ITymmuo, 2015) u U®P PAH (Mockga, 2015).

Hyoaukanum: [To marepuanam aqucceprauuu onyoaIuKoBaHoO / paboT, B TOM 4HCIIe

JBe paboTHI B KypHalax pekoMmeHaoBaHHbIX BAK PO.

CrpykTypa M _00b6éM padorbl: Jluccepranusi COCTOMT W3 BBEACHUS, MATH IJIaB,

BBIBOJIOB, CTIHCKA JMTeparyphl. OHa m3nokena Ha 102 cTpaHUIIaX MalTMHONMCHOTO TEKCTa,
BKJItOYaeT 7 Tabmuu U 23 pucyHka. COMCOK JuTeparypbl coaepkut 119 ncrounukos, w3

HuX 20 Ha PyCCKOM SI3BIKE.
OCHOBHOE COJAEP/KAHUE PABOTbI
OB30P JIUTEPATYPbI

[TAY otHocarcs k HauOosiee pacrnpoCTpaHEHHBIM OPraHUYECKUM IOJUTIOTAaHTaM |
SBIISIIOTCS. OHUM M3 CYIIECTBEHHBIX aOMOTHUYECKUX CTPECCOBBIX (DaKTOPOB XMMHUYECKOM
npupoabl. B rmaBe paccmaTtpuBaroTcs (usmyeckue u xumuyeckue cpoiictBa [IAY, ux
oOpa3oBaHME U HAKOIUICHME B PACTEHUAX, a TakKkKe TOKcHuueckue IPGPeKTh
pacnpoctpanéuubix B mpupoae ITAY (Simonich, Hites, 1994; Manoli, Samara,1999;
Ahammed et al., 2012).

[Tpu sTom orocunTernueckuii anmapat (PA), npexnae Bcero, @C2, sBisieTcst OAHON
u3 HanOonee ys3BUMBIX K aedicTBuio IIAY knetounbix cucreM. B riaBe paccMoTpeHBbI
o01re sKoornyeckue acnekTsl Aeiicteus [TAY Ha poTocuHTEe3UpyIOIMEe OpraHu3Mbl U UX
®@A. [lonpoOHO mpoaHaAIN3UPOBaHbI PabOTHI, B KOTOPBIX paccMoTpeHo BiausHue IIAY Ha
¢byHKIMOHMpPOBaHHE (OTOCHHTETUYECKOIO ammapara BbICIIMX pacTeHuil. I[lpu sToM
OCHOBHOE BHHMMAaHHE yJeleHO paboram, rae u3ydeHo BiusHue I[IAY Ha mnepBuuHbBIC

mporecchl  (pOTOCHHTE3a, TMPOIECCHl  TOTJIONICHUS CBETOBOW OSHEPrUM  aHTCHHBIM



komruiekcom @C2, nepenayu sHepruu B PL] ¢orocuctemsl 2 U mocieayromero nepeHoca

anekTpoHoB B OTL] dhoTocuHTe3a, BIIOTH 10 KOHEUHBIX akientopoB OCl1.
OBBEKTBI U METOJbI UCCJEIOBAHUI

OOBEKTOM HCCIIEIOBaHMs CIYXHJI ropox moceBHoi (Pisum sativum L. copta
MockoBckuit); ero ueinble OTIACIEHHBIE JUCTbS M Mpernaparbl THJIAKOMAHBIX MeMOpaH,
BBIJICJICHHBIE U3 3TUX JUCTheB. CeMeHa ropoxa MpeaBapUTENIbHO 3aMayuBalid Ha 2 CYTOK,
3aTeM BBIpAIIUBAIM Ha 74 cpenbl KHOMA B IIIACTUKOBBIX TOPIIKAX, HATIOJIHEHHBIX TIECKOM, B
TeueHnue 18 CyT NpM MHTEHCHBHOCTH oOcBemleHHs 360 MKMOIb KBaHTOB M™2cl mpu
temneparype 24+1°C guem u 19+1°C Houblo npu cBeToBoM pexkume 12/12 gacos. [ns
W3MEPEHHUI HCIOIb30BAIA OTIEIEHHBIE JUCThA 3-ero U 4-oro spyca. Mx momemanu B
pactBopsl [IAY (5-6 nucteeB B cocynbl 06béMoM 100 mu1, HanomHeHHBIX 80 MIT pacTBOpa
cootBeTcTByIolero IIAY) u BeiIepXKUBaM Ha CBETY O€NBIX JIOMHHECHEHTHBIX JIAMIT
MHTEHCHBHOCTHIO 15 1 120 MKMOIBb KBAaHTOB M°c™L.

[TAY, wucnonp30BaHHBIE B JKCIEPUMEHTAX, MPUHAICKAT K YHCIY Hauboiee
pacnpoctpanéuabix. Had, den u dDny wumewT, coorBercTBeHHo, 2, 3 u 4

KOHJEHCUPOBaHHBIX Koyiblia (Puc. 1) M oT/IMYaloTCd OTHOCUTENBHO HEIUIOXOH BOJIHOM

pactBopumocthio: Had 27 mr/n, ®en 1,2 mr/a, ®ny 0,24 mr/n npu 25°C, cOOTBETCTBEHHO
(Perlman et al., 1984).

o &Y A

Puc. 1. Ctpykrypabie hopmyisl HaTanuHa, (1), henantpena (2) u payopanrena (3).
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[TAY cnHaudana pacTBopsuid B HeOOnbIIOM 00BEME areToHa. Bomubie o6pasisl [TAY
JUIL HKCHEPUMEHTOB OBLJIM TNPHUTOTOBJCHBI C MCIIOJIB30BAHUEM HMCXOJHBIX alleTOHOBBIX
pacTBOpoB ¢ koHueHTpamusmu 1, 4, 8, 30 u 100 mr/n ans Had u 1, 5, 50 mr/n nns @en u
®ny. B OGonpmmHcTBe cnydaeB jgoOaBmsuim 0,1 mim uwcexomHoro pactBopa k 100 wmu
OMIUCTUIUIMPOBAHHOM BOJABI. B HEKOTOpPBIX OMBITaX HCMOJB30BAIN IE€PEHACHIIIEHHBIC
pactBopsl [TAY, rie MOIIOTAaHT MPUCYTCTBOBAJ B 00pa3slie B BUIE CYCIICH3UU.

[Tpu uccnenoBanum neiicteust [IAY OblTH HCIIONB30BaHBI ANIEKTPOHHAS MUKPOCKOIIHS
u (ayopecueHuus xjopodumia a, Bkiouas “nepeMmeHHyro” Obvictpyo (b®dm) (OJIP-
nepexoasl, OJIP-transient) u 3amemrennyio duayopecueniuio (3dn) Xa a (Bigler,
Schreiber, 1990 Stirbet, Govindjee, 2011; Kalaji et al., 2012; 'onblies u ap., 2014).

Conepxanne H202 B nuctesix omnpenensiy B 100 MKIT 3KCTpakTa METOAOM
OMOJIOMHUHECHEHIIUK B cucTeMe nepokcuaasa (10° M): momunon (1074 M) (1:1, oowem 1
mi) (Cormier, Prichard 1968).



[IpoHnIIaeMOCTh  KJIETOYHBIX MeMOpaH OLEHHMBAaM 1O CKOPOCTH  BBIXOJa
ANIEKTPOJIUTOB W3 OTAENEHHBIX JHCTbeB B BOJHBIM pacTBOop IIAY, Kkyma oHuM Obuin
MOMEILEHbI, HU3MEpsAs BEIUYMHY 3JEKTPOIPOBOJHOCTH  pacTBopa C  ITOMOIIBIO
kouaykromerpa COM-100 (HM Digital, Inc., USA).

Conepxanue (OTOCHHTETHUSCKUX MUTMeHTOB (X1 &, b u kapoTuHOWABI) onpenesu
B OSTAHOJBHBIX SKCTPAKTax, MCIOJIb3Yys H3BECTHbIE KOA((UIMEHTH MOTJIOUICHUS s
cootBeTcTBYIomMX JnH BosH (Lichtenthaler, Wellburn, 1987). Konuientpanuio nurMeHTOB
OTIPEICIISITN C MIOMOIIIBIO criekTpodoTomerpa Spectronic Genesys 10UV, CIIA.

VYcnoBus, nNpyu KOTOPBIX MPOBOJAWIM M3MEPEHUs, M cXxema paboThl YCTaHOBKH MJIs
u3MepeHus: ObIcTpoil (QuiyopecueHuuu omnucanbl B cratbe Jlankun u gp. (2014).
OuudpoBaHHbIE JaHHBIE O PETUCTPUPYEMOW KHHETHKE QuiyopecueHuuu Xl a
aBTOMATHYECKH MEpPEeaBaIiCch HA KOMIIBIOTEP U HA MX OCHOBE PACCUMTHIBAIA BEIUYMHBI
pasnmuuHbix (ayopecuenTHeix mapamerpoB: ETo/RC, ETo/ABS, TRo/RC, TRo/ABS,
REo/ABS, ABS/RC, RC/CS, ABS/CS, DIo/RC, Fv/Fo, ETo, REo, moapoOHO ONHCaHHBIX B
psne crateii (Stirbet, Govindjee, 2011; Kalaji et al., 2012, 2014), xoTopbie XapaKTepU3yIOT
pa3IuYHbIE  CTOPOHBI  NEPBUYHBIX  (OTOXUMHUYECKUX  peakiuil: 3()PeKTUBHOCTH
(OTOXMMHUYECKMX MPOLECCOB HA PAa3IUYHbIX CTaAMUSIX, 3(P(PEKTUBHOCTH AMCCHUIIALNU
CBETOBOM SHEPrUU B TEIUIO U T. 1.

C nomomipto PAM-duryopumerpa (XE-PAM, Heinz-Walz, FRG) Obsiin onpeieneHsr
BEJIMYUHBI MAKCHMAJIBHOTO KBaHTOBOro (oTtoxumuueckoro Boixoga DOC2 (Fu/Fm),
s dexTrBHOr0 kBantoBoro Beixoja Y(Il), ckopoctu smekrponHoro tpancmopra (ETR),
Heporoxumuueckoro Tymerust (NPQ) u psin apyrux napamerpos.

Ha ocnoBe xunetnk 3®n ObUIM OLEHEHBl BEJIWYMHBI CBETOMHIYLIUPYEMOTO
oOpa3oBaHusi TpaHCMEeMOpaHHOTO rpaaueHTa mpotoHoB (ApH) Ha TunmakougHOUW MeMOpaHe
1 3¢ (EeKTUBHOCTD NEPEHOCa AEKTPOHA Ha aKIENTOpHOM cTtopone OC2.

B Tabnunax u rpadukax mNpuBeNeHBl CpelHUE apudMeTHuecKue 3HaYeHUs U3
MOJIYYEHHBIX BEJIMYMH U MX cTaHnapTHble omnoOku (+SE). Mcnonbs3oBanu He MeHee TpEX
OMOJIOTMYECKUX U He MeHee 4-6 aHAIMTUYECKUX MOBTOPHOCTEH. Jl0CTOBEPHOCTDh pa3iuyuuii

MEXy BapuaHTaMu onuckiBainy 1o t-kpureputo CteroeHTa npu 5% ypoBHE 3HAYMMOCTH.
PE3YJIBTATBI U UX OBCYKJIEHUE

Pactenus urparotr BaxkHyr poyib B ynaieHuu [IAY u3 arMocdepsl W MOYBBI, HO
uHpopManmu 0 HU3NOJIOTUM U OMOXHMMHUHU CTPECCOBOTO OTBETA, MHAyIHpOBaHHOTO [TAY,
HEJ0OCTaTOYHO, B YAaCTHOCTH, OO OTHOIIEGHUSX MEXIY CTEINCHbI0 WHTHOMPOBAHUS
MEPBUYHBIX MporieccoB (hoTocuHTesa npu aeicteun [TAY, n3aMeHeHHEM yIbTPACTPYKTYPBI
XJIOPOIJIACTOB M JIPYTUX KJIETOYHBIX OpraHe/ll, ¥ OajJaHCOM IPO- MW aHTHOKCHIAHTOB B
KJIETKaX JINCTheB pacTeHuil. B GonmpimmHCTBE citydaeB 3¢ dextsl [TIAY Obun u3ydeHsl npu
noaroBpeMeHHOM ux nerictBun Ha DA pactenuii (Kummerova et al., 2006, 2008; Babula et
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al., 2012; Tomar, Jajoo, 2013; Jajoo et al., 2014). Mudopmarmst 0 KpaTKOBPEMEHHBIX
sapdekrax [MTAY nHa DA mnpencraBieHa HemoctarouHo (Kummerova, Vanova, 2007
Aksmann, Tukaj, 2008).

Jlnst Gornee MOTHOrO BBISIBICHMS KIIOUEBBIX MMIeHed npu aeiictBuu [IAY na ®A
pacTeHUl TPOBOJUIUCH KPATKOBPEMEHHBIE JKCIEPUMEHTBHI, B KOTOPBHIX 3 (eKTh
MCNOJIb30BaHHBIX [IAY wH3y4yanuch KOMIUIEKCHO B IUIAHE CPAaBHEHUS MX JCHUCTBHUS Ha
aktuBHOCTE DA, mpexnae Bcero DC2 (Kreslavski et al., 2014), u3 kommnonenToB DA
HauboJIee ySI3BUMYIO K JIeHcTBHIO cTpeccoBbix aktopo (Allakverdiev et al., 2008).

Panee Obl10 mokaszaHo, uTo (iyopecueHuss XJ1 @ MOXKET ObITh MCHOJb30BaHA IS
WHJMKAIlUd WHTUOUPOBAHUSA TMEPEHOCa SJIEKTPOHOB B (OTOCMHTETUUYECKOW DSIEKTPOH-
[TAY u

dboromoaudumpoannbix [TAY (Marwood et al., 2001; Tomar, Jajoo, 2013), B yacTHOCTH

TPAHCIIOPTHOU Lenu pacTeHnH, IIOJABEPTHYTHIX BO3JICUCTBUIO

BEJIMYMHBI KBAHTOBBIX (DOTOXMMHUYECKUX BBIX0A0B (piyopecuenmu Xiu a (Taom. 1).

Ta6auna 1. Brusaue Had u ackopbara Hatpust (AcK) Ha duyopecuientabie napametpst (Fo, Fm u
FuW/Fm) u comepxxanue (HOTOCHHTETHYECKUX MUIMeHTOB (Xi (a+6) (Xu) m kaporuHouzs! (Kap)).
JlucTes BBIIepxkuBamy Ha cBeTy (15 MKkMomb kBaHTOB M2 ¢'1) B pacTBope HadTamuna (Hapl, 27 mr
1) u (Had2, 100 mr nl) unu B Boje (xoHTpoms, JI) B TeueHume 24 4. 3aTeM 4acTh JIHCThEB
BeiiepkuBasin B pactBope AcK (3 MM) B teuenue 30 mun (Bapuantel: [I+AcK u Had+AcK).
Benuuunel Fou Fm B KOHTpoOJIe MpUHSATHI 32 1.

Bapuant ji| Hadl1 J+AcK Had1+AcK Had?2
Fu/Fm 0,81 (0,008) | 0,71 (0,02) 0,80(0,01)* 0,72(0,016)* | 0,65 (0,04)
Fo 1(0,04) 1,3(0,08) 1,04(0,03)* 1,16(0,08)* 1,49(0,12)
Fm 1 (0,05) 1,05(0,03)* | 1,0(0,045)* 0,92 (0,06)* 0,83 (0,07)
X, mr 1t 1,64 (0,02) 1,70 (0,04)* |1,67(0,035)* | 1,69 (0,04)* 1,54 (0,03)
Kap, mrr! | 0,27 (0,006) | 0,30 (0,05)* |0,28 (0,01)* 0,29 (0,03)* 0,26(0,03)*

*- PasHuiia Mex 1y BapraHToM J{ ¥ ONBITHBIMU BapuaHTaMu HeocToBepHa (p > 0,05)

B »T0li CBI3M HA OCHOBE MHAYKIIMOHHBIX KPUBBIX ObLIH pacCUruTaHbl BCIINYHHBI

MaKCHUMaJIbHOTO U 3(dekTuBHOrO KBaHTOBBIX BBIX0J0B DPC2 (Fu/Fm) u (Fm'-F1)/Fm'(Y(11)),

XapaKTEPU3YIOINUX aKTUBHOCTh PC2.

Bemnuuna (Fv/Fm) s wcnonb3yeMbix JHCTBEB 10 oOpabotok Obiia 0,81+0,007.

[Tocne nukyGanuu nucTheB B TeueHue 24 4 B pactBope Had sta BenuumHa cHU3MIACH 110
0,72+0,02, Benmuunna Y (I1) Takke ymensbInanach. JloctoBepHoe CHIKeHHE BearnunuHbl Fu/Fm
1o 0,79+0,007 mabmronanu yxe mocie 2-4 WHKyOaruu npu KoHneHtpanuu Had 27 mr ol
TOTa Kak Mociie OAHOTo yaca uHKyOarmu ¢ Had mpu Toi e KOHIIEHTpaluu JOCTOBEPHBIH
sbdexr He HaOmomancs. B yMeHbIIeHWE MAaHHOTO OTHOIIEHHWS BKJIAJ BHOCHIIO
MPEUMYIIIECTBEHHO YBeJIWUeHUEe HadalbHOU Quryopecteniuu — Fo, rae Fo = Fm-Fy, Torma

KaK CHIM)KEHHE BEJIMYUHBI Fm ObLII0 MeHEee 3HAUUTENbHBIM.



Jlns Gonee meranbHOTO MOHUMaHMS myTed nerictBus [TAY na @A ObLT UCTIONB30BaH
JIP-TecT, TO ectb ObIcTphie H3MeHEeHHs ¢uyopecueHun oT MuHuMaibHOro (Fo) mo
MakcuMaibHOTO (FMm) YpOBHS B aganTHpOBaHHBIX K TEMHOTE pacTeHUsX. TecT oTpaxaer
MIPOLECC TOCTEIEHHOIO0 BOCCTAHOBJIEHHS KOMIIOHEHTOB (oTocuHTeTndeckoit OTL[ ot
MEPBOTO CTAOMIBHOTO aKIEenTopa 3MeKTpoHa Qa J0 MIACTOXWHOHOBOTO MyJia W Jlajiee 10

KOHEUHBIX akienTopoB siekrpona ®C1L u Bkiaovyaer Heckoibko ¢a3 (Puc. 2).

Puc. 2. [leiicteue Hadp u den na
WHIYKIIMOHHBIE KpUBBIE bdn
XJopopusia  JIUCTREB  TOPOXa,
BbIIEpKaHHbBIX 24 1 Ha cBetTy. A — (I
= 15 MKMOIb KBaHTOB M2 ¢) mpu
conepxannu Hap (30 mr o) (2) m
100 mr ot (3). B — 50 mMr n! den
(4), | = 120 MKMOIb KBaHTOB M2 ¢t

A 250 mc 5 250 mc

3000 -
2500 30 mMc /f—\ 2

2000 -

c.
Jluctbst 6e3 mobGaBok (kpuBbie 1).
Tunuunsie KpuBbie U3 10 MOBTOPOB.

1500 -

dnyopecueHUUs, OTH. ef]

1000 -

-_—

i —_— e e e Ilokazano, 4YTO CHHXKEHHE
001 01 1 10 100 1000 001 01 1 10 100 1000

Bpems, mc

WHTEHCUBHOCTH (hITyOpECUCHIINH
pu NENCTBUU [TAY
MakcumanbHO B (paze IP, u menee Boipaxkeno B OJ u JI dazax. Mbl npeanonoxuim, 4To
3aMeTHOe yMeHblleHue ¢ayopecuenunn B ¢daze [P, oOnapyxenHoe B Hammx
HKCIIEPUMEHTAX, BEPOSITHO, CBSI3aHO C OJOKMpOBaHUEM IepeHoca 3ekTpoHa oT Qa k Qs,
MO-BUIUMOMY, BCJEICTBHE pocTa uuciaa Qp-HEBOCCTaHaBIMBAarOMIMX IeHTpoB (Tomar,
Jajoo, 2013; Lankin et al., 2014). CuuTaeTcs, uTo B TakuX 1eHTpax QA” He BOCCTaHABIMBACT
Qs 10 Qp, a Qa” OKHCTSAETCS TOIBKO MyTEM 00paTHOW peakliy ¢ KOMIIOHEHTaMHU JOHOPHOU
ctoponbl ®C2. Ha yBenuueHue uucia TaKMX IEHTPOM YKa3bIBaeT MEHbBIIAs aMIUIUTYAa B
TOYKe P MHIYKIMOHHON KPUBOM M CMEIIEHHE BpPEMEHHOH mno3uuuu Touku P ot 250 mc
(xouTposb) 10 420 mc B npucyrctBun 100 mr 1t Hag u 400 mc aia 50 mr ot den (Puc. 2).
OTO  MPEeArnonIoKeHUe MOJITBEPKAAeTCA  JaHHBIMH ~ M3MepeHuss uuciaa  Qp-
HEBOCCTaHABJIMBAIOIIUX IIEHTPOB METOJIOM JBOWHOTO mMITyibcea (Strasser, Tsimilli-Michael,
1998). Tak, konM4ecTBO AaKTUBHBIX (QB-BOCCTaHABIMBAIOIIMX PEAKIIMOHHBIX IIEHTPOB,
paccuntaHHoe Ha ceueHue Bo3OyxneHuss OC2, cHmKamoch 4epe3 2 CyT BBIICPKUBAHUS
mactheB Ha 34% nns Had (27 mr o) m uepes 3 cyr — na 31% mia denanrpena.
AHanorn4Hpli TpeHA ObUT OOHApYXKEH NTPH MCCICIOBAaHUM MPETMapaTOB TUIAKOHIHBIX
meMOpan. [locne 28 muH BbiaepkuBaHus cycrneH3uu (20 mxr Xia Ha 1 M) B TeMHOTE
kosimyecTBo Qp- HeBoccTaHaBiuBarommx PL{ ¢porocucremsr 2 6su10 30,5(0,5)%, Torna kak
3TO KOJIMYECTBO MPH TOM K€ BPEMEHH BBIACPKUBAHUS CycnieH3un ¢ go6askoit Had (27 mkr
mrl) 6emo  53,3(3)%. Bo3MOxHO, CcOAEpKAaHHME TAKUX KOMIUIEKCOB CBSI3aHO C
HATUBHOCTBIO CTPYKTYpbl MeMOpaHHOro KomIuiekca @C2, KoTopast MOKET HapyIIaThCs U3-

3a 3ameieHus onocunTte3a oenka J[1 (Larocca et al. 1996).
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Jlns Oonee nmeTambHOrO TpencTaBieHHs O MexaHusme peictBus [IAY Ha DA
MCIOJIb30BAJIM METOJ 3ameieHHoM Quyopecueniuu Xiu a. Ha Puc. 3 nokazana tunuyHas
kpuBas 3®n, xapakrepusyromasics aAByms (azamu: ObicTpod (MakcumMymbl |1 u I2) m
MEJICHHOM, pa3jeliecHHOW «BMaauHOW», HaspiBaemMoit D (Lambrev and Goltsev, 2001,
Goltsev et al., 2003, 2009;). Memiennas ¢a3a kpuoit 3D, mpepcTaBieHHAS IBYMSI
KOMIIOHEHTaMH ¢ MakcumymaMmMu ls4 u ls, COOTBETCTBYET MOCTENEHHOMY YBEIMYEHUIO
WHTEHCUBHOCTH (IyOpecleHIud Tocie MuHuMyma D u  oTpaxkaer moOBbIIIEHUE
TpaHCMEMOpPAaHHOTO MPOTOHHOTO TpajueHTa, Bei3BaHHOTro cBetoM (Wraight, Crofts, 1971).
[locnenHuil cBsi3aH C COCTOSTHUEM THJIAKOMIHBIX MEMOpAaH M CKOPOCTBIO 3JIEKTPOHHOIO
TpaHcmopTa Ha akuenTopHo cropoHe @PC2, UYTO 3aBUCUT OT OKHUCIUTEIBHO-

BOCCTaHOBHTENIbHOTO coctosiHus Qa u myna PQ (Goltsev et al., 2009).

Puc. 3. Kpussie 3®n nucrtbes

350 | Al B Topoxa mpu Bo3nerictBur Had
(A) u @en (b). 1,4 — xouTpOIH
300 24 u; 2 — Had (30 mr 1%, 24 u);

3 — Had (30 mr n%, 72 u); 5 —
®en (1,2 mr 1L, 24 4); 6 — Den
(50 mr a?l, 24 u). Tunuunsle
KpHUBBIE U3 7 MOBTOPHOCTEM.

250
200
150 |

100 | Habmtonaercss  CyILIECTBEHHOE

50 cHmxenue otHommeHus (14—

3ameaneHHan dnyopecUeHUWs, OTH. ed.

D)/D) (Puc. 3), 4To TOBOPHUT O

Bpewms, ¢

CHI)KEHHUH CIOCOOHOCTH
3amacaHus CBETOBOM sHepruu B BHUje oOpa3oBaHus APH Ha TunakoumaHbIX MeMmOpaHax, U
910 coriacyercsi co cHmkenuem BenmmuuHbl Y (I1). ®opmupoanune ApH, HeoOXxoauMMOro
JUIS  BBICOKOTO YpOBHA HE(OTOXMMHUYECKOTO TYyIICHUS, TpeOyeT (YyHKIMOHAIBHOU
IEJIOCTHOCTH THJIAaKOMIHBIX MeMOpaH (Zhang, Xing, 2008). [Tonmxkenne ApH, BeposTHE#
BCEro, CBS3aHO C pPa3BUTHUEM OKHUCIUTEIIBHOTO CTpecca W IOHIKEHHUEM IEJIOCTHOCTH
TUJIAKOMIHON MEMOpPaHbI. ITO COTJIACYETCsI C IaHHBIMH 3JIEKTPOHHOU MUKpOodoTOorpaduu, B

JaCTHOCTH, 3aMETHBIM HaOyxaHueM Tuinakou10B (Puc. 4).

B wurore mbl mpeamnonaraeMm, 4To yBEeJMYEHHE NMPOTOHHOM YTEUKU yepe3 MeMOpaHy
MOJKET TPEMSITCTBOBaTh BOCCTaHOBJIECHHIO Qp M mocnexytomemy uzmeHeHnuto ApH. Hamu
MOKa3aHoO, 4YTO HauOoJjiee 3aMEeTHO MNpHU JEHCTBUUM HadTaauHA CHUXKAIOTCA OBICTpBIC
koMoHeHThl 3Pi1. [To-Buaumomy, ITAY nelicTByr0 Ha KOMIIOHEHTHI aKIIENTOPHOU CTOPOHBI
®C2: Qa u Qp. OTa Hues COOTBETCTBYET HAIIUM JaHHBIM 00 yBenmuueHun aonu Qs-
HEBOCCTaHABJIMBAIOUIMX pEaKUMOHHBIX LEeHTpoB PC2 u cormacyercs ¢ JUTEpaTypHBIMU

TaHHBIMU aHan30B 3 dekroB Dty Ha peakimonnsie neHTpsl @C2 (Tomar, Jajoo, 2013).
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Puc. 4. I3MeHeHUd ylIbTPacTPYKTyphl XJIOPOILIACTOB
U3 JIACTBEB TOpPOXa, BbIACPXKAHHBIX 24 4 B
npucyrcreun Had (30 mr ol) (b), u B orcyrcrBun
no0aBkw (a)

B 3aBUCHMOCTH OT YCIIOBHH HW3MEpEHUs WU
(YHKIIMOHAIBHOTO COCTOSTHUS BOAOOKHUCIISIONIETO
koMmiuiekca ®C2 3dn xjopodpmina a MOKET
BBICBEUMBATBCS B pe3yiabTare pPEeKOMOMHALUU
3apsaa0B B mapax [Qa Peso'], [Qa™ YZ'], rae Peso u
Yz — TUEpBUUHBII U BTOPUYHBIA JIOHOPHI
anektpona ®C2, xaopoduit Pego 1 muposun-161
J11-6enka, COOTBETCTBEHHO; a Takke B mapax [Qa
Sn'], [Qs Peso™], [Qe” YZ'], u [QB™ Sn*], rme Sh —
OHO W3 S-cocTosiHME Bomookucistomero kommiekca ®C2 (Kalaji et al., 2012a). B

MPUCYTCTBUU ANYPOHA, OJIOKHUPYIOLIETO MEPEHOC dIEKTPOHOB OT Qa K Qp, MIIITHCEKYHIHAS
3dn BO3HHMKAET B OCHOBHOM B pe3yibTaTe peKOMOWHAIMH 3apsaoB Mexay Qa o
MTOJIOKUTEIIBHO 3apsDKCHHBIMA KOMIIOHEHTaMU JOHOpHOM cTopoHbl PC2. Ilo nHammm
JAHHBIM OTHOCHTEJIbHas aMmiumityna ObicTpori kommoHeHThl 3®Pn ((Ii — D)/D) c¢
MakcuMymoM ~50 Mc, HamboJiee COOTBETCTBYIOIIMM BpeMeHHU xu3HH mapbl [Qa YZ'], B
HAaWMEHBIIICH CTENEHU CHIDKAeTCs B pesyibTare 00padotku amypoHoMm (Puc. 5). Ilo-
BUIUMOMY, HaumbOojee ObIcTpas KommoHeHTa |1 B Oonblel cTeneHu, 4YeM Jpyrue

KOMITOHEHTBI, CBsSI3aHa C peKoMOMHaIue 3apsoB B mape [Qa™ YZ'].

Puc. 5. Biusinue nuypona Ha kpuyto 3®:. JIuctes

=4
@200+ nHKyOupoBasin 30 MHUH B pacTBOpe JAWypOHa
I (3

5 (40 MxM) (2) m B AUCTWITHPOBAHHON Bojge 0e3
2 150- auypoHa 30 muH (1). IToka3aHbl TUITMYHBIE KPUBBIE
s 13 5 MOBTOPOB.

(=]

2100 | IIpocThie apoMaTHYECKUE COEIUHEHUS,
& N 2

& Trmeswesmeymseoiest TQKWE KAk OGH30JI, 00J1aJal0T  CHIIBHBIM
g 50 [

z S0 TOKCHMYeCKHM ~ >(QQEKTOM  Ha  pacTeHws,
3

E MOCKOJBKY OHH OBICTPO MPOHUKAIOT uepes
2 0 T T T T T T

4]

34567 8091011121314 MeMOpaHbl, Toraa kak y IIAY cnoco6HOCTB

Bpems, ¢ npoHuKath Hiwke. C Ipyroi CTOPOHBI, U3 HAITHX
JaHHBIX CIIEYET, YTO CYIECTBYET aKKyMyIupyoimuii 3¢pdext HeratuBHoro neicteus [T1AY
Ha akTuBHOCTH PC2. DTO cornacyercs ¢ TeM, uto Had aeiictByer sddextuBaee Ha DA
nocne 24 9 BelAepkKU 1o cpaBHeHMIO ¢ DeH u Diry, ogHako yepes 48 u 72 4 ux AEHUCTBHE
CTAHOBUTCS CHWJIbHEE, 4eM JelcTBUEe HadTaluHa TpH TOoW ke KoHueHtpauuu (Puc. 6).

Otcroga MOXHO 3aKJIIOUHUTh, YTO KpaTKoBpeMeHHble 3(dektol aeiictBus I[IAY Ha
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akTUBHOCT, DA B TMepByI0 ouepelb ONpEAeNAIOTCs BOJHONM pPAacTBOPUMOCTBHIO U

AOCTYITHOCTBIO IJIA HUX PA3JIMYHBIX KIICTOYHBIX MUILICHEH.

Puc. 6. Bmusuue Had (1-5), Den (6) u duy
(7) Ha MakCUMaJIbHBIH KBAaHTOBBIH BBIXOI
diyopecleHIIM B 3aBUCHMOCTH OT BPEMEHHU
BBIJICP)KUBAHHS JIUCTHEB B BOJIE Ha CBeTy 15
MKMOJIb KBaHTOB M ¢ 1. 1 — 6e3 mobaBok, 2 — 1
mr 1t Hadp, 3, 6, 7 — 30 mr n't Had, Pen n
®ny, coorsercTBeHHO, 4 — 100 Mr 1! Had, 5 —
JUCThsl BBIICPXKHBATM 24 9 B pacTBoOpe
™ nadpramuaa (30 mr al), zarem mpomsBanM M
N BBIJICPYKUBAIIU TIPOMBITHIC JTHUCThs 48 U B BOJIE.

€ 06

FJF

05 - 4\._7 %3 @®C2 rereporeHHa Kak IO CTPYKTYpE,
%\\ 6 tak u mno ¢ynkuuu (Govindjee, 1990;
N

& [ Bukhov, Carpentier, 2000; Tomar, Jajoo,
04 ‘I‘ 7

2013). N3BecTHO ABa TUIA T€TEPOrCHHOCTH

OC2: rE€TEPOr€HHOCTD AQHTEHHBI u

Bpemsi, Y IeTepPOreHHOCTh  aKUENTOPHOH  CTOPOHBI

®C2. O6a Tuma reTeporeHHOCTH MOTYT

ObITh HapylleHbl Hpu JedcTBUM HekoTopbix IIAY. Tak, B pacreHusix cou o0paboTka

aHTpalleHOM IPUBOJAMJIA K CHUKEHHMIO KBaHTOBOro Bbixoga ®C2, cHWKEHHIO Yucia

aktuBHBIX PI][ ®C2 mpu yBenmndeHHMM KOHIleHTpanuu aHTparieHa (Tomar et al.,, 2015).

Kpome TtoOro, m3aMeHssiachb T'e€TEpOT€HHOCTh CBETO-COOMPAIOLIEr0 AHTEHHOTO0 KOMILIEKca

OC2. OpdextuBnbie a-ueHTpsl CCK OC2 KOHBEPTHUPOBAIHUCH B MeHEee 3(PPEKTUBHBIE, YTO
yxyamano 3¢ pexTuBHOCTh nepeHoca s3uepruu k PL ®C2.

Jnst viccnenoBaHusi BO3MOXKHOTO MeXaHM3Ma JIeMCTBUSA HaTanuHa Ha aKTUBHOCTH
@®C2 OblT UCHONIB30BAH SK30TE€HHBIM JOHOP 3JEKTPOHA — acKopOaT HAaTpHsl U MHTHOUTOP
TPaHCIIOPTAa JJIEKTPOHA Ha akuentopHoil cropoHe ®C2 — nuypoH, KOTOPBIM 3aMeliacT
BTOPUYHBIM XMHOHOBBIM akuentop Qs B ero cms3biBarolieM ydyacTke Ha J[1-O6enke OC2
(Velthuys, 1981), u, crienoBarenbHO, ONOKHPYeT mMepeHOC 3jekTpoHa OoT Qa K Qs.
NurubupoBaHue pEOKHUCIEHUS BOCCTAHOBJIEHHOTO QA JMYPOHOM CONPOBOXKJIAIOCH
XapaKTepHbIMH M3MEHEHUSMU KUHETHKUM WHIYKIUMOHHBIX KpuBbIX (OJIP), B uwactHOCTH,
HaOmromaercss mpakThueckun onxHa (aza — J (Puc. 7). Dra dasa cooTBercTBYET

BOCCTAHOBJICHUIO IICPBUYHOI'O AKICIITOPA JJICKTPOHA QA.
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Puc. 7. Kuneruku b®n B mnpucyrcrBuu

4000 ——
(T e = no6aBok. JIuctes uaKyOUpoBanu 24 4 B Boze
[} et —
! ! (1); 3arem yacTh MHCTHEB MHKYOMpOBaIU 1 4
! B pactBOope auypoHa (2) wimu 30 MuH B
] . p P yp
g 35001 | pactBope ackopOara wHarpusi (AcK) (3),
= i, = ~emmmEELD T2 Ipyryo 49actb — B pactBope Had (4) 24 .
. - T
= =77 3areM yacTh JMCTbEB MHKYyOuUpoBamu 1 4 B
=
I 3000- - actBope muypoHa (5) wmmm 30 MuH B
3 VY p P yp
3 ; actBope AcK (6), a Takke B CMEIIaHHOM
= p P )
=S . pactBope: auypoH (1 ugac) + AcK (30 mun)
S i w 7). Konuentpauuu Had, nuypona u AcK
2500 F 1000 P yp
J E | paBuel 0,21 MM, 40 MxM u 3 ™M,
g 3000 o me COOTBETCTBEHHO. BHU3Y MoOKa3aHa TUIHMYHAs
2 2000 Y 2 me kpusas OJIP.
2000 2
o o]
1000 o § 1P ®a3bl  MHAYKIMOHHOM  KPHUBOIA,
B .
e CIEAYIOIHUE MOCHE J, IPEUMYLIECTBEHHO
0 200 400 1000

Bpens, 1 CBSI3aHbI c BOCCTaHOBJIEHUEM
miacToxuHoHa Qg, Mmysa MIaCTOXUHOHOB,
a TaKKe OTYACTH C BOCCTAHOBJICHHEM KOHEUHBIX akientopoB anekrpona DCI (Sirbet,
Govindjee, 2011). Ananmupys kuHetuku bdn, Mer npeamonoxwiu, yro Had Biwmser,
MpeXJIe BCEro, Ha aKUEeNnTOpHYH cTopoHy @C2, BepOATHO, YEPE3 CHUKEHUE
s dexTuBHOCTH nepeHoca MekTpoHa ¢ Qa Ha Qp u npanee mo OTILl no KoHe4HBIX
akuenTopoB anekTtpoHa ®CI1, u, B MeHbLIEH CTENEHH, Yyepe3 CHUKEHHE 3PPEKTUBHOCTU
peakuuu pasnencHus 3apsgoB B PI[ ®C2 wu mepenoca snektpoHa Ha Qa. 3IT0
MIPEANONOKEHNE MOATBEPKAACTCS pe3yJbTaTaMH, IOJYYEHHBIMH Ha JIMCThAX IOCIIE
MHKyOaly B MPUCYTCTBUM Ha(TalMHA, HAIpUMEpP, JTaHHBIMU OO0 YMEHBIIEHUU IUIOIIAN
HaJ KpuBOW MHAYKIMU b®n, koTopas xapakTepuzyeT €MKOCTh IyJla aKTUBHBIX MOJEKYIJI
TJIACTOXMHOHA; CHU)KEHHEM 3HAUYEeHMsI BEJTMUMHBI Ty; a TAKKe TeM, 4TO Iocie o0paboTKu
osicTpas kommnoneHnta (OJ), cBs3anHas ¢ BoccraHoBieHuem Qa (TombueB u np., 2014),
CHM)KaJIach B MEHBUIEH CTENEeHH, YeM aMIUTUTY bl 00Jiee MeIJICHHBIX KOMIIOHEHT.
VYuutbiBasgs (akT CHM)KEHHS] aMIUTUTYIbl ObICTpoil KOMIOHEeHThl 3P B mpenapaTtax
TUJIAKOMIHBIX MeMOpaH, IMpeanonaraeM, 4To BozjaelctBue Had Ha TuinakouaHbie
MeMOpaHbI MPUBOJUT K YBEJIMUEHUIO ok Q- HeBoccTaHaBnuBaromux P ®C2, u, Takum
o0pa3oM, HW3MEHSET TeTepOreHHOCTh akmenTtopHoi crtopoHsl @C2. BwiBog 00
MHTUOMPOBAHUM TIEpEHOCA D3JIEKTPOHA Ha AKLENTOPHOW CTOPOHE COIVIACYETCs TaKkKe C
JaHHBIMH 10 BiusHui0O Had nHa mnapamerpsl, paccuntaHHbiMH U3 kuHeTuk OJIP B
JKCIEpUMEHTE, TNe OAHOBpeMeHHO Ha DA mHcTbeB AeiicTBOBanIM U 1uypoH, u Had.
XapakTepHble 3 (eKThl TUYpOHA B JTUCTHIX, 00paO0OTaHHBIX HAPTATUHOM, IO CPABHEHHIO C
HeoOpabOTaHHBIMHY JINCTHSIMH, ObLIIN MEHEe BhIpakeHHBIMU (Puc. 7). 310 00BsICHIETCS TEM,
yro Had okaspiBaeT unrubupytomiee neiicreue Ha akTUBHOCTH ®C2, U 3TO MpOSBIAETCS B

Buae 3¢pdexToB, mogobHbIX dpdekram nuypona. C qpyroit croponsl, HHruOMpoBanune OA
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JTUCThEB, mpenoOpaboranHeix Had, B mpucyTcTBHM 5K30T€HHOTO JOHOpPA 3JIEKTPOHA,
ackopbaTa HaATpus, NMPUBOJIUIO K YaCTUUYHOMY BOccTaHOBIeHHUIO (popmbl kpuBoit OJIP u
COOTBETCTBYIOIIUX (IYOPECUEHTHBIX IapaMeTpPoOB, UYTO MpEAroJiaraeT WHTHOMpPOBaHUE
HaTaIMHOM Takxke U ToHopHOU cTopoHbl DC2. [Ipu neiictBun ®en u Oy Mbl HabIIO1ATU
te ke Tenaennuu (Kreslavski et al., 2014, puc. 3 u 6). ITo-Buaumomy, >tu [TAY neiicTBytoT
aHAJIOTMYHBIM 00Pa30M.

OKHCIHUTENbHO-BOCCTAHOBUTEIIBHOE COCTOSIHUE TMEPBUYHOTO XWHOHOBOTO akIIeNTopa
anektpona DPC2, Qa, ompenenser BBHIXOA (GiayopecueHIMA XTI @ W U3MEHEHUS
unreHcuBHoctn (azel OJ B OJIP-mepexomax (Van Gorkom, 1986). B cranmonapHBIX
yCIOBHSIX m3MepeHus: BoccTaHoBieHne Qa B mpemaparax @C2 Ha HACBHIIIAIOMIEM CBETY
JIOCTUTaeT cBoero mMakcumyma udepes 2 Mc (loms) mocne nauana ocemenus (Puc. 7). Hamu
MOKAa3aHo, YTO CKOPOCTh BoccTaHOBICHUS Qa 10 QA B pe3ysibTaTe MOTIONICHHS IKCUTOHA B
PL[ ®C2 B pacuere Ha PI[ (Benmmumna TRo/RC) u ckopocTh mororieHus (HOTOHOB
xnmopodumiom anteHHsl ®C2 B pacdere Ha umciao aktuBHBIX PIl (Benmmumna ABS/RC)
BO3pacTaloT B pesynbrate AevictBus Had (Tabn. 2). OOHapyXeHHOE HAMH BO3pacTaHHUE
ckopoctn  BoccTaHOBIeHHS Qa 1m0 QA  ,BO3MOXKHO, CBS3aHO C YBEIWYCHHEM YHCIIA
HeakTuBHBIX PI[ ®C2.

Tab6auna 2. Bmusaue Had, nuypona m ackopbara HaTpusi Ha (IIyOpecEHTHBIE HapamMeTphl,
paccuMTaHHbIC HA OCHOBE MHAYKUUOHHBIX KpuBbiX b®n (OJIP-niepexost). JIucThs HHKYOUpPOBaIn
Ha cBety (15 MxMonb kBaHTOB M2 ¢1) B pactBope Had (27 mr ! (Had1) u 100 mr nt (Had2)) unn
B qUCTHIUIHpoBaHHOU Boze (/1) B Teuenue 24 4. 3aTem IUCThs Bblaep:kuBanu 30 MUH B pacTBOpe

muypoHa (30 mxM), ackopbara Hatpus (3 MM) (Bapumantsl: [ + muypon, Had + nuypon u
Had+Ackop6ar). (Jlankun u ap., 2014).

Bapuant i J+muypon Hagl Hagl Hagpl+ Hag2
+nuypoH | ackopOar
T Y2, MC 3,6 (0,14) | 0,47 (0,07) 1,9 (0,25) |0,85(0,06) | 3,06(0,11) | 1,1 (0,08)
eeTo=ETo/ABS | 0,53 (0,03) | 0,08 (0,07) | 0,40 (0,02) | 0,14 (0,05) | 0,46(0,02)| 0,25(0,03)
TRo/RC 1,33(0,1) |1,78(0,12) 1,55(0,06) |1,65(0,2) |1,53(0,11) | 1,82(0,14)
ABS/RC 1,66 (0,07) - 2,15(0,11) - - 2,85(0,11)
ETo/RC 0,97 (0,02) | 0,21 (0,02) | 0,88 (0,024) | 0,35(0,03) | 0,98(0,05) | 0,81(0,025)
Yo=ETo/TRo 0,73(0,02) | 0,12(0,003) | 0,56(0,06) |0,21(0,04) | 0,63(0,06) | 0,445(0,1)
oreoc=REo/ABS | 0,31(0,02) | 0,002(0,001) | 0,15(0,035) | 0,06(0,01) | 0,30(0,03) | 0,08(0,04)
RC/CS 0,91(0,03) | 0,83(0,025) | 0,84(0,04) |0,93(0,06) | 0,84(0,03) | 0,76(0,02)
Sm 1 - 0,40(0,06) - 1,05(0,12) | 0,35(0,09)

¢ BenmunHa Sy B KOHTpOJIe TpHUHSATA 32 1.

JleiictBue Had mnpuBOAMIIO K CHI)KEHHIO KBAHTOBBIX BBIXOJOB JJIEKTPOHHOTO

TpaHncropta Ha ydacTke Qa-Qp (Qeto) 1 0T QA 10 KOHEUHBIX akuenTopoB ekTpoHa OCI

co

(preo), YTO HapsAny

CHMXXCHUCM IIyJla BOCCTAHOBJICHHBIX IIJIACTOXWHOHOBBIX

nepeHocunkoB (Tabn. 2) cBumerenbcTByeT 00 MHTMOMPOBAHWM HAa(TaTMHOM aKTUBHOCTH
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akientopHoi croponsl OC2.

DTOT pe3ynbTaT COTJACyeTcs CO CHIKEHUEM aMIUIUTYAbl ObICTpOi KOMIOHEHTHI 3MDn
— |2 B pesynbrate neiictBus Had. Hamu oOnapyxeHo Oosiee 3HAUMTEIbHOE CHUYKEHUE
BEJIMYUHBI (REo MO CPABHEHHIO C BEIUYMHON QET, B JHUCTHSIX MOCIE MX HHKYOAIlMu B
pactBope Had. D10 mo3BosisgeT mpeaAnoaoxuTs, yto Had cHimkaeT cKopocTh 3JEKTPOHHOTO
TpaHCIIOpTa HE TOJIBKO Ha ydacTke oT Qa k Qp, HO M B JIPYrHmxX MecTax LEMu MepeHoca
AJIEKTPOHA, BO3MOXHO, Ha ydacTkax mexay ®C2 u ®Cl. Ilpu 3TOM ecTtb Koppensuus
MEXIY CHH)KEHUEM BEIIMYHHBI QET, U oTHOIIEHHMss RC/CS mpu yBennmueHHN KOHICHTPALUH
Had. BeposiTHo, cHuxkeHHe 00euxX BEIUYUH OOYCIOBICHO CHHXXEHHEM KOJIMYECTBA
akTUBHBIX Qp-BoccTaHaBmuBarOmuX IHEeHTPoB DOC2. AHAJIOTHYHBIM 00pa3oM JEHCTBOBAI
®en, HO 3 dexThl ObUTM MEHEE BBIPaKEHBI MO cpaBHeHHMIO ¢ Had, Buammo, n3-3a ero
MEHBUIEH pacTBOPUMOCTHU B BOJE.

Kak u oxwupanoce, ans mpenapaToB THJIAKOMJIHBIX MEMOpaH HAOMIOJANHCh TE XKe
TEHJEHIIMHN, YTO U JUIsl JINCTHEB, HO YYBCTBUTEIBHOCTH K aeWicTBuio Had Oblna 3ameTHO
Bbime. Tak, 3pdexr Had B mnpemapatax THIAKOMIHBIX MeMOpaH HaOmoancs Npu
xoHnenTpamuu 4 mr 't nmocne 10 munyt Beinepxkku B TemHote (Kreslavski et al., 2014).
Benuunna Fo Bo3pacrana, ymMeHbllanach BeluyuHa Fm 1 3aMeisuics TeMHOBOU cran Fm,
OTpaXKarOIIMA TEMHOBOE pEOKHCIIeHne BoccTaHOBIeHHOTO Qa” (Puc. 8). Dtm nanHbIC
CBUJCTEIILCTBYIOT O Hauaje OJOKHUpOBaHUS IepeHoca dekTpoHa Mexay Qa mw Qs m
COTJIACYIOTCA ¢ OOHAPY>KEHHBIM Ha JINCThIX CHUKEHHUEM KBAaHTOBOTO BBIXO/A 3JIEKTPOHHOTO

TpaHcmopTta Ha ydactke Qa-Qs (Qeto) ipu neiicteuu Had u deH.

] Puc. 8. ®doToNHIYIIMPOBAaHHEIE MU3MECHEHHSI
dbayopecuieniiun  AF,  u3MepeHHBIE HA THIJIAKOUJIAX

1.04
0027 e n 1 ua ropoxa, B mpucyrctBum 27 mr nt Had (Bepxmss

o
™
L

cTpenka) u 0e3 100aBOK  (HHXKHSS — CTpENKa).
Nuky6uposanu B TeMHOTE 30 MUH.

o
@
1

o
=
1

Bo3moxxno, Had, nefictBys Ha MemOpaHHBIE

®nyopecyeHUUA OTH.e4,.

JIMIINABI, BIUACT 4YCPC3 HUX Ha AHTCHHBIM KOMILIEKC

®C2. DT0 MOXET NPUBOJIUTH K HAPYIICHUIO

40 50

Teenran” CONIPSKEHUST MEXAY MOJeKyJlamMu XJI B aHTEHHOM
KOMILIEKCE, U B PE3yJIbTaTe, K YCUJICHHUIO (DIyOpecHeHIIMA aHTEHHOTO XJI, 9YTO MOXET OBbITh
NPUYHHOW NOBBIMeHUs ypoBHs Fo (Taom. 1).

MemOpaHHbIE pEakUUMU, B YaCTHOCTH IOBBILIEHHWE MPOHULAEMOCTH MEMOpaH,
MPOUCXOMAAT JOCTATOYHO OBICTPO U SBIISIOTCA OAHUMHU W3 TEPBUYHBIX OTBETOB KJIETKH Ha
JCWCTBHE  CTPECCOPOB  pa3nW4YHOM  mpuponabl. Hamu  0OHapyXeHO  MOBBILICHHE
JIEKTPONPOBOAHOCTH BOJHBIX pAcCTBOPOB IpPHU BHECEHUM JIHMCTHEB, IPEIBAPUTEIHHO
BeIJIepKaHHBIX B pactBope Had (Jlamkmu np., 2014), mo CpaBHEHHIO C JUCTBSIMHU HE

uHKyOupoBanHeiMH ¢ Had, uTo cBuaerenscTByeT 00 WHAYKIMH HaQTaIMHOM BBIXOJA
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HMOHOB M3 JIUCThEB B pacTBOp. IDTOT 3PdeKkT Habmonancs yxe deped 15 MuHyT mocie
BHeceHus Had, 3naunTtenbHoe yBenuuenue nyna H2O2 6bu10 0OHapyxeHo yepe3 30 MUHYT.
BeposiTHO, yBenMuYeHHE MPOHUIIAEMOCTH MEMOpaH B JIaHHOM CJIydyae COIpPSKEHO C
NOCIENYIOIUMHA n3MeHeHusiMu  cogepxkanuss HoO02 u apyrux ADK u mnpeamectByeT
cHIKeHHIO akTUBHOCTH PC2. CHmxeHue cojepkanus XJI U KapOTUHOMJIOB MPHU BBICOKOMN
koHuentpauun Had u apyrux [TAY Ttakxke MOXET BHOCUTH BKJIaJ B YMEHBIICHUE
akTuBHOCTH PC2, B YaCTHOCTH MYTEM YBEIHMUYECHHUSI MUHUMaIbHOU (uryopecueHunn Xi — Fo
(Krause, Weis, 1991).

[Tomumo nevictBust ITAY Ha mMemMOpaHbl APYTMM MEXAHU3MOM HETaTUBHOIO BIIMSIHUS
ITAY na ®A moxet ObiTh Tenepanus ADK (Alkio et al., 2005; Liu et al., 2009). [leiicTBue
mapramuaa, (30 m 100 mr nl) npuBOAMIO B HAmMX DKCIEPUMEHTAX K DPa3BUTHUIO
OKHCJIUTEIBHOTO CTpecca, YTO MOATBEpXkKAAaeTcs ObICTphIM HapacTaHuem ypoBHs H202 co
BpeMeHeM (JlankuH u 1p., 2014, puc. 9). MakcumanbHOe noBbitieHue conepxkanus H202 Bo
Bcex ciydasx HaOmoganu yepe3 30 muH nocie npumenenus Had. 3arem oHO cHMKanoch
JI0 MCXOJHOTO YPOBHS 3a 3 4 W 2 4 npu comepkannu Hadrammuaa 30 um 100 mr al,
COOTBETCTBEHHO, 3aTeM BHOBH Bo3pactaio (Puc. 9). 3menenus B nmapamerpax bda u 3dn
3a 3TOT MEepUOJ ObUTM HE3HAYUTENbHBI. ITO MOKET OOBACHATHCA TEM, YTO OBICTPBINA MOABEM

comepxkanus H>O2 B JUCTBAX CBsA3aH ¢ €ro oOpa3oBaHUEM B IUTOIUIA3MATHYECKOU

00 ¢ MeMOpane noj nericteueM Had.
g -/ Puc. 9. Usmenenne conepxanns H202 B 1MCTSAX TOpOXa OT
8 % fﬁ BpeMEHU WX BblIepxkuBaHus ¢ Had mpu ero comeprkanuu
g N 100 mr ot
- | K
oo 0D F | — o
g Iﬂ ¥ [Ipeanonaraercsi, 4YTO HETaTUBHOE JICMCTBUE

J'I - ITAY Ha ®A, BepoATHO, CBS3aHO C PA3BUTHEM

100
L. OKHCITHTENBHOIO CTpecca 1 renepanuein AOK (Alkio
Bpewi 0BpaBoTkH, Mk et al, 2005), YTo COMPOBOXKIACTCS CHILHBIM
paspylieHHuEeM Ia3MaTHIecKoil MeMOpaHsbl. [1pu 3TOM U3MeHeHHs Ha YPOBHE THIIAKOUIHBIX
MeMOpaH ObulM He CcTOJb BbIpaxkeHbl (Puc. 4). IloaToMy MBI cUMTaeM, 4YTO MPSIMOE
obOpazoBanne A®DK B xyopormiactax HE 0053aTE€lbHO SBISETCS OCHOBHOM MPUYUHOU
3aTpyaHeHus: poToBoCcCTaHOBICHUS QB, HO TIOCIIETHEE MOXKET OBITh PE3yJbTaTOM OTBETHOM
peakuun DA pacteHus Ha noBeiiieHue cogepxkanus ADK. Ycunenue odbpazoBanus ADK y
BhICIIUX pacTeHnit u3-3a dny m der ObUIO TaKkKe HAWACHO B psAAe MPEABIIYIINX
uccnenoanuii (Alkio et al., 2005; Liu et al., 2009; Babula et al., 2012; Oguntimehin et al.,
2008, 2013), B KOTOPBIX IPOBOIUIHNCH JOJTOBPEMEHHBIE dKCITepruMeHThl. CKOpee BCero, 3Tu
aBTOphl HaOmoganu dS(PQPeKThl HAKOIJIEHUS JaHHBIX BEIIECTB W/WIM TMPOAYKTOB HX
pa3NoKEeHUs, BEI3BIBAIOIIUX OKUCIUTEIIBHBINA CTPECC.
OnuuM u3 PakTOpPOB, YCHIMBAIOIIUX UHTHOUPYIOIEe NeHCTBUE MHOTHUX CTPECCOPOB,

SIBIISIFOTCS. CBET BbICOKOW wHTeHcuBHocTH (Murata et al.,, 2007) u MHOrHMe XHMHYECKHE
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coequaenus (Kummerova et al., 2006). B oToii CBS3M WCCACAOBAIM BJIHMSHHE
KoMOMHMpoBaHHOTO JeiictBuss Had wu cunbHoro cmera. bouio mokazaHo, 4To
uHruoupymoomee Bo3zaeWctBue Had 3aMeTHO ycunuBaeTcs Ha CBETY  BBICOKOM
unrencuBaoctu (Kreslavski et al., 2014). Emé Gonpimuii mHruOupyromui 3pQGext ObuT
obHapyxeH B npucyrctBue aereprerra (0,01% Tryton-X100) u amerona (4%). Takum
oOpaszom, unruoupyommii 3gdexr IIAY moxer ycunmBaTbes 3a CUET MUX COBMECTHOTO
JEUCTBUSI C IPYTUMH CTPECCOBBIMH (PaKTOPAMU.

OmuuM w3 myred (HOPMUPOBAHUS CTPECC-3AMUTHBIX MEXAHU3MOB, CHIKAIOIINX
oOpazoBanue ADK, siBiIsIeTCS] MOBBIIIEHUE CKOPOCTH TEIUIOBOM AMCCHUIIALIUU MOTJIOMIEHHOMN
xjopoguiioM cBeToBoM 3Hepruu B Pl m aHTeHHBIX KOMIUIEKcaX (OTOCHCTEM, MPEKIE
Bcero ®C2 (TonpueB u ap., 2014). [lo-BunumMomy, npu HU3KOM YPOBHE OKHCIHTEIHHOTO
cTtpecca, uHayuupyemoro ITAY, mnoBeimaercs CKOpPOCTh JHUCCUIIALIMU MOTJIOMIEHHOU
SHEPTUU B TEIUIO. DTO COIJIACYyeTCsl ¢ MONYYEHHBIMU pe3yibTaTamu no BiausHuio Had Ha
napametrpel b®n, B wactHocTH, mapamerp DIlo/RC, koTopslil orpaxaer 3(()eKTUBHOCTD
TEIUIOBOW JUCCHUMAIMU MOTVIOIEHHON HEPrum. DTOT MoKa3arenb Bo3pactai ¢ 0,22 no 0,34
g @en (1,3 mr rt) u go 0,52 B cnywae Had (Tabn. 2). AHAIOTMYHO YBEIMYEHHE STOTO
napameTpa Obuto 0OHapyxeHo B kietkax Chlamydomonas reinhardtii cw92 npu BHeceHHH
antpariena (Aksmann, Tukaj, 2008). Hedotoxumudeckoe TylIeHHE TakK)Ke BO3pacTajio Ha
HavyaJlbHOM JTarne aercteus Hag no mepe mpoHUKHOBEHMS €r0 B TUCThS U reHepaunn ADK
10 MEpE Pa3BUTHs OKUCIUTENBHOTO cTpecca. Tak, ecnm 1o BHecenus Had 100 mr 1t ono
oo 0,67 m uepes 0,5 u — 0,77, To wepe3 1,5 4 u 3 4 oHo Bo3pactano 10 2,35 u 2,2,
COOTBETCTBEHHO.

Cyns o nonydeHHbIM JaHHBIM, Had Hanbomnee rhppexTuBHO MHTHOUPYET aKTUBHOCTH
®C2, BepoATHO, U3-3a TOTO, YTO OH HauOOJee XOPOIIO PAaCTBOPUM B BOJIE 110 CPABHEHUIO C
npyrumu [TAY, dro cormacyercst ¢ ero kod(pQUIMEHTOM pacrpeseieHuss OKTaHOJI-BOja
(Kow), trme logKow mns ®ny, ®en u Had pasubsr 4,90, 4,45 u 3,37, cCOOTBETCTBEHHO
(Fetterolf, 1998). Ilo mamuMm naHHBIM 3HAYUTENbHBIA 3QdekT Had Ha MHAYKIMOHHBIC
kpuBble 3DJ1 TpOSBIAETCA YKe IPU ero KoHueHTpauuu okono 30 mr mt (Puc. 3). D10
COOTBETCTBYET JIAHHBIM, MOJIYYeHHBIM Ha Tuiakouaax (Puc. 4), kotopsie Habyxanu u ObUIH
HECKOJIbKO TOJIIe B oOpa3nax, oOpaboranHsix Had, mo cpaBHEHHIO ¢ KOHTpOJIEM
(Kreslavski et al., 2014). TTAY, BeposITHO, SIBIISFOTCS] IPUYNHON H3MEHEHHI B THIIAKOUIHBIX
MeMOpaHax, BEAyIUX K MOHMKEHHIO (oToxumudeckoil aktuBHOCTH DPC2. Bo-mepBbIX,
[TAY, n0mKHO OBITh, CBSI3BIBAIOTCS C JIMMUIHBIMA KOMIIOHEHTAMHU IMTOILUIA3MATHYECKOM
MEMOpaHbl U HM3MEHSIOT €€ COCTOSHHUE, B YAaCTHOCTH, MPOHHUIIAEMOCTh, MapaJJICIIbHO C
dbopmupoBanuemM nomoaHUTENbHbIX KommuecTB ADK, ocobenno H202. B nanpreiimem
ITAY MoryT B3auMOJIEWCTBOBAaTh C BHEIIHEH MEMOpaHOIl XJOPOIUIACTOB U, B KOHEYHOM

cuére, ¢ TWIAKOWIHBIMH MeMOpaHaMu M, TaKMM OOpa3oM, HMHIYLUPOBATH IMOHIKEHUE
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aktuBHoctd @OC2. DTOT mpolecc MOXKET 3aHUMaTh HECKOJIbKO YacoB. OJTa Hesd
wuocTpupyercs aeiicteuem Had mpu comepxkanmu 100 mr ol, xorma, mo Hamemy
MPEANONIOKEHUIO, MEPBbII MakcuMyM B conepkanun H20O2 oTpaxaer mnoBpexaeHue

IIUTOILIA3MATHYCCKOM MEMOpaHbI, a BTOpoi — MeMOpaH opraneint (Puc. 9).
3AKJIIOYEHHUE

Mexanusmbl nogaBiaeHus akTuBHOCTH DPC2 u DA B 1enoMm, a Takxke Jerpaaaluu
(OTOCHHTETUYECKUX TUTMEHTOB Ipu JieiicTBun [IAY Ha pacTeHus enié HesCHbl BO MHOTHX
netansix. HepgoctatouHo wu3ydeHbl MuilleHH JAeiicTBus Hadraiuna B DC2, ObIcTpbie
oTBeTHblEe peakunn PA npu aelcTBUM HadTanuHa, Korga oOpa30BaHHME MPOIYKTOB €ro
TpanchopManuu ManoBepoaTHo. ClielyeT 3aMeTUTh, YTO IKcIepuMeHThl ¢ [IAY Bo MHOTHX
WCCIENOBAaHUAX OXBATBIBAIOT BPEMEHHOM JAMana3oH B TEYEHHE HECKOJIBKO HEIEIb
(Kummerova et al., 2006; Jajoo et al., 2014; 2015), 4Tro YCJOXHSICT MOHUMAHHE
MexaHu3MOB uX 3¢ ¢ekToB Ha akTUBHOCTH DA. Takke BO MHOTOM HESICHA CBA3b MEXKIY
(OTOCHHTETUYECKUMHU OTBETHBIMU peakUMsMu npu nericteuu [TAY, namMenennsamu OanaHca
OKCH/IAHTOB U @aHTHOKCHUIAHTOB U CTPYKTYpPbI THJIAKOUTHBIX MEMOpaH.

CorlacHO HamMM JaHHBIM, nOpu Bo3xedcTBuM IIAY yBenmnumBaeTcsi CKOpPOCTh
nuccumnanuy nornoménnoi @C2 sHeprum B TEII0, OCOOEHHO B YCIOBHIX €1aboro crpecca
Ha HadaJlbHOM OJrame. Taxxke Bo3pacTtaeT Fo, BenMYMHa HAYaJIBHOTO  YPOBHSA
(GayopeclueHLMH, 4YTO MOXET OBITh CBS3aHO C HApYIIEHHEM CONPSKEHUS MOJIEKYIT
xnopodpumia B CCK ®C2, a taxxke ¢ mepexonom yactu CCK ®C2 B ctopony OCI1. C
JPYroil CTOPOHBI, CHUKAIOTCA CKOPOCTH AJIEKTPOHHOTO TPAHCIIOPTa, OCOOEHHO Ha y4acTKe
Qa-Qs M 110 KOHe4HBIX akmentopoB snekrpoHa PCIl. Takxke CHUXKAETCS CKOPOCTb
BoccTaHoBleHUS! Qa, 4TO cBuaerenbcTBYeT O HapyumeHnu @C2 Ha HadampHBIX 3Tamax
IIEpeHOCca JIEKTPOHA.

[TonyyeHHble AaHHBIE OOBICHSIOTCS YyBEIMYEeHHUEM KosnyecTBa IieHTpoB PC2, B
KOTOPBIX HE MPOMCXOAUT BoccTaHoBieHHE Qa 10 Qa” w/mim Qp mo Q™ mpu yBeTWYeHUU
koHUeHTpauuu ITAY u BpeMeHu 3KCHO3UIMHU. DTH BBIBOJBI COIVIACYIOTCS C JAHHBIMH 10
ucciefoBanuio BnusHUSA Had Ha nmpenapaThl TUIAKOUIHBIX MEMOpaH, U3 KOTOPBIX CIEAYET,
4yT0 MHruOupoBanue akTuBHOCTH PC2 B OCHOBHOM MPOHMCXOJIUT B PE3YyibTaTe CHUKECHUS
CKOPOCTH TIepeHOca IeKTpoHa Ha ydacTke Qa—Qs.

Ha ocHoBe cpaBHenust TenaeHuuit aeiicteus [1AY na mapamerps! ¢uryopecuenun Xi
C/IeJIaH BBIBOJI, UTO ITyTH BO3aeHCTBUS pasnuuHbiX [TAY (Puc. 2, 3, 6) momoous! (Kreslavski
et al., 2014). Ilpemnonaraercsi, uro IIAY HakarumMBarOTCs B JHIO(PHIBHBIX CHUCTEMaX
KJIETOK, ocoOeHHO B OmomeMOpanax (Babula et al., 2012), cHmkas ux mpoOHHIIAEMOCTH U

Hapymas cTpykTypy (Puc. 10).
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N3menenue
IAY IPOHULIAEMOCTH ;| Tenepauus
HUTOIIJIA3MaTUYECKOM ADK
MeMOpaHbI

A 4 A 4

W3meHeHre npoHUIIaeMOCTH MeMOpaH XJIOPOIJIacTOB
u Jp. opranei. ['enepanusa ADOK

\ 4

Hapymenus antennst @C2, yBenuuenue conepxkanus Qp-
HEBOCCTaHaBJIMBAOMIMX KoMILIekcoB B DC2, yBennueHue
CKOPOCTH TEIJIOBOM Auccunanuu 3uepruu B @C2,
CHWKEHHUE cosiepKaHus (HOTOCMHTETUICCKUX TUTMEHTOB,
WHTHOMPOBAaHKE TIEPBUYHBIX MIPOIECCOB (DOTOCHHTE3A

Puc. 10. Cxema nerictBus [TAY na @A BeICIIUX pacTCHHI.

BepositHo, Had u npyrue [IAY neicTByloT, B OCHOBHOM, Ha aKUENTOPHYIO, IIO-
BUAMMOMY, TpeumyliecTBeHHO Ha ydactke DC2-Deodh—Qa—Qs(PQ) u, B MeHbIICH
CTEIEHH, Ha JOHOPHYIO cTopory PC2.

®A u ero GpyHKIMOHMPOBAHUE HEPA3PHIBHO CBSI3aHbI C THJIAKOUIHBIMH MeMOpaHamH,
OCHOBY KOTOPBIX COCTABIJISIET JIBOMHOM CJIOM JMNHUIHBIX MOJEKYJ. XJIOpPOQWILIBIL, Kak
aHTeHHbI, Tak U PL{ cBsi3aHbl ¢ 0€IKOBO-TUIUAHBIM KOMIUIEKCOM. [loaToOMy 3aKoHOMEpHO,
yro sunopunsHeie I[IAY w™oryr Bausate Ha DA mnyTeM H3MEHEHHUS COCTOSHHUSA U
OpraHHU3alUy JIUIIUI0B THJIAKOUIHBIX U IPYTUX MeMOpaH.

[IpemyioxenHas HaMH cXxeMma BO3MOXHOTO MexaHu3ma jaeiictBusa [TAY na ®A (Puc.
10) ocHoBaHa Ha wHJiee MOBBIIICHUS NPOHUIIAEMOCTH MeMOpaH mnpu aedctBun [IAY u
Beaeacteue 3toro renepaunn A@K. CornmacHo stoit cxeme aeiictBue [IAY npuBoaut k
HapylICHWI0  aHTeHHBIX  KoMmruiekcoB ~ DC2,  yBenuueHuto  comepxkanus  Qe-
HEBOCCTAHABJIMBAIOIIMX KOMIUIEKCOB M YBEIMYEHUIO CKOPOCTH TEIJIOBOM JUCCHUIIALIUU
sHeprun B ®C2, a mpu jymrenbHOM AeicTBuu [IAY w/wim BBICOKOW KOHIIGHTpAlUH K
CHIDKEHUIO CofiepKaHUsI (POTOCHHTETUYECKUX MTUTMEHTOB.

[Tonnmanue MeXaHU3MOB JCUCTBHUS CTpecCOBBIX (QakTopoB Ha DA m03BONUT
3¢ PEKTUBHO KOHTPOJMPOBATH MYTH MOBBIIMICHUS YCTOMYMBOCTU PACTEHHH K CTPECCOBBIM

¢bakTopam, U, Clie0BaTEIbHO, PETYIUPOBATH UX MPOAYKTUBHOCTb.
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BbIBO/bI

1. Boi3BaHHOE JIeHCTBUEM MOJIMAPOMATHUECKHUX YTIIEBOJAOPOIOB CHUKEHIE KBAHTOBBIX
BBIXOJIOB MepeHoca 3jekTpoHa oT Qa k QB (QeTo), @ Takke BIUIOTH JO aKIEHTOPOB
anekTpoHa (Qorocucrembl 1  (QReo), ¥ TOBBIIIEHHWE JAWCCUNAIMUA  MOTJIOIMIEHHOM
dorocucremoir 2 cBeroBoit sHeprun B Temio (DIo/RC) oObsicHseTcs yBenmndeHHEM
KOJINYECTBA HEAKTHBHBIX PEAKIMOHHBIX HeHTpoB PC2 u HapymieHHEM nepefadd dHeprHH
BO30YXJICHUS B CBETO-COOMPAIOIIEM KOMIUIEKCE 3TOM (hOTOCUCTEMBI.

2. KonmnyecTBO aKTUBHBIX PEaKIMOHHBIX HEeHTpoB PC2, KBAaHTOBBINA BBIXOJ MEpPEHOCA
AJIEKTPOHOB BIUIOTH JO KOHEUHBIX akuentopoB 3iekrpoHa ®CIl, BenuuMHA TEMJIOBOU
JUCCHUIIALIMK YHEPTUU TOTJIOMEHHOT0 cBeTa B pacuete Ha PI ®C2 u HedoToXuMHUUECKOE
tymenne (NPQ) sBmstorcs Hambonee UYyBCTBHTEIBHBIMHU IMapamMeTpamMH IpH JICHCTBHU
[TAY.

3. Ilpu mnoBeimenHom coxepkannn Hadrammma (100 mr ml)  oOHapyxkeHO
JIBYXCTYIIEHYAaTOE MO BpPEMEHU yBeiuueHue coaepxkanuss H202 B JAUCTBSIX ropoxa, yTo
MO>KET OBITh CBSI3aHO MEPBOHAYAIIBHO C HApYUICHUSMHU JIMIUIHOTO OUCIOs MeMOpaHbl
I1a3MajieMMBbl, a 3aTeM C HapyIIEHUEM JTUIUAHOTO OMCIO0sd MEMOpPaH KIETOYHBIX OpPTraHel.

4. Ha ocHOBe MOYyYeHHBIX JaHHBIX (PIyopecleHINH XJIopoduiia ciejaal BbIBO, YTO,
YTO JEWCTBHME Ha(TadnMHa, TUMUYHOTO mpenactaButens [IAY, Ha NHUCThS TPUBOIUT K
HapyUIEHUIO0 HMHTAKTHOCTH KJIETOYHBIX MEMOpaH, 00pa30BaHUIO aKTUBHBIX (OpPM KHCIOpoAa
U JCMCTBYET, B OCHOBHOM, Ha aKLENITOPHYIO U, B MEHbILIEH CTENIEHH, Ha JIOHOPHYIO CTOPOHY
DC2.

5. CpaBHenne >(h(PEKTHUBHOCTH ACHCTBHS TPEX HCHOJNB30BaHHBIX Hamu [IAY Ha
doTtoxumuueckyro akTuBHOCTh DC2 mokasano, yTo KpaTKoBpeMeHHbIe (D (DEKTh AeHCTBUS

ITAY B 0OCHOBHOM ONPEAEIAIOTCA UX BOJIHOM paCTBOPUMOCTHIO.
CIIMCOK NNYBJUKAIIMHA IO TEME JJUCCEPTAILIUU
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