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CIIMCOK JIMTEPATYPLI



CIIMCOK COKPAIIEHUM

OOTL — poTocuHTETHYECKAS SIEKTPOH-TPAHCIIOPTHAS 1IETIb

®C1 — dporocucrema 1

®C2 — potocucrema 2

PILI — peakuroHHBIN HEHTP

[IX-myn — myJ1 I1acTOXWHOHA

I1X — OKMCIEHHBIN TIIAaCTOXUHOH

[1X" — 0IHOKpPaTHO BOCCTAHOBJICHHBIN MJIACTOXUHOH, TIACTOCEMUXUHOH
[TXH2 — miacToruipoXuHOH

X7 — xsmopount

MB — meTuBHoIIOreH

®n — dbeppenokcur

AT® — anenozuntpudocdar

BOK — BOIOOKUCHAIONIHIT KOMILIEKC

HO®T - nHedoroxumuieckoe TymeHne (GryopecieHInu xiaopoduiuia a
Lhca — cBeTocobuparoriue 6eaku porocucTeMsl 1

Lhcb — cBerocobupatorue Genku GpoTocucTemMsl 2

LHCII — maxxopHas 4acTh cBeTOCOOMparomeil aHTEHHBI POTOCUCTEMBI 2, TPECTaBICHHAS
TpUMEpaMu

AOK — akTHBHBIE (OPMBI KHCIOpPOJa



BBE/JIEHUE

AKTYaJIbHOCTh Da6OTI:>I. B XoHae CBOCH KHU3HCACATCIBHOCTH PAaCTCHUA ITIOCTOAHHO

CTaJIKMBAIOTCS C U3MEHEHUSIMU B YCIIOBUSX OKPY’KaIOLIEH Cpeibl, UTO MPUBEIO K
¢dbopmupoBaHUIO B MX (POTOCUHTETHYECKOM ammapare O0JIbIIOro YMCIIa alal TallHOHHBIX
MeXaHU3MOB. M3BECTHO, YTO NIPU U3MEHEHUH OCBELICHHOCTH PACTCHUM ONTUMH3ALUs
($OTOCHHTETUYECKON aKTUBHOCTH Ha CTa/IMU HOIJIOEHHS SHEPIUU KBAHTOB CBETA IPOUCXOIUT
3a CYET aJalTallMOHHBIX MEXaHNU3MOB, OCYIIIECTBISAEMBIX [TOCPEACTBOM U3MEHEHUN B
(YHKIIMOHUPOBAHUH CBETOCOOMPAIOIINX KOMIUIEKCOB, TAKUX Kak: 1) MeXaHU3M
KpaTKOBPEMEHHO# aanranu, state transitions, 3amyck KOTOPOro NPOUCXOAUT yXKE B IIEPBbIC
MHUHYTBI OCBEIIECHUS, U 2) MEXaHU3M JI0JITOBPEMEHHOMN a/lalTalliy, BKJIIOYAIOIUICS MTPH
JUTUTEIIbHOM Bo3JieiicTBuM cBeta. [Iporecc state transitions 3akiito4aeTcss B MUTpalliy YacTh
CBETOCOOMpAIOIIel aHTeHHBI (HOTOCHCTEMBI 2 MEXTy (hoTocHcTEMOH 2 U POTOCHUCTEMOI 1, UTO
IPUBOJUT K IepepacrpeiesICHUI0 CBETOBOM S3HEPIUH MeX 1y TUMHU (oTocuctemMamu. [1pu
JIOJITOBPEMEHHOM aJaNTally K yCJIOBHAM IOBBIIIEHHON OCBELICHHOCTH IIPOUCXOANUT
YMEHBIIEHUE pa3Mepa aHTEHHBI (POTOCHCTEMBI 2 3a CUET MOAABICHHs OMOCUHTE3a
nepudeprudeckux OEJIKOB aHTEHHBI, YTO MPUBOAUT K YMEHBIIEHUIO KOJIUYECTBA NOTJIOUIEHHBIX
KBAaHTOB CBETA U, B KOHEYHOM CYETE, K ONTHMH3ALINN padOThl (POTOCHHTETUYECKOTO armapara.
/1o HacTOAILIEro BpEMEHH OCTaBAJIOCh HEU3BECTHBIM, II0JJaBJICHHE KAKOTO UIMEHHO 3Tara
O6urocHHTe3a OEIKOB, TPAHCKPUIILIUU UM TPAHCISILIUY, IPOUCXOAUT MPU YMEHBILICHUH pa3Mepa
aHTEHHBI (POTOCUCTEMBI 2 MPH JI0JITOBPEMEHHOM aJjanTalluy K MOBBIIIEHHOW OCBEIIEHHOCTH.

MexaHn3M KpaTKOBPEMEHHOM aJaNTalli U MEXAHU3M JOJTOBPEMEHHON afanTaluu
3aIyCKal0TCsA N3MEHEHUSMU B OKUCIMTEIbHO-BOCCTAHOBUTEIBHOM COCTOSIHUY ITyJa
IUTACTOXMHOHA — LIEHTPAIIbHOTO 3BE€HA MEPEHOCA SJIEKTPOHOB B POTOCUHTETUYECKHUM JIEKTPOH-
TpaHcopTHOH nenu. OAHAKO IO CUX MOP OCTAETCS HEBBISICHEHHON MOJIEKYIISIpHask IpUpo/ia
CUTHAJIa, TOCTYNAIOLIET0 U3 MyJjia MJIACTOXMHOHA U MHUIIMHUPYIOIIErO ATH aJanTallliOHHbIE
W3MEHEHUS.

Cpenu XJIOpOIUIACTHBIX CUTHAJIOB aKTUBHBIE (POPMBI KMCIOPOAA, B YACTHOCTH MEPOKCHUL
BOJIOPO/Ia, UTPAIOT BAYKHYIO POJIb B Pa3IMUHBIX CUTHAJIBHBIX MyTsAX. PaHee Obulo MOKa3aHo, YTO
BHYTPH THJIAKOUHOW MEeMOpaHbI MPOUCXOIUT 00pa3oBaHKe NIEPOKCHA BOJOPOIa U
IPEOI0XKEHO, YTO MEPOKCH BOAOPOAa 00pa3yeTcs B PeaklUu CYIepOKCHIHOTO PaIUKalIa C
JIBaXK1bl BOCCTAHOBJIEHHBIM IIJIACTOXMHOHOM, IJIaCTOIMAPOXUHOHOM. [lepokcua Bogopona,
00pa30BaHHBIN IPU yYaCTUU MyJla MJIACTOXMHOHA, MOXET BBIMOJIHATH CUTHAJIBHYIO (DYHKIIHIO U

nepeaaBaTb HHPOPMALUIO 00 OKUCIUTENbHO-BOCCTAHOBUTEIBHOM COCTOSTHUM ITyJ1a



macToxuHoHa. O1HAKO HEMOCPEACTBEHHO YYacTHe MEPOKCUIa BOIOPO/Ia B aanTalliOHHBIX

HN3MCHCHUAX N0OJIr0C BPEMA OCTABAJIOCh HCIOKA3aHHLIM.

Llenps u 3agaumn Da6OTBI. HCJ'IBI-O pa6OTBI ABJIJIOCH UCCIICAOBAHUEC POJIM IICPOKCHU A

BOJIOPOJia B aJJalTallii paCTEHUH K YCIIOBUSIM OCBEILEHUS, OCYILECTBISIEMOM TOCPEICTBOM
W3MEHEHUH B (YHKIIMOHUPOBAHUH CBETOCOOMPAIOIINX KOMILJIEKCOB, TAKMX KaK: MEXaHU3M
KPaTKOBPEMEHHOM ajanTaruu, state transitions, KOTopblit 3aKIF0YaeTCsl B MUTPALIMHU YaCTH
cBeTocoOMparoiiel aHTeHHBI (POTOCUCTEMBI 2 MeX Ty dhoTocucTeMon 2 u poTocucTeMon 1, u
MEXaHU3M JIOJITOBPEMEHHOM aJanTaliy, Ipyu KOTOPOX MPOUCXOAUT YMEHBILIEHUE pa3Mepa

aHTCHHBI ()OTOCUCTEMBI 2 3a CUET MOAABIICHUsI OMOCHHTE3a NIepruepruiaeckrx OCITKOB aHTCHHBI.

38.,[[21‘11/[, IIOCTAaBJICHHBIC B pa60Te:

*  YcTaHOBUTb, IPOUCXOIUT JIM 00pa30oBaHKE NEPOKCHIA BOJOPO/a BHYTPU THIIAKOUTHOM
MeMOpaHBI IIPU CKOPOCTAX AIIEKTPOHHOTO TPAHCIIOPTA, OMU3KUX K (PU3HOIOTMYECKUM.

*  OnpenenuTs pojb MEPOKCHIA BOJIOPOJIAa B YMEHBIICHHH pa3Mepa aHTeHHBI (POTOCUCTEMBI
2 1py ajianTanyy K J0JIrOBPEMEHHOM MMOBBIILIEHHOW OCBEIIEHHOCTH.

*  Onpenenutk, CyIIECTBYET JIU KOPPEISALHU MEKY KOJIMUECTBOM IIEPOKCUIA BOJOPO/Ia B

JMCThSIX M IPOTEKAaHUEM Iporiecca State transitions.

Hayunas HoBu3Ha. Hauunas ¢ 1960-1970-x ronoB, yueHble MHOTHX CTpaH MUpa

BOBJICUEHBI B U3yU€HHE MOJIEKYJIIPHOTO MEXaHU3Ma Nepeiayl CUrHajia OTOCHHTETHYECKOM
AJIEKTPOH-TPAHCIIOPTHOM 1IETIbI0 00 OKUCIUTEIbHO-BOCCTAHOBUTEILHOM COCTOSIHUH ITyJ1a
I1acCTOXUHOHA. 1o cuX mop, 0/IHaKO, OCTAETCs] HEBBIICHEHHBIM, KaKMM 00pazom
BOCCTAHOBJICHHBIH TUIACTOXUHOH, IUIACTOTUAPOXUHOH, HAMIPSIMYIO UJIU ONTOCPEIOBAHHO YEPE3
B3aMMO/IEIICTBHE C MIACTOTUAPOXMHOH-OKUCIIAIONMM CaliTOM IUTOXpoMHOro b6/f kommiekca,
MHULUUPYET KacKaJ CUTHAJIbHBIX MyTel, HEOOXOAUMBIX JUIS 3allyCKa aJalTallMOHHBIX
u3MeHeHul. B Hacrosieil paboTe npeacTaBieHbl JOKa3aTeNbCTBA B MOJIb3Y TOTO, YTO IEPOKCH/T

BOAOpOJAa ABJIACTCA HCOTHEMIICMBIM 3BCHOM B HHUITMUPOBAHHUU CUTHAJIBHBIX HYTeﬁ.

Teopernueckas v mpakTHIecKasi 3HAYUMOCTh. [lorydeHHbie B paboTe JaHHbIE 00

y4acTUU MEepOKCHa BOJOPO/Ia B PETYISALUN pa3Mepa aHTEHHbI (POTOCUCTEMBI 2 PacIIupPSIIOT
3HAHUS O CUTHAJIBHBIX MYTAX B BBICIINX PACTEHHUSIX M OTKPHIBAIOT MEPCIIEKTUBBI JJISl BBIICHEHHS
OoJee 1eTaIbHOTO MEXaHM3Ma Tepeiayy CUTHAIA OT XJIOPOIUIAcTa K sJIpY, HEOOXOMMOTO JUIs

PETYJISLUN YPOBHS SKCIPECCUH SIACPHBIX T€HOB.



B xoze nuccepraiimonHoi paboThl ObLT pa3padoTaH METOJUYECKUH MOAX0/,
MO3BOJISIOIINI OLEHUTh IIPOTEKaHue state transitionS Ha IENbIX PACTEHUSAX C TIOMOIIBIO
U3MEPEHNI KMHETHKH PeaKkcanuy He)OTOXUMHUIECKOTO TYIICHHS MOCIIE OCBEIICHNUSI.

Kpome Toro, paspaboraHbl SKCIIepUMEHTAIbHbBIE TIOAXO0/IbI, TO3BOJISAIONINE PETyIHPOBATH
KOJINYECTBO MEPOKCHIA BOJIOPO/IA B IUCTHAX, YTO MOXKET OBITh B JAJIbHEHIIIEM HCIIOIB30BaHO

IIpU UCCIICAOBAaHNHU POJIM ICPOKCH A BOAOPOJa B pa3JIMYHBIX IMPOLCCCax.

ITonoxkeHusl, BEBIHOCHMBIC Ha 3aIIUTY.

1. Ob6pa3zoBaHue nepokcuIa BOAOPOAa BHYTPU THIIAKOUIHOW MEMOPAHbI IPOUCXOAUT IPU
CKOPOCTSIX 3JIEKTPOHHOTO TPAHCIIOPTA, OJU3KUX K (PU3UOJOTUIECCKUM U SIBIISICTCS
PE3yJIbTaTOM MPOTEKAHUS PEAKIIUU MEXY MJIACTOXUTUIPOXUHOHOM U CYTIEPOKCHIHBIM
pazuKaioM.

2. Tlepoxcua BoAOpoO/ia BRIMOIHIET CUTHAIBHYIO POJIb B X0J1€ IOJITOBPEMEHHOM aJanTaliu
K TIOBBIIIEHHON OCBEIIEHHOCTH; MIPOUCXOSIIEE TP STON alaTallii yMEHbIIICHUE
pa3mepa aHTeHHBI (POTOCUCTEMBI 2 TIPOMCXOIHT 33 CUET YMEHBIICHHUS YPOBHS
9KCIIPECCUH F€HOB, KOAUPYIOMINX OETKH CBETOCOOMPAIOIIel aHTEHHBI (JOTOCUCTEMBI 2.

3. PazpaboTtan skcriepuMeHTAIbHBIN [10AX0/1, OCHOBAaHHBIN HAa UCCIIEOBAHUN pPellaKcalluu
HE(POTOXUMHUYECKOTO TYHICHHUs (IIyOpeCUEHINH XJI0Opoduilia a mocjae OCBEIeHHS,
HIO3BOJISIIONINH BBISIBUTH MPOTEKAHKE Mporiecca State transitions B IucThsx.

4. TIpu yBenMYeHHH HHTEHCHBHOCTH cBeTa 10 600 MKMOIb KBAHTOB/MC B JINCThAX
apabuorcrca MOJHOCTBIO TIepecTaeT npoTekaTh State transitions, B To Bpemst kak B
JMCThSX STYMEHS [TPH 3TOM MHTEHCUBHOCTH cBeTa State transitions mpoucxoaur.

5. VYBenndeHne KOTUYECTBA MEPOKCHAA BOJIOPOIA B JIUCTHSIX MPUBOIUT K HHTHOUPOBAHHIO
BO3BpalleHus ceerocoduparomux 6enkos (L-tpumep) or @C1 x @C2 B mporecce state

transitions.



1. OB30P JIMTEPATYPHI

1.1. OBIIME TTPEACTABJIEHUA O ®OTOCHUHTE3E

BoznuknoBenue npouecca GpoTocuHTE3a ABISAETCA COOBITHEM, U3MEHHUBIIUM OOJUK TJIAHETHI.
MbI He 3HaeM TOYHO, KOT/1a TIOSIBHJICS TIEPBBINA (DOTOCUHTE3UPYIOIINI OPraHU3M U KaK OH
BBITJISICI, OJJTHAKO, MBI 3HA€M, YTO ATOT OPTaHU3M MOSBUIICS MIJIIMAP/IbI JIET HA3a]l B YCIOBHUSIX,
3HAYUTEILHO OTIUYArONUXCs oT coBpeMeHHbIX (Cavalier-Smith, 2006). Tosbko
(OTOCUHTE3UPYIONINE OPTaHU3MBI 00JIaJAI0T CIIOCOOHOCTHIO UCTIOIB30BATh SHEPTHUIO KBAHTOB
CBETa JIJIS Pa3IOKEHUs XMMUUECKH yCTONUMBON MoJieKynbl H20O Ha 31eKTpoHBI, IPOTOHBI U
kuciopol. Mcnonap3oBaTh Bo/ly B KaueCTBE UCTOYHUKA DJIEKTPOHOB BMECTO UMEIOIUXCS B
3HAYUTENIbHO MEHBIIIEM KOJIMYECTBE COCIUHEHUH, TAKMX KaK CEPOBOJIOPOI, CTAIIU
(bOTOCHHTE3UPYIOIINE MUKPOOPTraHK3MBbI, PEIKKA HbIHEIHUX InaHoOakTepuit (Bekker et al.,
2004). [lesTenbHOCTh UMEHHO 3THUX JPEBHUX MUKPOOPIaHU3MOB IPUBEJA K MOCTYIIIICHUIO
KHcaopo/ia B atMochepy 3eMIl U CO3/IaHUI0 HBIHELTHEH, KUCIOPOAHOM, aTMOC(ephl (Iis
0630pa cm. Hohmann-Marriott and Blankenship, 2011). Hakomierue kuciaopoaa B atmocdepe
NpUBEJIO K (POPMHUPOBAHUIO HOBBIX YCIOBHI: KUCIOPO/I, 8 BEPHEE €0 aKTUBHBIE ()OPMBI, CTAIIH
OTMacHOM yrpo3o# st POTOCHHTE3UPYIOLIUX OPTaHU3MOB, KOTOPHIM MIPHUIIIOCH PA3BUTh
00JIBIIIOE KOIMYECTBO MEXAHU3MOB ISl 3AIIUTHI OT OKUCIUTEILHOTO CTpecca.

CymecTByIoT Ba TUMa GOTOCUHTE3a: 0€CXI0POMUILIBHBIN U XJIOPODUIITBEHBIH
dotocunTes. becxnopopruibHbIN (HOTOCHHTE3, KaK MPEINOIaraeTcs, ObLI YBOIIOIIMOHHO
NEPBUYHBIM MEXaHU3MOM 3allaCaHMsl SHEPTUHU AJIEKTPOMArHUTHOTO U3ydeHus. Cuuraercs, 4ro
HaunOoJiee IPeBHUMHU OpraHU3MaMu, MPeoOpa30BaBIINMHU SHEPTUIO CBETA B XUMHUECKYI0, ObUIH
apxeH, OCYLIECTBISIONINE OecXJIOpOPHIIIbHBIN (POTOCHHTE3, TP KOTOPOM HE MPOUCXOAUT
oOpa3zoBanus BoccraHoBuTenss HAJI®H u ¢pukcauuu CO2, a 3Heprus 3amnacaercs Iulib B popme
AT®. HeckoapKo 1M033Ke, B X0J1€ IBOTIOIIMN BOSHUKIIU OPTaHU3MBbI (3€JIEHBIC, TyPITypHBIC
OaKTepuH U Apyrue rpyIisl 3y0aKTepuil), UCIIOIb30BaBIINE OJHY U3 (OTOCHCTEM,
MO3BOJISIOIIYIO OCYIIECTBIATh aHOKCUT€HHBIM (DOTOCHHTE3, TPU KOTOPOM B KaUeCTBE UCTOUYHUKA
AJIEKTPOHOB HCIOJIb30BATUCH COEAMHEHUS C HU3KUM PEIOKC-TIOTEHIINATIOM (BOJIOPOA, CYIb(UIbI
U CEPOBOJIOPO, cepa, coenunenus sxenesa (1), aurputer). Cuctema OKCUTEeHHOTO (POTOCHHTE3A,
IIPU KOTOPOIl B 3JIEKTPOH-TPAHCIIOPTHON LIENTU COBMECTHO (DYHKLIIMOHUPYIOT J1B€ (POTOCHCTEMBI,
XapakTepHas ISl IMaHOOAKTEepHil ¥ MPOUCHIEIINX OT HUX B XOZI€ 9HJA0CUMOHM03a XJIOPOILIACTOB
BOJIOPOCTIEH 1 BBICIIMX pacTeHul, BO3HUKIA OT 3,5 1o 2,4 musuinapaoB jet Hazaja (Cardona,
2016). [TosiBnenre HOTOCUCTEMBI BTOPOTO THIIA TIO3BOJIMIIO UCTIOJIb30BATh B KAUECTBE

HNCTOYHHKA 3JICKTPOHOB BOY, HC CKIIOHHYIO BBICTYIIATh B OKUCIIUTCIIBHO-BOCCTAHOBHUTCIIbHBIX
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nporieccax B posnu BocctaHoButelist (Dismukes et al., 2001). C nosiBjieHHEM OKCUTEHHBIX
(OTOCHHTE3UPYIOIINX OPTraHU3MOB YBEIMYMBAIOCH COJIEPKAHIE MOJICKYJISIPHOTO KHCIOPO/a Ha
3emiie, 4TO MPUBENO K HAKOIUICHUIO KMCIIOPO/a B BOAAX MUPOBOI0 OKEAaHAa, OKUCIIEHUIO TOPHBIX
1opoJi, GopMUPOBAHHIO 3ALUTHOIO 030HOBOT'O CJIOS1 M HAKOIUICHUIO KMCIOPOAa B aTMoc(epe
ru1aHeTsl. BO3HUKHOBEHHE CHCTEMBI OKCUTEHHOTO ()OTOCHHTE3A SIBHJIOCH TIPUYHHOM
NEePEeCTPOUKH JpeBHEI BOCCTAHOBUTEIBHOM arMocheps! 3emiin 1 pOPMUPOBAHHIO COBPEMEHHOM
aTMocQepbl OKUCIUTENbHOro THa. opMupoBaHre 030HOBOIO CIIOSI, 3aLUIIAIOILEr0
IOBEPXHOCTh 3€MJIX OT yJIbTPa(UOIETOBOIO U3ITYUEHUS, CEIaI0 BO3MOXKHBIM BBIXOJ1 )KM3HU Ha
Cymy.

OxcureHHbIi (POTOCHHTE3 - €AMHCTBEHHBIN OMOJIOrMYECKH MpoIece, KOTOPBIA UAET B
HalpaBJIEHUU YBEJIMYEHUs1 CBOOOJHOM 3Heprun. Bee ocTanbHble MpoLecchl IPOXOIAT 3a CUET
SHEpPruy, HAKOIUIEHHOM B mpouecce (GOTOCUHTE3a EPBUYHBIMU NMPOIYyLIeHTaMHU. [lepBbie ONbIThI
M0 U3YYEHHUIO OKCUTeHHOTo poTocuHTe3a ObLTH npoBeaeHs! Jxozedom [Ipuctnu B 1770 — 1780-
XX roJlaX, OH OTKPBLI BBIJEJIEHUE KUCIOPOJa PACTEHUSAMH, OJHAKO, HE ITOKa3all, 4To JIJIsl 3TOT0
pacTeHusM HYXEH CBET, 3TO 1o3xe caenan An Marenxays. Eme mo3xe ObU10 yCTaHOBIEHO, YTO
IIOMMMO BBIJIEJICHHSI KUCIIOPOAA, PACTEHUS NOIVIOUIA0T YIVIEKUCIIBINA I'a3 U IPU yYaCTHH BOJbI
CHUHTE3UPYIOT Ha CBETY opraHuueckue coequnenus. [lo 1893 rona nporecc BOCCTaHOBIEHUS
CO; pacTteHUsIMH 1O OPraHUYECKUX MOJIEKYJ Ha3bIBaIH «accummisiiuein». B 1893 roxy Illapis
bapHe npeasoxxun HoBoe CJI0BO JyIsl 0003HaUEHUsI OMOCUHTETUYECKOTO Mpoliecca,
IPOMCXOJAIIETO B 3€JIEHBIX PACTEHUAX — «(POTOCHHTES.

BaxxabIM 3Tanom B u3ydeHun GOTOCHHTE3a CTANO BblAEIeHHE XjIopoduiia B 1818 r.
[Teepom IlenbThe un XKozepom Kaenry. PazgenuTs U U3yuyuTh NUTMEHTHI y1aJ0Ch B
nansHewmem M.C. [[Bety ¢ moMoripio Metoga xpomatorpaduu. Pa3suas monoxxenus P.
Maiiepa, K.A. TumupsizeBbIM ObUIM H3y4€HBI CIIEKTPBI MOTJIOIIEHHS XJIOpPO(QHILIA U TIOKA3aHO,
YTO UMEHHO HOIJIONIEHHbIE COTHEUHBIE JIyUHt (KBaHTbI COJIHEUHOTO CBETA) XJI0poduiioMm
MO3BOJISIFOT MOBBICUTH YHEPTUIO CHCTEMBI, CO3/1aBast, BMecTo cinadbix cBsizeit C-O u O-H,
BbICOKORHepreTrueckue csazu C-C.

B 1937 rony Pobept Xumnn ycTaHOBHII, YTO IPOLIECC OKUCIEHUS BOJIbI U AaCCUMUIIALIUIO
CO2 MOXXHO pa300IINTh, 3TO OTKPBITUE MOJIOKUIIO HAYAIIO MIPEICTABICHUSM O CBETOBBIX U
TEMHOBBIX peakiusx porocunTe3a. Mexanusm nporuecca accummisiiimu CO2 (C3-myth
dorocunTe3) Obu1 packpblT MenBunoMm KanbBunom B 1940-x rogax, 3a 3Ty paboty emy Oblia
npucyxaena Hobenesckas npemus B 1961 rony.

OKUCINTENBHO-BOCCTAHOBUTENIBHYIO CYIITHOCTh (POTOCHHTE3a (OKCUTEHHOTO U
aHoOKcureHHoro) ycranoBuil Kopaemc Ban Hub: kuciaopoa B poTocuHTe3e 00pa3yeTcs

MOJTHOCTBHIO M3 BOJIBI, YTO IKCIIEPUMEHTAIILHO OBLIO MOATBepkaeHO B 1941 1. ALl
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BuHOTrpag0BBIM B OMBITaX ¢ U30TOMHOM MeTKOK. B 1955 . 6611 BhIENEH hepMEHT
pubynozobuchochar-kapdbokcunaza/okcurenaza. B1960 r. 10.C. Kapnunossim 1 M. XaT4eM, B

1966 r. K. Ciokom 6611 ontucan C4-niyTh oTOCHHTE3A.

1.2. CTPOEHUE ®OTOCUHTETUYECKOU SJIEKTPOH-TPAHCIIOPTHOM IEITN
TUJIIAKOUIOB

DOTOCHHTE3 pacTEHU MpoTeKaeT B 000COO0ICHHBIX ByMEMOpaHHBIX OpraHeiax —
xJioporiactax. BHyrpeHHee copepikaHue XJI0poIiacToB, CTpoMa, IpoHU3aHa MeMOpaHaMmH,
Ha3bIBAEMBIMU JIameIIaMu. JlameIisl 00pa3yroT CTONKH — rpaHbl. BHyTpUTHIIaKOMAHOE
IIPOCTPAHCTBO OTIEJIEHO OT CTPOMBI M Ha3bIBAETCS JTIOMEHOM. B MeMOpaHax TUIakou10B
HAXOJATCS MUTMEHTHI U OEJIKOBbIE KOMIUIEKCHI, HEOOXOUMBIE AJI1 CBETOMHIYLIUPOBAHHOTO
HIepeHoca dIEKTPOHA OT BOAbI Ha (peppenokcun, Boccranoienus HAJ[D u cunresa ATD.
®depmenThI, HeoOxomumbIe 1t accummisiinu CO», pacmonararorcs B ctpome. TakuM oOpa3om,
CBETOBBIE M TEMHOBBIE CTAJMH (POTOCUHTE3A pa3/IelIeHbl TEPPUTOPUATBHO BHYTPH XJIOPOILIACTA.

B pabote Dmepcona ¢ coaBropamu (Emerson et al., 1957) 6bu10 Moka3aHo HATHYUE JABYX
(bOTOXMMHUECKUX CHCTEM, BO30YKIEHNE KOTOPBIX MPOUCXOAUT IIPU OCBEIICHUN Pa3HBIMU
JUIMHAMHU BOJIH — KOPOTKOBOJIHOBOH (680 HM), cooTBeTcTBYMOMIIEH poTocucteme 2 (PC2) u
JITMHHOBOJIHOBO# (700 HM), cootBeTcTBYyMOMICH poTocucreme 1 (DC1). DC2 conepkuT B
KauecTBe NMepBUYHOTO JoHOpa 311eKTpoHOB [1680, a ®CI1 conepxur [1700. Otu nBe
(doTocucTeMbl B3aUMOJCHCTBYIOT Yepe3 CEpUI0 OKUCIUTEIbHO-BOCCTAHOBUTEIbHBIX PEAKIIUN B
JIMHEWHOM TPAHCIOPTE dIEKTPOHOB OT Boabl K HAJID®. Z-cxema, npeaioxenHas XuuioM 1
bennanom (Hill and Bendall, 1960), pacrionaraer KOMIOHEHTBI (POTOCHHTETUYIECKOM IIIEKTPOH-
TPAHCIIOPTHOM LIETIH COTJIACHO UX OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIM ITOTEHIIMAMaM. CorIacHO
Z-cxeMe, 3JIEKTPOHBI OT BOBI OAHUMAIOTCS IPOTUB TEPMOJMHAMUYECKOTO IPAJUEHTA IPU
MOTJIOUIEHUH JBYX KBAaHTOB CBETA MOCJIEI0BATENIbHO ABYMS (POTOCHCTEMAMHU.

B ¢oTocunTEeTHUECKON AIIEKTPOH-TPAHCIIOPTHOM LIETIH TUIIAKOUIOB MPOUCXOAT
NEePBUYHBIE MTPOLIECCHI (POTOCHHTE3A: MOTIIOIIEHUE SHEPTHH KBaHTa CBETA, pa3zeiieHue 3apsioB,
CO3J1aHue MTPOTOHHOTO rpaaueHTa 1 cuHte3a AT®. Bee 3Tu ¢pyHKIMM 1 ONpeaenuim CTpoeHne
AIIEKTPOH-TPAHCIIOPTHOM 1enH. Peakiinn oKkCureHHoro GoTOCHHTE3a Y BBICIINX PACTCHUM U
IMaHOOAKTEPHI KaTaTU3UPYIOTCSA YETHIPbMS HaIMOJIEKYJISIPHBIMU O€IKOBBIMU KOMILJIEKCaMH,
pacIoo’KeHHBIMH B TUJIAKOUIHOM MeMOpane. J[Ba u3 atux komiuiekco, @C2 u ®C1, conepxar
00JIb1110€ KOJIMYECTBO XJIOPO(PUIUIOB, KOTOPBIE MOTJIOUIAI0T CBETOBYIO SHEPTHIO M MEPEHOCAT
SHEPrHI0 BO30YXKICHUS K PEaKIIMOHHBIM IIEHTPaM, B KOTOPBIX U MIPOUCXOIUT IEPBUUHOE

pasjiesieHne 3apsI0B. DIeKTpoHbl ABKyTCs oT DC2 yepes ruroxpomusiii b6/f kommrexe k OC1
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¥ J1ajiee MCIolb3yroTest Ha Boccranosienne HAJI®" no HAJI®H. [Mepsuunsiii roHop ®C2 —
1680 mosyyaeT 3JIEKTPOH OT BOJBL. B pe3ynbrare a51eKTpoHHOT0 TpaHcnopra Gpopmupyercst H
TPaIUeHT Yepe3 MeMOpaHy, KOTOPBIN HUCIIONb3yeTcs npu cuHTe3e AT®. B BbICIIMX pacTeHUsAX
®C2 comepHUTCs B TpaHax, B TO BpeMs Kak B jgaMesuiax pacroiaraercs @C1 (Andersson and
Anderson, 1980) u AT®a3a (Miller and Stachelin 1976), nutoxpomusrii b6/f komruteke
npezcTaBieH B 00enx yacTsax. OcHOBHOHM QyHKIMOHANbHOM equnauieil @C sBisercs: Kop-
KOMIUIEKC, B IOTIOJTHEHHE K KOP-KOMILIEKCY PACTEeHHS U IMaHOOAKTEpUU UMEIOT aHTEHHYIO
CUCTEMY, OCHOBHAs (yHKI[USI KOTOPOM — YBEIMYEHUE IUIOMIA M MTOTJIOMIEHUSI CBETOBOM YHEPIHH.
Kpynzble HaMOJIEKYISIpHBIE KOMILIEKCHI B3aUMOJIEHCTBYIOT JIPYT C IPYI'OM C IIOMOIIbIO
HEOOJIBIIINX MEPEHOCYMKOB NEKTPOHOB. Tak, MIacTOXUHOH CBsi3biBaeT @C2 U IIUTOXPOMHBIN
b6/f komrIeke, a IacToOIMaHUH CBA3bIBAET HUTOXPOMHBIN D6/f komiuteke 1 PC1. DaeKTPOHBI
ot ®C1 nepenocstcs Ha heppeOKCHH, KOTOPBIM BIOCIEICTBUH, C y4acTuEM (eppeIOKCUH-
HAJI®" penykrassl, Boccranapausaer HAJI®*. Ha puc. 1 npejcrasiena cxeMa CTpoeHus

ANEKTPOH-TPAHCIIOPTHOM LIETIH.

fv

Stroma

4 nm

2H,0 o, 4H' s 3 HY

(a) Photosystem Il Cytochrome bgf Photosystem | ATP synthase

Pucynok 1. CTpoeHue 371eKTpOH-TPaHCIOPTHOM LEMH THIIAKOUIOB BBICIINX PACTEHUIA.
P680 u P700 — nepBuunbie noropsl ®C2 u ®C1, coorBeTcTBeHHO; (MN)4 — MapraHieBblii
KJIaCTep BOJOOKHUCIISIONIEr0 KOMILIeKCa; YZ — octaTok Thupo3uHa Oernka D1; Pheo — dheodutuH,
Qa u Qb — xuHOHOBBIE NepeHocunku ekTpoHa GC2; LHCII — maxopHas yacthb
cBetocoouparorier antreHHsl @C2; Cyt b559 — nuroxpom b559; PQ — macroxunon; PQH2 —
wiactoruapoxunoH; Cyt b6 - muroxpom b6; FeS — xenezocepusiit mentp Pucke; Cyt f—
ruroxpom f; PC — mmacronmanus; Ag — nepBudnbii akientop @C1; A — dpwutoxunon; Fd —
deppenokcun; LHCI — cBetocobuparomas anrerna OC1; FNR — dbeppenoxcun-HAID*
okcunopenykrasza; CFo — membOpannas yacte AT®a3b1; CF1 — nepudepudeckas yacte ATDa3bl.

(Pucynox u3 xuuru Encyclopedia of Life Sciences, Govindjee et al., 2010)
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B HOpManbHBIX YCIOBHSIX, KOTJ]a pACTEHUE HE HAXOUTCS B YCIIOBHUSX CTpEcca,
NPaKTUYECKH BECh (POTOCHHTETUUECKUN HIIEKTPOHHBIN TPAHCIIOPT UCIOJIB3YETCs Ha
Boccranosinenue HAJIDO" no HAJI®H, T.e. mpoTeKaeT JTMHEHHBIN JIEKTPOHHbINA TpaHcnopT. B
TaKUX YCIOBUAX OT 5 710 10 % 3JIEKTPOHOB MOXKET MEPEHOCUTHCS Ha KKCIOPO.I iN VIVo
(Mubarakshina et al., 2010). [TepeHoc 371€KTPOHOB Ha KHCIOPO]] Ha3bIBACTCS
TMICEBIOLUKINISCKUM JIEKTPOHHBIM TpaHCTIOPTOM Wik peakieit Menepa (Mehler et al., 1951) u
MPUBOJIUT K 00pa30BaHMIO aKTUBHBIX GopM kucinopoaa (ADPK). B ycrnoBusx ctpecca nepeHoc
AJIEKTPOHOB Ha KUCIOPOJ MOKET A0cTUTaTh 50% OT 00111ero 3JIeKTPOHHOTO TPAHCIIOPTa B
(oTocuHTETHYECKOI AeKTpoH-TpancnoptHou 1enu (Kozuleva and Ivanov, 2016). Kpowme Toro,
CTPECCOBBIE YCIOBUS MPUBOAAT TAK)XKE U K aKTHBALWHU LHUKINYECKOTO IEKTPOHHOTO TPAHCIIOPTA

Bokpyr ®C1 (Cornic and Massacci, 1996).

1.2.1. Peakyuomnnwiii yeump gpomocucmemol 2

OC2 sBnsieTcst BOJIO/TIACTOXUHOH OKCHIOPENYKTA30M, B pe3yabTaTe Cepuu
CBETOMHIYLIUPOBAHHBIX peaklnii nepenoca 31aeKTpoHoB OC2 ocyiiecTBIseT OKUCIEHNE BOIbI
JI0 IPOTOHOB U MOJIEKYJISIpHOTO Kuciopoza. B Beiciux pacteHusix @C2 cocToUT U3 KOPOBOH
4yacTH, KOTOpasi OTBEYAET 3a pa3JIeICHUE 3apsA0B, U aHTEHHON CHUCTEMbI, KOTOpPask BBIIIOJIHSAET
(GyHKIMIO CBETOCOOpa U TPAHCIOPTA SHEPTUU K PEAKIIMOHHBIM LIEHTpaM. 3a IOCJIETHUE TO/1bI
OBLJIO MOTy4EHO OOJBIIOE KOJTHUYECTBO CTPYKTYp UHTAKTHON DC2 ¢ pa3HbIM pa3pelieHueM OT
cpennero 4-10 aHrcTpeM 10 BBICOKOTO paspernenus, 1.9 anrcrepm (Zouni et al., 2001, Kamiya
and Shen, 2003, Ferreira et al., 2004, Loll et al., 2005, Guskov et al., 2009, Umena et al., 2011,
Suga et al., 2015), Taxxe moay4deHbI CTPYKTYPBI OTACIbHBIX cyobeauaui (Cormann et al., 2009)
u cBeTocobuparomiero komrmiekca @C2 (Liu et al., 2004, Pan et al., 2011). Oanako
OOJIBIIMHCTBO CTPYKTYP B BHICOKOM pa3pelieHUH ObUIN MOTYYEHBI I [IHaHO0aKTepHUaIbHbIX
OC2 KOMILIEKCOB, KOTOPbIE SBIISIFOTCS Oosiee CTaOUIBbHBIMU 110 cpaBHeHUI0 ¢ DC2
KOMIUIEKCaMH BBICIIMX PACTEHUI.

Kommnexe @C2 coctout npumepHo u3 30 GeKOBBIX CyObeANHUL, HEKOTOPHIE U3
KOTOPBIX KOAUPYIOTCS B AJIpe, a Jpyrue B caMoM xJioporiacrte. /[Ba nentpanbHbix 6enka GC2
D1 u D2 conepkaT NUrMeHThI, KOTOPBIE OCYIIECTBIISIOT CBETOMHAYIIUPOBAHHOE pa3/ielieHNe
3apsAI0B, M KO(AKTOPHI MepeHoca EKTPOHOB (puc. 2). DT OETKH CBA3BIBAIOT BCETO 8 THIIOB
PEIOKC KOMIOHEHTOB: XJIOPO(UILIBI, KAPOTHHOMUIBI, (heoeTHH, MIACTOXUHOH, TUPO3UH,
MarHui, sxene30 u nutoxpom b559. OxgHako B TpaHCIIOPT AJIEKTPOHOB OT BOJBI K IJIACTOXHHOHY
BOBJICUEHBI TOJIBKO CJIEYIOIINE KOMIIOHEHTHI: MapraHell-KHUCIIOpoA-KallbLIMEBbII Ki1acTep

(Mn4CaOs), THpo3uH, AuMep XiIopoduiia, KOTOPBIH Takxke Ha3biBaroT [1680, MOHOMEPHBII
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xsopoduint, peoderun (PheoD1) u aBe monekynsl mractoxunona Qa u Qb (Hendry,
Wydrzynski, 2003; Debus, 1992, Govindjee et al., 2010, Umena et al., 2011)
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Pucynok 2. Ctpoenune gorocuctemsl 2. D1 u D2 — nentpansusie 6enku @C2; CP47 u
CP 43 — xopoBsIe cBeTOCOOMparonue murMmeHT-0enkoBbie komiuieke; LHCII — MmaxopHas gacth
cBetocoouparorier antreHHbl @C2; MNnsOXCa — MapraHen-Kuciopoa-KaibIIMEeBbIi KiacTep
BOJI0OKHCIIsTFOIEro Komiutekca; PSbO, PsbP, PsbQ — cyonsenunuiiet @C2, cBA3aHHbBIC C
BBIJICTICHHEM KUCIIOpoaa; YZ, Yp — OCTaTKU aMHHOKHCIIOTHI THpo3uH Oenka D1 u D2,
cootBeTcTBeHHO, P680 - nepeuunblii nonop ®C2; Chl D1, Chl D2 — xnopodwuimn D1 u D2 Genka,
coorBercTBeHHO, PheoD1 u PheoD2 — ¢eodpurun D1 u D2 Genka; Qa u Qb — xuHOHOBBIE
nepeHocunky >1ektpona PC2; Fe?" - meremosoe xene3o; HCOs - 6uxap6onar non; Cyt b559 —

uroxpom b559; PQ — miacToXHHOH.

B nononHeHne K 3TUM KOMITOHEHTaM, Kop-kKomruiekc @C2 coaep KUt Ba BHYTPEHHUX
(kopoBbIX) aHTeHHbIX Oenka CP43 u CP47, cBsa3biBaronux 29 mMonekyn xjgopoduiia a, 12
KapOTHMHOUI0B, 1 HEreMOBOE KeJe30, OJJUH UK 0oJiee XJIOPUI HOH U OIMH OMKapOOHAT HOH.
[Toapo6nas uudopmarus o npyrux Oenkax, BXoasmux B coctaB PC2, u 00 ux QPyHKIUX,

npejcTaBieHa B Tadbnune 1.

Tabnuma 1. Xapakrepuctruka 0eJIKOB, BXOASIIUX B COCTaB POTOCUCTEMBI, 2 U HX

¢dyukimu (Cocrasiena mo Croce, 2012 u Govinjee et al., 2010)

TeH Bbenok Macca, x/la IIurmeHTHI DOyHKIUSA
psb A D1 38,3 3 Xma, 1 ®eo, DopmupyeT peaKIIMOHHBIN IIEHTD,
B-xkapoTHH Qb cBsizan ¢ D1

14



https://www.ncbi.nlm.nih.gov/pubmed/?term=Hendry%20G%5BAuthor%5D&cauthor=true&cauthor_uid=12755624
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wydrzynski%20T%5BAuthor%5D&cauthor=true&cauthor_uid=12755624

psb B CP47 56,6 16 X a, B- cBeTocOop
KapOTUH
psb C CP43 51,6 13 X a, B- cBETOCOOp
KapoTHUH
psbD D2 39,4 3 Xmna, 1 deo, DopmHupyeT peaKIMOHHBIN IICHTD,
B-kapoTuH Qa ceszan ¢ D2
psb E  a-cyObenunuia 9,5 remMm Css3biBaer b-rem, MoxeT
nuroxpoma b559 y4acTBOBaTh B (POTOMPOTEKINH
psb F  B-cyObenunuia 51 rem, B-kapotun  Cesi3biBaeT b-rem, moxer
uroxpoma b559 y4acTBOBAaTh B (POTOMPOTEKIHH
psb H PsbH 7,3 B-kapoTuH Bxrouen B nukit penapamuu D1,
y4acTBYET B CTAOMIIH3AINU
KOMILJICKCa
psbl Psbl 4.4 B-kapoTuH Crabwm3anmsi KOMITICKCa
psby  PsbJ 4,1 B-xapotun BrusieT Ha MOTOK 3JIEKTPOHOB Ha
aKIENTOPHOH CTOPOHE
psbK  PsbK 4,1 B-kapoTuH Crabunuzanus KOMILIIeKca
psbL  PsbL 4,3 B-xapoTuH BrusieT Ha cBs3bIBaHUE
TUIACTOXUHOHA
psbM  PsbM 4,0 B-xapoTuH Crabuim3upyeT TUMEpHBIi
KOMITJIEKC
psbO  PsbO, OEC 33 30 BoBiieueH B ONTUMHU3ALAIO
BBIJICJICHUSI KUCIIOPOIa
psbP  PsbP, OEC 23 23 BogiiedueH B ONTUMU3AINAIO
BBIJICJICHHSI KUCIIOPOIA
psbQ PshQ, OEC 16 17 Heo06xoaum 11t cTaOUIBLHOTO
BBIJICJICHHSI KUCIIOPOAA
psbR 10 ?
psbS 22 DOTONPOTEKITHS 32 CUET

He(l)OTOXI/IMI/I'-IeCKOFO TYHICHUA
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psbTn 5 Penaparus ®C2

psbT 3,9 Crabunm3anus Qa caiita

psbwW 6,1 Humepuzanus OC2

pshX 4,3 Crabunusaryst X1 Z

psbY ? ?

Psbz 6,8 B-kapoTuH Crabanuzanus cyrnepKkoMILIeKca

benku D1 u D2 co Bcemu kodakTopamu GOpMUPYIOT CHMMETPHYHYIO CTPYKTYPY, B
KOTOPOM CYIIIECTBYIOT JIBa MOTCHIIMAIBHBIX MYTH ISl TPAHCIIOPTA 3NIEKTPOHOB. OTHAKO TOIBKO
OJIMH U3 ATUX IyTeH SABJISETCS aKTUBHBIM (puUcC. 2).

[epBuunas poroxumuueckas peakuus B @C2 npuBOIUT K pa3ieiICHHUIO 3apsIoB U
o6pasoBanuro napel [1680°/Pheo™ B Teuenue 8 nc (Greenfield et al., 1997). lanee cymiectByroT
JIBa MEXaHU3Ma: PEKOMOWHAIINS 3aPsI0B H BO3BPAIICHHE K HAYAIbHOMY COCTOSHUIO WITH
obIcTphIid ieperoc AekTpona ot Pheo™ k Qa (Deligiannakis and Rutherford, 1996). Ot Qa~
3JIEKTPOH MEPEHOCUTCS Ha PYTYI0 MOJIEKYITy TutacToxuHoHa — QDb. TTonyuuB qBa 35eKTpoHa U
JBa poToHa, Qb CTAHOBHUTCS MOJHOCTHIO BOCCTAHOBICHHBIM M CIIOCOOEH MOKUHYTH CalT
ces3piBanus B @C2. [TapamienbHo ¢ 3TUMHU COOBITHSMU, TUPO3UH U3 MOJUNENTHAHON 1enu D1
nepenaeT 31eKTpoH K I1680%, cKopoCTh 3JEKTPOHHOIO MEPEHOCA HA ITOM YYaCTKE COCTABIAET OT
20 HC 110 35 MC, B 3aBUCHUMOCTH OT PEJJOKC COCTOSIHUS KOMIIOHEHTOB BOJIOOKHUCIISIONIETO ITUKIIA.

Pierre Joliot BMecTe ¢ KoyleraMu Mpy W3y4eHUH BBIIEICHHS KUCIOPOa BOJOPOCIAMH Ha
nojady Bernbimiky ceeta (Joliot et al., 1969) oOHapykuiH, YTO BBIACICHUE KUCIOPO/Ia SBIISIETCS
(GYHKIHEH OT KOJIMYECTBA BCIIBIIICK C TIEPHOOM YEThIpe. DTH KIACCHUSCKHUE YKCIIEPHUMEHTHI
MOKA3bIBAIOT, UTO Kax bl kKoMIuiekc @C2 paboTaeT HE3aBUCUMO OT APYTUX U YTO AJIs
BBIJICTICHUS OJJHOW MOJIEKYJIBI KUCIOPOIa HEOOXOAUMBI YeThIpe (POTOXUMHUECKUE PEAKIIHH
(Joliot and Kok, 1975). OcHoBbIBasich Ha 3TUX pe3yiabTatax, KoK mpemioxun Mmoaesns
OKHCJICHUS BOJBI, B KOTOPOH KHUCIOPOI-BIICISIFOIINIA KOMIUIEKC MOT CYIIIECTBOBAThH B OJTHOM H3
nATH cocTostHui, HazbiBaeMbIx SO, S1, S2, S3, S4 (Puc. 3), crabuim3arus KOTOPBIX 3aBUCHUT OT

npucytcTBus Oukapoonara (Shevela et al., 2006; Zharmukhamedov et al., 2013).
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PI/ICYHOK 3.a— BBIJICJIICHUEC KHUCJIOPOJa IIPHU IMOJa4€ BCIIBIIICK, 0 - MOJCJIb OKHCICHUA

BOJbI, B KOTOpOfI KHCJIOpOII-BBII[GHSIIOHIHi/JI KOMIIJICKC HAXOJUTCA B OAHOM U3 IIATHU COCTOSTHHH -

S0, S1, S2, S3, S4. (Joliot and Kok, 1975).

[TosHBII BOJOOKHUCTSIONIMI MK IPUBOIUT B pe3ysibTaTe K 00pa3oBaHUIO OTHOM
MOJIEKYJIbI KHCTIOPOa, BBIJICJICHUIO 4 TIPOTOHOB B JIIOMEH, ¥ TIEPEHOCY YETHIPEX AJIEKTPOHOB

yepe3 peakunoHHbIN 1eHTp @ C2 K mynny MmI1acTOXMHOHA.

1.2.2. Csemocodbuparowasn anmenna @C2

@yHKIMEH aHTEHHOW CUCTEMBI SIBJISIETCS] CBETOCOOP M MEPEHOC IHEPTUU K pEaKIIMOHHBIM
[ICHTpaM. AHTEHHBIC CUCTEMBI COCTOST M3 OEIIKOB, KOIUpyeMbIX reHamu cemeiicta Ihc (light-
harvesting complex), atu 6enku cBsi3bIBatOT 10 8-14 Moneky:n xaopoduinia u 2-4 MOIEKYIIbI
kapotuHouoB. CyiecTByeT nBa nojakiacca Lhc Oenkos, onuu u3 koropsix cesizan ¢ ®C2,
npyroii ¢ ®C1, u cooTBeTcTBeHHO 0003Hauaembie Lhch u Lhca 6enku mo knaccudukanmm
Jansson (Jansson, 1999). B Arabidopsis thaliana o6HapyskeHO 1miecTh MenTHI0B B aHTEHHOM
komruiekce PC1 u cemb B anTeHHOM KoMmiutekce DC2 (Jansson, 1999, Ganeteg et al., 2004),
KpPOMe TOT0, OBIJIO BBICKA3aHO MPENOIOKEHHE 0 ToM, uTo Oenok Lhch4.3 sBisercst oTaenbHbIM
tunom Lhc GenkoB, koTopoMy npesioxKeHo IPUCBOUTH Ha3Banue Lhch8 Ha ocHoBaHuu ero
NPUCYTCTBUS TOJBKO B HEKOTOPBIX BHJAaX pacTeHui, Hanpumep Arabidopsis thaliana, u
oTMYHOM ot pyrux 6enkoB Lhch4 perymsmum (Klimmek et al., 2006). I'enst, kogupytomue
6enku Lhcab, Lhca6, Lheb7 u Lhch8 ssnsitorest peako sxcnpeccupyeMbIME, TIPEANOIararT, 4To
OHH KCIPECCUPYIOTCS B YCIOBUAX U TKAHSX, OTIIUYHBIX OT T€X, B KOTOPBIX KCIIEPECCUPYIOTCS
obunbhbie 6enku Lhcal-4 u Lhebl-6 (Klimmek et al., 2006). Lhca u Lhcb 6enku umeror o6riee

9BOJIOIIMOHHOC MMPOUCXOKICHUC U KOHCCPBATUBHYIO CTPYKTYPY OpraHu3aluu. OCHOBHBIM
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OTJIMYHEM MMUTMEHT-OEIKOBBIX KOMILIEKCOB, coaepkamux Lhca u Lheb 6enku, siBisiercst
Hanmure B Lhca-coaeprxaiux KoMILIEKcax XJI0po(UIIoB, CIOCOOHBIX K MOTJIONICHUIO AaTbHETO
KpacHoro cBeta. Lhch-conmepxariye murMeHT-0eIKOBbIe KOMIUIEKChI HMEIOT MAKCUMYM
noryonieHus mpu 680 HM, a Bce Lhca-coaeprkaiiue murMeHT-0eIKOBbIE KOMIUICKCH HMEIOT
MaKCHMYyM TorJoleHus cBbie 700 HM, B HEKOTOPBIX YCIIOBHsAX Komiuiekebl Lhca3- u Lhcad-
XJI0po(UILT CIOCOOHBI Ioromath npu 726 u 730 HM, cootBercTBenHO (Schmid et al., 1997,
Croce et al.,2002, Schmid et al., 2002). Otiuruus, HabarOgaEMBbIE B CIIEKTPATbHBIX
XapaKTEPUCTHKAX XJIOPOPUILIOB, OOBICHIIOTCS UMEHHO OTJIUMYHBIMU B3aUMOJICHCTBUSIMU
xsopoduiuios ¢ 6enkamu (Croce et al., 2007).

CBeTocoOuparolre KOMIUIEKCHl HMEIOT Pa3Hyl0 YeTBEPTUUHYIO CTPYKTYpY: Oenku Lhchl
— 3 dopMHpYIOT TeTepOTPUMEPHBIN KoMILIeKe, o0o3Hadaembiii LHCII, B To Bpems kak Lhcb4,
Lhcb5 u Lhcb6 npencrasaens B Buae monomepos (Dainese and Bassi, 1991). Lhca-
CoZIeprKalle KOMILJIEKChI COCTOAT U3 JBYyX rerepoaumepor Lhcal-Lhcad u Lhca2-Lhca3 (Croce
and Bassi, 1998).

LHCII, ocHoBHO# cBeTocoOmparonuii komruieke @C2, cOCTOUT, KaK OIMMCAHO BHIIIE, U3
npoayktoB renoB Ihchl — 3, Haubosee pacpocTpaHeHHBIM U3 KOTOPBIX siBisieTcst 6emok Lhebl.
Benxu Lhebl u Lheb2 061a1ar0T 04eHb BEICOKOH CTENEHBIO TOMOJIOTHH, OTHAKO, IO IMOCIEIHUM
JTAHHBIM, BBITTOJIHAIOT pa3Hble (YHKIIMU IPU KPATKOBPEMEHHOH aJalTallii K CTPECCOBBIM
yenosusm (Pietrzykowska et al., 2014). Ctpykrypa komiuiekca LHCII, monydenHast ¢ BBICOKUM
pasperienuem (Liu et al., 2004), mokasaia, 4To KaskIblii MOHOMED COACPXKHUT 14 caiiToB
cBsi3bIBanus Xaopodunios (8 X a u 6 X b). uTepecHo, 4TO HEKOTOPbIC CANThI CBSI3bIBAHUS
XJIOPO(UIIOB MOTYT CBSI3bIBATh M XJ1 &, U XJ1 b He TosbKo mpH IN Vitro pekonctpykimu (Giuffra
et al. 1997), Ho u in vivo, B 3aBucuMocTH OT goctyrnHocti X b (Hirashima et al., 2006).
Kaxnpiit Monomep LHCII umeet 3 TpancMeMOpaHHbIE clIUpaiy U ABe aMpUIaTHYECKHUe
crimpanu (Liu et al., 2004). CtpykTypa 4yetbipex aHTeHHbIX KomiiekcoB @C1 Oblia mosyueHa ¢
MEHBIIIUM pasperieHueM, yem it antrenasl @C2 (Amunts et al., 2007). CtpykTypa mokasaa
Hanmnuue 13-14 caliToB CBsI3bIBaHMS XJIOPOPHILIOB 1J1s Kaxkaoro u3 Lhca 6enkos.

HecMoTpst Ha CTPYKTYPHYIO CX0XKECTh, HHIANBHIyaIbHbIC AaHTCHHbIE KOMIUIEKCHl HUMEIOT
OTINYUS B OMOXMMHMUYECKUX U CIIEKTPAJIbHBIX CBOMCTBaX. YacTh ATUX OTIIMYMNA OOBSICHIETCS
pa3InYMsIMKA B IMTMEHTHOM cocTaBe, XoTs Bce Lhe 6enku csaspiBarotT Xit a, X b, qroTenH u
BUOJIAKCAHTHH, UX OTHOCHUTEJIHHBIE KOJMYECTBA MOTYT OTJIMYATHCS JJIS1 pa3HbIX CYOhEIMHUII.
Kpome Toro, 6b1510 MOKa3aHO, YTO CAalTHI CBSA3bIBAHNS HEOKCAHTHHA IPUCYTCTBYIOT TOJIBKO B
Lhcb 6enkax, B To Bpemst Kak caiiThl CBSI3bIBaHHSA B-KapoTHHA €CTh TOJbKO B Lhca Genmkax (Bassi

et al., 1993, Croce et al., 2002).
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1.2.3. Obpazosanue cynepxomniexca PL] @C2-LHCII

Cynepkomiuiekc @C2 cocrout u3 qumepa kop-komruiekca ®C2, ceszannoro ¢ Lhch-
COJIEPKAIIUMH KOMILICKCAMH, IIPU YeM B 3TOM CYNEPKOMILICKCE KOJIMUSCTBO aHTCHHBIX OCIIKOB
3aBUCHUT OT YCJIOBHIA BRIPAIIMBAHKS. B COCTaB Ka)XI0r0 CyMEepKOMILICKCA BXOIST: TUMEDP KOp-
komruiekca, 4 LHCII tpumepa u o 2 monomepubix 6enka Lhch4, Lheb5, Lheb6. B pacrenunsax
Arabidopsis thaliana o6Hapyxens! cynepkomiuiekcsl @C2 cieayromiero cocrasa: IMMEPHBIT
kop-komruieke C2, 2 S (strongly bound) tpumepa LHCII — npouno cBsizaHHBIE ¢ KOP-
KomruiekcoM Tpumepsl yepe3 CP43 u 2 M (moderately bound) tpumepa LHCII — ymepento
CBsI3aHHBIE C KOP-KOMILIEKCOM TPUMEPHI, PacIioioskeHHbIe co ctoponbl Lhch4 u Lhcb6 6enkos.
Tpumep S, no-suaumMomy, cocTouT U3 1Byx OenkoB Lhebl u onnoro 6enka Lheb2, a tpumep M

u3 1Byx Lhebl u ogroro Lheb3 6enkos (Damkjer et al., 2009) (Puc. 4).

Pucynok 4. Cynepkommiekc @C2. C — kop-kommiekc PC2, S — tpumep LHC |1, npouno
CBsi3aHHBIN ¢ Kop-kKomIuiekcoM; M — tpumep LHC I, ymepeHHO cBs3aHHBIH ¢ KOP-KOMIUIEKCOM;
CP29, CP26, CP24 — MoHOMEpHbIC TUTMEHT-0CITKOBBIE KOMITJICKCHI, cojiepskarine oeinxu Lhch4,

Lhcbh5 u Lhch6 coorBercTBenHO.

ITpu ucnonb3oBaHuM caalbIX 1€TEPreHToB (B-ManbTO3Ua) MOTYT OBITh MOTYYEHbBI
komriutekenl: Lhch4-Lhch6-M tpumep, 4to roBopuT 00 UX JOCTaTOYHO MPOYHOM cBsi3u (Bassi
and Dainese, 1992). DkcriepuMeEHTHI C HCIOIB30BAHUEM MYTAHTHBIX PACTEHHUH IMOKA3aJIH, UYTO
6erok Lhcb5 maxoautcest, BepostHo, BOm3u CP43, a 6emok Lhch6 pacnonoxen Bommsu CP47
(Harrer et al., 1998, Yakushevska et al., 2001). Kpome S u M TprmMepoB, moka3aHo
cymecrBoBanue L (loosly bound) tpumepa, ciabo cBs3annoro ¢ kop-komiiekcom ®C2, HO Bce

ke CrtocoOHOro 3((HEKTUBHO MEPEHOCUTH SHEPTHIO K peakironHomy rieatpy ®C2 (Dekker and
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Boekema, 2005). Cyneprommiekcsl @C2 HazwsiBatoT C2S2M2 (Boekema et al. 1999a), kpome
TOTO BCTpevaroTces Hebobime kommiekesl C2S2 u kpynubie C2S2M2L.

B myTaHTax ¢ 3a010KkHpOBaHHBIM CHHTE30M Oenika Lhch4 we mpoucxonut hopmupoBaHue
cynepkomiuiekca C2S2M2, npearosnarasi, YTo HATMYKE ITOrO OejKa SBISETCS HE0OXO0MMbIM
st popMupoBaHus U ctabuibHOCTH TOro Komiuiekca (Yakushevska et al., 2003). C napyroii
croponsl, B paborax (Yakushevska et al., 2001, Boekema et al., 1999b) Ob110 mokazano
cyuiecTBoBanue komiuiekcoB C2S2M2, B coctaB koTophix He Bxoami 6enok Lhch5. Lhch6
0enoK mpucyTcTByeT TObKO B C2S2M?2 cynepkoMIiekcax, KOTopble He (GOpMUPYIOTCS B
orcyrctBum 3toro Oenka (Kovacs et al., 2006), Tak kak 3T0oT Oeok onpeienseT cBsizb M
TPUMEpPA C OCTATBHBIM CYIEPKOMILIEKCOM.

HenaBHo Obl1a nosmyyena ctpykrypa C2S2 cynepkoMIuleKca paCTeHUH IINKUHATA C

paspemienuem 3.2 anrctpem (Wei et al., 2016) (Puc. 5).

b

LHCII trimer

Pucynok 5. Ctpykrypa C2S2 cynepkomiuiekca @C2 pacTeHuil mNuUHATa. 8 — BUL CO
CTPOMAIIBHOM CTOPOHBI; b — BH COOKY BJI0JIb TUIOCKOCTH MeMOpaHsbl. [ITpuxoBas TuHMs
MIOKa3bIBAET PACIIOJIOKEHUE TPAHULIBI pa3/iesla MEXKAY IByMsl MOHOMEpPAaMU. C — CXEMa,
MOKa3bIBAIOIIAs PACIIONOKEHHE CYObEJMHUIL CYITEPKOMIUIEKCA, IIBET CYObEMHULL Ha CXeMe

COBIIAJACT C IBETOM Ha PUCYHKE a, d — gacTp CYIICPKOMILICKCA, OKCIIOHUPOBAHHAA B JIOMCH.

DTOT KOMITIIEKC (POPMHUPYET TOMOTUMED, KAXKIBI MOHOMEDP COCTOUT M3 KOPOBOTO
KOMIUIEKCa, MPEICTABICHHOTO YeThIPbMsI OONBITUMH BHYTpeHHUMHU cyObeaunuiiamu (D1, D2,

CP43 u CP47), nBeHaaaThi0 HU3KOMOJIEKYIIPHBIMU MEMOPAHOIIPUIISKAIIUMU CYyObeJMHULIAMHU
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(PsbE, PsbF, PsbH, Psbl, PshJ, PsbK, PsbL, PsbM, PsbTc, PsbW, PsbX u PsbZ) (Puc. 5 a-c), a
TAK)KE YETHIPbMsI BHEIIHUMHU CYObEIMHULIAMH, KOTOPBIC SKCIIOHUPOBaHbI B J1roMeH (PShO, PsbP,
PsbQ and PsbTn) (Puc. 5 d).

Oka3zainoce, uto D1, D2, CP43 u CP47 cyObenuHUIIBI TPAKTUYECKU UICHTUYHBI B
BBICHIMX PACTCHUAX U IIUAHOOAKTEPUAX. AMUHOKHUCIOTHBIE ITOCIIEA0BATEILHOCTH IIITHHATA
oenkoB D1 (PsbA), D2 (PsbD), CP47 (PsbB) u CP43 (PsbC) cocraBmustot 85%, 90%, 77% u
84% roMoJIorum, COOTBETCTBEHHO, ¢ TakoBeiMu PC2 Thermosynechococcus vulcanus,
CTPYKTYpa JJIs KOTOPBIX Obla mosyaena Umena u ap. (2011) ¢ BeicokuM paspenieHuem B 1.9
anrctpeM. Kpome Toro, cBsi3pIBarolye caiiTel KOpakTOpoB BHYTPU KOPOBOT'O KOMITJICKCA TAKXKe

00J1a1af0T BRICOKOI TOMOJIOTHYHOCTBIO Y pacTeHHi mimuHaTa u Thermosynechococcus vulcanus.
1.2.4. Ilyn nracmoxunona

[Tyn miactoxunona (I1X-mys) — MOOMIIBHBIN EPEHOCUUK IEKTPOHOB OT PC2 K HTUTOXPOMHOMY
b6/f kommiekcy. Bonpoc auddy3uu 1 MOOMIBHOCTH TTACTOXMHOHA BHYTPH JIUITHIHON (ha3bl
THUJIAKOUIHOM MeMOpaHbI MIMPOKO obcyxmaetcs B aurepatype (Joliot and Joliot, 1992,

Blackwell et al. 1994, Marchal et al., 1998, Kirchhoff et al., 2002, Tremmel et al., 2003).
[T1acTOXMHOH MPEACTABIIICT COO0M MOJIEKYTy 2,3-auMeTni-1,4-0eH30XUHOHA ¢ OOKOBOM

LETbI0, COCTOSMICH U3 9 n3onpeHmIoBbiX eaunull (Puc. 6).

HJC /ﬁ\

L T
HC™ N ICH CH=C—CH,—JH

© PQ-9

Pucynok 6. CtpoeHne MOIeKyJIbl IIaCTOXMHOHA

Penokc-akTHBHO 4acThIO CITY’)KUT OEH30XMHOHOBOE KOJIBIIO, 2 OOKOBAsH LIETIb
oOecrieunBaeT HaX0XACHUE MOJIEKYJIbI B THAPO(HOOHOM MaTpUKCE TUIAKOUTHOM MEMOpPAHBI.
YacTh MIacTOXWHOHA pacrosiokena B macroriaooymax (Tevini and Steinmiiller, 1985), Ho
TOJIBKO TIACTOXHHOH, JIOKAJTM30BaHHBIN B TWIIAKOHTHOI MeMOpaHe, SBIseTcs (POTOXMMUYIECKU
aKTHBHBIM, T.€. IPETEPIIEBACT OOpaTHMBbIE PEIOKC MpeBpanieHus. Ha Kaxplii peakIMOHHBIN
nentp ®C2 npuxoaurcs 5-10 moneky: [1X (Kirchhoff et al., 2000; Lichtenthaler, 2007). B

TUJIAKOUTHOM MeMOpaHe MJIACTOXWHOH MOXKET CYIIECTBOBATh B OJTHOM M3 TpeX peloKe hopm:
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OKucHeHHbIHN miactoxuHoH (I1X), 0IHOKpaTHO BOCCTAHOBJIEHHBIHN MJIACTOXHUHOH,
racroceMuxuHoH (I1X™) 1 MOJIHOCTBhIO BOCCTAHOBIICHHBIH (+ 2 3JIEKTPOHA, + 2 IPOTOHA)

wiactoxunou (ITXHz) (Puc. 7).

5 O (0} OH

0 O OH
Xuuon (Q) CeMUXHHOH- MapoxuHoH
aHHOH-~ (QH,)
pamskan (Q°)

Pucynok 7. Penokc npeBpaiieHus miacTOXMHOHA.

Kpome nuHeiHOT0 351eKTpOHHOTO TpaHcnopra, [IX-myn yuactByet B Q-1ukie, B
MKJIMYECKOM 3JIEKTPOHOM TpaHcmopte (Biggins, 1974) u B xnopoasixanuu (Casano, 2000,
Peltier and Cournac, 2002). Kpome Toro, 0 JHOKpaTHO BOCCTAHOBJICHHBIN CEMUXHHOH,
IUTACTOXMHOH, criocobeH BoccranasiuBarh kuciopoa (Khorobrykh and Ivanov, 2002). Taxske
IUTACTOXUHOH, @ UMCHHO TUIACTOTUAPOXUHOH, BBIMOJHSET aHTHOKCHIAHTHYIO (DYHKIIHIO,
HeWTpanu3ys cynepokcuanblid paaukai (Ivanov et al., 2007; Mubarakshina and lvanov, 2010;
Hundal et al., 1995, Kruk et al., 2003) u cunrietssiii kuciopos (Kruk and Trebst, 2008,
Gruszka et al., 2008, Kruk et al., 2016).

OKHCIUTEbHO-BOCCTAHOBUTEIbHOE cOCTOsTHIE [TX-1y/a urpaet BaKHYIO POJib B
JIOJITOBPEMEHHOM ajanTaiiuu pacTeHuii Kk ycimosusm ocsemienus (Yang et al., 2001, Escoubas et
al., 1995, Durnford and Falkowski, 1997), B nporekanuu State transitions (Allen et al., 1981,
Vener et al., 1998) u 6rocunTese kapotunou 0B (Steinbrenner and Linden, 2003). Kpome Toro,
OKHCJTUTENILHO-BOCCTAHOBUTEIbHOE COCTOsTHKE [TX-1yia BOBJIEUEHO B PETYISAIMIO SKCIPECCUH
xJytoporiactHeIx TeHoB (Zer and Ohad, 2003) u reHoB, KOAUPYEMBIX B Spe, HATPUMED,

ackopGarmepoxcuassl (Chang et al., 2004), cynepoxcuaancmyrassi (Slesak et al., 2003)

1.2.5. Humoxpommnuwiit b6/f komnnexc

[{uroxpomusrii b6/f KOMIUTEKC SBIISIETCS MIACTOXWHOH-TUTACTOIMAHWH OKCHIOPEIYKTa30i. DTOT
KOMIUTEKC, Kak U [IX-myin, GyHKIIMOHUPYET B IMHEWHOM TPAHCIIOPTE SJEKTPOHOB, IUKINIECKOM
TpaHcnopte U B Q-1HMKIIe, a TakKe y4acTBYeT B (POPMUPOBAHUU TPACHMEMOPAHHOTO MMPOTOHHOTO
rpaauenTta, Heooxoaumoro aiist cuate3a AT®. Psin kpuctaminaeckux CTpyKTyp ObUT TOJTydeH

JUTS IHaHOOaKTepHaIbHBIX IIMTOXpOMHBIX KoMiutekcoB (Kurisu et al., 2003, Yan et al., 2006,
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Yamashita et al., 2007). Komruiekc npeacTaBiseT co00i TumMep ¢ MOJIEKYJISIPHON MacCoi OKOJIO
220 x/la. OCHOBHBIMH CYObEAMHUIIAMH KOMILICKCA SBIISIOTCS: UTOXpoM D6, muToxpom f,
xene3zocepHblil 0estok Pucke u cyobeaununa IV, kpome Toro, B COCTaB BXOIAT MajIble
cyobenununinl PetG, Petl, PetM, PetN. Takske B cocTaB Kakaoro MoHoMepa utoxpomuoro b6/f
KOMIUIEKCa BXO/ST 1B MTUTMEHTA: XJIOPOPUILT U B-KapOTHH.

Lentp Pucke npencrasnsier coboii 2Fe-2S >xene3ocepHblii IIGHTp U ABISETCS
BBICOKOIIOTCHI[HAIBHBIM, YTO HE XapaKTepHO LIS JKeJIe30CepHBIX LeHTPoB. Llutoxpom b6
COJICPKUT JIBa HEKOBAJICHTHO CBSI3aHHBIX reMa D-Tura (HU3KOMOTEHIMAIbHBIN 1
BBICOKOTIOTCHIIMANBHBIN). [{uToxpom f koBaseHTHO cBs3bIBacT rem C-turma. [{utoxpomusiit b6/f
KOMIUIEKC IMEET aCCUMETPHYHYIO CTPYKTYpY: uToXpoM b6 u cyobeannuna |V npoHu3siBaroT
MeMOpaHy HaCKBO3b, OJTHa aMUHOKHCIIOTHAsI [enb nuToxpoMa f BHepsieTcs: B MeMOpany,
00pasys sIKOpb, F€M 3TOI0 LIUTOXPOMA PACIOI0KEH CO CTOPOHBI JitoMeHa. JKene3ocepHblit LIEHTP
Pucke Takke pacrnosiokeH ¢ JIOMEHAJIbHON CTOPOHBI U JIMIIb CJIETKa YTOIJICH B MEMOpaHy.

B muroxpomuom b6/f koMIuiekce pa3nmuyuaroT JBe BETBH MEPEHOCA DIICKTPOHA!
HU3KOTIOTEHIMAIBHYIO M BEICOKOTIOTCHIIMAIBbHYI0. MOJIeKyJa MOJTHOCTHI0 BOCCTAHOBJICHHOTO
IUTACTOXMHOHA (IIEPBUYHBIN IIACTOTMIPOXMHOH) CBSI3bIBAETCS B CaliTe CBA3BIBAHUS Ha
JIOMEHAJIbHON CTOpOHE (P-CalT WM TOHOPHBIN cailT) U nepeJaeT oJJuH JIEKTPOH K
KeJe30cepHoMY IIeHTpy Pucke, nanee Ha nuroxpom f u k miactoruanudy. Bropoit anekrpoH
1100 cpasy, 1ubo ¢ momoinbto cemuxuHona (Crofts, 2004, Forquer et al., 2006) nepenocutcst
CHayYaJia Ha HU3KOMOTCHIMAIBHBIN D rem, a 3aTeM Ha BHICOKOIOTEHIUAbHBIN reM. B n-caiite
(ax1enTOpHBIH CalT) CBS3bIBAHHS OKUCICHHBIH IIIACTOXUHOH JBaXK bl BOCCTAHABIMBACTCS JI0
IUIACTOTUIPOXHUHOHA AJIEKTPOHAMU C BBICOKOTIOTEHIMATIBHOTO D-rema, mpucoeuHss aa
NpOTOHA U3 CTPpOMBL. TakuMm 00pa3oM, FreHepUpyeTcsl BTOPUUHBIH miacToruapoxuHoH (Laisk et
al., 2016), koTopblil POXOAUT K JIFOMEHATbHOMY P-caiiTy (Baniulis et al., 2008) u nepenaer
OJIUH 3JIEKTPOH 4epe3 LeHTp Pucke Kk miacTonuanuHy, a Apyroi K HU3KOMOTEHIIUAIBHOM LemH.
B pesynbrare pynkunonnpoBanus Q-mukina 4 mpoToHa BBIACTSIOTCS B JJIOMEH B PE3YJIbTaTe
OKHCIICHHSI IEPBUYHOTO i BTOPUYHOTO IJIACTOTHAPOXHUHOHOB, T.€. Ha OJIUH JJIEKTPOH,

npuwmenmui k @C1, B ctpoMy BblIENSETCS ABa IPOTOHA.

1.2.6. Peakyuonnwiii yenmp ¢pomocucmemoi 1

Kommnexe ®C1 sBnsercs miaacTonranuH-PpeppeoOKCHH OKCUIOPETYKTa30i 1 OCYIIECTBIISET
HEepEeHOC EKTPOHA OT Iu1acTouuanuHa K ¢peppenokcuny. @C1 cocrout u3 19 cydbenunull B
BbICIINX pacTeHHsX (10 U3 KOTOPBIX SBISIOTCS KOHCEPBATUBHBIMU ISl IHAHOOAKTEpUi 1

BoiciuX pactenuit). Kommieke @C1, kak u ®C2, cocTouT u3 2 vacteii: 1) KopoBoii yactw,
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KOTOpasi COAEPIKUT KOPAKTOPHI FJICKTPOH-TPAHCTIOPTHOM IIEMH BMECTE C BHYTPEHHEH aHTEHHOM
CHCTEMOI, ¥ 2) BHEIIIHEH aHTCHHOM CHCTEMBbI, COCTOSILECH U3 POYKTOB TeHoB IhC.

Jiia @C1, tak xe, kak u s @C2, ObUIH MOTYYeHbl KPUCTAIUTMUECKHUE CTPYKTYPHI €
pasnuuHbM paspemeaueM (Jordan et al., 2001, Ben-Shem et al., 2003, Amunts et al., 2007,
Amunts et al., 2010, Mazor et al., 2015). Oanako, kak u B ciay4ae ¢ @C2, GOIBIIUHCTBO
cTpykTyp nomydero st @C1 tepModuiabHBIX OakTepuil. PeakiimoHHBINM IEHTP PaCcTUTETHHON

®C1 cocrout u3 12 cyowrenunui (Puc. 8). (Mazor et al., 2015).

Pucynok 8. Ctpoenue peakimonnoro nieatpa ®C1 (Mazor et al. 2015). A — Bux co

CTpOMaJIbHOM cTOpOHBI MeMOpaHbl. B — Opranuzanus murmentoB B @C1 — LHCI

CYTEepKOMILIEKCE.

Cyowsequnautst PSI-A, PSI-B, PSI-C BbICOKO KOHCEpBATUBHEI i OYCHD CXOXH Y PaCTEHUH
U IpyTuX (POTOCHHTE3UPYIONINX OPTaHU3MOB. DTH TPU CYOBEINHUIIBI COAEPHKAT BCE KODAKTOPHI
nepeHoca 31ekTpoHoB B @C1: I1700 (mumep X1 a, KOTOPBIH OCYILIECTBIISET pa3ieiieHUe
3apsioB), Ao (Mostekyna Xi a), A1 (bumtoxuHoH) u FX [4Fe-4S] xkene3ocepHsbiit kiaactep. Kak u
DC2, ®C1 comepKuT JBE MEMOYKH KOPAKTOPOB IMePEHOCA IIEKTPOHOB, IIPE/IIONATraeTCsl, 4To
TOJILKO OJTHA M3 3TUX IeTnel (yHKIIMOHUPYET NMPH JTMHEHHOM TepeHoce arekrpoHa (Guergova-
Kuras et al., 2001). Oxnako B paboTe Ha BOJOPOCIAX OBUIO BBIIBUHYTO MPEIIOIOKEHHAE O
(GyHKIHOHHPOBaHMH 000X (PUIIOXHHOHOB, T.¢. KopakTopoB obeux nerneii (Joliot and Joliot,
1999).

PSI-C 310 HEOOBIION OITOK, KOTOPBIN CBA3BIBACT TEPMUHAIBHBIC AKIIEITOPHI

anextpona — Fa u Fb, kotopsie 00a sisistorest [4Fe-4S] xkene3ocepubivu kiactepamu. PSI-D —
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cyobenuauna npumepHo 18 x/la, skcroHpoBaHHas B CTpoMy. DTa cyObeauHHIIa (POPMHUPYET
CalT cBsI3bIBaHMS QeppeOKCHHA, OBUIO TTOKA3aHO, YTO B3aUMOACHCTBHE MTPOUCXOIUT JIAXKE
MEKIy U30aupoBaHHoi cyonseaunuieit PSI-D u dpeppenokcunom (D) (Pandini et al., 1999).
PSI-E sBnsiercsa PSI-D mono6Ho# cyObeqMHUIEH, TAKKE IKCIIOHUPOBaHa B CTpomy. B
pPaCTeHUSX STUYMEHS IMOKa3aHO CYIIECTBOBAHUE CBSI3H MEXIY 3TOH CYObEeIUHUIIEH 1
deppenoxcun:HAID" okcunopemykraszoit (Andersen et al., 1992). B skcniepuMenTax ¢
UCIIOIb30BaHUEM MyTaHTHBIX pactenuit Arabidopsis thaliana, B koTopsix Obliia mmoaBieHa
SKCIPECCHsI OJTHOTO U3 IBYX I'eHOB, Koaupytouux PSI-E, Obut0 mokasaHo u3mMeHeHue (heHoTua
pacteHuii, cHkeHne pocta Ha 50%, BBICOKasi BOCIPUUMYHUBOCTD K (DOTOMHTHOMPOBAHUIO
(Varotto et al., 2000). PSI-H cyobeaunuiia Obliia HaliZieHa TOJIBKO B 3€JICHBIX BOJIOPOCIISIX U
pacrenusx (Sheller et al., 2001). Pacrenus apabuaorncuca, B KOTOPIX ObLT 3a0J0KHPOBaH
OHOCHHTE3 ATON CyObeIMHUIIBI, ObLTH Masio xu3Hecriocoonsl (Naver, 1999). bonee Toro, 3T
pacTeHus ObLIM HECITOCOOHBI K MpoTeKkanuto State transitions npu Bo3aeiicTBuu cBeTa
pasnuuHOro criekrpaibHoro cocrara (Lunde et al., 2000). IIporecc State transitions
3aKIII0YaeTCs B IepepacipeiesieHnn 4actu cerocoduparoieit antenast ®C2 (LHCII) mexny
OC2 u ®C1 npu npeanouTUTEILHOM BO30YKIEHUU OJTHOM WK Jipyroi ¢potocuctemsl. [lpu
orcyrctBun cyobenunuilpl PSI-H LHCII ocraercst okono @C2 npu ocemennn OC2-
cnennuduyabM cBeToM. PSI-L - mHTErpanbHbIi MeMOpaHHBIH OETOK ¢ MOJIEKYJISIPHOM Maccoi
npumepHo 18 k/la. MickyccTBeHHOE yaaieHne 3ToM CyObeIMHULbI IPUBOIUT TaKXkKe K MOTEpe
PSI-H, uro roBoput 06 ux npouHoi cBszu. PSI-1 cyObeaunmia, no-suanMomy, o0ecreurnBaeT
ces3b Mexay PSI-H u PSI-L (Jansson, 1996). PSI-F sBisiercst 6eikoM, 3KCITOHUPOBAHHBIM B
JIFOMEH, U CalTOM cBsi3bIBaHUs mactormanuna (Bengis and Nelson, 1977, Farah et al., 1995).
Pactenus Arabidopsis thaliana 6e3 3o cyObeIMHUIIBI TPAKTHUECKH HE 001aaf0T
KHM3HECTIOCOOHOCTRIO JTaske MpH HU3KOW mHTeHCHBHOCTH cBeta (Haldrup et al., 2000). PSI-N
Tak)Ke IKCIIOHUPOBaHa B JTIOMEH, Macca cyobeannuiibl mpumepno 10k/la. ucconumarus stoi
cyorenuauibl oT @C1 B pacTeHHSX IINMTUHATA HE OKa3bIBajia 3HAYUTEIIHHOTO BIUSHUS HA
tpancnopt snekrponos (He and Malkin, 1992). Onnako Ha TpaHCTEHHBIX PACTECHHSIX
apabugoricuca 6e3 9Toil cyObeMHUIIBI OBLIO MTOKa3aHO CHUYKEHUE CKOPOCTU BOCCTAHOBICHUS
I1700" mnacrormanunom (Haldrup et al., 1999). PSI-J — neGonbuioii 6enok, macca 4-5 x/la.
Buaumo, 0oCHOBHOH (yHKIIHEH 3TOro Oelka siBiisieTcst cradmiu3arus cTpyktypsl PSI-F. PSI-G u
PSI-K unTerpanbubie cyobenuuuiel 9 u 11 k/la, coorBeTcTBeHHO. [10 HEKOTOPHIM KOCBEHHBIM
AKCIIEPUMEHTaM OBUIH CIEIaHbI BBIBOABI O CBSI3U OTUX CYObEIUHUI] CO CBETOCOOUPAIOIITIM
komruiekcom OC1, Hanpumep, pu 00padboTKe, npuBoasIei K pazaenennto ®C1 u Lhca
aHTeHHbI mporcxoamio Takxke ynanenue PSI-K (Ikeuchi et al., 1990). Kpome Toro, B MyTaHTHBIX

pactenusix sumenst Viridis zb63, kotopeie MpakTHUECKH MOTHOCTHIO JntieHbl PC1, HO
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COXpaHsIOT cBeTocoOuparomryto anteHHY @C1, 3T CyObeTUHUIIBI TAKKE COXPAHSITUCH
(Knoetzel et al., 1998). ITozxke B padote (Jensen et al., 2000) cBs3b MeXTy CBETOCOOMPAOIICH
antenHor @C1 u PSI-K Oplna mokazana HanmpsaMmyto.

Kak u B ®C2, B ®C1 nornomierne GoToHa MPUBOANT K PA3ACICHHUIO 3apSAIO0B, T.€. K
ob6pazosanuto [17007, KOTOpKIiA 3aT€M BOCCTaHABIMBAETCS 3a CYeT Iuiacronnanuna. Tanee [1700°
nepeaaeT IEKTPOH Ha Ap — MOHOMEp XJIOpo¢uLIa a, KOTOPBIH, B CBOIO O4€pe/lb, IEPEIACT €ro
Ha MMPOYHO CBSI3aHHBIN (GrutoxuHOH. OT GHUIIOXMHOHA AIIEKTPOH mepenactes Ha [4Fe-4S]
KeJIe30CepHbIi 1eHTp FX. FX mepenaer 31eKTpoH Ha TepMUHAIbHBIC aKiienTopbl Fa u Fb,
KOTOpPBIE BOCCTaHABJIMBAIOT (hepPeOKCHH, OETIOK ¢ MOJeKysapHoi Maccoit 11 k/la, B cocTas
KOTOporo BxonuT 2Fe-2S sxene3ocepHuslii HeHTp. B pesynbrare BocctanoBnenuss HAJID ¢
ydactreM ¢eppenokcuna noj aeictsuem deppenokcua: HAJID okcupopeaykrassl 00pa3yercs
HA/I®H — koHeuHbIi TPOIYKT JIMHEHHOTO TPAHCIIOPTA 3JIEKTPOHOB.

Kpome nuneitnoro tpancnopta 351ekTpoHoB, @C1 BoBI€UEHA B IMKINYECKUN U
NCEBAOLUUKINYECKUI 3JIEKTPOHHBINA TpaHcnopT. [Ipy HUKINYECKOM TPaHCIIOPTE JIEKTPOHOB
npoucxoauT yBenudeHue odpazopanusi ATD 6e3 oopazoBanus HAJ[OH. C momeHnTa OTKpBITHSA
MUKINYECKOT0 AIeKTpoHHOTo TpaHcnopta (LI3T) no HacTosiero MoMeHTa HaKOIUIEHO OO0JIbIIoe
KOJIMYECTBO UH(OpPMALIMK O MEXAaHU3ME U POJIA IUKINYECKOT0 TPaHCIopTa (I1s1 0030pa cM.
Kramer and Evans, 2011). OcHoBHas npunsTas mozeib L[IT 3akmtodaercs B mepeHoce
251eKTpOoHOB 0T PC1 K OKUCIEHHOMY IIACTOXMHOHY, YTO B pe3yJbTaTe MPUBOJIUT K
00pa30BaHMIO TIACTOTUPOXUHOHA C MOTIIONIEHUEM JIBYX ITPOTOHOB U3 CTPOMBI XJIOPOILIACTA.
3aTeM IIaCTOTHUAPOXHUHOH OKUCIIAETCS C TOMOIIBIO IIUTOXpoMHOTO0 D6/f KoMITTEeKCa, pu 3TOM
JIBa TIPOTOHA BBIJEISIOTCA B ToMeH. HecmoTpst Ha Gomnbiioe BHUManue k [I9T, 1o cux mop
OCTaeTCs HE BBIICHEHHBIM KaKuM UMEHHO o0pa3oMm rnepenaercs 35ekTpoH oT PC1 k
MIacTOXUHOHY. [IpeanonararT, 94To 3TO MOKET MPOUCXOAUT MPSIMO depe3 heppeOKCHH U
npyrue Hebonbire Oenku, Takue kak PGR5 (Munekage et al., 2002) u PGRL1 (Hertle et al.,
2013) unu yepe3 HAJI®H neruaporenasy (Livingston et al., 2010, Strand et al., 2016). B
HOpMalibHBIX ycioBusx LIDT cocrasmser mpumepHo 10% oT MHEHHOTO TpaHCIopTa
anekTponos (Baker and Ort, 1992, Avenson et al., 2005). OnHako B HEKOTOPBIX YCIOBHSIX,
HarpumMmep, B HayajbHble 3Tansl porocuntesa (Joliot and Joliot, 2006) unu B orcyrctBue CO2
(Harbinson and Foyer, 1991) ckopocts LIDT 3HaunTeI5HO BO3pACTaET.

@®C1 Takke BOBJIEUEHA B TPAHCIIOPT AJIEKTPOHOB HA KUCIOPO/I, U KaK CIJICJICTBUE, B
o0Opa3oBaHHNe aKTHBHBIX (POPM KUCIOpOa (CM. J1ajee); JaHHBIN MPOIECcC BIEpBbIe ObLT MOKa3aH
B pabote Menepa (Mehler, 1951) kak oOpa3oBaHue nmepoKkcuIa BOAOPOIa THIAKOUAAMH Ha

CBCTY. PeaKum[ Menepa B PA3JIMYHBIX BHUAAX W IIPH PA3JIMIHBIX YCIIOBUAX MOXKET COCTABJIATE OT
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5 10 50 % ot obmiero Tpancrnopra anektpoHoB (Mubarakshina et al., 2010; Kozuleva and
Ivanov, 2016).

1.2.7. AT®-cunmasa

®epmeHT AT®-cuHTa3a UMEET YHUBEPCAIbHYIO Ba)KHOCTh KaK OCHOBHOM UcTOUHUK AT® Bo
BCEX TUIIaX OpraHu3MoB. B xyopomiactax B pe3ynbraTe GyHKIMOHUPOBAHUS JTUHEWHOTO,
UKINYECKOI0 TPAHCIIOPTA 3JIEKTPOHOB U Q-1MKIJIa TPOUCXOJUT MEPEHOC IPOTOHOB U3 CTPOMBI
B JIIOMEH ¥ (pOpMHpOBaHHE IPOTOHHOTO TPaINEHTa, KOTOPBIM NCIIONB3YeTCs ISl CHHTE3a
mosiekyn AT® u3 AJI® u dpocdara. ATD-cunTazbl OaKTEpHil, MUTOXOHAPHUI U XJIOPOIUIACTOB
oTHOCATCS K FoF1 Ty M cocTosT u3 nepudepudeckoit F1 1 memOpannoii F, wacreit. [Tomyuen
psia KpucTaunueckux ctpykryp ATd-cunTassl pasHbix opranusmos (Hausrath et al., 1999,
Gibbons et al., 2000, Menz et al., 2001, Kabaleeswaran et al., 2006, Bowler et al., 2007);
KPUCTAUTUIECKUX CTPYKTYp it ATD-CHHTA3bI XJIOPOTIACTOB BBICHIMX PACTEHUH MOIYYEHO
3HaunTenbHo MeHbie (Groth and Pohl, 2001). Fo cocTouT n3 cyObemuHHIIBI @, IBYX
cyowenuuuil b u 10-15 cyobeaunuil C, KOJIMIECTBO CYOBEIMHHUI] C 3aBUCHUT OT BH/Ia OPraHM3Ma
(s xsoporiactoB pacrenuit 14) (Varco-Merth et al., 2008). F1 cocrout u3 yepenyronuxcst
Ipyr ¢ apyrom 3o 1 3 cyObeIuHUL, pacloI0KEHHBIX BOKPYT CIIUPAIIHU Y-CYObEIUHULIBL, a
TaKKe 10 OJTHOH 0, e-cyobenunuiie. [Ipeodpa3oBanue sHepruu B porecce cuateza AT
MPOUCXOIUT B JIBa dTamna. [lepBblit aTam 3akirodaercs B Ipeodpa3oBaHUU TPaHCMEMOPaHHOM
Pa3sHOCTH MOTEHIIMAIOB B MEXaHUYECKYIO SHEPTHIO BPAIIEHUs «POTOPa, COCTOSILET0 U3 C-
CyOBEIMHHII U COETMHEHHBIX C HUMU Y- U £-CYOBEMHUI], BPAIIAIOIINXCSI BOKPYT HEMOIBHYKHOTO
«craTtopay, cocrosiiero u3 3a3poaz2b (6onee neransuo Weber and Senior, 2003, Manbsa, 2014).
Ha BTOpoM 3Tane nporcxXoIuT MpeBpalieHue MeXaHn4eCKOi SHEpriH BpallleHUs] B XMMUYECKYIO
sHepruto Makpospruueckux csizeil B AT®. Cunrtes ATO uz AJID u dpochata npoucxoaur 3a
cYeT KOH(OPMAITMOHHBIX U3MEHEHHH B KaTAIMTHYECKUX IIEHTPaxX, KOTOPbIE, B OCHOBHOM,

copmupoBansl cniupaisiMu 3-cyosenunui (Abrahams et al., 1994).

1.3. ATATITALIMS PACTEHUI K U3MEHEHUSM YCJIOBUI OCBEIEHUS

PacTeHus yacTo CTalKUBAIOTCS C U3MEHEHUSIMU B KAU€CTBE M KOJIMYECTBE Ma/Ial0IEero cBeTa:
U3MEHEHHE OCBEIICHUS B TEUCHUHU JHS, 00JIaYHOCTb, 3aTEHEHHOCTh APYTMMHU PACTCHUSAMH U T. 1.
Bce a10 npuBeno k popMupoBaHuio B (OTOCHHTETUYECKOM anmnapaTe pacTeHuil 60JIbIIOro

KOJIMYECTBA agallTalMOHHBIX MEXaHHU3MOB.
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[Tpu nmepeB030YyXACHUU HNEKTPOH-TPAHCTIOPTHOHN IIeNH (HAIPUMEp, MPU YBETUICHUH
MHTEHCUBHOCTH CBETA) PACTEHHSI HE CIIOCOOHBI HCITOJIB30BaTh BCIO MOJIYYaeMYIO SHEPTHIO B
(bOTOXMMHUYECKUX PEaKLUAX, YTO MPUBOAUT K Bo3pactanuto npoaykiun ADK. B takux
YCIIOBUSIX PACTEHHsI CIIOCOOHBI K akTUBalK HeoToxumuueckoro tymenus (HOT)
(Puthiyaveetil et al., 2012) uzosiTounoi 3Heprun Bo3oyxaenus. HOT npencraBineHo
HECKOJIbKUMH IPOIIECCaMu: MEXaHM3M dHepro3aBucumoro tymenus qE (Ruban et al., 2012),
nporiecc state transitions qT u GpoTouHrHOMpPOBaHKE, KOTOPOE 3aKIFOYAETCs B paspymieHnn D1
oenka @C2. Mexanu3mebl E perynupyroTces ¢ moMonibpo n3mMeHenus pH imromena. B pazputue
gE BHOCAT BKIJIaj mpoToHHpOBaHKue PSbS Oenka u BUOTaKCAHTHHOBBIH UKII. 3aBUCUMOCTH PSHS
oT pH cBs3aHa ¢ HAIMYKMEM B €0 CTPYKTYPE KHCIOTHBIX OCTATKOB C JJFOMHHAJIBHOM cTOpoHbI (LI
et al., 2004). IIporonupoBanue PsbS Genka Bireyer 3a co60ii KOH(GOPMAIMOHHBIE H3MCHEHHUS B
6enke Lhch4 (Ahn et al., 2008, Betterle et al., 2009), B3aumoaeiictByromum ¢ PSbS 6exom.
Kondopmannonnsie n3meHenus 6enka Lhch4 npuBoasT K peopraHu3aiiiy CBETOCOOUPAIOIIETO
komiuiekca @C2. BuosakcaHTUHOBBIN IUKJI 3aI1yCKAaeTCs IIPU NPOTOHUPOBAHUU
BHOJIAKCAHTHUH/ICIMIOKCH/Ia3bl, KOTOPast yCKOpsieT cuHTe3 3eakcanTrHa (Morosinotto et al., 2002,
Nilkens et al., 2010), HakoIIeHHE KOTOPOTO MPUBOIUT K YBEITUYCHUIO TUCCUTIAIIUHN H30BITOYHON
suepruu B Temio (Ruban et al., 2012). IIpeBpaienue BHOIaKCaHTHHA B 36aKCAHTHH - OBICTPBIM
MPOLECC, B TO BpeMs KaK penakcaius 3Toro komrnonenra HOT sBisieTcs JuTeabHbIM
IIpOLIECCOM U 3aHuUMaeT 1-3 yaca.

[Ipu nuTensHOM BO3/IEHCTBUU CBETA BHICOKOW MHTEHCUBHOCTH MPOUCXOINT 3aITYCK
JIOJITOBPEMEHHOM a/lanTaliuy pacTeHuid. BakHyI0 poJib B alaliTAllMOHHBIX MPOIECCaxX UTPaeT
doTocuHTETUYECKAsl aHTEHHAsI CUCTEMa, KOTOpast y4acTBYET U B CBETOCOOpE, U B 3aLUTE
dboTocuHTETHUECKOTO amnmapara. PerynupoBanue abcopOIIuu CBETOBOM YPHEPTUU MOKET
IPOUCXOAUTH B KOPOTKHE BpeMeHa: mporecc State transitions, koTopslii 3akirouaetcst B
nepepacnpesieieHny 4acTu aHTeHHOH cucteMbl DC2 Mexay nByms GOoToCUCTEMaMH, U B Ooliee
JUIUTETbHBIE BPEMEHA: JJOJTOBPEMEHHAs! aJanTallks 3a CUeT TPAHCKPUIILIMOHHON U

TPAHCIIAIUOHHOMN perysiuu dKcrpeccuu reHos Iheb.

1.3.1. State transitions

I[Mporiecc «state transitions» mpeacrasiseT OO0 KPaTKOCPOUHYIO aTaITaIHEO
(OTOCHHTETHYECKUX OPTaHU3MOB K H3MEHEHHSIM B CIIEKTPAIbHOM COCTaBE CBETA M 3aKIII0YAETCS
B MUTPAIIUU CBETOCOOUPAIOIIETO MUTMEHT-0eMKoBoro koMiuiekca ¢porocucremsr 2, LHCII,
mexxay @C2 u ®C1 nox aeiictBuem cBera. State transitions — mporiece, TOUCTHHE, YHUKATbHBIH,

MOCKOJIbKY XapaKTepHU3yeT MIPOCTPAHCTBEHHOE MepeMEIEHUE MTUTMEHT-0ETKOBbIX KOMIUIEKCOB.
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N36BITOK CBETa, KOTOPBIN MPEBBIIIAET BO3MOKHOCTH JIEKTPOHHOT'O TPAHCIIOPTA, MOKET
IPUBOAUTH K (POTOMHTHOMPOBAHHUIO, T.€. TOBPEKACHUIO (DOTOCHHTETHUECKUX KOMIIOHEHTOB 10
neiicrBuem cBeta. [Iporekanue State transitions mosBosieT mepepacipeaeinTh SHEPTUIO
BO30YKACHUS MeXKAY (OTOCUCTEMAMHU, YTO HEOOXOAMMO I ONTUMM3AINH [Ipoliecca
¢doTocuHTE3a B HOBBIX YCIOBHSX.

B BBICIINX pacTeHUsX JMIIb HeOoubIas yacth BHenHero myna LHCII (15-20% ot
o0rreii anTeHHBI) yaacTByeT B State transitions (Delosme et al., 1996), Toraa kak B BOAOPOCIISAX
MIPaKTUYECKH BCS cBeTocoOuparomas anteHHa Murpupyet ot @C2 k ®C1 u o6partHo.

Ha pucynke 9 npejcraBieHa Kiaccuieckas cxema nporekanus state transitions: mpu
OCBEIICHNH OJMKHUM KPAaCHBIM CBETOM, BO30Y)KIAIOIINM MPEUMYIIECTBEHHO PEaKIIMOHHBIC
neHTpsl (PI) @C2, nnu B 1pyrux yCcIoBUAX, TPUBOASIINX K MPEAIOUYTUTEILHOMY
B030yxaeHuto PL{ ®@C2 no cpaBuenuto ¢ PL{ @C1, ypoBens BoccTanoBnenus [1X-myna

3HAYUTCIIBHO YBCIUYNBACTCA.

NADPH

NADP*
State 1 &

State 2 Stroma ..,

Pucynok 9. Cxema nporekanus nepexona state 1 — state 2, 00yciioBII€HHOTO aKTHBalIUEH

depmenta STN7 kuHa3bl, 1 nepexoja state 2 — state 1, o0ycinoBieHHOro akTuBanueil pepmenra
PPH1/TAP38 docdarassr.

[TepeBoccranoBnenHoe cocrosiaue [1X-myna mpuBoauT k aktuBanuu STN7 KrHA3HI
(Bellafiore et al., 2005), koTopas npuBoauT k hochopmmuposanuto cenxkos LHCII (Bennett,
1979). Ilpeanosnararot, 4TO aKTUBAIUS KMHA3bI IPOUCXOAUT NpH cBsi3biBaHuu [IXH2 B p-caiite

uroxpomuoro b6/f kommtekca (Vener et al., 1997, Zito et al., 1999). ITocne
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dochopmmuposanus 6enkos, LHCII muccommupyer or @C2 u cpsazbiBaercs ¢ @C1, Takoe
cocrosinue Has3biBaercs state 2, cocrosiaue 2 (Puc. 9). Ipu murpanuu LHCI k @C1 npoucxoaut

nepepacnpeziesieHne 3Hepruu Bo30YKIeHUSs, UTO MPUBOAUT K okucienuto [1X-myna.

= . Py |

¥

2. LHCII

& dissociation
g D + 5 LHCl

Phospho-LHCII aggregate

reassociation

major LHCII

1. Megacomplex A . & bmmorl.ll(’ll

division :; "
N &F-

PSI-LHCI/II supercomplex

PSIH-LHCI supercomplex

PSII-LHCII megacomplex

Pucynok 10. ®opmupoBanue coctosiHus 2, 00ycinoBiieHHOe GochoprinpoBaHueM

6enkoB LHCII u ux murpaiueii or @C2 k ®C1 (Minagawa, 2013).

[Iporecc MUrpany aHTEHHBI SBJISETCS OOpATHMBIM: OKUCIIeHHOE cocTosiHue [1X-nyna u
npeanouTuTenbHoe Bo3oyxaeane @C1, Hanpumep, pH OCBELICHUN JaJTbHUM KPAaCHBIM CBETOM,
B030yxaatomuM npeumyuiectseHHo PLI @C1, npuBoasrt k aktuBanuu ¢pepmeHTa hocdarasbl
PPH1/TAP38 (Pribil et al., 2010, Shapiguzov et al., 2010) u gebochopunupoBanuio OEITKOB
LHCII. BeposiTHO, KMHAa3a TIPX 3TOM MEPEXOANT B HEAKTUBHOE COCTOSIHUE,
nedochopmmposanne 6enkoB LHCII mpusoaut k murpanuu LHCII o6patHO k @C2. D10
cocTosiHME Ha3biBaeTcs coctosinue 1 (Statel). Dra knaccuveckast MOJIEIb SIBISIETCS YIPOIICHHOM.
Panee Gb110 IOKa3aHO, YTO CTpOMaNIbHBIE JTaMellIbl, oborameHHsle PC1, conepxkar 60bIIe
dochopmmposarnabx LHCII o cpaBHeHHIO ¢ TpaHanbHON (pakiiueit, koTopas odoramieHa
®C2 (Kyle et al., 1983, Bassi et al., 1988). Ognaxo B 60see MO31HUX paboTax OBLIO MMOKA3aHO,
yt0 (hochopunupoBanusie 6enku LHCII TpumepoB BeTpeuaroTes Bo Beeil TUIAKOMAHOMN
MeMOpaHe, T.€. U B rpaHax, oboramienusix ®C2, u B mamesiax, odoramenusix @C1 (Tikkanen et
al., 2008, Grieco et al., 2012, Leoni et al., 2013). Takum 06pa3om, KraccuuecKast TCOPHS HE
MOJKET MOJTHOCTHIO OOBICHUTH (PU3UOTOTHIYECKYIO POJIb 00paTuMoro (ochoprmpoBaHus
LHCII. bonee Toro, knaccudeckas Teopust ocHoBaHa Ha pacnpeaenenud @C1-LHCI u &C2-
LHCII B pa3nu4HbIX 001acTIX TUIAKOHa, 0qHaKo, BuIuMo, @C2 u ®C1 sHepreTuuecku

CBsI3aHBI Yepe3 00IIyI0 CBETOCOOHparoIyto aHTeHHY, coctosmyto u3 LHCII tpumepos (Grieco
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etal., 2015) u cymecTByeT 3 PEKTHBHBIN MIEPEHOC SHEPTUU BO3OYKICHUS MEXKIY ABYMSI
dorocucremamu (Yokono et al., 2015).

B pa6ore Wientjes et al., 2013a 65110 nokazano, uro LHCII-rpumMepsl cBsi3aHbl ¢ 00euMu
dorocrucTeMaMu B OOJIBIIIMHCTBE CBETOBBIX YCIOBHI U TOJILKO OCBEIICHUE JATbHUM KPACHBIM
CBETOM HJIM 00paboTKa CBETOM BBICOKOM MHTeHCUBHOCTH NpuBoaUT K Murpauuu LHCII ot ®C1
K @C2, 4T0 MpOTUBOPEUUT 001IeMy npeamnooxeHuto o Tom, yto LHCII csa3an ¢ @C1 Tonbko
IpU KPaTKOBPEMEHHOMW a1l TallHy.

Jlo cux Top 710 KOHIIa HEPEIIEHHBIM OCTAETCs BOIIPOC O TOM, KAKUE MMEHHO OCJIKU
y4dacTByoT B State transitions. C momoIipko UCroib30BaHMsI MyTaHTHBIX PACTCHUI ¢
yMEHbIICHHBIM cosiepxkanneM oenkoB Lhchl amiLhcbl u Lheb2 amilhcb2 610 nokazano
KOMILTUMEHTApPHOE, HO OTJIMYHOE ydacThe 3TuX OenkoB B State transitions (Pietrzykowska et al.,
2014). Lhcb1 6emok BaskeH [uist pacCTBIKOBKH I'paH mpH (pochopunupoBanun 6eakos LHCII-
TpuMepa, B To Bpems kak Lhch2 6enok Heooxomum s crekuara LHCII-rpumepa ¢ ®C1
(Pietrzykowska et al., 2014). B psige mozeneii gaxe mpeanoaraioch yaactie M u S TpuMepoB B
npoiiecce State transitions (Dietzel et al., 2011, Minagawa, 2011) B nonosiuaenue k L-tpumepy. C
oaHO# ctoponbl, Lhch3, kotopsiit siBisieTcst KoMmoHeHTOM M-Tpumepa, He 0OHapyKUBAETCS B
CTpOMAJIBHBIX JlaMeiiax B cocTosuuu 2 (State 2) (Bassi et al., 1988) u B cocraBe KoMILIekca
®C1-LHCII (Galka et al., 2012). C apyroii cropossl mipu Statel — state2 nepexozie B HEKOTOPBIX
paborax (Kouril al., 2005) nabmronanocs ymensienue ¢ppakiuun C2S2M2 u yBenndenue
dbpaxuu C2S2M1, sTo HabmoaeHue npeanonaraetT murpamuio M-tpumepa ot @C2. Kpome
TOT0, B MyTaHTax C 3a0JIOKMPOBAaHHBIM CHHTE30M LhCh3 He Habr01a710Ch MPSIMOTO BIIMSHUS HA
npoTeKkaHue mpoiiecca State transitions, ogHako cKOpoCTh MpoIecca HECKOIBKO YBETHUNBAIACH
(Damkjaer et al., 2009), uTo MOXeT OBITh CBSI3aHO C YBETHUEHHBIM cojepskanuem Lhcbl Genka B
3TUX MYTaHTaX U, TAKUM 00pa3zoM, ¢ O0JIbIIMM KondecTBOM cyoctpara st STN7 kuHa3bl.

B ornmume ot knmaccudeckoi MozenH, B 0oJee MO3AHNX padoTax ObUIO MOKa3aHo, YTO
dochopunmpoBanue He orpaHUYEHO L-TprMepom, HO IMEeT MECTO | JUIS JPYTUX TPUMEPOB,
KOTOpBIE, OJIHAKO, OCTAIOTCS B cocTaBe cynepkomiuiekca @C2, mokasbiBasi, 4TO
bochopunupoBanus HegocTarouro s auccoraimu LHCI ot ®C2 (Wientjes et al., 20130,
Tikkanen et al., 2010, Mekala et al., 2014) u HeT npsIMOii KOPPEIAIIH MEKIY CTETIEHBIO
bochopunrpoBaHus CBETOCOOMpaArOIIUX OSIIKOB U MpoTeKaHueM State transitions.

Taxum 00pa3oM, 10 CUX MOP OCTAETCS 10 KOHIIA HEBBISICHEHHBIM MEXaHHU3M MPOTEKAHUS U

perysiuu State transitions (riasa 3.5).
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1.3.2. ﬂOJZZO@peMeHHa}Z adanmauuﬂ K USMEHEHUAM 6 YCIIOBUAX OCBEUIEeHUA

[Tpu 7ONTOBPEMEHHOM afanTaiy BRICIIUX PACTCHUN K YCIOBUSM BBICOKOW MHTEHCHUBHOCTH
CBETa MPOMCXOIUT YMEHbIIcHHE pa3Mepa antennsl @C2 (Ballottari et al., 2007, Wientjes et al.,
2013B), uTO MPUBOAMT K YMEHBIIEHUIO a0COPOLIMN CBETOBOW YHEPTUU H MIPEJOTBPALICHHUIO
nepeocctanHoBieHust TLL. IIpu 1o1roBpeMEHHOM YBEIMUYEHNN HHTEHCUBHOCTH CBETA YPOBEHD
Lhcbl, Lhch2 6enkoB perymupyercs cuibHee, yeM ypoBeHb O0enka Lhch3. B MunopHoii antenHe
TaKKe, Mo-BUAUMOMY, KoirdecTBO LhCh6 ymeHbIaercsi, B To BpeMst Kak KOJHYECTBO OEIIKOB
Lhcb4 u Lhch5 ne uzmensiercs (Ballottari et al., 2007, Wientjes et al., 2013B). B To Bpemst kak
ornomenune LHCI/®C2-kop mensercs, ornomenne LHCI/®C1-kop ocraercs HensmeHHbIM. B
paboTe ¢ pacTeHUsIMH TUKOTO TUIA OBUIO OIEHEHO, YTO MPH BHIPAIIMBAHUN PACTCHUHN TPU
OCBEIIIEHHH CBETOM HHTEHCHBHOCTBIO 20 MKMOIIB KBaHTOB/ M>c oTHomenne LHCII Tpumepos Ha
OJIMH JTUMEP PEaKIMOHHOTO IIEHTpa (POTOCUCTEMBI 2 B CPEIHEM COCTAaBIISACT 7.4; IPH OCBEUICHUN
CBETOM MHTEHCHBHOCTBIO 100 MKMOJIb KBaHTOB/ M°C — 4.8; TIpH OCBEIIEHUH CBETOM
nHTeHCHBHOCTHIO 800 — 1100 MxMons kBanToB/ M%c — 3.8 (Kouiil et al., 2013).

PerynupoBanue pazmepa anreHHsl @C2 npu T0JITOBPEMEHHON a/IalTalluy TPpeOyeT
peryiaupoBaHus OMOCHHTEe3a cBeTocooupatromux 0eskoB @C2. B paboTe ¢ MyTaHTHBIMU
pacreHusMu stamenst, uiieHHbME OC1, ObUTO MOKa3aHO, YTO YMEHBIICHUE pa3Mepa aHTCHHBI
®C2, ocymiecTBisieMoe myTeM mnoaaBieHust OnocuaTe3a 6enkos Lhebl, Lheb2, Lheb3 u Lheb6,
MPOMCXOIUIIO B OTHX PACTCHUSX Ha 3Talle TPAHCISIIMU, B TO BpEMsI KaK H3MCHEHUII B
TPAHCKPHUIILIUHU F'eHOB 00HapyxeHo He Obuto (Frigerio et al., 2007). Oxqnako ocTaetcs He
BBIICHCHHBIM Ha KaKOM 3Tare OMOCHHTE3a OSJIKOB MPOUCXOIUT PETYJISIHs pa3Mepa aHTCHHBI
®C2 y pacrenuit nukoro tuna (riasa 3.3).

JInst ToATrOBpeMEHHOM TaKKe, Kak U sl KpaTKOBPEMEHHOH peryJIsiiiug
(YHKLIMOHHPOBAHHUS CBETOCOOMPAIOIINX KOMILIEKCOB, T.¢. State transitions, eHTpanbHy0 pojb
UrpaeT OKUCIUTEILHO-BOCCTaHOBUTEIbHOE cocTosiHue [1X-mymna (Escoubas et al., 1995, Chen et
al., 2004, Frigerio et al., 2007). ITpu noxaBnexunn sxcrpeccun STN7 KuHA3bI B PACTCHHUSIX
Arabidopsis thaliana npoucxomut He TonbKo moaapiaeHue State transitions, Ho u HapymaeTcs
nepecTpoiika (POTOCHHTETHUECKOT0 armapara, HeoOXoIuMast JUTsl TPOTEKaHMs aaanTalum
pacTeHHit K JOJArOBpEeMEHHOM MoBbIIeHHOM ocBemennoctr (Bonardi et al., 2005; Tikkanen et
al., 2006, Pesaresi et al., 2009, Bergner et al., 2015). Takum o6pazom, STN7 kuna3a, pearupys
Ha OKHMCJIMTEILHO-BOCCTAHOBUTEIbHOE cOcTOsiHHUE [1X-1Tynia, MOXKeT ObITh IICHTPAIEHBIM 3BEHOM
Y TP KPAaTKO- ¥ MIPH JIOJITOBPEMEHHOM PETyJISIIUU CBeTOcOOpa Ha ypoBHE aHTeHHBI DC2.
MoxeT OBITh BBIIBHHYTO, KAK MUHUMYM, TPH TIPEATIONIOKEHHS O TOM, KakuM oopazom STN7

Y4acTBYET B PETYIISILIMK JOJITOBpEMEHHOMN afanTtanuu: 1) hochopunnpoBaHHOE COCTOSIHHUE
32



LHCII camo no ceGe siBisleTCsl CUTHAIIOM, 2) KOH(OpPMAIIMOHHBIE U3MEHEHHS TUIIAKOUIHOM
MeMOpaHbI, CBA3aHHBIC C MpoTeKaHueM State transitions, MOryT HHUITMUPOBATH CUTHAI, 3) MOXKET
CYIIIECTBOBAaTh KaKOW-TO HEM3BECTHBIN OEJI0K-CEHCOP, KOTOPhIi akTuBHpyeTcss STN7 kuHa30# 1

ABJIACTCA, TAKUM 06pa30M, CHUTHAJIOM.

1.4. PETVIIATOPHAS POJIb ITVJIA INTACTOXWHOHA ITPU ATATITALINN
PACTEHMU K YCJIOBUAM OCBEIEHMA

JIumutupyromeii ctaauei anekTpoHHoro Tpancnopra or PC2 xk OCI1 (1mpu 0TCYTCTBUU
JMMHUTUPOBAHHS HHTCHCUBHOCTBIO CBETA) SIBIISICTCSI CTa/INsl OKHCIICHUS BOCCTAaHOBJICHHOTO
IUIACTOXWHOHA, IUTACTOTHIPOXHHOHA, IIMTOXPOMHBIM D6/f kommekcoM. OKUCIUTETBHO-
BOCCTaHOBHTEIILHOE COCTOSIHUE ITyJIa TNIACTOXMHOHA 3aBUCUT OT criocooHoctn ®C2 noHupoBaTh
a5ekTpoHbl U criocoOHocTr PC1 akuenTupoBaTh 3JIEKTPOHBI, IMEHHO [TOTOMY OTHOILICHHE
okucienHoro miactoxuHoHa (I1X) k Bocctanosnennomy (IIXH2) ciyxurt xopouum
WH/INKaTOPOM PaBHOBECHS MEX/y MOTJIOIIEHHEM CBETA U CKOPOCTHIO SJIEKTPOHHOTO
TpaHcnopTa. OKHCIUTENFHO-BOCCTAHOBUTEIbHOE cocTOsiHHUE [1X-1yna siBisieTcss OCHOBHBIM
PETYJIATOPHBIM KOMIIOHEHTOM B KOPOTKO- M JJOJITOBPEMEHHBIX OTBETAaX Ha U3MEHEHUS B
YCIOBHSIX OCBEIICHUS, TaKUX Kak State transitions u usmenenue cunreza ®C1 u PC2 Genkos
(Allenetal., 1981, Yang et al., 2001, Fey et al., 2005, Pesaresi et al., 2011, Lepetit et al., 2013).
Bb110 TOKa3aHO, YTO OKUCIUTEIBHO-BOCCTAHOBUTENBHOE cocTosiHue [1X-myma
perynupyer skcnpeccuto PSaAB u psbA, kopossix cyobeannni cootrBerctBeHHO DC1 u OC2, a
takxe skcrpeccuro rera Ihchl, kogupyromiero 6emox antenasr ®C2 (Escoubas et al., 1995,
Pfannschmidt et al., 1999, Tullberg et al., 2000, Pfannschmid et al., 2001, Chen et al., 2004). B
pabote (Adamiec et al., 2008) 6b110 MOKa3aHO, YTO cpeau uccieaoBanubix 24000 reHoB
sKcrpeccus 663 n3MeHs1ach Mo AeiicTBHEM BBICOKOTO cBeTa. Dkcnpeccust 50 U3 3TUX reHOB
M3MEHSIaCh B OTBET HA M3MEHEHUE OKUCIIUTENIbHO-BOCCTAHOBUTENBHOTO cocTostHus [1X-myna.
Jlyig n3y4eHus ydacTus myJsa IJIaCTOXMHOHA B peryyisiiuu pazmepa anteHHsl PC2 y
BBICIIMX PACTECHHI MPOBOMIN SKCIIEPUMEHTHI ¢ HCIob30BaHueM Viridis zb63 — myTaHTHBIX
pactenuii sumens (Hordeum vulgare), mumennasix @C1, HO coXpaHAOIMINX QYHKITHOHATBHO
axtuHyto ®C2 (Frigerio et al., 2007). B ycnoBusix orcyrctust @C1, myin miacTOXHHOHA ObLT
NEPEBOCCTAHOBJICH Ja)Ke TIPU HU3KOW MHTEHCHUBHOCTH cBeTa. MyTaHTHBIE pacTEHUS B TAKUX
YCIIOBUSX MMEIH MHHUMAJIBHBINA pa3Mep anTeHHbl @C2 1 He ObUH CITOCOOHBI K JaTbHEUIIEMY
YMEHBIICHHUIO pa3Mepa aHTEHHBI ITPH NEPeXo/ie K BICOKOW MHTEHCUBHOCTH CBETA. DTH JaHHbIE
MOJTBEPKIAIOT TOT (PAKT, 4TO OKUCIUTEIHFHO-BOCCTAHOBUTEIFHOE COCTOSIHUE ITyJIa

IUTACTOXMHOHA CITYKUT KJIFOYEBBIM 3BE€HOM B PEryJIsiuu pa3mepa anteHHbl DC2.
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OpHako 0 cUX MOP OCTAETCsl HEBBISICHEHHON MOJIEKYJIIpHas IPUPOJa CUTHAIA,
IIOCTYIAOIIETO U3 IyJIa IUNIACTOXWHOHA ¥ MHULIMMPYIOLIETO ajanTalliOHHbIe n3MeHeHus. Panee
ObU10 1oKa3zaHo, uTo [IX-myn BoBiieyeH B 00pa3oBaHue IEPOKCUAA BOLOPOIa BHYTPU
TUJIAKOUIHOM MeMOpaHsbI (M. fanee). MoXKHO NpeAroyoknTh, YTO EPOKCU] BOAOPOAA,
oOpa3zoBanHbIi npH ydactuu [1X-myrna, nepenaetr nudopMaIuio 06 OKUCIUTEIHHO-

BOCCTAHOBHUTCIIbHOM COCTOSAHUHA U ABJIACTCA HOCUTCIICM CUT'HAJIA OT ITyJia IJIACTOXWHOHA.

1.5. OBPABOBAHUE AKTHBHBIX ®OPM KHCJIOPOJIA B XJIOPOIUIACTAX
BBICIINX PACTEHUI

B ocrHoBHOM cocTostnuu Mosekyia Oz UMeeT JIBa HeCIIapeHHBIX AIEKTPOHA, JTOKAJTM30BaHHBIX Ha
Pa3IMYHBIX PA3PHIXISIOUINX OPOUTANIAX (TPUILIETHOE COCTOSTHUE). BONBIIMHCTBO OpraHU4YeCcKIX
MOJIEKYJI HaXOJIUTCS] B CHHIJIETHOM COCTOSIHMH, YTO OTPAHUYUBAET UX CIIOHTAHHYIO PEaKIIHUIO C
MOJIEKYJIaMH KHCIOPOAA, M 3TO SBISIETCS OJaronpusATHBIM (PaKTOPOM IS )KU3HH OPraHn3Ma.
Opnaxko psig GopM Kuciopoaa 061agaroT O0IbIIeH peaKIIMOHHONW CITIOCOOHOCTRIO: OHH
Ha3bIBAIOTCS akTUBHBIME Popmamu kuciopoaa (ADPK). K ADK otHocAT: cynepoKcuIHbIN
annoH pagukai (O2) U ero NpoOTOHUPOBAaHHYIO (hopMy, MepruapokcuIbHbIH pagukan (HO?'),
nepoxcny Bogopona (H207), ruppokcunsablii pagukan (HO'), currnernsiii kucnopox (102), a
takke rugponepokcusl (ROOH) u panukanel opraHM4eCKUX MOJIEKYII: IEPOKCHUIHBIN pajnuKa
(ROO") u ankokcuibHbli paaukai (RO).

B xnoporiactax BeICHINX pacTeHUN MOTYT 00pa30BBIBATHCS BCE BHINIETIEPEUNCICHHBIE
(GOpMBI aKTHBHOTO KHCIIOPO/IA, TPH ATOM 3HAUUTEIbHAs TeHEePaIHs CHHTIIETHOTO KACIOpOo/Ia
BO3MOYKHA TOJIFKO B THJIAKOMIHBIX MEMOpaHaxX, IIOCKOJIBKY B HUX COCPEIOTOUYEHBI MOJIEKYITBI

XJIopoduIa.

1.5.1. @omocucmema 2

B HOpManbHBIX (PU3MOIOTHYECKUX YCIOBHSX CTPYKTYpHO-(DYHKIIMOHAIBbHAs opranu3anus OC2
HE JIONyCKaeT IepeHoca 3JIEKTPOHOB U dHEpruu 0T KomrnoHeHToB P C2 Ha kucnopoa. [Tostomy
iN Vivo, a Tak)Ke B U30JMPOBAHHBIX HHTAKTHBIX XJIOPOILIACTAX U B HEMOBPEKICHHBIX
tunakonax, ®C2 He BHOCHUT 3aMeTHbIH Bkian B npoaykimio ADK Ha ceety (Asada et al.,
1994). Cunenemmwuii kucniopoo, ‘Oz, B Xj10pomnaacTax o6pasyercs IOYTH MCKIIOUHTENLHO HPH

. 3 . )
B3auMoieiictBuu “O2 ¢ MoJieKyoi xstopoduiuia (Xi1) B TPUIUIETHOM COCTOSHUU (peakius 1):

3Xn+3%0; » Xn + 10, (1).
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epenoc >uepruu ot *Xu1 Ha 302 npoucxoauT oueHb 3pHEKTHBHO: KOHCTAHTA CKOPOCTH
TYIIEHUS! KUCIOPOIOM TPHUILIETHOTO COCTOSIHUS (DOTOCEHCUOMIIN3aTOPOB B pacTBOpax OIM3Ka K
10° M*c™%, u xBanTOBBII BBIXOA reHeparuu gocturaet 80% (0630p: Krasnovsky, 1994).
OnHAaKO KBaHTOBKIH BEIX0/ reHepamyy ‘O, B MHTAKTHBIX XJIOPOILIACTAX 110 OIIEHKAaM B paboTe
(Krasnovsky, 1994) cocrasnser 0,1%.

Cynepoxcuonulil paduxan obpa3yercs B pe3ysbTaTe MepeHoca IEKTPOHA Ha MOJICKYITY
O2. B dbparmenTax TumakougHeIXx MeMOpaH, oboranieHHbIX PC2 u moutn He coaepxamux OCl
(DdC2-membpanax), reneparus Oz B onTUMaNbHBIX 111 PyHKIMoHUpOoBaHUS DC2 yCcrnoBusIX
ObLTa OYCHb MaJia WM BooOIIe He Habmonanacs (Ananyev et al., 1994). Korna
(YHKIMOHUPOBAHUE BOAOOKHCISIONIETO KOMILIEKCA HApPYIIEHO CHEeHaIbHBIMI 00paboTkamu, a
JIOHUPOBAHUE JIEKTPOHOB K P680™ MpOUCXOMUT OT HCKYCCTBEHHBIX JOHOPOB, CKOPOCTh
obpazoBanus O2" mMoxer gocturath 10 — 20 mrmois O™ /Mr Xi1 B 4ac, 94TO COCTABIISIET MCHEE
1% ot MakcHMaJbHO TIOTCHIMAIBHON CKOPOCTH 3JICKTPOHHOTO TPAHCIIOPTA B ATHX Mperaparax B
NPUCYTCTBUH 3P GEKTUBHBIX HCKYCCTBEHHBIX aKIIEITOPOB 21eKTpoHOB (Ananyev et al., 1994;
XopoOpsIx ¢ coaBT., 2002). Takum oOpa3zoM, HabJIIOJa€Mble CKOPOCTH BOCCTAHOBIICHUS
kucinopona B npenapatax @C2, BO3MOXKHO, SBISIFOTCS CIEACTBUEM HAPYIICHUS [IEIIOCTHOCTH
ATHX KOMILJICKCOB IIPU MX BBIJICIICHUH U HEe OTpakaroT yyactue @C2 B BOCCTaHOBIICHUH
KHCIIOPO/Ia B XJIOPOIJIACTaX B MHTAKTHBIX THJIAKOUIHBIX MeMOpaHax in Vivo. B kadectse
BoccraHoButeneit Oz Ha akuenTopHoi cropone @C2 00BIYHO paccMaTpHUBaOT heoPuTuH
(Ananyev et al., 1994) u xuHOHOBBIE aKIENTOPBI — epBUUHBIN, QA (AHaHbeB M KitumoBs, 1988;
Klimov et al., 1993; Cleland and Grace, 1999), u Bropuunsiii, Qg (pexe). Takxe B murepatype
obcyxmaeTcst yaactre iutToxpoma b559 B Boccranorienuu kuciaoposa (Pospisil, 2012).

Ilepexucy 600opooa B @C2 BO3HUKAET, B OCHOBHOM, IIPH CIIOHTAaHHOM HJTH
KaTaJu3upyeMoil TUCMYTaIlUU CYMIEPOKCUIHBIX PAIUKATIOB, IPOIYLIUPYEMBIX C yYaCTHEM STOM
dotocucremsl. O6pazoBanue B OC2 cudpoxcunvrozo paouxkania IPOUCXOIUT, KaK U B IPYTUX

yacTsX KIETKH, IJIaBHbIM 00pa3oMm, B pe3ynbrate pasznoxkenus H2O2 B peakunn @eHTOHA.

H,0; + Fe?* — Fe** + HO™ + HO" 2)

B xadecTBe KaTaan3aTOPOB MOTYT BBICTYNATh COZIEprKaliuecs B 3TOH (poTocucTEME METallIbI
TIepeMEHHO BaTeHTHOCTH, B yacTHOCTH Mn?*, cBasannbii ¢ MnsCaOs KiacTepoM B JOHOPHOM

yactu OC2 unm xene30 B €€ aKUEeNTOPHON YaCTH.
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1.5.2. Ilyn nnacmoxunona

[TX-nmyn TuIAKOUIHBIX MEMOpaH, IOMUMO TOTO, YTO SBJISICTCS OJTHUM U3 KIIIOUEBBIX 3BEHHEB
3JICKTPOH-TPAHCIIOPTHOM IIETH, CITYKHUT Takxke reHeparopom O u H20o.

Cynepokcuonulii paoukan. llepBbie JaHHBIE O BO3MOYXXHOCTH CBETO3aBHCUMOTO
obpazoBanus Oz B [IX-myne ObUIM MOXYYEHBI B ONBITAX C U30JUPOBAHHBIMH TUJIAKOUIAMU TIPU
uHrn6uposanuu okucnenus IIXH2 qUToXpoMHBIM KOMITJIEKCOM B IPUCYTCTBUU AUHUTPOPEHUII-
2-iiog-4-uutporumona (JIH®-MHT) (Cleland and Grace, 1999; Khorobrykh and Ivanov, 2002).
CyrnepokcuI-3aBUCUMOE BoccTaHoBIeHHE 1uToxpoma C B mpucyrcreun JH®-UHT nokazano,
4TO HavaJIbHBIM dTaroM BocctanoBieHus: Oz B [1X-myne siBisiercst reneparust O2™ (Khorobrykh
and Ivanov, 2002), T.e. B [IX-1yJsie ocymecTBISI€TCsS OJTHOAICKTPOHHOE BOCCTAHOBIICHHE
monekyibl Oz. Yuactue IIXH2 B TakoM BOCCTaHOBJIEHUU MaJIOBEPOSATHO, MOCKONIBKY Em7 1u1s
napsl [1X"/TIXH (+370 MB) Hamuoro Beiiie, uem Emz as maper O2/O2™. Bennunnbt
OKHUCJIUTEIIbHO-BOCCTAHOBUTENBHBIX ITOTCHIIMAIOB KOMIIOHEHTOB [1X-1Tyna no3Bosstor
IpernonaraTb, 9To BoccraHoBieHre Oz B 3TOM IyJie MOXKET MPOUCXOAUTH TOJIBKO C yYaCTHEM
[1X"", manHoe npeAmnonoKkeHue OblI0 MOATBEP XK IeHO dKcepumMenTanbao (Khorobrykh and
Ivanov, 2002).

Ilepoxcuo ooopoda. JlanpHelime uccienoBanus yyactust [1X-myna B BOCCTaHOBICHUH
KHCJIOPO/1a BBIABUIIH Psijl (PaKTOB, KOTOPBIE HE MOTJIN OBITh OOBSICHEHBI TOJIBKO OTIMCAHHBIM
BhIIIIE BoccTaHoBiieHHeM MoJieKyn Oz monexkynamu [1X™. B Trnakounnax npu
¢ynkunonuposanuu nosHo G@ITL npu BeICOKON MHTEHCUBHOCTH cBeTa yyactue [1X-myna B
BOCCTAHOBJICHUH Kuciopoza nocturaet nmoutu 50% mpu pH 5,0, korga [1X™ ouens cnabo
BoccTanaBiuBaet O, a mpu 6omee Beicokux pH — qaxe 60 — 70% (Khorobrykh et al., 2004).
Okxkazaznocsk, 4yTo 001mas ckopocTs o0pazoBanust O2” B CyCHEH3UH TUIIAKOUI0B, pACCUUTAHHAS U3
ckopoctu nornomerns Oz, ObUTa CYIIECTBEHHO BBIIIE, YeM CKOpPOCTh mosiBieHus O2" BHE
TUJIAKOUIHBIX MEMOpaH, U3MEepeHHas P MOMOUIY TUAPOPHIBHBIX JOBYIIEK, B YACTHOCTH
LMUTOXPOMA C, ¥ Pa3Invue yBEINYMBAIOCH C yBelIndeHHeM nHTeHcuBHocTH cBeta (Mubarakshina
et al., 2006). st o0bsicHeHust 3TH HakToB ObLTO Tpe/nooxkeHo (0030psl: MBaHoB, 2008;
Mubarakshina and lvanov, 2010), uro cynepoKCUIHbIC paAUKaIbl, 00pa3yIONIHEcs KaK MpH
yuactuu [1X™, Tak 1 mpy yyacTHH KOMIIOHEHTOB akiuentopHoii yactu ®C1, BcTymnaior B
peakuuio ¢ mojiekyinamu [TXH2 B TunakonnHoi memOpane (peakuus 3):

02" + [IXH2 > H O + TIX ™ (3)
B pesynbrare peakiuu (3) 10KHO TporcxouTh oOpasoBanue H202 B THiakonHoM

MeMOpane. Peakimst (3) oueHb BBITOIHA TEPMOIMHAMUYECKH BCIIEICTBUE OOJIBIIION PA3HUIIBI
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BenuunH Em map I[TX/ [IXH; (+370 MB) u O2" /H202 (+940 MB), uto obecneurnBaer
TEOpeTHUYECKYI0 KOHCTaHTy paBHoBecHs 5x10° (1 mae BbIme, eciu B peakimu ydactByer HO?).
JeiicTBUTENBHO, B pab0OTe ¢ M30JUPOBAHHBIMH THJIAKOMIAMH, TIPH MOJABICHUH PEAKIU
mucmytanuu Oz BHE TWIIAKOMIHBIX MEMOpaH, a TaKkKe B JIIOMEHE, ObUIO 3aperuCTPUPOBAHO
obpaszoBanune H202, koTopoe MokHO Ha3BaTh BHyTpuMeMOpanubiM (Mubarakshina et al., 2006).
OpHaKo B TaHHOW paboTe KUCIOPO ObLI €JMHCTBEHHBIM aKIIEITOPOM AJICKTPOHOB OT
THJIAKOUIOB, YTO CO3/IaeT YCIOBHS OTIIMYHBIC OT IN VIVO yCIIOBHIA.

[IpencraBneHHble JaHHbBIE HE TPEATONATAIOT yYacThsl KaKuX-Tu00 ()epMEHTOB B
00pa30BaHUM BOCCTaHOBIICHHBIX (hopM Kuciopoa B [IX-myse nmpu OKUCICHHH ero
KOMITOHEHTOB. B nuteparype, ofHaKko, IIMPOKO o0cyxnaeTcst okucienue [1X-myna ¢ ygacrtuem,
TaK Ha3bIBaEMOM, MIACTUIHON TepMuHaIbHO# okcuaasbl (PTOX) (Cournac et al., 2000),
paccMaTprBaeMoe Kak 3aKJIIOYUTEIbHBIHN Tal XJIopoasixanus. @epMeHT UMEET POJICTBO C
[IUaHU]-HEYYBCTBUTEIHLHON alIbTEPHATUBHOM OKCH1a30i1 MUTOXOHIPUI U TAK)KE COICPIKUT B
COCTaBe aKTUBHOTO LIEHTpA JIBa aToMa HereMoBoro xenesa. [Ipennonaranocs (0630p: McDonald
et al., 2011), uto PTOX obecneunBaer anbTepHATUBHBIN ITYTh OTTOKA 3JIEKTPOHOB n3 [1X-myna,
Kak Juis npefoTepamenns poronaruonposanus @C2, korna takoit otrok yepe3 PC1
OTPaHUYCH, TaK U JIJISl CO3JaHUS YCIOBUH JUIsl TPOTEKAHMS IUKIMUYECKOTO AJIEKTPOHHOTO
tpaHcnopta Bokpyr @C1. JleranbHble ccinea0BaHNs TTOKA3bIBAIOT, OJTHAKO, YTO B BHICIINX
PACTCHHSIX BO3MOXKHBIN MepeHoC MEeKTpoHOB oT [IX-myna ¢ yaactuem PTOX nub6o BooOIIe He
3aMeTeH, JTM0O MOKET BHOCHTB TOJIBKO MUHUMAJIBHBIN BKJIAJ], MEHEE OJTHOTO MPOIICHTA, B
¢dorocunternyeckuii Tpancnopt (Trouillard et al., 2012). Bonee BepositHo yuactre PTOX B
okucnenun [TX-mymna B Bogopocisix (Houille-Vernes et al., 2011). EauncTBeHHO#M 10Ka3aHHOK
¢yuknueit PTOX sBnsiercs ee yuactue B OMOCHHTE3€ KapOTUHOMJIOB Ha HaYaJIbHOM cTauun
pazsutus miactua (Kuntz, 2004). Oxnako cymecTByrOT npeanonoxeHus, 4o PTOX moxer
y4acTBOBaTh B XJopojpixanuu (Rumeau et al.,2007), B 6uoreHese xmoporutactos (Putarjunan et
al., 2013), a Taxke UrpaTh CyLIECTBEHHYIO POIIb ITpU cTpeccoBhix yeioBusx (McDonald et al.,

2011; Sun and Wen, 2011; Krieger-Liszkay and Feilke, 2015).

1.5.3. @omocucmema 1

Axuentopuyto ctoporny @C1 00bIYHO paccMaTpHUBAIOT Kak riaBHbIN ydacTok OITL, roe

MIPOMCXOIUT MEPEHOC AIIEKTPOHOB K Kuciaopoay (063opsl: Elstner, 1982; Badger, 1985).
Cynepokcuduwiii paduxas, Kak oKa3ajio CBETO3aBIUCHUMOE HOIUPOBaHNE OCITKOB B

W30JIMPOBAHHBIX TUJIAKOU]IAX, B TEUYCHHUE MEPBBIX CEKYH] OCBELIECHHS 00pa3yeTcsi MOUTH

HCKIIOYUTCIIBHO B KOMILICKCC (I)Cl, YTO YKa3bIBACT HA Y4aCTUC MeM6paHHLIX MEPCHOCUYUKOB
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anekTpoHoB B ®C1 B kauecTBe 0OcHOBHBIX BocctaHoBuTeser mosiekyn Oz (Takahashi and Asada,
1988). briarosaps HU3KUM OKHCIHMTEIILHO-BOCCTAHOBUTEIBHBIM OTCHIIMAIAM BOCCTAHABIIMBATh
O, NOTEHIUAIBHO CIIOCOOHBI BCE MEPEHOCUHUKH JIEKTPOHA, PACIIOIOKEHHBIE B aKIIENTOPHON
gactu PC1: Ao (xmopoduint a), A1 (pmmioxunon), Fx, Fa u Fg (kene3o-cepHbie IeHTPBI FE4S4
tuna). Ha ocHOBaHMHM 3KCTIEPUMEHTAIBHBIX TaHHBIX Ha poiib BoccTanoBuTene Oz B @C1 Obutu
npemtokensl A1 (Kruk et al., 2003, Kosysesa ¢ coasr., 2007) u Fx (Takahashi and Asada,

1988). B psine pabdot O6bu10 mpeamnonokeHo (003op: Asada et al., 1974), uto B HEMOBPEXK ICHHBIX
Tunakouax reaepanus O™, o KpaiiHeil Mepe, YaCTHYHO MPOUCXOIUT BHYTPH TUIIAKOUTHON
memOpansl. [Ipennonoxenne ObI0 OCHOBAHO, B YACTHOCTH, Ha CTUMYJIUPYIOIIEM BIUSHUU
cnalbIX KUCIOT Ha oOpazoBanue H202, 94TO TpaKTOBaIOCh Kak MOCTaBKa STUMH KUCIOTaMH
MIPOTOHOB B MEMOpaHy JJIs ocyiecTBiIeHus nucmyrtanuu O2™ B ee apOTOHHOM MaTpuKce
(Takahashi and Asada, 1988). B 310i1 sxe paboTe BOCCTAaHOBIIEHUE IIUTOXPOMA C TIOCIIE KOPOTKOM
(10 MKc) BCIIBINIKH CBETa HAOJIOAATIOCh B CEKYH/IHOM JIMAIa30He, YTO ObLIO HHTEPIPETUPOBAHO
Kak oTpaxkenue nuddysuu Oz B cpedy oT MecTa ero oOpa3oBaHus BHYTpU MeMOpaHbl. B
pabote (LLlyBanos u KpacHoBckuii, 1975), peructpupys HoTOXEMILTIOMHUHECHIEHITUIO TIOMUHOIA
1I0CJI€ BCIBIIIKY CBETA, Takxke HaOmoaany nosisiaenne O2™ B cpene ¢ CeKyHIHOW BpeMEeHHOU
3anepkkoid. ['enepanust O™ BHYTpH THIAKOMIHON MeMOpaHBI Ha CBETY ObLIa JOKa3aHa B paboTe
(Kozuleva et al., 2011). B pa6ote (Kozuleva et al., 2014) 6s110 moka3zano yuactue A1 B
BOCCTAHOBJICHHH KHCIIOPO/A.

Ilepoxcuod 6o0opoda, NOSBISIONIMICS B XJIOPOIJIacTax Ha CBETY, B 3HAUUTEIbHON
CTETIeHU 00pa3yeTcsi U3 CYMepOKCHIHBIX paanukanoB, reHepupyembix B @C1. Jucmyramms Oz,
Bo3HUKIIUX ¢ yyacTeM ®C1 B ruzipodoOHOI 30HE TUIAKOMIHON MeMOpaHbl, 3aTpyIHEHA
BCJIEJICTBHE UX CHJIBHOTO 3JIEKTPOCTATUYECKOTO B3aUMOOTTAIKUBAHUS B CpeJie ¢ HU3KOM
JTURJIEKTPUYEcKoil mocTostHHON. OjHaKo OHU MOTYT mpeBpaTuThes B H202 B MeMOpaHe, BCTynuB
B peaknuio ¢ moJiekynamu [1XH> (cm. peakmuto 3). CynepokcuaHbie paiuKaibl, H30exKaBITHne
9TOW PeaKIK U BBIIIEAIINE U3 MEMOPaHbI, JUCMYTHPYIOT IN VIVO, B OCHOBHOM, ITPH YYaCTHH
COJ, pacnonoxeHHOH BOJIM3H MOBEPXHOCTH THJIAKOUTHONH MEMOpPaHHBI.

T'uopoxcunvrulii paouxai, IO-BUIUMOMY, He 00pa3yeTcsi HEOCPEICTBEHHO B pe3yJbTaTe
peaxiwmii, nporekaromux B komruiekce @C1. Ogaako, mockoiabKy Moiekyasl H202 MoryT
HaKaTUTNBATHCS BOJIM3H ATOH (POTOCHCTEMBI, TO MTPH HAIWYHH PSIIOM aTOMOB HET€MOBOTO
xKenes3a, ee GyHKIIMOHUPOBAHUE MOXKET CTUMYIHpoBaTh oOpasoBanue HO'. bruto HalineHo, yto
xene30-cepHble HeHTpsl PC1, cBsI3aHHbBIE ¢ THIAKOUTHONW MEMOpPaHO, 1eHCTBUTEIHHO

yBenununBaroT obpazosanue HO' (Snyrychova et al., 2006).

38



1.5.4. Cmpoma xnoponnacmos

Yacrto nmpeanonaraercs, 4To He CBsA3aHHbIM ¢ MeMOpaHoit kommoHeHT OO TL dheppenokcun (D)
UTpaeT OCHOBHYIO POJIb B IIpoliecce 00pa3oBaHus CYyNEPOKCHIHOTO pajuKaia. beuio mokazaHo,
YTO BOCCTAHOBJICHHBIN TUTHOHUTOM MU (POTOXUMHUYECKH D OKUCIIAETCS KHCIOPOOM C
obpazoanuem O, (Misra and Fridovich, 1971). B psiae paboT ObLI0 MOKa3aHo, 4To J00aBKa
@ B CyCNEH3UIO THJIAKOUIOB 3aMETHO YBEIMUMBala CKOPOCTh noriomieHus: Oz, u3MepsBIIYIOCS
KaK C TIOMOIIBI0 KUCIOPOaHOTO AekTpoaa (MBaHoB ¢ coaBr., 1980), Tak 1 macc-
cnekrpomerpudecku (Furbank and Badger, 1983). Dto yka3biBaJio Ha MOTEHIIMAIEHOE Y4aCTHE
@®1 B BOCCTAaHOBIICHUH KUCIIOPOAA B XJioporiactax. Bompoc o ponu @ B BoccranoBneHuu O2
OBLJT pEelIeH B OMbITAaX C U30JIMPOBAHHBIMU THJIAKOUAAMHU ITyTEM KOJIHMYECTBEHHOTO
COIIOCTABJICHUS CKOPOCTH BoccTaHOBiIeHUs Oz Ha CBETY M CKOPOCTU OKHUCIIEHUSI KUCTIOPOJIOM
Bocctanosnentnoro ® (Kozuleva and Ivanov, 2010). Oka3anock, 4To ¥ B OTCYTCTBHUE, U B
npucyrctBur HAJID" 31€KTpOHbI, BOCCTAHABIUBAIOIIKE KMCIOPO/I, TIOCTYIAIOT Kak 0T D™,
Tak U OT MeMOpaHHbIX nepeHocunkoB @IOTL; cnenoBaTenbHO, U3MEpsIEMas CKOPOCTh
BoccTaHoBjeHus! Oz — cymMMa 3TUX JIBYX MPOLIECCOB, COOTHOIIEHHUE CKOPOCTEH KOTOPHIX 3aBHCHUT
OT KOHLIeHTpauuu P, YHTEHCUBHOCTH OCBEILICHUS U IIPUCYTCTBUSA HAJI®*. B OTCYTCTBHE
HAI®" nons Boccranosinenus Oz ¢ yuacteM @1 B 3aBUCUMOCTH OT KOHIEHTpanuu D
cocrasisia ot 30 10 70%. B npucyrcreun HAJID" umenno memOpanubie KoMnoHeHTsl @OTL]
Urpaji OCHOBHYIO poiib B BocctanoBieHnu Oz (Kozuleva and Ivanov, 2016). C yeenuueHrem
MHTEHCUBHOCTH CBETa BO3pacTaHUE MOTOKA 3JIEKTPOHOB K KHUCIOPOAY MPOUCXOANIIO, IPEKIE
BCETO, 3a CUeT yBenuueHus BoccTanopnenus Oz memOpanubiMu kommnonentamu (Kozuleva and
Ivanov, 2010).

OcHOBBIBasICh Ha TOM, YTO CBETO3aBHCUMOE BoccTaHOBIeHHE O2 B MHTAKTHBIX
XJIOPOIUTACTaX BBIIIE, YEM B M30JMPOBAHHBIX THIIAKOUAX B OTCYTCTBHE KaKUX-INOO T00ABOK, U
BenmunHa Km(O2) B mepBoM cityuae Bbilie, ObIIO BhICKa3aHo npeanonoxerue (Asada, 2000),
YTO KaKOW-TO KOMIIOHEHT CTPOMBI, HO He D1, yuacTByeT IN VIVO B mepeHoce 31eKTpoHoB K O.

B nureparype HEOTHOKPAaTHO CTaBUJICS BOIIPOC 00 y4acTHUH B 3TOM IpOLEcce KOHEYHOTO
nepenocunka ®ITL, beppenokcun-HA JIdD-okcunopenykrassl (PHP) (Goetze and Carpentier,
1994). Ha poss BoccranoBuTtens Oz B xjoporiactax ObuT ipeaioxkeH (Asada, 1999) eme
Ipyro# ¢1aBUHOBBIN (epMeHT — MOHOeruipoackopOarpenykraza (MAI'AP), ocHoBHas
(byHKLUS KOTOPOH 3aKII0YaeTCsl B BOCCTAHOBJIEHUH MOHOJIETHAPOAcKopOara.
['myratnonpenykrasa tak xe, kak ®HP u MIT'AP, yBenuuuBana ckopocts o0pazoBanust Oz~

npu 106aBke B cycnensuio Trmakon 108 (Miyake et al., 1998). IIpenmonaranocsk Takke, 94T0
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BOCCT.

HUTPUTPEAYKTa3a, UCHOJb3Ytomias O B Ka4eCTBE JIOHOPA AJIEKTPOHOB Jutst cuaTe3a NH4™ u3
NO. ", B oTcyrcTBHE cyOcTpaTa MoxeT BocctanaBnuBarb O2 (Robinson, 1988).

Ilepokcuo 6odopooa obpazyercs B CTpoMe, B OCHOBHOM, Ipu aucmyTtanuu O™, KoTopas
NPOTEKAeT NOYTH UCKITFOUUTENhHO ¢ yuactreM CO/l, conepxanne KOTOPOil TOCTaTOYHO BEITUKO.
Peakmus Boccranosnenust Oz Takke mpuBouT K oOpazoanuto H>Oz B ctpome. B kadecTe
BOCCTAaHOBHUTEJIEH MOTYT BBICTYNATh, MPEXK/IE BCETO, TAKHE HU3KOMOJIEKYIISIPHBIE COSAMHEHUSIMH
kak ackop6ar (Munné-Bosch and Alegre, 2002) u riyratuos (Dalton et al., 1986), a Taxxe psi
BellecTs, B yactHoctu caxapa (Morelli et al., 2003, Bolouri-Moghaddam et al., 2010) u
(1aBOHOUIBI, KOTOPBIE OOBIYHO HE PACCMATPHUBAIOTCS KAK BOCCTAHABIIMBAIOIINE ar€HTHI.

T'uopokcunvhvlii padukan Moxet o0pazoBathes B ctpome u3 H202 B npucyrcTBin
METAJUIOB IIEPEMEHHOM BaJIGHTHOCTH (cM. paszzen 2). Peakius deHToHa, BechbMa BepoOsiTHA B
CTPOME XJIOPOILIACTOB, TJI€ HMEETCSI JKENIe30, UCIOJb3YIOIIeecs I BKIIOUYCHHUS B COCTAB
MHOTHX XJIOPOIUTACTHBIX OCIIKOB Ha 3aBEPIIAIOIINX CTAAUAX UX OnocuHTe3a. JKene3o, BXosiiee
B COCTaB OEJIKOB, MPEX/IE BCET0, HETEMOBOE XKEJE30, TAKXKE MOXKET KaTaTH3UPOBATh PEAKIINIO
denrona. Takoe neiicTBHe, Kak MOKa3aHo B psje padot (Hosein and Palmer, 1983; Bowyer and

Camilleri, 1985; Snyrychova et al., 2006), nmposBisier u ",

1.6. CUTHAJIbHASA POJIb AKTUBHBIX ®OPM KNCJIOPOJJA

[NoBeimennue nponykuuu APK B xsioporuiactax MOXeT IPOUCXOIUTh TP Pa3INIHBIX
U3MEHEHMSX B YCIOBHAX OKpYXKaroIlel cpesibl TAKUX, KaK CBET, TEMIIepaTypa, 3acyxa Wid MpH
arake marorenamu (lvanov et al., 2012). Bce A®K crocoOHbI K OKHCITUTETLHOMY MTOBPEKICHUIO
6enkoB, JIHK u nmunuaos, 3amyckas mporpaMMupyeMyro KJIETOUHYIO cMepTh (i1t 0630pa Foyer
and Noctor, 2009). [Toka3zano, uto ADK Taxke QYHKIIMOHUPYIOT KaK CUTHAIBHBIC MOJICKYIIB,
y4acTBYS B PeryJsILUK Pa3BUTHSI PACTCHUS U B alalTallMOHHbIX mporeccax (lvanov et al., 2012).

Bpems MoTyXKH3HH CHHIJIETHOTO KKciopoaa okono 2*1077 ¢ B knerkax (Gorman and
Rodgers, 1992), no onenxam (Sies and Menck, 1992) paccrosinue, Ha KOTOpOE OH CIIOCOOEH
mudbyHIIPOBaTh B YCIOBHAX GIU3KHX K (pU3HONOrnIeckuM coctapnser 1078 m. Takum
00pa30oM, CUHIJIETHBIM KUCIOPOA CIOCOOEH pearnpoBaTh TOJIBKO C JUMUIAMU, HYKJICHHOBBIMU
KHACJIOTaMH U OeKaMH, KOTOPBIe HAXOMSATCS B HEMOCPEICTBEHHOM OJIM30CTH OT MECTa €T0
renepanuu (Martinez et al., 2003, Davies, 2004, Girotti and Kriska, 2004).
CyTiepOKCH IHBII aHHOH PaguKal TaKke UMeeT KOPOTKOE BpeMs TOMyKM3HH okoro 2%1076 —
4*107® ¢ (Gechev et al., 2006).

I'unpokucnbHbIN paaukan sBiaseTcs: Haubolee peakiroHHococoOHo ADK, moxer

pe€arupoBaThb U NOBPCKIAATE JUIIUAbBI U aMUHOKHUCIIOTEI, BXOAAIIUE B COCTaB M6M6paH. Krnerka
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HE CITOCOOHA K IETOKCHKAIIUY TUAPOKCHILHOTO PaJHKalia ¢ MOMOIIBIO (pepMEHTAaTUBHBIX
AQHTHOKCHU/IaHTOB.

HaubGonee crabuinpHoi n3 ADK siBisieTcss mepokcua Boopoaa (BpeMsi moy>KU3HU
1*1073 ¢ (Henzler and Steudle, 2000, Gechev and Hille, 2005). Tlepokcu Bogopozaa crocobeH
MUTPHPOBATH OT MeCTa ero 00pa3oBaHus K APYrMM KOMIIAPTMEHTAM U JaKe B COCETHHUE KICTKU
(Henzler and Steudle, 2000). [ToaroMy HUMEHHO IEPOKCHI BOJIOPOA MOXKET paCCMaTPUBATHLCS B
KadyecTBE OCHOBHO# curHaiabpHO# Mostekyisl (Baier and Dietz, 2005; Vanderauwera et al., 2005;
Slesak et al., 2007; Desikan et al., 2001).

Pasnuunsle ADK, no-suauMomy, 3amyCKaroT pa3jMyHble CUTHAIbHBIC IIyTH, I0O3TOMY B
OTBET Ha Pa3JInYHbIE CTPECCOBbIC (DAKTOPBI pacTeHUs MPOIYIUPYIOT pa3inuuHbie ADK.
Hanpumep, B 0TBET Ha MOBPEXI€HUE TATOr€HAMU IPOAYLIUPYETCsI IEPOKCU BOAOPOIa U
cynepokcuaHbIi annoH paaukan (Overmyer et al., 2003), B To BpeMst Kak Ipu a0HOTHYECKOM
cTpecce, Halpumep, pH yBEJIUYEHUN UHTEHCUBHOCTHU CBETA, 3aCyX€ WJIM HU3KOI Temmeparype
reHepupyrorcs He TobKo 3TH ADK, HO U CHHIVIETHBIN KUCIIOPO/ TaK)KE TEHEPUPYETCs B
xsoporacrax (Hideg et al., 1998, Fryer et al., 2002, Hideg et al., 2002).

VY4acTue nepokcuia BoJopoJa B afjanTaliy pacTeHul K (pakropaMm okpyxarolei cpeibl
mMpoko oocyxaaercs B uteparype (Prasad et al., 1994, Dat et al., 1998, Lopez-Delgado et al.,
1998, Karpinski et al., 1999). B gactHocTH, OBIJIO TTOKA3aHO, YTO MOIYJISIINS YPOBHS IEPOKCH 1A
BOJIOPO/Ia B PAaCTEHHSX MPUBOJIUT K aKTHBALMK psija sijepHbix reHoB (Lopez-Delgado et al.,
1998, Gadjev et al., 2006). OauH U3 OCHOBHBIX ITyTel Yy4acTHs MEPOKCHIA BOJOPO/IA B Ilepeaade
PETPOrpaJHOTO CUTHAJIA OT XJIOPOIIAcTa K SAPY 3aKII0YAeTCs] B UHUIIUMPOBAHUN MUTOT€H-
aKTUBHpOBaHHBIX NpoTenHknHa3 (MAIIK), koTopble SBISIOTCS HaualbHBIM 3BEHOM
CUTHAJILHOT'O KacKa/ia, pacloyiokKeHHOro B uTornasMe. Haiineno, uro yacts Monekyn H20z,
00pa30BaHHBIX B XJIOpOILIAcTaxX Ha cBeTY, AMPPyHAUPYET Yepe3 akBallOpUHBI B MEMOpaHe
xnoporuiacta B iprortasmy (Mubarakshina et al., 2010; Borisova- Mubarakshina et al., 2012).
KommgectBo monekyn H202, BRIXOASIINX U3 XJIOPOIUIACTOB, YBETHYNBACTCS C YBEIINICHUEM
uHTeHcuBHOCTH cBeta (Mubarakshina et al., 2010). DTu 3KCTIEpUMEHTHI TO3BOJIMIIN OOBSCHUTH
croco0HOCTh XjoporutacTHON H2O2 HHUIIMMPOBATh KHHA3HBIN CUTHAJIBHBIN MyTh B IIUTOILIa3Me
(0630p: ITonecckas, 2007). PesynbraTtom ¢pynkunonuposanus cucremsl MAIIK siBnsiercs
W3MEHEHHE IKCIIPECCUU TEHOB B PE3yiIbTaTe EHCTBHS HA PaKTOPHI TPAHCKPUIIIIMHA B SIAPE U, KaK
CJIEZICTBHE, BOSHUKHOBEHHE a/IalITAIIMOHHOTO OTBETAa HA CTPECCOBBIE YCIOBUSI.

V3MeHeHMs B KJIETKE B OTBET Ha CTPECCOBbIE YCIOBHS MOTYT POMCXOIUTh HE TOJIBKO Ha
stane TpaHckpunuuu renos (Dietz, 2014), HO u Ha dTane TPAHCISAIMU IPH CUHTE3€ OSIIKOBON
MOJIeKyJIbl. BiIo oKa3aHo, 94to MoseKyibl H202 criocoOHBI OKUCIATE (PaKTOP AIIOHTAIIH

TpaHCIIANH, OJOKUPYSI, TAKUM 00pa3zom, oOpasoBanue HOBBIX OenkoB (Oba et al., 2011).
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B ¢u3nonornueckux yCuoBHusX MEPOKCH] BOJOPOA BBITOIHIET CUTHAIBHYIO (YHKITHIO
3a CYET OKMCJIEHUS CYab(QTUAPHIBHBIX TPYII OEIKOB, MOCKOJIbKY HMEHHO IIMCTCHHOBBIC
ocTaTku (PEpPMEHTOB, B TOM YUCIIE KMHA3, SBISIOTCA OCHOBHON MHUIIEHBIO IEPOKCHIA BOIOPOIA B
ouonornyeckux cucremax (Calvo et al., 2013; Kim et al., 2000; Chen et al., 2001). IToka3au
HEIBIA psii GEPMEHTOB, YIACTBYIOIINX B aJlallTAl[MA PACTEHHIA, PETY/ISIHS aKTHBHOCTH KOTOPBIX
IPOKCXOUT HEMIOCPEICTBEHHO 34 CYET OKCHUIICHHSI-BOCCTAHOBIICHHUS CYJIbOTUAPHILHBIX TPYIIIT

(Guyton et al., 1996).

1.7. STN7 KNUHA3A

Hcnonp3oBanue MyTanTHbIX Bogopocieii C. reinhardtii nepunurasix mo State transitions
MO3BOJIUJIO BBISIBUTH Stt7 KuHA3y, KoTopas oTBeTcTBeHa 3a (hochopunupoBanue LHCII. B
apabuporicuce aBa romosora Stt7 cymectByer — STN7 u STN8 kuna3pl. AHaNU3 OAMHOYHBIX U
JBOMHBIX MYTAHTOB TI0 TUM KHHA3aM IoKa3aj, uyTo (hochopunuponanue oenkos LHCII
ocymiectBisieTcst Toibko STN7 kunazoi (Bonardi et al., 2005). B STN8 myranTe He
OTCyTCTBOBaJ State transitions, Ho HaOIIOAATOCHh 3HAYUTEIBHOES YMEHBIIICHHE
CBETOMHAYIIUPOBaHHOTO (hochopuarpoBanus KOpoBbix OenkoB ®C2, X0Ts ypoBEeHb
dochopunrpoBanus 3TUX OCIKOB BCE e OcTaBaiach Ha aerekrupyemom yposae (Tikkanen et
al., 2010, Tikkanen et al., 2008). OTo ocraTouHoe hochoprIHpOBaHHE KOPOBBIX OCIKOB OBLIO
CBSI3aHO C aKTUBHOCTHIO STN7 KrHa3bI ¥ MOTHOE OTCYTCTBUE (HOCHOPUITMPOBAHHBIX OEIKOB B
THJIAKOUIaX HAOJIF0IAIOCh B CiTydae qBOMHBIX MyTaHToB Stn7stn8 (Bellafiore et al., 2005,
Bonardi et al., 2005).

Kwunaza STN7, ocymectrisironias pochopunuposanue 6enxos LHCII, npencrasmsier
co0oit TpancmemOpanHbiii 6enok (Depege et al., 2003). N-trepmunanbhblii konenr STN7 KUHa3bI
HKCIIOHUPOBAH B JIFOMEH THUJIAKOUIOB U COJIEPXKUT 2 IIUCTEUHOBBIX OCTaTKa, KOTOPHIE
OTBETCTBEHHBI 32 aKTUBHOCTh JaHHOTO (hepmenTa (Lemeille et al., 2009). B TemHoTe
IIUCTCHHOBBIE OCTAaTKH BoccTaHOBNICHHI (-HS SH-), 1 xuHa3a sBisercs HeakTuBHOM. [Toj
JieficTBUEM cBeTa MPOUCXOANT OKHCIeHHe dpepMeHTa (-S—S-), B pe3ynbpTaTe 4ero KuHasa
nepexoauT B aktuBHOE cocrostuue (Lemeille et al., 2009). Oxnako B padote (Wunder et al.,
2007) 6put0 mokazano, uro STN7 akTuBUpyeTCcsl He Yepe3 aKTHBAIHMIO JTIOMEHAIBHBIX, a Yepe3
AKTHUBAIMIO CTPOMAJIBHBIX IIHCTEHHOBBIX OCTATKOB. Hapsiay ¢ aTuM, mpe/moaraercs, 4ro eCTh U
npyroi Mmexanusm aktuBanuu STN7: akTUBaIMs KaTATUTUYECKOTO IOMEHA MTyTeM
B3auMo/ieiicTBHs (hepMeHTa ¢ TUToXpoMHbIM D6/f KomIuiekcom Ha cBety. Bo3moxHO, 00a

MeXaHU3Ma He0OXOMMBI [T akTuBaliu knHazbl STN7. MHakTuBanus ¢pepMeHTa MpOUCXOIUT
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4yepe3 BOCCTaHOBJICHHE AUCYIIb(QUIHOTO MOCTHKA Ha BhICOKOM cBeTy (Rintamaki et al., 2000,

Puthiyaveetil, 2011).
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Pucynok 11. Perymsius aktuBaoctr STN7 kunassl. Basro us Puthiyaveetil 2011. B
paboTe mPEeoNracTCs, 4TO aKTUBALIKS TPOUCXOIUT 3a CUET JIFOMECHAIBHBIX, @ HHAKTHBALIUS 32

CUCT CTPpOMAJIbHBIX HUCTCHUHOBBLIX OCTATKOB.

HecmoTpst Ha G0JIbIIIOE KOIMYECTBO TAaHHBIX B JIUTEpAType, MeXaHu3M akTuBanuu STN7
KMHA3bI JI0 CUX IOP OCTACTCs AUCKYyTUPYyEeMbIM. Bbuto mokaszano, uro state transitions ue
3aIyCKACTCs MPH OTCYTCTBHU (QYHKIIMOHATIBHOTO IUTOXpoMHOT0 b6/f kommiekca B C.
reinhardtii (Lemaire et al., 1986, Wollman and Lemaire 1988), Takske, Kak U B BBICIIHX
pacrenusix (Bennett et al., 1988, Gal et al., 1987). [Ipeanonaraercs, 4To *ejie30-CePHbIi OeToK
Pucke, 5KCTIOHMPOBAHHBIN B JIIOMEH, UTPAET KPUTHUECKYIO POJIh B AKTUBAIMH KATATUTHIECKOTO
noMeHa STN7 kunazbl. bbuto moka3aHo, 4To 3TOT OEJIOK CIOCOOEH K KOHPOPMALMOHHBIM
U3MCHEHHSIM B 3aBHCUMOCTH OT coctostHust QO caitra (ITXH2-okucnsrorero caiira) (Breyton,
2000, Finazzi et al., 2001). TTocne cesi3piBanus IIXH2 B QO caiite, MPOUCXOAUT CIBUT OeliKa
Pucke B HanpaBnennn k QO caiiTy B MeMOpaHe, 4YTO MPUBOIUT K akTuBaruu STN7 KHHA3bI U
bochopunupoBanuto cyobeaunuibl V nutoxpomuoro b6/f kommiuekca. [Tocnenyrorme
okucnenue [IXH> 3amyckaer oOpaTHbIil ciBUT Oenka Pucke oT MeMOpaHbl, 4TO IPUBOAUT K
BbICBOOOKIeHHIO STN7 krHa3b1 u3 nuToxpomuoro b6/f kommaekca u cesssiBanuio ¢ LHCII. Dra
MOJIEITb TIpeAronaraeT GU3nIecKyro cBsi3b Mexay STN7 kuHa30i u nUTOXpOMHBIM h6/f
KOMIUIEKCOM, KOTOpast OblIa MOoKa3aHa B OUMINEHHOM (pakuuu nuToxpomuoro b6/f kommnekca

Beiciinx pactenuit (Gal et al., 1990).
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HecmoTps Ha To, 4TO OBLIIa MMOKa3aHa BOZMOXKHOCTB IpsiMoii cBsizu LHCI u STN7
KHMHA3bl, 0CTACTCA HEM3BECTHBIM KakuM o0pa3oM STN7 kunaza pocdopunupyer 6enxu LHCII:

IMPSAMO HUJIN YE€PE3 aKTHUBAIWIO HECU3BECCTHBIX CUTHAJIBHBIX KaCKaa0B.
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2. MATEPHAIJIbI U METO/bI

1. PacTtutenbHBIN MaTepua
B pabote ObuIM UCTIONBE30BAHBI:

Pacrenus ropoxa nmocesHoro (Pisum sativum), BeIpaliieHHbIC B OpaH)Xepee, HHTCHCUBHOCTb
cBeTa BhIpanmBanus — 100 MKMOIIb KBAHTOB/M2C.

Pacrenus ssumens oobikHoBenHoro (Hordeum vulgare), BeipaiiieHHbIE B KIIMMATHYECKOM
kamepe npu t=20°C, npu pa3nTU4HON HHTEHCUBHOCTH CBETA, CBeTonepuoae 8/16 yacos
(1leHb/HOYb) WIIK TIPH TIOCTOSTHHOM OCBeIeHUH (CM. Pe3ynbTaTel 1 00Cy)aeHue).

Pacrenus apadbugorncuca (Arabidopsis thaliana) skorunn Columbia 1 MmyranTHBIC pacTeHus
apabuporicuca ¢ 3a0J10kupoBaHHBIM cUHTE30M STN7 kuHa3bpl. MyTaHTHBIE pacTeHHs ObLIN
noJjy4eHsl u3 gaboparopuu Dario Leister. Pactenus B da3e yeTbipex HACTOAIIMX JIUCTHEB
NUKUPOBAIIN B TOPIIKK 00beMoM 150 mut. J[iist SKCIIepMEHTOB MCTIOIb30BANIN JIUCThS 2-2,5
MECSYHBIX PACTEHUH, BBIPAIICHHBIX B KJIMMaTHYECKON Kamepe nipu t=19°C npu paznuyaHoi

WHTEHCHUBHOCTHU CBeTa, cBeTonepuo e 8/16 yacos wim 16/8 yacos.

2. Brinenenne THIAKOUIOB U3 JIUCTHEB TOPOXa
Twtakou el BEICTISUTH U3 IBYX BEpXHUX SpycoB 10-14 THEBHBIX MPOPOCTKOB ropoxa. JIMCThs
TOMOT€HU3UPOBAIM C TTOMOIIbI0 roMoreHusaTopa B TeuenHue 10-15 ¢ B 100 mut cpenbl
BoiencHus. CocraB cpensl Beiaeaenus: 0,4 M caxaposa, 25 MM Hepes-KOH (pH 7.6), 20 MM
NaCl, 5 MM MgCl,. HenocpeactBeHHO Tiepe 1 BhIIETICHHEM B cpeay A00aBisiin SMM ackopoar
HaTpus U 0.1 % Obruuii CBIBOPOTOUHBIN anbOyMuH. ['oMorenar GpunpTpoBaiu yepes 4 cios
HeioHoBOM TKaHM U ieHTpudyrupoBanu 1 mun 6000 o6/muH Ha nentpudyre K-23 npu 0°C.
Ocanok cycienaupoBanu B 30 MIT cpe/bl HIOKHUPOBAHUS U BBIAEPKUBAIH 1,5 MUHYTHI 17151
paspymieHus o6osouek xyoporutactoB. CoctaB cpenbl mokupoBanus: 25 MM Hepes-KOH
(pH 7.6), 20 MM NaCl, 5 MM MgCl>. 3aTem n006aBIisiIi B SKBUBAJICHTHOM KOJUYECTBE CPEILY,
coaepskariyto 0,2 M caxaposy, 25 MM Hepes-KOH (pH 7.6), 20 MM NaCl, 5 MM MgCl, u
neHTpudyruposanu 3.5 muryTsl ipu 3500 06/MuH. Ocafok ABax bl MPOoMBbIBaIH B 30 M
cpenpl, conepikaiieit 0,4 M caxaposy, 25 MM Hepes-KOH (pH 7.6), 20 MM NaCl, 5 MM MgCl,
W KaXIbIH pa3 neHTpudyrupoBamn 3 MuryTh Ipa 3000 06/MuH. Ocaok CyCIeHIUPOBaIU B 1-2

MJI TIOCIIe JHEH Cpcabl. Tunakouasl XpaHWJIA BO JIbAY U B TCMHOTC.
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3. BhineneHne TUIAKOUIOB U3 JIUCTHEB SUMEHS
BbijiesieHre THIaKOUI0B TPOBOIMIIN, Kak onucano B Bassi et al., 1985. Jluctes
romorenusupoBaiu B cpene T 1, conepsxkanieit 0,1M Tpuuun/KOH pH 7.8, 0.4 copburomn, 0.5%
cyxoe MoJioko, 0.2 MM Oen3amunuH, 1MM amMmuHOKanpoHOBYIO Kuciory, 0.2 MM PMSF.
['omoreHaT GpuIBTPOBAIIN Yepe3 YEThIPE CII0s HEMIIOHOBOM TKAHH U 3aTeM LEHTPU(YTHPOBAIU
1500*g 15 munyT npu 4°C. CynepHaTaHT 0TOpachIBaliv, OCAA0K, COICPIKAIIUN XJTOPOILIACTHI,
cycnenaupoBanu B cpege T2. Cocras cpennbl T2: 25 MM Hepes/KOH pH 7.5, 10 MM DJITA. B
cpene T2 npoucxoauio paszpyieHue MmeMOpan xyuoporuiactoB. [loaydeHHyto cMech,
coJiepskantyro tuiaakousl, nentpudyruporamu 10000*g 10 muryT. Ocanku pecycrneHaAnpOBaIH
B T3 cpene, coneprxareii 50% riunepusn, 10 MM Hepes/KOH pH 7.5, 1 MM BITA. B cpene T3

TUJIAKOU]IbI XpaHUJIH NpH TemriepaType -80°C 10 mpoBeneHus aHaIu3a.

4. BeigeneHne TUIIAKOUIOB U3 JINCTHEB apaOHIoNCcuca
BbljiesieHre THIAKOUI0B U3 JIMCTHEB apaOuI0TICKCa IPOBOIWIIN, Kak onucaHo padee (Ignatova et
al., 2011). Jluctes apabuiorcuca mpeaBapuTeIbHO TOMEIIATN B XOJIOAMIBHUK Ha 2 Yaca Jis
Pa3NOKEHUS KpaxMalia, OOJIbIIOe KOJINYECTBO KOTOPOTO YXY/IIAeT Ka4eCTBO IPETapaToB.
HemnocpeacTBeHHO mepes] SKCIepUMEHTOM JIMCThS B3BELIIHBAIH JJIs pacyéTa ONTUMAILHOTO
KOJIMYECTBA CPEIbI UII TOMOTEHHU3AIMH (M3 pacueTa | 4yacTh JIMCTOBOIM MacChl K 5 4acTsiMm
cpebl).

Bce Cpeabl AJid BBIACIICHUA THIIAKOUAOB I'OTOBUJIM HA IBYKPATHOM COJICBOM KOHICHTPATEC!:

Koneunas COJTb HaBeckanmal n, T
KOHIOCHTpAaIHA

35 MM K2HPOq4 16

15 MM NaH2PO4 4,6

5 MM MgSO4 3.695

10 MM KCI 1,5

Jluctbs romoreHusupoBaiu B cpene BoieneHus: 0.4 M caxaposa, 20 MM ackopOat HaTpus,
2MM DITA. [onyueHHsIi roMoreHat GuiabTpoBain yepes 4 ciiost HeiIoHOBO TkaHu. [lanee
ocaxanu xyoporactel 3400*g 6 MmunyT. OCaioK CYCIIEeHUPOBAIHN B CpeJie IOKUPOBAHUS U
uHKyOupoBamu 20 MuHyT Tipu Temieparype 0°C. Cpena moKupoBaHHS MPECTABISET COOOH
paszbaBnennyto B 10 pa3 cpeny BeimeneHus. Jlaiee mpoBOaMIN HU3KOCKOPOCTHOE
neHTpudyruposanue 120*g 1.5 MUHYTHI, MOJTy4eHHBIN 0caoK oTOpackiBaiu. 13 cynepHaranta

ocaxxaanu Tuinakouasl 3400*g 6 MUHYT, TOJIY4EHHBIE OCAIKU CYCIIEHAUPOBAIIU B Cpele
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CYCHEHANPOBAHMS U CHOBA OCAX/IAJIM TUIIAKOUIBI IIPU TOM K€ PEXHUME, 3TY IPOLEAYPY
noBTOpsuH aBaxabl. CoctaB cpensl cycnenaupoBanus: 0.4 M caxaposa, 2 MM ackopOaT HaTpus,
0,5 MM D/ITA. Tlocne nmocneaHe OTMBIBKH THIIAKOU bl CYCTIEHAUPOBAIN B 1 MJI Cpeibl,

nobasism 10% rnuuepud u xpanuiu npu temmneparype -80°C 1o nmpoBeaeHus aHanu3a.

5. Ompenenenue KOHIICHTPAIMH XJIOpO(dUIIIa
Jns onpenenenus conepxkanus xyopoduiia 20 M npoOsl pacTBopsii B 1 mit 95% sTanona u
neHTpudyrupoBaiu B Teuenue S MuH mpH 3 400 x g Ha nerTpudyre MiniSpin (I'epmanus).
[Tocie 3TOro U3MepsUIM ONTUYECKYIO INIOTHOCTh Ha CHEKTPOPOTOMETPE P JAITHUHAX BOJH 664.2
u 648.6 um. KoHneHnTpaiuio xjaopoduiia onpeaessuii, HCob3ys ypasaenue Lichtenthaler,
1987.
Ca+b = (5.24*Ag6s.2 + 22.24* Assg )/l

Ca=13.36* Asea2 - 5.19* Asusgse

Cb = 27.43* Asass- 8.12* Agsa2
rie Ca+b — oO111C€e Coeprkanue xiaopodhumnia a u b, A — onTryeckas MIOTHOCTh TPU

COOTBeTCTBYIOIHeﬁ JJIWHE BOJIHBI, | — AJInHa ONITUYCCKOI'O ITyTH.

6. MHKyOamus JIMCTHEB SIMCHSI
WMHKyOanuro JUCTHEB STUYMEHS B IPUCYTCTBUU M OTCYTCTBHE KaTajla3bl MPOBOIMINA IPU BBICOKOU
uHTeHCHBHOCTH cBeTa (1000 MKMOIIb KBAHTOB/MC) M B OTCYTCTBHE KaTaaa3bl IPU HU3KOH
uHTeHCHBHOCTH cBeTa (100 MKMOIb KBaHTOB/M2C). JIMCThS MOMEIaIi Ha HOBEPXHOCTh
MHKYOalnoHHOU cpeibl. MHKyOa1nio npoBoIMIA B T€YEHHE S5 THEH NpU MOCTOSITHHOM
ocBenieHnu (puc. 12 A).

JIMcThs SUMEHSI HHKYOMPOBAJIHM B IPUCYTCTBUU M OTCYTCTBHUE MEPOKCUIA BOJOPOA B
JUCTUITUPOBaHHOM Boje. THKyOanuo mpoBOAMIN IPU OCTOSHHOM OCBEIIEHUU CBETOM
HI3KOM MHTeHCHBHOCTH (100MKMOIIB KBAHTOB/M’C) B TedeHHe 5 gHeil. JINCThs B BEPTHKATHHOM
MOJIO’KEHNUHU TTOMELIAINCH B ANNEHA0P) U OBLIN MOTPY’KEHbI B BOJY HUKHEH YacThIO JIMCTA.

Cpeny nHKyOanuu exxeIHEBHO MEHSITH, Kpail mucta noapesaiu (puc. 12 b).
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BC karanaasa

Pucynok 12. MukyGanus aucTheB SUMEHs. A — MHKYOAIUs IPH HU3KOH HHTEHCHUBHOCTH
ceetra (HC, 100 MmkMouib KBaHTOB/M2C) U IIPH BBICOKOM MHTeHCUBHOCTHU cBeTa (1000 MkMOIbh
kBaHTOB/M2c) B oTcyTcTBUE (BC) 1 npucyrcTBuu karanassl (BC karanaza). b — unky6auus npu
HU3KOW MHTEeHcUBHOCTH cBeTa B oTcyTcTBUE (K) 1 B mpucyrctBun 50 MM u 100MM nepokcuna

BOJIOpO/IA.

7. WnkyOGanus mucteeB ¢ NaF
Jist MHKYOauy JIUCThS STYMEHSI WIIH JIUCThS apaOUI0TICHCca MTPOKAIBIBAIN C HUKHEH CTOPOHHI,
OCTAaBJISAS LUENBbIM BEPXHUM CI0U KJIETOK. [IpOKOIOTOM CTOPOHON JTUCT IOMEINAIYN B YAIIKY

[letpu, conepxkamyto 15MM NaF n unky6upoBanu B TeMHOTE B TeueHue 1 vaca.

8. WM3mepenue duryopecueHIMH XJ10poduiuia a IMCThEB

8.1 N3mepenus (ayopecieHIIny XJI0poQuiLIa Ha CBETY

Oyopecuennus xiaopoduiia Obuta m3mepena, ucnonb3ys [IAM-¢gyopumerpst PAM-101 u
miniPAM (Walz, I'epmanusi) mocie npeaBapuTesIbHOM aanTaliy JIUCTEB UITH CYCIICH3HH
TUJIAKOUI0B K TeMHOTe. M3MepeHus (iayopecleHIuu XJI0poguiuia a CyclieH3uu THIaKouI0B
npoBoaAWIH B criermanbHon Walz-sueiike.
D¢ dexrruBHbI KBaHTOBBIH BEIXO/ (Y) U KO3 UIIHEHT HEPOTOXUMUIECKOTO TYIICHUS
¢ayopecuenimu xnopoduiia (qN) Obutn paccuutansl mo cineayroium popmynam: Y=(Fn'-Fs)/
Fm” 1 QN=(Fm-Fm")/(Fm-Fo"), tie Fm — MakcuManbHbIN YpOBEHb (IIyOPECIIEHIIMN B OTBET Ha
10/J1a9y BCITBIIITKY HACKHIMIAIOIIETO CBETA Ha aJaliTHPOBAaHHOM K TEMHOTE 00BeKTe. Fs —
CTAIlMOHAPHBIA YPOBEHb (PIIYOPECUICHIINH MPU BKIFOYCHHOM aKTHHUYHOM cBeTe. Fm™ -
MaKCHUMaJIbHBIN YPOBEHb (PITyOpeCcIieHIIMU B OTBET Ha MOJayy HACHIIIAOLIEH BCIIBILIKY,
M0JIaBaeMoil B X0/Ie CTAaIllMOHAPHOTO OCBELICHNS aKTUHUYHBIM CBETOM. Fo” - ypoBeHb

¢iryopecueHIINH cpa3y MMOCie BHIKIIOYEHHS IeHCTBYIOIIETO CBETA.
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OTHOCUTENBHBIH ypOBeHb BoccTanoBNeHus [1X-myna onennBanm cormnacHo Tullberg et al., 2000
o ¢popmyie 1-(Fm'-Fs)/(Fm'-Fo"). I3meHeHus GuryopecueHIMy PErUCTPHUPOBATIH C TTIOMOIIBIO

nporpammsl WinControl.

8.2 N3mepenus penakcanuu HOT mocne ocBenieHust
Jlnst onieHKH penakcanuu koddduimenta Heporoxumuueckoro tymenus (GN) mocne ocBenieHus
T0/IaBaN} BCTIBIIKH HAcHIIaronIero ceera (8000 MKMOIb KBAHTOB/MZC, HPOJOIKUTENBHOCTD
Benbiky — 0.8 ¢) Ha 1,3,6,9,12,15,18,21 u 24 munyrax TeMHOTHI. [Ipu Gosee yacToii mojave
BCITBIIIEK MTPOUCXOJIUIIO YACTUIHOE TIOJJaBIICHHUE PellaKcallii He(hOTOXMMHYECKOTO TYIICHHS.
Taxxe ObLTO MPOBEPEHO, YTO B OTCYTCTBUE HACKHIIIAIOIINX BCIBIIICK HEPOTOXUMHUUECKOE
TYyILIEHUE TOJTHOCTHIO PEIAKCUPOBAIIO B TEMHOTE B TeUeHHE 24 MUHYT.
Nzmepenus penaxcaruu N IpoBOAUIN HA OTAEICHHBIX JUCThSIX ¢ ToMoIibio [IAM-
dayopumerpa miniPAM (Walz, I'epmanus). Bo Bpems npenBapuTeIbHON TEMHOBO# a1anTallum
¥ CaMOT'0 U3MEPEHUS HIDKHUN Kpai JIMCTa HaXOAUJICS B BOJIE JIJISl TIPEIOTBPAIICHHS

MNEpCChIXaHus JTUCTA.

8.3. 3mepenune MHIYKIIMOHHBIX KpUBBIX ObicTpol duryopecuenuu, OJIP-kuneTuk
OJIP-kMHETHKY 3aKMChIBAIN ¢ TOMOIIBIO (ryopuMeTpa, onucanHoro B padore Kreslavski et al.,
(2014). Jlnst u3MepeHust UCIOJb30BAIM CUHUM cBEeT. Ha OCHOBE MOJIy4YeHHBIX KMHETHK
PacCUYHMTHIBAIIN CIICAYIOIIUE ITAPAMETPBhI:

Fv/Fm — MakcuMalbHbBIH KBAHTOBBIN BBIXOI;

ABC/RC = (Mo/V;) (FV/IFm) - Bunumsblii pasmep anteHHb PC2;

ET20/RC = (Mo/V,) (1 — V;) - MakcUMaJIbHBIH MTOTOK 3JIEKTPOHOB, MepeHeceHHBIX 0T oT Qa k Qb
B pacuete Ha PI[ ®C2;

oRE10 = (FV/Fm) (1 — V)) - MakcUMaJIbHBIN MOTOK 3JIEKTPOHOB, IEPEHECEHHBIX K KOHECUHBIM
akrentopam OC1 B pacuere Ha P1 ®C2;

rie V) — OTHOCHTEbHBIN ypoBeHb (iryopecueniuu B hasze J. Vi = (Fawe — Fo)/(Fm — Fo);

Mo - HauaIbHBIH HAKJIIOH KPUBOHM OTHOCHTEIBHOMN BETMUNHBI MHTEHCUBHOCTH MTEPEMEHHOMN
(ryopecueHIHH, BEIpaKaeT CKOPOCTh IEPEHOCA dIIEKTPOHA Ha HAYaIbHOM dTare

Mo =4 (Fo3uc— Fo)/(FM — Fo)

V|- oTHOCUTENbHAs NepeMeHHas (iyopecuenuus B MomeHT BpemeHH 30 mc (I daza) mocine

BKJTIOYCHUs AercTByromiero cBeta, VI = (Fiouec — Fo)/(FM — Fo)
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9. OreHka ypoBHS SKCIIPECCUU T€HOB, Koaupytommux Lhch Genku
W3 nuctheB, 3aMOPOKEHHBIX B XKHIKOM a30Te, ¢ momortibio Aurum total RNA mini Kit (Bio Rad,
CHIA) skerparupoBanu TotansHyto PHK u o6pabarsiBanu JIHKazamu muist npenoTBpamieHus
koHTamuHanuu renomuoi JIHK. 3arem 400 ur kaxxnoro PHK o6pa3iia ncnonp3oBanu s
o0OpaTHOM TpaHCKPHITIIUH ¢ TToMoIpio BioRad iScript reverse transcription supermix reagents.
Komnuecrennas OT-IILP 6puta mpoBeneHa B TpeX HE3aBUCUMBIX TOBTOPHOCTAX. [laHHbIe ObUIH
HOPMaJIM30BaHbI IO SKCIIPECCUU TeHA aKTHHA, KOTOPBIN SBJISETCS TEHOM JJOMAIITHETO X0341iCTBa
U SKCIpeccupyercs Ha moctostiaoM ypoBHe. TP peakiuro mpoBoauan ¢ momoiisio 1Q5 cycler
(Bio Rad, CHIA). Jlns apabuoricuca ObUTH UCTIOIBb30BaHbI ipaliMepsbl k reram Ihch2.2, IThch3 u
Ihch6 (Xu et al., 2012). [Ins ssumens ObuTH MCHOIBb30BaHbI paiimMepsl k reram lhebl, Iheb3
Ihch6 (Frigerio et al., 2007), mociie10BaTeIbHOCTH OJIMTOHYKICOTHIOB, HCIIOJIb30BAHHBIC IS
Ihcb4: mpsmoit CTCTTAAGTGGTCGGTGGT, obpatusiii TCCTATGTGATCGGACCAGC,;
Ihch5: mpsamoit GATCTACTTGCCCAACGG, obpatubiii CATGGATGAGCTCAAAGGCC.

10. denarypupyromuii aekTpodopes
Henarypupyromuii anektpodopes npoBoauiu corinacHo Schagger and von Jagow (1987) B 12-
18% rpaguieHTHOM MOJUAKPHUIAMUIHOM Telie, UCIIONb3Yys TPUC-TPUIIMHOBEIHN Oydep.
Dnexrpodope3 MpoBOWIH ITPH KOMHATHOM TeMiieparype, nojgasas 100 MA Ha rens. B kaxmayio
JYHKY TeJisi BHOCWIJIM THJIAKOHJIBI C COiep kaHneM xiopodmnia 8§ Mkr. Pa3ienenue npoBoauiu B
kamepe PROTEAN Il xi Cell, Bio-Rad (CIIA). [Iys Bu3yanu3aiuu O€IKOBBIX MOJOC TelId
UHKYOupoBanu B TedeHue 2-3 yacoB B 0,25% pactBope kymaccu G-250, KOTOpBIit
mudyHIMpOBal B Telb U MPOYHO CBs3bIBasICA ¢ OenkaMu. OTMBIBKY (DOHOBOI'O OKPAILIMBAHUS
MIPOBOJIUIIN B cpejie, coaepxanieit 96% stanon u 10% yKCycHYI0 KUCIOTY B TeUeHHE 1-2 THEH,
NEPUOJIMYECKU 3aMEHsIsl paCTBOP CBEKUM J10 TEX 0P, MOKa 00U (OH ress He CTAaHOBUIICS

3HAYUTEIBHO CBETJIEE OKpaIIeHHBIX OenkoBbIX nonoc (Ocrepman, 1981).

11. zmepenune KUCIOPOJHOTO OOMEHA B CYCIIEH3UU THIIAKOHIOB
O11eHKYy CKOpPOCTH MOTJIOLICHHUS/BbIIETIEHUS KUCIIOPO/a CYCIIEH3HeN THIIAKOMIOB ITPOBOININ C
HIOMOIIBIO 3aKPBITOTO JIEKTPOIa KIAPKOBCKOTO TUIIa, 3anoinerHoro 1M KCI. M3mepenns
MIPOBOJIMII B TEPMOCTATUPYEMOH CTEKIITHHOH stueiike (00bem = 0.3 mu) t=21°C. PeaknmonHyto
CMECh OCBELIAJIN KPACHBIM CBETOINO0/I0M (A > 660 HM), HHTEHCUBHOCTb CBETA PETYIUPOBAIH C
MOMOIIBIO HEUTpaNbHBIX CBETO(GUILTPOB. CKOPOCTH MOTIIOIIEHUS/BBIACICHUS KHCIOPOIa

paccCUMTHIBAIM C TIOMOIIBIO Tiporpammbl Power Graph.
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12. U3mepeHune CKOPOCTH BOCCTAHOBIIEHUS IIUTOXpOMa C
Boccranosnenue nuroxpoma C B CyCII€H3UHM TUIAKOMI0B U3MEPSUIN 110 YBEIMUEHUIO
MOTJIOLEHUS TIPH JUTMHE BOJIHBI 550 HM 110 cpaBHEHUIO ¢ 540 HM. {7151 u3mepenust
UCIIOIB30BaJICS ABYXBOJIHOBOI criekTpodoromerp (Hitachi 557, Snonus). ®OTOYMHOKHUTEND
HKPAHUPOBAICS OT JACHCTBYIOLIETO CBETa ¢ moMouIsio cBeropmibTpa C3C-22. Koaddumument
MospHO# dxcTHHKIMK 19MM em? 611 ncnons3oBan npu pacuerax (Davis and San Pietro,
1977). Cynepokcui-3aBucuMas CKOpOCTh BOCCTAHOBJICHUS IUTOXpOMa C ObLIa paccuuTaHa Kak
pa3HuIa MEKY CKOPOCTHIO BOCCTAHOBIIEHUS IIUTOXPOMA ¢ B OTCYTCTBUE U MPUCYTCTBUU
cynepokcuaaucmytassl (COM). COJl — dhepMeHT, KaTaau3upyONUi peakinuio TUCMYyTaIllun
cynepokcuIHbIX pagukanoB 10 H2O u Oz. CycnieH3uio ocBetaiy ¢ MOMOIIbIO TaJIOr€HOBOM
JaMIIbI yepe3 KpacHbli cBeToGuibTp (A > 620 aHM). OCHOBHAs peaKIMOHHAs CMECh CoJIepIKaa
0,4 M caxapo3sa, 25 MM Hepes-KOH (pH 7.6), 20 MM NaCl, 5 MM MgClz u 10 mxr Xu/mi

THJIaKOUbI.

13. OmnpeneneHre KOTUYECTBA IEPOKCHIA BOJIOPO/IA B JTUCTHSIX
H3mepeHne komu4ecTBa MepoKcHia BOJ0poaa OblI0 OCHOBAHO HA MEPEKUCHOM OKHUCIICHUH
mromunoa (Cormier and Prichard, 1968). JIuctes (50-100 Mr) 3aMopasKuBajiy B KHIKOM a30Te.
3areM 3aMOpOKEHHBIN JIUCT iepeHocud B 0.4 MK 2M TpUXJIOpYKCYCHOM KUCIOTHI U
TOMOTEHU3UPOBAIIN. DKCTPAKIMIO MEPOKCHIa BOAOPOAa IMpoBoaWiIK ¢ momoisio 3 mia 0.05 M K-
docdarnoro 6ydepa (pH 8.5). {ns ynaneHus MMrMeHTOB CYCIIEH3UI0 HHKYOUPOBAIU B TEUCHUE
1 yaca ¢ akTuBHpoOBaHHBIM yrieMm (250 mr). [Tonydyennyto cmech nentpudyruponanu 20 mus 10
000 * g. CynepHaTtanT oTOMpany u TuTpoBaiu ¢ momorisio 2M KOH no pH 8.5. JTns
orpezieNieHus: CoJepKaHus IEPOKCHa BOJOPO/1a UCTIOIb30BaIH 50 MKJI IOJTy4YE€HHOTO
IKCTPAKTa, K KOTOPOMY ¢ MIOMOIIBIO 103aTopa BHOCKIN | M cMecH momuHona (2,26*107* M) n
nepokcuaassl (1*¥10° M). s mocTpoeHus KanuOpOBOYHOI KPUBOH HCTIONB30BAIN PACTBOPHI

MEPOKCH]Ia BOJIOPO/IA C U3BECTHOM KOHIIEHTPALIUEH.

14. 3mepenue nepokCcuaa3HON aKTUBHOCTH
[TpenBapuTenbHO B3BELICHHBIE JTUCThS SUYMEHS pacTHpaiu ¢ neckoM. K noiaydeHHomy
nucToBOMy romoreHaty nooasisuta 3 mi K-docharnoro Oydepa pH 7.0. B cnydae onpenenenus
MIEPOKCHIa3HOW aKTUBHOCTH B JIMCThHSX MTOCIIE aaNTallii K BHICOKOH HHTEHCHUBHOCTH CBETA BO
Bce oOpasiel BHOcHH Polycler AT s cs3siBanust (heHONOB. 3aTeM 00pa3Ibl
HneHTpudyruposaiu S Munyt npu 3 400 * g v nomydeHHbIE CylepHATAHThI UCIIOIB30BAIIN JIJIS
ompeieNIeHuUs IEPOKCUIa3HON aKTUBHOCTH. B kadyecTBe cyOcTpaTa ucnonb3oBam 1MM 3,3 -

JTMaMUHOOCH3UIMH, U3MEPEHUs IIPOBOIMIIN Ha criekTpodoTomerpe Hitachi 557 (Snownus) npu
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e BostHbI 450HM. CoctaB peakunonHoi cmecu: 150 Mk cynepnaranTa, 10 MM nepokenn

Bojsopoaa, 1MM 3,3 - nuamunob6en3unut, K-docdarnsrit 6ydep pH 7.0.

15. BecrepH-610T ananmm3
JIJ1st OIIEHKH KOJIMYECTBa OCIIKOB C MIOMOIIBIO BECTEPH-0JIOT aHAIM3a THIAKOUIbI Pa3IeIIsuIn, Kak
onucano panee (Ballottari et al., 2004). Pe3ysbTarsl peakiiuu ¢ aHTUTEIaMU OLICHUBAJIN C
nomoinsio aeacutomerpun. Gel-Pro Analyser 3.1. Alcaline Phosphatase Conjugate Substrate Kit
OBLIT UCIIOIB30BAH JIJIS BU3yalH3alny OeIKoBBIX mojioc. 5 Mkt Precision Plus Protein
Kaleidoscope (10-250 k/la) (Bio-Rad, CIIIA) ucrnonb30Bajiu B KauyecTBE MapKepa

MOJIEKYJIIPHBIX BECOB.

16. 3mepenue KonuyecTBa Kpaxmaina B JUCThSIX
Jns ananu3a Opay CBEeXEBBIICICHHbIE TUIIAKOUIBI TUYMEHS, 00BEMBI ITPOO IS aHAIIHM3a
HOPMHPOBAJIH 110 KOJIM4eCcTBY XJiopoduimia. K mpodam mobasmnsumm 1o 1 mit 96% crupr.
[TpoBommm nearpudyruposanue S mu 3 400 * g. [TomydeHHbIE 0Ca KU BHICYIINBAIHN 10
MOJIHOTO yaasieHus cnupra. Kpaxman pactsopsuin B 200 MK Kunsiiiei Bopl B Teuenue 30
MHHYT ¥ 3ateM HeaTpudyruposanu (Kaplan et al., 2012). 25 Mkt mosy4eHHOT0 CylepHaTaHTa
ucnosap3oBaiu i peakuuu ¢ 0,12% nonnaom kanus. IHTEHCHUBHOCTB OKpaIIMBaHUs U3MEPSIIU
npu 620 HM, uctionb3ys criekrpoporomerp Hitachi 557. KaprodenbHbiii kpaxmai ObuT

HCIIOJIb30BaH JIA ITOCTPOCHU S Ka.]'IPI6p0B0‘IHOﬁ KpHBOﬁ.

17. I3amepenune cCieKTpoB HU3KOTEMIIEPATypHOU (IyopecleHIINH XTopoduiia
H3mepenue criekTpoB HU3KOTEMIIEPATypPHOU (PIIyopecieHIINY TPOBOIFIIN Ha TEITBIX JIUCTHSIX
sSYMeHs Win apabujoncuca. [lepea n3mMepeHnem JTUCTbs IPeIBAPUTEIBHO 3aTEMHSUIIN B TEUCHHE
1 gaca 7151 moJIHOTO Mepexoa ceeTocoduparomniero komruiekca anteHHbl @C2 ot OC1 k PC2
(Tak KaK U3BECTHO, YTO Ha CBETY 4acTh aHTeHHBI iepexoauT oT PC2 k ®C1, u 3ToT nmpouecc
o0paTHM B TEMHOTE), TAKMM 00pa3oM MHUIMHPOBaIK cocTtosiHue 1 (state 1) (Bassi et al., 1988).
JUnis crangapTH3auy U3MEpEeHHil MI0Ia b IUcTa OblIa HopMalu3oBaHa. JIuCT momemiany B
CHELHATbHYIO «WIOMATKY», B KOTOPOi 00pa3el 3aMOpakUBaJICs U 3aTEM U3MEPSIICS B )KUAKOM
azore npu 77K. U3mepenus npoBoamiu Ha criektpodayopumerpe Hitachi 850 mpu mmnsHe BosHbI
BO30yxaeHus dyopecteHuu 435 amM. C MOMOIIBIO TOTYYeHHBIX CIIEKTPOB
HU3KOTEMITEpaTypHO (IIyopecleHIIMH ISl KaXKI0r0 00pasiia onpeieNsiii COOTHOLIEHNE TMKOB
OC1/DC2. 3a «O» mpuHUManu oTHoLEeHUE THKOB (hyopecuenuu @C1/DC2, usmepeHHoe
Cpa3sy rociie TeMHOBOH amanTanuu. [y nHunmanm nepexoza B state 2 OpuT HCTIOIB30BAH CBET,

BO30yxmaromnuii mpeanoarutenbHo OC2, A1 4ero UCroab30Baau HHTEPPEPEHIIMOHHBIN
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cBeTomibTp (A = 647 HM). [l KaXKA0ro BapuaHTa SKCIIEpUMEHTa ObUIO MPOBEACHO Ooee 5

HE3aBUCUMBIX U3MEPECHUM.

18. M3mepeHnre HHTEHCUBHOCTH CBETA

M3Mepenne MHTEHCUBHOCTH CBETA MPOBOIWIIN C TOMOIIbo pubdopa LI - 250 Quantum Sensor

19. OIIP u3mepenus

N3mepenus DIIP criekTpoB IpOBOIMIIN C MOMOIIBI0 criekTpomerpa EMX-6 (Bruker, I'epmanmust)

npu nocrosHHoU Temreparype 22°C. JIo0aBKy CIMH METKH IPOBOIMIIN CIEAYIOIIUM CIIOCOOOM:

10 mMxn 102 M pactBop crun npo6s1 SASL-16 (Sigma) B x10podopMe BHOCUIN HA CTEHKH
snneHaAopda U BHICYIIMBAIH, MTOCIIE Yero K MeTKe 100aBisuin 50 MKII CyCIIeH3UH TUIIaKOUIOB
(xonuentpanust X 100Mkr/mi). Tunakou sl HTHKYOUpPOBAIU ¢ METKOM B Tedenune 10 MUHYT B
TeMHOTE BO Jibay. [Tocne nakyOanuu oOpasisl EPEHOCHIIN B KaTMOPOBAHHBIE CTEKIISTHHBIC
KalWJUISIPBI U 3alMChIBAJIA CHEKTPhI 0e3 ocBeleHus npu MomHoctu 20 MBT. Tpu cnekrpa mist
Ka)KJ0r0 U3MEPEHUS YCPEIHSAIN AJIsl yBenndeHusl curHaia. CurHai TUIakoua0B 0€3 MeTKU

BbIUUTAJIN U3 IMOJIYYCHHBIX CIICKTPOB.
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3. PE3VJIbTATHI U OBCYXIEHUE

3.1. OBPABOBAHUE ITEPOKCUJIA BOJIOPOJJA BHYTPU TUJIAKOUTHOM
MEMBPAHBI

3.1.1. Bausnue MB na ckopocms mpancnopma 31eKmpoHO8

XJIOpOIIACT SIBJISETCSA OJHUM U3 OCHOBHBIX UCTOYHUKOB ADK B pacTeHusx Ha cBety. Panee
OBLIIO IOKAa3aHO, YTO IPU YBEIUUEHUHU HHTEHCUBHOCTH CBETA IPOUCXOAUT YBEINUYECHHUE
00pa30oBaHMsl U CYIIEPOKCHIHOTO pajuKalia, U MepoKcHia BOJOPOIa KOMIIOHEHTaMHU
(OTOCHHTETHYECKOH AIIEKTpOH-TpaHcnopTHO#H 1enu (Ivanov et al., 2012). Bonee Toro, 6110
MO0Ka3aHo, YTO yBeianueHue B oOpazoBanuu O u H2O; npu yBeanueHnn 0CBELIEHHOCTH
IIPOMCXOJUT B pe3yibTare yBeanueHus oopazoBanus 3tux ADOK, npenMyiiecTBeHHO, BHYTpU
TUJIAKOUAHON MeMOpaHbl, a He B cTpome (Mubarakshina et al., 2006). O6pa3oBanue
CYIIEPOKCHUTHOTO pajivKalia BHyTpU MeMOpaHbl ObL10 oka3aHo B pabotax (Kozuleva et al., 2011;
Kozuleva et al., 2014). Jloka3zarenbcTBa 00pa3oBaHus IEPOKCHAA BOIOPOIa BHYTPU
TUJIAKOUHON MeMOpaHbl ObUTH MpecTaBieHbl B (Mybapakmmaa u ap., 2006; Mubarakshina et
al., 2006; Borisova-Mubarakshina et al., 2012).

Opnako panee oOpa3oBaHre IEPOKCUAA BOIOPOIa BHYTPHU THIIAKOUIHON MeMOpaHbI ObLIO
MOKa3aHO Ha U30JMPOBAHHBIX TUJIAKOUaX Oe3 100aBIeH!s aKIENITOPOB: B TAKUX YCIOBUSAX
KHUCJIOPO SIBJISIETCS €AMHCTBEHHBIM aKI[EITOPOM 3JIEKTPOHOB OT (POTOCUHTETUYECKON ANIEKTPOH-
TPAHCIOPTHOM LIETIH U CKOPOCTHU MEPEHOCA 3JIEKTPOHOB IO LM ropa3io HUXKE MOTEHLUAIbHO
BO3MOXKHBIX ckopocTeil. [IoaTomy B aHHO# paboTe Oblia uccienoBaHa BO3MOXKHOCTb
00pa3oBaHMsI MEPOKCHJIA BOAOPOJA BHYTPU THIAKOMIHOM MeMOpaHbl B IPUCYTCTBUU
3G (HEKTUBHOTO aKIIETITOPA AIEKTPOHOB, KOTOPBIM MOKET 00ECIIEUUTh BBICOKYIO CKOPOCTh
ANIEKTPOHHOI'0 TPAHCIIOPTa, OJIM3KYIO K pusnongorndeckoil. [IpupoanbM akienTopom
anekTpoHoB oT OC1 sBnsercs Gpeppenokcut (D), HCHIOIB30BAHUE KOTOPOTO B 3TOM pabore
0Ka3aJI0Ch HEBO3MO)KHBIM M3-32 €r0 CHOCOOHOCTH BOCCTAaHABIMBATh HUTOXpOM c¢ (Asada et al.,
1974), xoTopslii OBLT UCTIOJIB30BAH JIJIsl TPEIOTBPAIICHH 00pa30BaHUs MTEPOKCUIA BOJOPO/Ia B
BoJIHOM (paze. [TorToMy ObLT BEIOpaH Apyroit 3h(HexTUBHBINA aKLENTOP JEKTPOHOB
metunBuoioreH (MB), koTopslii akienTupyer 31eKTpoHb! 0T KOMITOHEHTOB PC1 — Fa/Fp — 1
nepeHocuT ux k kuciopony (k = 8x108 M ! ¢ 1), o6pasys cynepoxcunnbiii pagukan.

Jns uccnenoBanus snusinus 1o06asku MB (1 MkM) k cycrieH3uM TUIIaKOUI0B Ha

CKOPOCTH (POTOCHHTETHYECKOTO AJIEKTPOHHOTO TPAHCIIOPTa OBLIO MPOBEICHO H3MEPEHNUE
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CKOPOCTHU MOMIOIICHUA KHUCJIOpOAa MMPH IBYX HHTCHCUBHOCTAX CBCTA! 25 MKMOJIb KBaHTOB/MZC n

180 MKMOIL KBaHTOB/M>C (pHC. 13).
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Pucynok 13. BausiHue MHTEHCUBHOCTH CBETA HAa CKOPOCTH MOMIOIIEHUS KMCIOpO/a B
orcyrcTBue (a) 1 B mpucyrctBuu (0) 1 MM MB. Bernbie cTOnOMKH — MHTEHCUBHOCTH CBETa 25
MKMOJIb KBaHTOB/M>C, Cepble CTOJOUKH — MHTEHCUBHOCTH cBeTa 180 MKMOJIb KBaHTOB/M™C.

3HaueHus NMpeACTaBICHBI Kak cpeanue + SE.

Kucnopon Beiensiercs B pe3ysbrare padoTsl Bogookucstomero kommiekca OC2. Tlpu
9TOM, CTEXHOMETPHSI MEXKIY IEPEHOCOM AIIEKTPOHOB OT BOJBI K KUCIOPOAY TAaKOBa, UTO MEPEHOC
4 371eKTPOHOB 1O LIETIH CONPOBOXKAAETCs nomtomenuem 1 Mmonekynsl Oz, T.e. e : Oz =4 : 1
(Allen and Hall, 1973), u B ciydae, Korjia KUCJIOPOJ SIBISIETCS €IMHCTBEHHBIM aKIIETITOPOM (PHC.
13a) u B cnyyae, korna MB, akuentupys 31eKTpoHbl 0T KoMIIoHEHTOB PC1, nmepeHoCUT ux Ha
kucyopo (puc. 136). [TosToMmy nipu OCBeIIEHUH CYCTIEH3UH THJIAKOUIOB B ClIydae, Korja
KHUCTIOPOJ SIBNIsSIETCA (PUHATBHBIM aKIIENTOPOM (PUCYHOK 13), CKOPOCTH MOTIIONMICHUS KHUCTIOpOoaa
U3-3a ero BOCCTAHOBJIEHU IpeolnaaeT Hall CKopocTbhio ero BeiaeneHus B BOK. IToromy
Habro1aeTcs noromneHue kuciopoaa. CKopocTh MOITIOLUIEHHS KUCIOPO/ia, KOTOpasi OTpakaeT
0O0LIYI0 CKOPOCTh 3JIEKTPOHHOIO TPAHCIOPTa, yBeIu4YMBaiack B npucyrcteuu 1 MM MB (puc.
13, a vs 6). bonbiiee yBenuuenue ckopoctu B npucyrcTsue 1 MkM MB nabmoganocs npu
MHTEHCHBHOCTH cBeTa 180 MKMOJIb KBaHTOB/M2C. CKOPOCTh TPAHCIIOPTA DIEKTPOHOB B
ANIEKTPOH-TPAHCIIOPTHOM LIETIH MOXKET OBITh OIIEHEHA U3 CKOPOCTH IMOIIOIICHUS KHCIOPO/Ia,
CONIACHO OMMCAHHOM BBILIE CTEXMOMETpUHU. B HameM skcriepuMenTe B npucyrctsun MB npu
MHTEHCHBHOCTH cBeTa 180 MKMOJIb KBAHTOB/M>C CKOPOCTB SJIEKTPOHHOTO TPAHCHIOPTa
cocTtaBisia okolio 240 MKIKBHBAJIEHTOB €—/MT XJT 4yac. DTO HECKOJIBKO MEHbIIIE, YeM
MaKCUMaJIbHbIE (PU3NOIOTUYECKUE CKOPOCTH, OHAKO ITOXOKUE 3HAUYEHUS HAOIIOat0TCs IpU

HEKOTOPBIX CTPECCOBLIX YCIIOBUAX, TAKMX KaK, HAIIPUMEP, HEAOCTATOK COz u3-3a 3aKPBITUA

55



yereurl (Vico et al., 2013).
Takum o0paszom, it paboThl OBUIN TTOAOOPaHbI YCIIOBHSL, TO3BOJISIOIIUE ITOTYyYUTh

CKOPOCTH TpaHCIIOPTa 3JICKTPOHOB OTHOCUTEIIBHO OJIH3KHE K (l)I/I3I/IOJ'IOFI/ILIeCKI/IM.

3.1.2. Onpedenenue nacvluyaroweli KOHYEHMPAYUU YUMOXpPoMa ¢

Jns onieHKH oOpa3oBaHUs MEPOKCHIA BOAOPOAA BHYTPU TUIAKOUIHON MEMOpaHbl ObLI
WCITOJIB30BaH TOJXO0I, IPEIOKEHHBIN B padoTe (Mubarakshina et al., 2006). JlanHbIi T101X0/1
OCHOBaH Ha HCIIOJIb30BAHUU ITUTOXPOMA C, BOIOPACTBOPUMOTO OeJKa, KOTOPBIN JICHCTBYET, KaK
JIOBYIIIKA CYTIEPOKCHIHBIX PaIuKaioB, OKUCsisa ux 10 O2. L{luToxpom ¢ He ciocoOeH MPOHUKATh
BHYTPb TUJIAKOUJAHON MeMOpaHbl U B3aUMOJICHCTBYET C CYNEPOKCHIHBIMH PaJAUKaIaMU TOJIBKO
BHE MeMOpaHbl, Ipe0TBpalas 00pa3oBaHue MEPOKCH 1A BOJOPOIa B BOAHOH (haze TUIAKOMIHOMN
cycrnieH3u. JlJis Toro, 4ToObl IUTOXPOM ¢ YAaBJIHMBAJ BCE CYNEPOKCUIHBIC PAIUKATIbL,
00pa3oBaHHbBIC BHE THIIAKOUTHOW MEMOpPaHbl, HEOOXOIUMO HUCIIOIB30BATh €r0 B 3HAYNTEIIHHBIX
KOJINYECTBAX, T.€. B HACBIIIAIOLIEH KOHIICHTpauuy. [Ipy onieHke HachIaromel KOHIEHTpaluu
[IUTOXPOMA ¢ BaXKHO YYUTBIBATH, YTO IIUTOXPOM C MOXKET OBITh BOCCTAHOBJICH HE TOJIBKO
CYIEPOKCUIHBIMU PaIUKallaMHu, HO M KOMIIOHEHTaMU 3JIeKTPOoH-TpaHcnopTHoii nenu (Kruk et al.,
2003). [ToaToMy HEOOXOIUMO ONIPEICITUTH UMEHHO HACBIIIAIOIIYIO0 KOHIICHTPAITUIO IS
CYIEPOKCHUI-3aBUCMOTO BOCCTAaHOBJICHHSI IIUTOXpoMa c. /{75t aToro 6pu1a u3mMepeHa CKopocTh
BOCCTAHOBJICHHS LIUTOXpOMa ¢ B oTcyTcTBUE U nnpucyTrcTBun COJl, pasHuIia Mexay KOTOPbIMU

OTpaXKaCT CYIICPOKCUA-3aBUCUMOC BOCCTAHOBJICHUEC NUTOXPOMA C (PI/IC 14)

120 4

100 4

-1

2] o]
o o
1 1

BOCCTaHOBMNEHUE LMUT C,
S
o
Il

MKM umnT ¢ (Mr Xn)'1uac

]
(=]
L

20 40 60 80 100
UMt ¢, MkM

PI/ICYHOK 14. 3aBUCUMOCTD CKOPOCTHU BOCCTAHOBJICHHA IUTOXPOMA C HAa CBECTY OT
KOHICHTpAIUU MUTOXPOMA C. 4 — CKOPOCTb BOCCTAHOBJICHUA TUTOXPOMA € B OTCYTCTBHUC COI[,

0 - CKOpPOCTh BOCCTAHOBJIEHUS UTOXpoma ¢ B mpucytcTBun CO/l, B — cynepokcuazaBucumMas
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CKOPOCTh BOCCTaHOBJICHUS IIUTOXPOMA ¢, PACCUMTAaHHAs, KaK Pa3HUIA MEX1y a U O.

HNuTencuBHOCTH cBeTa 180 MKMOJIL KBHATOB/M2C. 3HAUEHUS IPECTABICHBI, Kak cpeanee = SE.

B npucyrctBun 1 MkM MB ckopoCTh CynepoKCH13aBUCUMOIO BOCCTAHOBJICHUS
LIUTOXPOMA ¢ HACHIIAJIACh IIPU KOHLIEHTpaluu nutoxpoma ¢ pasHoit 40 MmxM (puc. 14 ¢). Ot
JTaHHBIE CBUJETEIBCTBYIOT O TOM, YTO IPU ITON KOHLEHTPALNU LIUTOXPOM C YJIaBIMBAET BCE
CYIIEPOKCUIHBIE Pa/IuKalibl, 00pa30BaHHbIC BHE TUIIAKOUTHOW MeMOpaHbl. [l nanbHenmx

9KCIIEPUMEHTOB ObLI UCIOJIb30BaH 60MKM LIUTOXPOM c.

3.1.3. Bausanue yumoxpoma c Ha CKOpOCMb NO2OUJeHUS KUCTIOPOOd

B mpucyTcTBUM IUTOXpOMA ¢, KOTOPBIi, OKUCISS CyNEPOKCUIHBIC paIUKaIbl, IPUBOIUT K
JIOTIOTHUTEIHLHOMY BBIIENIEHUIO KUCIIOPO/a, CKOPOCTH MOIJIOUICHHS KUCIOPO/ia HE MPEBHIIIAET
CKOPOCTb BBIJICJICHUS KUCToposia cucteMoi. [loromy mo6aBka MuTOXpomMa ¢ K THIIAKOUTHOU
CYCIICH3UHU, U3MEHSISI CTEXMOMETPHUH MPOIIECCOB, TPUBOJIUT K BBIJICTICHUIO KHCIOPOa, a HE K

MOTJIOIIEHHIO, KaK B OTCYTCTBHE LIUTOXpoma ¢ (puc. 13 vs 15).
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Pucynox 15. BnusHre MHTEHCHBHOCTHU CBETA HA CKOPOCTH BBIJICJIICHHS KUCIIOPO/ia B
orcyrcTBue (a) U B npucyrcTBuu (0) 100 en/mi karanassl. PeakionHast cpena conepxana 1MkM
MB u 60 MkM 1utoxpoM c. benbie cTonOMKN HTHTEHCUBHOCTh CBETa — 25 MKMOITb KBaHTOB/Mzc,
cepble CTOIOUKU — MHTEHCUBHOCTH cBeTa 180 MKMOIIL KBAHTOB/M>C.

3HauyeHus NMPEJCTaBICHbI, Kak cpenHee + SE.

Ji1st TOro, 94T00bI ONpeeIuTh IPOUCXOIUT JH 00pa3oBaHUE MEPOKCHIAa BOAOPOIAa BHYTPHU
TUJIAKOUTHOM MEMOpaHb! B MPUCYTCTBUU APPEKTUBHOTO aKLENTOPA MEKTPOHOB — MB n

OUuTOXpOMa C B HACHIIIIAOIICH KOHIICHTpalHuK, CKOPOCTh BBIACICHUS KUCIIOPOda CYCHGHSI/Ieﬁ
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TUJIAKOUJIOB B IPUCYTCTBUH U OTCYTCTBHE Karaja3bl Obl1a n3Mepena (puc. 15). Karanaza —
(bepMeHT, KaTaau3upyIOIIKi pacmaj IMepoKCHaa BOJOPOIa Ha MOJIEKYITy KHcIopoaa u Boay. Eciu
B IIPUCYTCTBUH LIUTOXPOMA ¢, KOTOPBIH MpenoTBpaliaeT 00pa3zoBaHue MEPOKCHIa BOJOPOIa BHE
MeMOpaHbl, 100aBKa KaTana3bl IPUBOAUT K BBIJEICHUIO KUCIOPO/A, 3TO MOKA3bIBACT
o0pa3oBaHKe NEPOKCH]IA BOIOPOJA BHYTPU TUIAKOMIHOW MEMOpPAHBI.

Ha pucynke 15 BuaHO, uTo 106aBKa Karana3bl IPU HU3KOW MHTEHCUBHOCTH CBETA HE
OKa3bIBaeT BIUSHUS Ha CKOPOCTh BBIJICTICHUS KHcIopoaa (a vs 0, 6enbie cTonbuku). B To Bpems
Kak 1o0aBKa Karanas3bl IPU BICOKOW MHTEHCUBHOCTHU CBETA MPUBOJMIIA K 3HAYUTEILHOMY
YBEJIIMYEHUIO CKOPOCTHU BBIICTICHUS KUCIopoaa (a vs 6, cepbie cronbouku). Takum oOpazom, ipu
BBICOKOI MHTEHCUBHOCTH CBETa, JAa)Ke B MpHUCYTCcTBUU MB, nepokcu Bogopoaa oopasyercst
BHYTPHU THJIAKOMAHON MeMOpanbl. OTIn4ne MeX/1y CKOPOCTBIO BBIICIICHUS KUCIOPOA B
MPUCYTCTBUH U OTCYTCTBHUE Karaja3sbl (pUC. 15) MOXKET ObITh UCIOIB30BAHO IS OIICHKU
KOJIMYECTBA MEPOKCHIa BOAOPOAA, 00pa30BAaHHOTO BHYTPH TUIIAKOUTHOM MEMOpaHBI.

[Tpu pa3noxeHnu mepoKCHIa BOAOPO/Ia C MMOMOIIBIO KaTaja3bl IPOUCXOAUT 00pa30BaHKE
1 monexymnst Oz u3 2 monekyn H>O>. Ha BbIcOKOM cBeTy CKOPOCTh 00pa30BaHUsI EPOKCUIA
BOJIOpOJIa BHYTpU MeMOpaHbl cocTaBuia 38+4 mxmoinb HyOo/mr Xot wac (puc. 15). Ecnu
CKOpPOCTh 00pa30BaHUs MEPOKCHIA BOJOPO/IA B OTCYTCTBUE IUTOXpoma ¢ (puc. 13) mpuHsATH 3a

100%, To 0Opa3oBaHue IEPOKCHIa BHYTPH MeMOpaHbl cocTaBuT 30%.

3.1.4. [lymu obpa3zoeanus nepoxcuda 6000pooa 8 npucymcmeuu u omcymcmeue MB

B orcyrcTBue MB wiu apyrux akuentopos, Takux kak @, tepmuHanbHble kKopakropsl OCI,
Fa/Fb, BoccTanaBnuBaroT KUCIOPOA 10 CYIIEPOKCHIHOTO paJlKaila BHE THIAKOUIHOM
MeMOpaHsl. Jlanee 3TH CynepoKCUAHbIE paauKaiibl KoHBepTUpYIOTCs B H202 B pesynbrare
peakuu aucMyTtanuu (myTs 1 o0pa3oBaHus EpOKCHIa BOAOPOa pucyHok 16A). Henb3s
UCKJIIOUYUTh, 4TO HeOoMbIIMe KomudyecTBa O™ MOTYT AMCMYTHPOBAaTh B HEITOCPEICTBEHHON
OJIM30CTH OT MOBEPXHOCTH THJIAKOUTHOW MEMOpaHbI U HE YIIaBIUBAThCS LINTOXPOMOM ¢, KOTa
OH IIPUCYTCTBYET B cpeze (MyTh 2 00pa3oBaHUs NEPOKCHIA BOIOPoa, pUCyHOK 16B). Ipyrum
uctouHnKoM O2"" BHE MEeMOpaHbl MOXKET ObITh peakiyst Oy ¢ MIaCTOCEMUXUHOHOM Ha TPaHUIle
pasnena ¢ga3 memOpana/Boaa (Mubarakshina and Ivanov, 2010).

Tpetuii myTs - 310 00OpazoBanue H>O, BHYTpH TUIaKOUIHONW MEMOpaHBI B pe3yibTaTe
peakiuu 02" ¢ IOJTHOCTHIO BOCCTAHOBIEHHBIM IJIACTOXUHOHOM (PUCYHOK 16).
[TpeumymiecTBoM ncnosib3oBanuss MB, kpome Oosiee BEICOKMX CKOPOCTEH TpaHCIopTa
AIIEKTPOHOB, SIBJISIETCS 3HAYUTENbHOE YMEHbIleHue 2-ro mytu oopasosanus H2O». B pesynsbrare,

HEPOKCH/]] BOAOPOJIa, B OCHOBHOM, 00pa3yeTcsi BHYTPHU THJIAKOUAHON MEMOpaHbI C OMOIIBIO 3-
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Pucynoxk 16. Ilpeanonaraemasi cxema rnepeHoca 3J1eKTPOHOB 1 00pa30BaHUs TEPOKCHIA
BoJIopoJia ¢ yuactueM koMroHeHToB PC1 B orcyrcTBue (A) u B npucyrcreuu (b) MB. UepHebie
CTPENKU — IMyTH NEPEHOCa IEKTPOHOB, ITYHKTUPHBIE CTPEIKU — YT 00pa30BaHUs MEPOKCHUIA
BOJIOpOJIa B oTCyTcTBUE IUTOXpoMa ¢. P700 — peakunonnsiii ientp @C1; FX, [4Fe-4S] u Phyll,
brmroceMUXHOH — nepeHoCYrKH MeKTpoHOB B PC1; Fa u Fg — TepMuHanbHbie KO)aKTOPHI
nepenoca snekTpoHoB @C1; PC, miacrornuanu, - 1oHOp A1eKTpoHoB it PCl;

PQH>, niacToruipoXuHoH.

W3BecTHO, 4TO 1Eenbli psj alalTalMOHHBIX MEXaHU3MOB, B TOM YHCJIE MEXAHU3MOB,
OCHOBAHHBIX Ha PETyIUPOBaHUU QYHKIIMOHUPOBAHUS CBeTOCOOMparoiei anTeHHbl ®C2, Takux
Kak state transitions u ymeHbIlleHUE pazmepa auTeHHbl OC2 pu T0ITOBPEMEHHOM a/lanTalui,
PETYAUPYIOTCS OKMCIUTENBHO-BOCCTAHOBUTENBHBIM COCTOSIHUEM ITyJa IJIAaCTOXMHOHA. OJHaKO
JI0 CHX TIOp OCTAeTCsl He BHISICHEHHOW MOJIEKY/IsIpHAsl IPUPO/ia CUTHANA, HECYILET0 HH(POPMALINIO
00 OKHCIHUTEIHHO BOCCTAHOBUTEILHOM COCTOSTHUU ITyJIa MJIACTOXMHOHA U MPUBOJSIIETO K
3aIycKy state transitions Win K yMeHbLIEHUIO pa3Mmepa aHTeHHb DC2. MOXXHO peanoa0KHTh,
YTO MEPOKCHUJ BOAOPO/Ia, 00pa30BAHHBIN C y4aCTHEM BOCCTAHOBIIEHHOTIO IyJa MIACTOXMHOHA
BHYTPH THUJIAKOUTHONH MEMOpaHBI, SIBJISETCS CUTHAJIOM 00 OKUCIMTEIbHO-BOCCTAHOBUTEILHOM

COCTOsIHHUH HX-HYJ'Ia M MOKET y4aCTBOBATh B 3aITyCKE agallTAlIMOHHBIX MEXaHU3MOB.

3.2. JIOKA3ATEJIbCTBO I[NPOTEKAHIMA PEAKIIMW MEX/Y ITXH2 1 O2™

Jns nokazarenbcTBa TOro, YTO MEPOKCU] BOAOPOAA B TUIAKOUAHON MeMOpaHe oOpasyercs B
pesynbrare peakiuu Mexay [IXH> u O, Obla ucnosib30BaHa KCAaHTHUH/KCAHTUHOKCHIa3HAs

CUCTCMA, KOTOPYIO ,[[O68.BJI$I.III/I K CYCIICH3UH TUJIAKOHUIOB. HOKa3aH0, 4qTo
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KCAaHTHH/KCAaHTHHOKCHJIa3Has cucTeMa siBisieTcst 6oee 3¢hhekTuBHBIM HcTOuHUKOM O™, yem
KO; npu nveliTpansubix 3HaueHusx pH (Brawn and Fridovich, 1980). Bee skcriepumenThI
nposoauiu ipu pH 7.6, Takxke, Kak U IPH U3MEPEHNU 00pa30BaHuUs IEPOKCHIA BOAOPOIA

BHYTPHU THJIAKOMJIHON MeMOpaHbl. Peokc aktuBHOE XMHOHOBOE KoJibIo [IX-mymna numeer

TCHACHIINIO K 06pasoBaHmo BOAOPOIAHBIX CBsI3€H C MOJICKYJIaMHW BOABI U ITIOSTOMY pacIiojiaractcs

OJIM3KO K 30HaM TIOBEPXHOCTH MEMOPaHbl, HAXOAALIMMCS B KOHTaKTe ¢ Bogoi. Heo6xonnmo
OBLI0 OJO0PaTh TaKKe YCIOBHS, YTOOBI KCAHTUHOKCH 1a3a IJIOTHO MpHJIeralia K MOBEPXHOCTH
TUJIAKOUAHON MeMOpaHbl, M TeHepalus CylepOKCUTHOTO paivKalia MPOUCXOAua B
HETOCPECTBEHHON OJIM30CTH OT PEIOKC aKTUBHOW YaCTH IJIACTOTUAPOXHHOHA. Jlyurmas
NocaJiKa KCAaHTUHOKCUIA3bl HA MEMOpaHy TOCTUTAIACh MTOCIIE BBIACPKUBAHUS THIAKOUIOB B
Te4eHHue 24 4acoB BO JbAY B TEMHOTE NIE€pe]l HauajioM u3MepeHui. i ncenenoBanms
CTPYKTYPHBIX U3MEHEHHI B TUJIAKOUTHOW MeMOpaHe, MPOU30IIeAInX 3a 24 yaca UHKyOaInu

TUJIIAKOUIOB BO JIbAY B TEMHOTC, 110 CPABHCHHUIO C THJIIAKOUJAMU CPa3y ITOCJIC BBIACICHUA

MCIIOJIb30BAJIM METOJ] 3JIEKTPOHHOTO [TapaMarHUTHOI'O PE30HAHCa U CIMHOBYIO0 MeTKy SASL-16,

KOTOpasi BCTPaUBAETCA B JIUIHIHbIE 00JaCTH MEMOPAH.
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Pucynok 17. OIIP cniektpsl MeTkn SASL-16, nonydyeHHble Ha TUIAKOUHBIX MEMOpaHax

Cpa3y mocCJIC BbIACICHUA (TI/IJ'IaKOI/I)lBI, YCpHasa J'II/IHI/IH) u nocie 24 gacos BBIACPKMBAHU BO JIbAY

B TEMHOTE (THJIAKOUBI TTOCIE 24 4acoB, CUHSS JTUHUA).

C nomosio usmepenust 1P cnekTpoB ObLII0 TOKa3aHO, YTO yepes 24 yaca 1ocie

BBIACIICHUA THJIAKOUIOB, IIPOUCXOANIIO U3BMCHCHUC BA3KOCTU TUJIAKOUTHOMN MeM6paHBI (pI/IC 17)

U3 pucynka 17 Buano, uro ypoBeHb JIIP curnana merku SASL-16 3HauuTENIBHO BO3pacTaeT
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yepe3 24 yaca BbIIEPKUBAHMS TUIAKOUOB B TeMHOTE. Bo3pacranue DIIP curnana oowsicHseTcs
YBEITMYEHUEM BpaIlaTeIbHON MOABMKHOCTH CIIMHOBOM METKHU BHYTPH MEMOpaHbI, a TaKkKe
6onpmM KoaruecTBoM DIIP MeTkH, KOTOpoe MPOHUKIIO BHYTPh THIIAKOUIHONH MEMOpaHbl U
CBU/IETEJILCTBYET 00 U3MEHEHUU CTPYKTYpbl MEMOpPaHbl TUIakou10B. [To-BuanMomy, MeHbIIas
"JKEeCTKOCTh" THIIAKOMTHON MeMOpaHbI Yepe3 24 yaca 1mociie BhIJeICHHs TUIIAKOUI0B 00JIerynsia
CBSI3bIBAHME METKH C MEMOPAHOM; a TaK)Ke TOJDKHA Obli1a 00€CTIeUnTh JIYUIIYIO TTOCAAKY
KCAaHTMHOKCH/Ia3bl Ha MIOBEPXHOCTh TUIIAKOUTHON MEMOPaHBI.

B nanpHelmem NpoBOAWIN U3MEPEHHS OTHOCUTENBHOIO YPOBHS BoccTaHOBIIeHH [1X-
mysa, KOTOPBIM OTpaXkaeT YpoBeHb cojiepskanus miacroruapoxunona (IIXHz) B TunakouHoi

MeMOpaHe, B OTCYTCTBUE U MPUCYTCTBUU KCAaHTUH/KCAHTHHOKCHJIA3HOW CUCTEMBI (Ta0I. 2).

Tabnuna 2. MakcuManbHbIM KBAaHTOBBIHM BbIX0A B TeMHOTE 710 ocBeulenus (Fv/Fm),
cTeneHb BoccTaHoBieHUs [1X-mmyna u MakcuMalibHbIA KBaHTOBBINM BBIXO/ B TEMHOTE I0CTIE
ocsemienns (Fv/Fm mocne ocemiennst), n3MepeHHbIe HAa THIIAKOUIAX CPasy MOCIE BBIICICHUS U
nociie 24 4acoB XpaHEHUs TUJIAKOUJOB BO JibJly. IHTEHCUBHOCTH U3MepuTenbHoro ceera 100

MKMOJIb KBaHTOB/M2C. Bce HU3MCPCHUS IPOBOAUIIN B IPUCYTCTBUU KCAHTHHA.

CBeKeBBIIEIICHHBIE Fv/Fm OTHOCHUTEIBHBIN Fv/Fm nocie
THIIAKOUIBI YpOBEHb OCBEIIEHUSA

BoccTaHoBieHud [1X-

mysna

+ KCaHTUH 0.71 +£0.007 0.43 +0.004 0.67+0.008

+ KCaHTUHOKCHIa3a 0.71 £ 0.005 0.44 + 0.008 0.67+0.008

Tumakouns! mocie 24 gvacoB | Fv/Fm B temMHore | OTHOCHUTEIBHBIA Fv/Fm B TemuoTe
YPOBEHb [I0CJIE OCBEIIEHUS

BoccTaHoBJeHud [1X-

nyna
+ KCaHTHH 0,63+0,002 0,50+0,006 0,60+0,001
+ KCaHTHMHOKCH/1a3a 0,62+0,003 0,410,005 0,59+0,002
+BCA + xcauTHH 0,64+0,010 0,38+0,002 0,58+0,016
+BCA + KcaHTHHOKCHIa3a 0,64+0,001 0,37+0,003 0,59+0,001
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W3 tabauisl 2 BUOHO, YTO J00OABKAa KCAHTHH/KCAHTUHOKCHIA3HOM CUCTEMBI K
TUJIAKOMIaM, BBIJICJICHHBIM HETIOCPEACTBEHHO Mepe]] U3MEPEHNUEM, HE OKa3bIBajia BIUSHUS Ha
OTHOCHTEJIbHBIN ypoBeHb BoccTaHoBNeHus [1X-nyna. Onnako crenens BoccTtaHoBieHus 11X-
myJa yMeHbllajgach npumepHo Ha 18% npu gob6aBke KCAaHTUH/KCAaHTUHOKCHUIA3HOM CUCTEMBI K
TUJIAKOUAAM TOoCie 24 4acoB BBIICP)KUBAHUSI BO JIBAY B TEMHOTE. |JIsf TOTO, 4TOOBI ONPEIEIUTh
CBsI3aH JIn HaOonaeMblil 3(h(ekT ¢ mocankoit KCAHTHHOKCH1a3bl HAa THIIAKOMIHYIO MEMOpaHy, K
CYCIIEH3UH TUJIAKOUIOB Nepe]] 100aBKON KCAaHTHHOKCHUIA3bl 100aBISUIN ObIYMIl CHIBOPOTOUHBIH
anp0ymuH (BCA) 6enok, criocoOHbIN TpUKperuisaThes k MemOpane (Kawamura et al., 2013). B
npucyrctBur BCA, 1o0aBka KCAaHTUHOKCHU/Ia3bl K TUJIAKOUIAM ITOCIIE UX BBIJICPKUBAHUS B
T€YeHUU 24 4acoB BO JIbJY B TEMHOTE, HE IPUBOJMIIA K CHUKEHUIO OTHOCUTEILHOTO YPOBHS
BocctaHoBieHus [1X-myna.

DT pe3ynbTaThl MOKa3bIBAIOT, YTO «CTAPEHUE) TUIAKOUOB, KOTOPOE JOCTUTACTCS UX
BBbIIEP)KMBAHUEM B Te€UEHUE 24 4acoB B TEMHOTE, IPUBOAUT K OOJIETYECHUIO PEAKIINH MEXKITY
[1XH> u Oz, reHepupyeMbIMHI KCAHTHH/KCAHTUHOKCUAA3HOH CUCTEMOH, YTO OTpaXkaeTcs Ha
crerneHu BoccraHoBieHus [1X-mmyna Ha cBery.

BaxxHo oTMeTUTh, 4TO 100aBKa KCAHTUH/KCAHTUHOKCUAA3HOW CUCTEMBI HE OKa3bIBaja
JNECTPYKTUBHOTO BIUSHUS HA (OTOCUHTETUYECKUH ammapar, YTo BUAHO MO0 OJUHAKOBBIM
3HAYCHHSIM MaKCUMaJIbHBIX KBAaHTOBBIX BBIX0/I0B (Fv/Fm) B mpucyTCTBUHU M OTCYTCTBHE JOOABKH
KCAaHTHMHOKCH1a3blI (Ta0i1. 2). bonee Toro, moxoxue 3HaueHUsI MAKCUMaTbHBIX KBAHTOBBIX
BBIXOJIOB HAaOIIOAAIMCH B IPUCYTCTBUH U OTCYTCTBHE KCAHTHMHOKCHUIA3bI [IOCIIE OCBEIICHUS, YTO
TOBOPUT 00 OTCYTCTBHH HETaTUBHOTO 3(hekTa cynepoKCHAHOTO paaukaia, 00pa3oBaHHOTO
KCAaHTHH/KCAaHTUHOKCUJIA3HOW CHCTEMOM, Ha padOTy THIIAKOUIOB B XO/I€ OCBEIIICHHUS.

Taxum o6pa3om, B pe3yabpTaTe JaHHOTO 3Tana padoThl OBLIO MOKA3aHO, UTO K
00pa30BaHMIO IEPOKCHIA BOJOPOIa BHYTPH THIAKOUIHON MeMOpaHbl MOKET MPUBOIUTH

peaknus MEXKAY CYIICPOKCUIHBIM PAAUKAIIOM U MOJICKYJIaMU TNIACTOTUAPOXUHOHA:

02* + IIXH2 = HoO2 + TIX*.

3.3. OITPEAEJIEHUE OTAITA BUOCUHTE3A AHTEHHBIX BEJIKOB, 3A CHET
KOTOPOI'O [NTPOUCXOINT YMEHBIIEHNE PASMEPA AHTEHHEI ®C2, ITPU
JIOJITOBPEMEHHOM AJJATITALIMU ARABIDOPSIS THALIANA K BBICOKOM
NMHTEHCHMBHOCTHU CBETA

YMenbieHue pa3sMepa aHTCHHEIL dC2 pU YBCINYCHUHU OCBCUICHHOCTHU MOKCT IMIPOHUCXOAUTH 3a

CYeT IMO/IaBJIeHNsI OMOCHUHTE3a CBETOCOOMparomux 6enkoB, Takux kak Lhebl, Lheb2, Lheb 3 u
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Lhcb6 (Morosinotto et al., 2006). OgHako ocTaeTcsi HCU3BECTHBIM Ha KAKOW CTaIui OMOCHUHTE3a
0CJIKOB TIPOMCXOIUT PETYIISALUSA B OTBET HA M3MECHEHHS B MHTCHCUBHOCTHU CBeTa (CM. 0030p

JUTEPaTypHl).

3.3.1. Usmenenus pomocunmemuueckux napamempos 6 meyeHue 5-mu OHe8HOu

adanmauuu K yciaosusim BbICOKOU UHMEHCUBHOCTNU C8eMa

Pacrenust Arabidopsis thaliana (3xotun Columbia), agzanTupoBaHHbIE K MHTEHCUBHOCTH CBETa
70 MKMOJIb KBAaHTOB/M’C U cBeTONEpHOLy 16/8 IeHb/HOUD, TIEPEHOCHIIN B YCIOBHS BHICOKOI
MHTEHCHBHOCTH cBeTa (360 MKkMOMb KBaHTOB/M>C). UacTh pacTeHHil OCTABIIANM IPH HU3KOH
MHTEHCUBHOCTH CBETA M UCIIOJIb30BAIM B KAUE€CTBE KOHTPOJIS.

Yepes 1 neHp nocie nepeHoca pacTeHU B yCI0BUS BBICOKOH MHTEHCUBHOCTH CBETA,
3¢ dexTrBHbIN KBaHTOBbIN BbIx0J] PC2 Ha cBeTy ObLI 3HAYUTEIIBHO HUXKE IIPU BBICOKOM
MHTEHCUBHOCTH CBETA, YeM NpH HU3Koi (puc. 18B). B To e Bpems HeoToxummueckoe
tymenue ¢yopectennnu xiaopopumuia a (HOT) okazanock Beie (puc. 18B), ykaspiBas Ha
BO3pacTaHMe AUCCUNALUU 3Hepruu B Temuio. [locne 5 nHell B ycnoBUAX BBICOKOM
MHTEHCUBHOCTH CBETA, CBETOBAsl HHEPIUS UCIIOJIb3YETCsl pacTeHUAMHU Oosiee 3(h(PEeKTUBHO, YTO
ClIeyeT U3 yBEJIMYEHUsI KBAaHTOBOTO Bbixosa ¥ cHkeHust HOT (puc. 18B). YposeHb
BoccraHoBieHus [1X-1myiia B pacTeHUAX B IEPBBIN I€HB M1OCIE IIEPEHOCA B YCIOBUS BBICOKOU
MHTEHCUBHOCTH CBETa ObUI 3HAYUTEIHHO BBILIE [10 CPABHEHUIO C TAKOBBIM, OJIYYEHHBIM 10
Hayana agantauuu (puc. 18A). ITocne 5 qHeil aganTaly K BHICOKOMY CBETY OTHOCHTEIbHBII
ypoBeHb BoccTaHoBieHUs [1X-mysna 611 3HaunTenbHO HIDKE (puc. 18A). [loxoxue n3MeHeHus B
¢yHkuroHanbHbIX cBoMcTBaX @OTL] mpy M3MEeHEeHUU YPOBHSI OCBELIEHHOCTH HAOII01aIUCh B

pabote (Walters et al., 2003).
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Pucynoxk 18. OTHOCHUTENBHBIN YPOBEHb BOCCTAHOBJICHUS MTya miiacToxuHoHa (A), Y -
a¢dextuBHbIi KBaHTOBBIN BbIX0A PC2 (B) u qN - ko3 punrienT HehOTOXUMUUECKOTO TYIICHUS
dnyopecuenuuu xinopoduiia a (B) B mucteax pacrenuit Arabidopsis thaliana B ipouiecce
aJanTanuy K U3MEHEHHUIO OCBEIICHHOCTH. 8 — PACTCHHUS, aJalITHPOBAHHBIC K HU3KOM
MHTEHCUBHOCTH cBeTa (50 MKMOIb KBaHTOB/ M” ¢); 6 - pacTeHus yepes 1 1eHb mocie nepeHoca B
YCIIOBUS BBICOKOM MHTEHCUBHOCTH CBETA; B - pACTEHUS MOCIE 5 AHEH B YCIOBUSAX BBICOKON
MHTEHCHBHOCTH cBeTa (360 MKMOIb KBaHTOB/ M2c). Bee M3MepeHus MpoBOIMIIH IIPH TOM ke

HHTCHCHUBHOCTU CBCTA, UYTO U UHTCHCUBHOCTL CBCTA BhIpAalllMBAHUW .

MaxkcumanbHbIi KBaHTOBBIHN Beixoa PC2, usmepeHHslii B TeMHoTe, 6601 0.80 + 0.01 B
pacTeHHAX 10 UX NEPEHOCA B yCIOBHS BBICOKOM MHTEHCUBHOCTH cBeTa; 0.79 + 0.01 cpasy nocie
nepenoca 1 0.81 £ 0.01 nocne 5 qHEN B YCIOBHAX BBICOKOW MHTEHCUBHOCTHU CBETA. DTH
pe3yabTaThl 03HAYAIOT, YTO YMEHbIIIEHNE Y3PPEKTUBHOTO KBAHTOBOT'O BbIX0JIa HA BHICOKOM CBETY,
KOTOpo€e HalIoaeTcst cpa3y Mmocie NepeHoca pacTeHNu B yCIOBHSI BBICOKOW MHTEHCUBHOCTH
CBETA, U YBEJIIMUEHUE KBAHTOBOI'O BBIXO/IA Yepe3 S5 NHEN aJanTaluy IPOUCXOAWIN HE 3a CUET
u3MeHeHuit B cnocooHocty PC2 k pazaeneHuro 3apsioB. Buaumo, Bbllie onucaHHbIE
M3MEHEHUS XapaKTEePUCTUK TPAHCIIOPTa IEKTPOHOB IPOUCXOAT U3-3a a/lalTallul
(OTOCMHTETUUYECKOTO anmapara K yCJIOBUSIM BbICOKOH MHTEHCUBHOCTH CBETA.

AHTeHHbIe KopoBble cyObeAHUIBI PC2 U MaXOpHbIE TpUMEpHbIe KoMIuTeKchl PC2
XapaKTepU3yIOTCs pa3IMUHBIM cofiepskaHueM xyopoduiuia a (X a) u b (Xn b). Kopossie
cyoveaunuuibl CP47 u CP43 ces3piBatoT X1 @, B TO BpeMsl Kak MUHOPHBIE aHTEHHbIE OETIKU
CP29, CP 26, CP 24, a taxxe maxopHabie LHCII kommiekchl CBSI3bIBAIOT HE TOJIBKO XJT @, HO U
Takxke X1 b. B BBICIINX pacTeHUAX YMEHbIICHUE pa3Mepa aHTeHHbl PC2 mpu J0IrOBpeMEHHOM

YBCIMYCHUN MHTCHCHUBHOCTH CBCTA ITPOUCXOAUT B OCHOBHOM 3a CUCT YMCHBIICHU KOJIMYCCTBA
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LHCII TpumepoB, 4TO NPUBOAUT K YMEHbIIEHHIO B KoauuecTBe X b (Lindahl ef al., 1995;
Ballottari et al. 2007; Frigerio et al., 2007). IlooToMy yBenu4eHrue B OTHOIICHUU X1 a/X71 b
oTpakaeT yMeHbleHue pasmepa anteHHsl @C2 (Lindahl ef al., 1995), u n3ameHeHus B coctase
cBeTocobupatoieit anteHHbl C2 MOTYT OTCIIEKUBATHCA 110 U3MEHEHUSIM B OTHOLICHUH XJI
a/Xn b. B nannoi pabote Ha 3-4 1eHb MOCIe IepeHOCca PACTCHHUI B YCIOBHUS BBICOKOM
WHTEHCUBHOCTHU CBETa, OTHOomeHue X1 /X1 b yBenuuuBanock ot 2.0 g0 2.4, mokaspiBas
YMEHbIIICHUE KOJTMYIECTBA MePUPEPUUSCKIX KOMIUICKCOB, KOTOpbIe coaepkat Xiu1 b. J{is oueHku
M3MEHEHUH, MPOUCXOAALINX B KOJIMUYECTBE AHTEHHBIX OCJIKOB B X0/1€ MATHIHEBHOM a/lanTaiu,

IIPOBOJIMIIN 3IIEKTPOdope3 OENKOB THIAKOHIHBIX MEMOpaH B ICHATYPUPYIOIINX YCIOBHSIX.

A B k[a

Lhcb1+Lhcb21 - B 5.0
Lhcb6—>, _ :

18.4

-~

~

Pucynok 19. lenarypupytromuii 3ekTpodope3 OeIKOB TUIIAKOUIO0B (8 MKT XJ10poduiuia
M ') u3 nucThes pactenuit Arabidopsis thaliana nocie 5-Tu JHEH BBIPAIMBAHUS B YCIOBHAX
HU3KOM MHTEHCUBHOCTH CBETA - 50 MKMOJIb KBaHTOB/M’C (A) M BHICOKOH HHTEHCHBHOCTH CBETA —

360 Mxmoinb kBanToB/M>c (B); cripaBa - 21eKTpoopes OeTKOB-METIUKOB.

JleHcuTOMETpUYECKHI aHaTU3 Tejiel (pUcyHoK 19) mokaspIBaeT, 4To MIOTHOCTb MOJIOC,
cooTBeTcTBYONMX cymMme OenkoB Lheb1 u Lheb2, a takxe Lheh6 6enky 6buta Ha 15% Huke B
pacTeHusX, aIalTHPOBAHHBIX K BHICOKOH MHTEHCHMBHOCTH CBETA MO0 CPABHEHUIO C PACTCHUSIMH,
BBIPAIIICHHBIMU Ha HU3KOW WHTCHCUBHOCTHU CBETA. DTO CIYXKHT €IIIe OJIHUM JI0KA3aTeIbCTBOM
TOTO, YTO B BEIOPAHHBIX HAMHU YCJIOBUSX JCHCTBUTEIHLHO IPOUCXOJUT YMEHBIICHUE pa3Mepa

auteHHbl PC2.
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3.3.2. UzmeneHnue ypoeHs 3KCHpeccun 2eH08, KOOupyrowux beixu ceemocodbuparoujeti
anmennvt OC2, 6 x00e adanmayuu K YClo8UAM NOBLIUEHHOU OCBEUEHHOCTU

pacmenuit A. thaliana ouxozo muna

Yepes 5 nHel nociie nepeHoca paCTeHUM B YCI0BHUS BBICOKOM HMHTEHCUBHOCTH CBETA
POMCXOIWIIO YMEHbIIeHHEe YpoBHs skcnpeccun renoB At2g05070, At5g54270 u At1g15820,

KOTOPBIC KOAMPYIOT aHTeHHbIe Oeaku Lhcb2.2, Lheb3 u Lheb6, cootsercrBento (pucynok 20).
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Pucynok 20. Dxcnpeccus renoB At2g05070, At5g54270 u At1g15820, koaupyrommx
antennsle 0eaxu Lhcb2.2, Lheb3 u Lheb6 B muctesax A. thaliana npu pa3Hoit HHTEHCHBHOCTH
ceta. LIITpuxoBble CTONOGHKH — 50 MKMOIb KBAHTOB/M2C, CEphle CTONOHKH — 360 MKMOJIb

KBaHTOB/M2C.

Taxum oOpa3oM, perynsnus pazMepa cBerocoouparoniei anteHHbl PC2 mporcXouT,
BEPOSATHEE BCETO, HA CTAANM TPAHCKPUIILIMHU, WM Ha MOCT-TPAHCKPUIILIMOHHOM JTaIe, a HE Ha
CTa/IuY TPAHCISILUH, KaK Ipenoaraioch paiee. MI3BecTHO, UTO perynauus pazMepa aHTEHHBI
®C2 npu A0ATOBPEMEHHOH aJlalTal[iK CBsI3aHA C OKUCIUTENIbHO-BOCCTAHOBUTEIBbHBIM
cocrosHueM [IX-nyna. B Hameit paboTe mporcxXouiio 3HaYMTeIbHOE BO3pacTaHue
OTHOCHUTEJIBHOTO YpPOBHs BoccTaHoBeHus 11X -myna uepes 1 neHp mociie nepeHoca pacTeHUi B
YCIIOBUS BBICOKOM MHTEHCUBHOCTH cBeTa (puc. 18), yTo cornacyeTcsi ¢ 3TUM NPEIOI0KEHUEM.
OpnHako HEM3BECTHO, KaK OKUCIIUTEIbHO-BOCCTAHOBUTENBbHOE cocTostHue [1X-myna,
HaXOJALIETocs B TUJIAKOUTHONH MeMOpaHe, MOXKET BIUATh Ha TPAHCKPHUIIIIUIO T€HOB
CBETOCOOMpAIOIINX OeNIKOB, HaXoAAMHUXcs B siape. Panee B nanHoit pabote (rnasa 3.1.4) yxe
OBLTO BBICKA3aHO MPEANOI0KEHHE O BOZMOXXHON CUTHAILHOMN POJIM MOJIEKYJT TIEPOKCHIa

BO/IOpOJia, 00pa30BaHHBIX B PEAKIIMH CYNIEPOKCUIHOIO PaauKaja C MIacTOrHIPOXUHOHOM.
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3.4. OIPEJIEJIEHUE CUTHAJIA JUISI PETYJISILIAA PASMEPA
CBETOCOBUPAIOIIEN AHTEHHBI ®C2 TTPY 1OJITOBPEMEHHOI
AJIAIITALTUU

Jl1s moATBepKIEHUS y4acTHs IEPOKCUAA BOAOPOIa B MOy K pa3mepa anTeHHbl DC2 nipu
BO3PACTaHUU OCBEUICHHOCTU OBUIN MCIIOJIb30BaHbI JIBa HE3aBUCHMBIX 10/1X0/1, I03BOJISIOLIHE
pEryanpoBaTh KOJIMYECTBO NIEPOKCUAA BOIOPO/IA B IUCTHAX sIUMEHs. 1) SKCIIEpUMEHTaIbHbIE
yCI0BHs ObUIM IOJIOOPAHBI TaK, YTOOBI CHU3UTH KOJIMYECTBO MEPOKCHIAa BOJIOPOA B TUCThAX
IpY UHKYOAIuy B YCIOBUSX BHICOKOM MHTEHCUBHOCTH CBETA. 2) SKCIIEPUMEHTAIBHBIC YCIOBHUS
ObUTM IOJJOOPAHBI TaK, YTOOBI YBEIMYHUTh COJIEPKAHUE IEPOKCHIA BOJOPOA B JIUCThSIX MPU

I/IHKY6aHI/II/I B YCJIIOBUAX HU3KOH MHTCHCHBHOCTH CBETA.

3.4.1. Bausnue cHudcenus Koauvecmea nepoxcuod 6000pooa 8 TUCMbsX HA pasmep
anmennvl @C2 npu novluleHHOU 0C8eUeHHOCMU
3.4.11.  YcioBus, npu KOTOPHIX MPOUCXOIIO CHIDKEHUE KOJTHMYECTBA IEPOKCHIA

BOAOpPOJa B JIMCTHAX Ha BBICOKOM CBCTY

Otaenennsle 5-7 JHEBHBIE JIUCTHS SUMEHS B T€UECHHUE S THEH OCBEIIAIM CBETOM HU3KOMU
MHTEHCUBHOCTH WJIM CBETOM BBICOKON MHTEHCUBHOCTH B OTCYTCTBUE U MPUCYTCTBUU IK30I€HHON
karana3el. Karanaza cmocoOHa MpOHUKATh B allOILIACT, IPUBO/IS K OTTOKY MEPOKCUAA BOAOPOIa
U3 KIIeTKU U 2QPeKTUBHO cHIKas kKonmnuecTBo H2O2 B ki1eTouHbIX opraHeniax. bonee Toro,
NEPOKCH/]T BOJIOPO/A CITIOCOOEH BBIXOIUTH U3 JICTA B cpeay MHKyOauuu (puc. 21). JIuctes
STUMEHSI 00pe3aIi MPUMEPHO Ha 5 MM ¢ 00€MX CTOPOH TSl YITyUIIIEHUSI TPOHUKHOBEHUS
Kartajas3bl B JUCT U oOneryeHus nudQy3un nepokcuia BOAOPOAa B UHKYOAIIMOHHYIO CpEAy U3
mucta. He Habmroganock BeIXo/1a MEPOKCHIA BOJOPO/IA B Cpelly B TeMHOTE. B TO Bpems Kak mpu
OCBEILIEHUHU CBETOM BBICOKOW MHTEHCUBHOCTH MPOUCXOIWIIO YBEIUYEHNUE YPOBHS MEPOKCUIA
BOJIOpO/a B cpene B 2-5 pa3. [Ipenmnonaraercs, yTo kaTana3a B Cpeie MOXKET IPUBECTH K

BO3PACTaAHUIO OTTOKA IEPOKCHUJIa BOAOPOaA U3 JIUCTA.
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Pucynok 21. Jlunamuka BeIX0/1a MEPOKCHIa BOJAOPO/IA U3 JINCTA B CPEY B XOJI€

ocsemienus. 3a 100% npuHATO coAepkaHue NMEPOKCHIA BOJAOPOAa B CPEE B TEMHOTE.

3.4.1.2. CopaepxaHue epoKcHIa BOAOPOAA U OTHOCUTEIBHBIN YPOBEHb

BOCCTaHOBJICHUA HX-Hy.]'Ia B JIMCTBAX IIPpH BBI6paHHbIX YCIOBUAX

Ha PUCYHKC 22 ToKa3aHbl U3MEHCHUS B KOJIMUECTBE MEPpOKCHUa BOAOPOAA B JIUCTbhAX

STYMEHS B X0J/I¢ MHKYOauu B ycIIoBusX HU3KOM (100 MKkMoIs KBaHTOB/M2¢) Wit BeICOKO# (1000

MKMOJIb KBAHTOB/M2C) HHTEHCUBHOCTH CBETa B OTCYTCTBHE WM MPUCYTCTBUM KaTamnasbl (1200

e/1./MI1) B cpe/ie MHKYOAaIuH.
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PI/ICYHOK 22. KonmmyecTBo NEpOoKCHUZa BOAOPOAA B IUCThAX AUMCHS, U3MCPCHHOC IIPpU

UHKYyOamu auctheB npu Hu3koi nHTeHcuBHOCTH (HC, 100 MKMOJIb KBAaHTOB/M2C) WM MIPH

BbICOKOM nHTEeHCUBHOCTH (1000 MKMOJIb KBaHTOB/M2C) CBETA B OTCYTCTBUE WJIM MPUCYTCTBUU

Karanasbl B cpeie nakyoaruu (BC katanasza) B Teuenue 5 qaeit. KoHTpoab: KOTM4eCcTBO

MEPOKCHIa BOJIOPO/IA B JIUCThSIX SUMEHsI 10 Hayana uakybanuu. 3a 100% npuHSTO 3HAYCHHE
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0.346 mxmounb H202/T cbiporo Beca (KOHTPOJIBHOE 3HAUCHHE). 3HAUECHUS MPEICTABICHBI KaK
cpenuee +SD.

1-w1it nenp: BC vs HC: P < 0.1, BC kartana3za vs HC: HeT nocroBepHsix otinuuunii, BC katanasza Vs
BC: P <0.05. 3-nii nenn: BC vs HC: P < 0.01, BC karana3a vs HC: P<0.05, BC kxaranaza vs BC:
P < 0.5. 5-p1it nens: BC vs HC: P < 0.01, BC kxatana3za vs HC: net nocroBepusix otanuuii, BC

karajiasza Vs BC: P < 0.01.

Yepes ouH JeHb TIOCIIe HHKYOAIIUU TTPU OCBEIICHUH CBETOM HM3KOW WHTEHCHBHOCTH
JUCThSA MPETEPIEBAIN OKUCIUTEIBHBIN CTPECC, KOTOPBIN JETEKTUPOBAIH 110 YBEIHMUYECHUIO
conepxkanus HO2 B mucthsax. Ha tpetuii nens konmyectBo H2O2 B TMCTRAX CHUKAIOCH,
JIOCTHUTAast TOTO YK€ YPOBHS, YTO U B KOHTPOJIBHBIX JIUCTHSIX (pHC. 22). OCBEIICHNE CBETOM HU3KOM
WHTEHCUBHOCTH HE MMeJa JalibHeero g dekra Ha copeprkaHre MepoKcuIa BOJI0POIa B
TucThsaX. HKyOalus TUCThEB B YCIOBUSX BBICOKOW MHTEHCUBHOCTHU CBETA MPUBOIMIIA K
3HAYUTEIPHOMY HAKOIUICHHIO IIEPOKCH/Ia BOJOPOA B IEPBLI JeHb 1 ypoBeHb H2O2 ocTaBancs
BBICOKHM B X0JI€ BCeil HHKYOAInu. Y poBEHb MEPOKCHIA BOJOPO/IA B TUCTHAX, MHKYOHMPOBAHHBIX
B YCIIOBUSIX BHICOKOW MHTEHCHUBHOCTHU CBETA, HO B MPUCYTCTBUHU B CpeJie MHKYOAlluu KaTanasbl,
0CTaBaJICsl HI)KE YeM Ha BBICOKOM CBETY B OTCYTCTBHUE KaTanassl (puc. 22). Ha 5 nenp
00paboTKH BBHICOKOH MHTCHCUBHOCTBIO CBETA YPOBEHB MEPOKCH 1A BOIOPOIA B IPUCYTCTBUU
KaTaJjia3bl OKa3bIBAJICS CXOXKHM C HAOJI0Ia€MBIM B JIUCThSAX, MHKYOHUPYEMBIX MPU HUZKOM
MHTEHCHUBHOCTH CBETA.

WuTepecHo, 4TO MpH UHKYOAIIMH TUCTHEB SIYMEHS B IPUCYTCTBUH KaTalla3bl B JIUCTHAX
MIPOUMCXOAMIIA AKTUBAIMS BHYTPEHHUX aHTHOKCUJIAHTHBIX CUCTEM (TalJ1. 3), B 4aCTHOCTH

MEPOKCHU A3, YTO TAKKC IMPUBOJNIIO K CHUKCHHIO IIEPOKCHUAA BOAOPOAA B IUCTHAX.

Tabmuua 3. Ilepokcrua3zHast akKTUBHOCTD B JIMCTBSIX STUMEHS TOCIIE S-AHEBHOM HHKYyOaIK
npu Hu3Kkoi nHTeHcuBHOCTH cBeta (HC, 100 MKMOb KBAaHTOB/M2C) WM TIPU BBHICOKOM
uHTeHcuBHOCTHU cBeTa (1000 MKMOJIb KBaHTOB/M2C) B OTCYTCTBHUE MJIM MPUCYTCTBUU KaTaas3bl

(BC karanaza) B cpeie UHKYOAIHH.

[Tepokcuna3nas akTUBHOCTh, MKM JIAB/T Mun
HC BC BC xaranasza
1 nenp 7.8£0.9 8.6£1.5 23.1+0.3
5 eHb 13.8+0.7 14+1 23.3+0.7

Pucynok 23 mokaspiBaeT U3MEHEHHS B OTHOCUTEILHOM YpOBHE BocCTaHOBIEeHUS [1X-

IIyjia B JIMCTBIAX SAYMCHA B XOC I/IHKy6aI_[I/II/I JINCTBEB IIPU HHU3KOI MHTEHCUBHOCTH CBETa U npu
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BBICOKOII MHTEHCUBHOCTH CBETa B NPUCYTCTBUHU U OTCYTCTBHUC KaTaJla3bl B CPCAC I/IHKY6aI_II/II/I.
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Pucynok 23. OTHOCHTENBHBIN YPOBEHb BOoccTaHOBIIEHUS [1X-11yn1a B INCTBAX STUMEHH,
W3MEpPEHHBIN IPU MHKYOALIUK JIMCThEB NPU HU3KOM nHTeHcuBHOCTH cBeta (HC, 100 Mmxmonb
KBAaHTOB/M2C) WM TIpU BBICOKOW MHTEHCUBHOCTH (1000 MKMOJIb KBAaHTOB/M2C) B OTCYTCTBUE HITN
npucyrcTBuM Karanassl (BC karanasza) B Teuenue 5 qaeil. KoHTpob: cTenenb BOCCTaHOBIECHUS
[TX-nmyna B TUCTHSX sTUMEHS 10 Havajia HHKyOaruu. JledCTBYIOLIMI CBET IPU U3MEPEHUN

COOTBCTCTBOBAJI MHTCHCUBHOCTH CBCTA IIPU I/IHKY6aHI/II/I JIUCTHEB.

Nuky0arys B yCIOBUAX HU3KOM MHTEHCHBHOCTH CBETA HE OKa3bIBaJla 3HAYUTEIEHOTO
BJIMSHUS HA OKUCIIMTEIEHO-BOCCTaHOBUTENbHOE cocTosiHue [1X-mymna. MHKyOanus npu BEICOKOH
MHTEHCUBHOCTH CBETa MPUBOJMIIA K YBEIMUEHHIO B YypOBHE BoccTaHOBIeHU [1X-iyna u B
MPUCYTCTBUH, U B OTCYTCTBHE KaTasasbl (puc. 23).

Taxum 006pa3oM, SKCTIEPIMEHTAIILHBIC YCIIOBUS TIO3BOJIMIA CHU3UTH KOJMYECTBO
NEePOKCHJIa BOJOPO/Ia B JIUCThAX MPU MHKYOAIMM ITPU BBICOKOM MHTEHCUBHOCTH cBeTa (pHc. 22)
Ha (poHE BBICOKOTO YpOBHS BoccTaHOBiIeHUs [1X-mysa, xapakTepHOTo il BBICOKOH

WHTEHCUBHOCTH cBeTa (puc. 23).

3.4.1.3. YMeHbIlIeHHE B COAEPKaHUH MEPOKCHIa BOJOPOAA B JIUCThSX MPHU
BBICOKOW MHTEHCUBHOCTH CBETA MPUBOJUT K OTCYTCTBHIO PETYJISIIUU pazMepa

auteHasl OC2

Ha pucynke 24 noka3aHsl U3MEHEHHS B OTHOIIEHHU XJ1 a/XJ1 b B MUCTBAX sTuMeHs npu
BBIOpaHHBIX YCIOBHUSX MHKYyOaruu. B cpene 6e3 karanasel oTHOIIeHUe X1 /X b HaunHamo
YBEJIMYUBATHCS TIOCTE 3-TO JAHS HaXOXKICHHSI B YCIIOBUSAX BBICOKOM MHTEHCUBHOCTH CBETA,

HauOoJIbIIIee YBEIUUEHHE B COOTHOLIEHUH XJIOPO(UIIIOB MPOUCXOANIIO Ha 5 1eHb. B To Bpems
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KaK MPH HU3KOM MHTEHCUBHOCTHU CBETA OTHOILICHHE XJIOPO(HUIUIOB HE MEHSIIOCH B XO/1€ BCEH
aZanTauyy. JTU JaHHbIE OTPaXKaroT yMEHbLIEHHE pa3Mepa aHTeHHbl PC2 B ycI0BUIX
HOBBIIIEHHOH OcBeleHHOCTH. Kora mucTbs MHKyOMpOBaiu pU BBICOKOH MHTEHCUBHOCTH
CBETa, HO B IIPUCYTCTBUH KaTalasbl B cpejie, oTHoIeHne Xit /X b npakriuuecku He
U3MEHSIIOCh, KaK U IIPU HU3KOW MHTEHCHUBHOCTH cBeTa. Ha OCHOBaHMM 3THX JaHHBIX OBLIO
IIPEII0JIOKEHO, YTO pazMep aHTeHHbl PC2 He yMEHBIIAJICS IIPU BHICOKOW MHTEHCUBHOCTHU CBETA

npu 1o0aBKe KaTajasbl B cpeAy HHKyOaluu.
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Pucynok 24. OtHorrenue xjopoduia a k xiopodumuty b (X a/Xi b), usmepennoe B
JUCTHSIX SYMEHS B X0/1€ MHKYyOauuu npu Hu3koi nateHcuBHoctu ceeta (HC, 100 mxMmoiib
KBaHTOB/M’C) W TIpH BhICOKO# mHTeHCcHBHOCTH (BC, 1000 MKMOJIH KBAaHTOB/M2C) B OTCYTCTBHE
WM IpUCYTCTBUH KaTanassl (1200 en/mi). 3HaueHus mpeacTaBieHsl kak cpequue + SD. Kaxnas

TOYKa IMOJYy4YCHA B IICCTHU HE3aBUCUMBIX 3KCIICPUMCHTAX.

Jl51st Toro, 4TOOBI MPOBEPUTH, BIUSET JIM MHKYOAIIUs HAa BEICOKOM CBETY B MIPUCYTCTBUU U
OTCYTCTBHE KaTaljla3bl Ha COCTAaB TUIAKOMIHON MeMOpaHbl, MPOBOIUIH JEKTpodopes3 B
JIEHATYPUPYIOITUX YCIOBUSX (pHUC. 25); TOCIIE YeTO C MOMOIIBIO IEHCUTOMETPHUH MPOBOIIIN

CpaBHCHHUEC MHTCHCUBHOCTH OKpAIllMBAHWA OEJIKOBEIX ITI0JIOC.
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ATPase | i‘-g " JleHCUTOMeTpUYECKUiA aHanns, oTH.ea.

K B i..‘ﬁ-‘&‘
PSIT | EEs '"ag HC  BC BC

core KaTasiasa
‘.ﬁ'..! ATPase 100 129415 13149

33 kDa-» — e

CHhE s PSII core 100 116+5 1077
Lhchl+l,hch2 —_ 33 kDa 100 97+4 101£7
Lhch3 =
Lhcb6 = Lhcb5 100 91+4 92+3
Lhcb1+Lhcb2 100 69+5 9142
Lhcb3 100 76+5 96+3
Lhcb6 100 68+7 91+4

—

HC BC a BC KaTaJnaaa

Pucynok 25. Jlenarypupyromuii aiekTpodopes (ciieBa) U pe3ynbTaThl
JEHCUTOMETPHUYECKOTO aHan3a (CrpaBa) THIAKOUIHBIX OCJIKOB, N30JIMPOBAHHBIX U3 JINCTHEB
sYMeHs uepe3 5 qHell nHKyOauu npu Hu3koi narencuBHoctH cBera (HC, 100 Mkmonb
KBaHTOB/M2C) WUJIM BBICOKOM nHTeHCUBHOCTH cBeTa (1000 MKMOIIE KBAaHTOB/M2C) B OTCYTCTBHE
(BC) nnn npucyrcrsun katanassl (BC karanasza). KonuuecTBo kaxoro 0eiaka HOpMaJIn30BaHO
K KOJIMYECTBY COOTBETCTBYIONIETO OEJIKa B JINCThIX, HHKYOUPOBAHHBIX TP HU3KOU
WHTEHCUBHOCTH CBeTa, U B3sTOr0 3a 100%. 3Hayenus npeacraBineHsl kak cpeanee + SD. Kaxnas

TOYKa IMOJY4YCHA B IECTHU HE3aBUCHUMBIX SKCIICPUMCHTAX.

KonuuectBo 6enmkoB Lhebl+Lhch2 cymmecTBeHHO yMeHbIIanoch mpyu HHKyOAIMu B
YCJIOBUSIX BBICOKOH MHTEHCHBHOCTH CBETA 10 CPABHEHHIO C JINCThSIMH, HHKYOUPOBAHHBIMU MTPH
HHU3KOW MHTEHCUBHOCTH. OJJTHAKO TAKOTO YMEHBIICHUS HE HaOI01aI0Ch, KOT /1A JIUCThS
MHKYOWPOBAJIM B YCIOBUIX BHICOKOW MHTEHCHBHOCTH CBETa, HO B IPUCYTCTBUH KaTtanassl. bomee
TOTO, ICHCUTOMETPUUECKUI aHaIM3 IMOKa3a, 9To KojaudecTBo OenkoB Lhch3 u Lhch6
U3MEHSJIOCHh cX0ke ¢ KomruectBoM Lhch1+Lhcb2 Genkos, B To Bpems kak TakuX OTIHYHIA HE
HaOmoaanock B konmuectse O0enka LhebS. Kak npencrasieno Beie, MMEHHO YMEHBIIICHHE B
6uocunrese Lhebl, Lheb2, Lheb 3 u Lheb6 6e1koB npuBOAUT K yMEHBIIEHUIO pa3Mepa aHTEHHbBI
®C2, 1o He Lhch5 (Morosinotto et al., 2006). Takxe B kauecTBe KOHTPOJIS ObLiIa
MpoaHaIM3UpOBaHa mojoca o6enka 33 k/la, kotopast coorBeTcTBYeT cyoneaunuile BOK.
Hukaknx u3MEHEeHUU B MHTEHCHMBHOCTH TOH MOJIOCH HE HAOJI0aI0Ch ITPH BCEX YCIOBHUSX

WHKYOAIINH.
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H3BecTHO, 4TO pacTeHHUs, BBIPAIIICHHBIE B YCIOBHIX BHICOKOW MHTEHCHBHOCTH CBETA, B
JIOTIOTHEHNE K yMeHbIeHHOU anTeHHe DC2, nmeroT 6osiee Bhicokoe oTHomeHue ®C2/DdCl1,
Oosblice KOMYECTBO KO(AKTOPOB MepeHoca 31eKTpoHoB, Pyoucko u AT®assr (Anderson,
1986). Ha pucynke 25 BumHO, uTo conepxkanne ATda3bl ObUI0 3HAUUTEITEHO BBIIIEC Ha BRICOKOM
CBETY 110 CPAaBHEHMIO ¢ HU3KUM. M yMeHbIIEHHOE COfiepKaHue MEPOKCHIA BOJOPO/IA B INCTHIX
[pY UHKYOAIuu ¢ Karajaa3ou He BIusu1o Ha KonuuecTBO AT®a3pl. 10 03HAUaeT, 4TO YpOBEHb
AT®a3p1 perynupyercs ¢ HOMOIIbIO CUTHAIa OTJIIMYHOTO OT MEPOKCHIa BOJAOPOA.

JI1st KONTMYEeCTBEHHOM OlIeHKH cojiepkanus Lhch 0enkoB B MCThIX siTAMEHs Tociie 5-
JTHEBHOW MHKYOAIIMH B YCIIOBUSX HU3KOM MHTEHCUBHOCTH CBETA WJIA BHICOKOW MHTCHCHUBHOCTH
CBETa B OTCYTCTBUE U MPUCYTCTBUH KaTanas3bl IPOBOAMIN BecTepH-0J10T aHATU3 C TIOMOIIBIO
cnenuUYHbIX aHTUTE, OJyYEHHbIE PEe3yIbTaThl HOPMAIU30BAU Ha COIEPKAHUE KOPOBOTO
oenka CP47 (puc. 26 A, b). BectepH-0110T aHaIM3 TOATBEP/INI, YTO B JIUCTHSIX COACPIKUTCS
6outbIiree kommvecTBo OenkoB Lhch3 u Lheh6, korma muctes ocBenanm cBeTOM HU3KO#
WHTEHCUBHOCTH WUJIM CBETOM BBICOKOW MHTEHCUBHOCTH, HO B IPUCYTCTBUH KaTajas3bl, OJHAKO MX
KOJINYECTBO OBLJIO HIDKE TPU OCBEIIEHUH CBETOM BBICOKOW MHTEHCUBHOCTH B OTCYTCTBHUE
karanassl (puc. 26 b). Hukakux 3HaUnTEIbHBIX U3MEHEHUS HEe HAOII0JAI0Ch B KOJIMYECTBE
6enkoB Lhcb4 u LhebS, kotopsie He yuacTByIOT B n3MeHeHun pa3mepa anteHHbl PC2 Ha
BeicokoM cBeTy (Ballottari et al., 2007). Pe3ynbTatsl, npencraBieHHbIE 31€Ch, TOKA3bIBAIOT, YTO
WHKYOAIIHS JTUCTHEB SIMMEHS IIPH BBICOKOW WHTEHCHBHOCTH CBETA, HO B MPUCYTCTBUU

JK30IeHHOH KaTaJia3bl, HC BbI3bIBACT aAAlITAIIMOHHOIO YMCHBIIICHHUA KOJINYCCTBA 0eJIKOB

Lhcb1+2, Lhch3 u Lhcb6.

A Hu3skuii cet Bricokuii cBEeT Bricokuii cBeT KaTajzasa
| 075 0.5 0.25 1 075 0.5 0.25 | 075 0.5 0.25 MKr

CP 47
Lhcb 5
Lhcb 6

CP 47
Lhcb 4
Lhcb 3
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Lhcb3 Lhcb4 Lhcb5

Pucynok 26. Bectepn-650T (A) u nencuromerpuueckuit ananus (b) 6enxos Lheb3,
Lhcb4, Lheb5, Lheb6 B THiTakonaax, H30IMPOBAHHBIX U3 JIUCTHEB TOCTE 5 THEH WHKYOAIIuu B
ycnoBusax Hu3kor nHTeHCHBHOCTH cBeTa (HC, 100 MKMOITE KBAaHTOB/M2C) WIJIH BBICOKOM
unTeHcuBHOCTHU cBeTa (1000 Mkmob kBaHTOB/M2¢) B oTcyTcTBUE (BC) minu npucyTcTBUn
karanas3el (BC kartanaza). J{ns kaxmoil TOYKH UCTOIB30BaHbl YETHIPE pa3BeeHUS. 3HAUCHUS

npeCTaBJIeHbI Kak cpennee + SD aByX He3aBUCHUMBIX SKCIIEPUMEHTOB.

Taxkum 00pa3oM, Ipu YMEHbILIEHUH KOJIMYECTBA MIEPOKCHIA BOAOPOIA B JIUCTHIX,
HECMOTPs Ha BBICOKUH YPOBEHb BoccTaHOBIEHUS [1X-myna, B TMCThIX SYMEHS HE TPOUCXOJUIIO
yMeHblIlIeHus pa3mepa aHTeHHbl PC2 B yCIOBUSAX IIUTENIBHOM MOBBIILIEHHOW OCBEIIEHHOCTH

pacTeHuM.

3.4.2. Bnusanue ygenuueHus Ko1u4ecmaa nepokcuoa 6000pooda 6 TUCMbsx Ha pasmep
anmennvl @C2 npu HUZKOU UHMEHCUBHOCTU C8eMA
3.4.21.  YcnoBus, npu KOTOPBIX TPOUCXOaUT yBenudeHue H2O2 B TUCTRAX mpH

HHU3KOH HHTEHCUBHOCTH CBETa

OTnieneHHbIe JINCThS TYMEHSI HHKYOMPOBAJIU B T€UEHUE S5 THEH NMPpH HU3KOW MHTEHCUBHOCTH
cgeta (100 MKMOJIb KBaHTOB/M2C) B OTCYTCTBHUE (KOHTPOJIb) HJIK B IPUCYTCTBUH SK30T€HHOTO
nepokcuaa Bogoposa (50 MM unu 100 MM) B cpene nakyOaruu. Tonbko HeOompimas gacte HoOo
NPOHMKAJIA B IMTOIUIa3My KJIETOK U CTPOMY XJIOPOILJIACTOB, TaK Kak Mpu Aupy3un B JIUCTE
H20; crankuBaercs ¢ aHTHOKCHIAHTHBIMU CUCTEMAaMHU, PACIIOJI0KEHHBIMU B PA3JINYHBIX TKAHSIX.
W3 tabnuiel 4 BUAHO, UTO MOCIIE 5 THEBHOW MHKYOAIIMH JTUCThEB siTuMeHs 3 (EKTUBHBII
kBaHTOBBIN BbIxoJ ®C2 6611 naxe Boimie B mpucytctBuu 100 MM H>02, koadppunnent HOT

(qN) 661 HUKE B IPUCYTCTBUU YBEIMUYEHHOMN KOHLIEHTPALMH NTEPOKCH/Ia BOAOPOIA B cpelie
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WHKYOAIMU TI0 CPABHEHHIO C KOHTPOJILHBIMH JTUCThSIMH.

[Tony4eHHbIe pe3yabTaTsl TOBOPAT 00 OTCYTCTBUU HETATUBHOTO BIMSHUS MEPOKCUIA
BOJIOPOZIa B BEIOpAHHOM KOHIICHTpauK Ha poroxumuueckue nporeccol B @C2. bonee Toro,
0oJ1ee BHICOKOE 3HAUEHUE KBAHTOBOI'O BhIX0/1a U Oosiee HU3Koe 3HauYeHUE N B JIMCTHSX,
MHKYOMPOBaHHBIX B TeueHUU S5 aHel B npucyrctsuu 100 MM nepokcuia Bogoposa, 1o
CPAaBHEHMIO C KOHTPOJIbHBIMM JIUCTBSIMHU, OTPAXKAET POTEKAHNUE AN TALlMOHHBIX U3MEHEHUN B
(boTOCHHTETUYECKOM armapare JUCThEeB MU J00aBKE B MHKYOAIIMOHHYIO Cpeay EpOKCUaa

BOJIOpO/IA.

Tabmuia 4. BrusiHue MHKyOaIiu TUCTHEB TUYMEHS B OTCYTCTBUE M IPUCYTCTBUU
MIEPOKCH]IA BOIOPO/IAa B Pa3HBIX KOHIIEHTPAIMSIX B TCUCHUU S5 THEH MPU HU3KOH MHTEHCUBHOCTH
cBera Ha A exTuBHBIN KBaHTOBBIN BbIXom PC2 (Y), koahpurueHT HeHOTOXMMUIESCKOTO
tymeHus (qN) u Xa a/Xn b oTHomeHre. 3HadeHus MpeIcTaBiIeHbl Kak cpeanee + SD.

KomngectBo XJIOpO(I)I/IJUIOB - B IpOICHTAaxX OT COOTBCTCTBYIOLICIO COACPIKAHUSA B KOHTPOJIC.

Jlo6aBku Kk Y gN Xna/Xnb | Xna,% | Xn6,% | Conepxanue
cpene Kpaxmaia,
WHKyOanuu HT/MJ
- 0.65+0.03 0.33+0.04 2.940.08 100 100 15+6
50 MM H2O; | 0.67+0.04 | 0.22+0.09 3.0+0.02 100 96 60+ 12
100 MM 0.72+0.01 0.12+0.02 3.4+0.09 101 85 550 +29
H>O»

W3 tabnuiiel 4 BUAHO, UTO TOCIIE 5 THEH HHKYOAIMH B IPUCYTCTBUU MEPOKCHIA BOIOPO/Ia B
JUCTHSIX SIMCHS HAKAILTUBACTCS OOJIbIIIEe KOJIMYSCTBO Kpaxmalia 0 CPABHEHHIO C JIUCThIMH,
WHKYOMPOBAaHHBIMH B OTCYTCTBHE TIEPOKCH/IA BOIOpOo/ia. MI3BeCcTHO, YTO HAKOTUICHHE Kpaxmalia B
JUCTHSIX TPOUCXOUT MPH BhICOKOW MHTeHcuBHOCTHU cBeTa (Forde et al., 1975, Lichtenthaler et
al., 1981), Takum oOpa3oM WHKYOAIMs TUCTHEB B MPUCYTCTBUU MEPOKCHIA BOIOPO/Ia UMHUTHPYET,

10 KpaliHeN Mepe YaCTUYHO, YCIIOBHSI BBICOKOM MHTEHCUBHOCTH CBETA.

3.4.22. CopepxaHue NepoKCuaa BOJOPOIa U OTHOCUTEIbHbIN YPOBEHb

BOCCTaHOBJICHHUA HX-Hy.]'Ia B JIMCTHAX MPHU BBI6paHHBIX YCIOBUAX

Ha pucyHnke 27 noka3zaHbl '3MEHEHHSI B COAEPKaHUH ITEPOKCUA BOJOPO/IA B JTUCThAX SUYMEHS B
X0J1e MHKYOaIuu Mpy HU3KOM HHTEHCUBHOCTH CBeTa B oTcyTcTBHE U npucyTtcTBun H202 B cpene

I/IHKY6aI_[I/II/I. BI/I,Z[HO, YTO B XOJI¢ BCelt I/IHKY6aI_[I/II/I KOJIMYCCTBO MIEPOKCHIa BOAOPOIa
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HE3HAYUTETIBHO BBIIIE B JIUCThSAX, MHKYOUPOBaHHBIX B pucyTcTBUM 50 MM H202, 0 cpaBHEHUIO
C KOHTPOJBHBIMH JHCThAMU. UHKyOamus nuctbeB B mpucyrcteuu 100 MM H2O; mpuBoauia k
YBEJIIMYEHHUIO YPOBHSI IEPOKCHUIA BOLOPOJA Ha 25% 110 CPaBHEHUIO ¢ KOHTPOJIbHBIMU JTUCTHIMHU

Ha TPETUH JIeHb U K ABYKPaTHOMY YBEJIMYCHHIO YPOBHS IIEPOKCH]IA BOAOPOA Ha MATHIA JEHb

MHKYOaInu.
[ ]komtpons
[ ]50mMHO,
22514 [ 100 mM H,0,
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~
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Pucynok 27. KonandecTBo nepoKkcuaa BOIOPO/Ia B JIUCTHAX sIUMEHS B TEUCHUE 5 AHEH
unkyOanuu B orcyrerBue (HC) u npucyrcrun H202 (50 MM H202 1 100 MM H202) B cpene
WHKYOAIMu TpY HU3KOH nHTeHCHBHOCTHU cBeTa (100 MKMOJIb KBaHTOB/M2C). 3HaYCHUS
npencraBiensl Kak cpennue = SD. 3a 100% npunsto 3Hauenue 0.346 mxmons H202/r ceiporo
Beca (koHTponbsHOe 3HaueHue). 3 nens: HC 50 MM H2O2vs HC: P < 0.1; HC 100 MM H2O» vs
HC: P <0.05; HC 100 MM H>02vs HC 50 MM H>0,: P <0.5; 5 nens: HC 50 MM H>02vs HC: P
<0.5; HC 100 MM H>0vs HC: P <0.001; HC 100 MM H20; vs HC 50 MM H>0»: P < 0.001.

Ha nateiii 1enp nHKyOanuu coepkaHue NepoKcHa BOAOPOAA B JINCThSIX, MHKYOMPOBAHHBIX
B npucytctBuM 100MM nepokcua BOAOPOAa, ObUIO CX0XKe ¢ KOJTUYECTBO NEPOKCHIAa BOJOPOIa
B JIMCTbHSIX, THKyOMPOBAaHHBIX TP BHICOKOM MHTEHCUBHOCTHU cBeTa (puc. 27 VS 22). 9To
MOJTBEPKIAET, YTO MHKYOAIIUS JINCTHEB MTPH HU3KOH MHTEHCUBHOCTH CBETA B CPEIE,
conepxanieit 100MM nepokcu Bo1opoJia, UMUTHPYET HAKOIUIEHHE MEPOKCHa BOOPOIa B
JMCTBSX MPH BBICOKOM MHTEHCUBHOCTH cBeTa. [loaToMy BeIOpaHHast s HHKYOAIu
KOHIIEHTPALUS IEPOKCH/IA BOJIOPOAA SBJISETCS aleKBaTHOM IS HCCIEAO0BaHUS POJIH EPOKCHIA
BOJIOPOJIa B PACTEHUSX JUKOTO THIIA.

Ha pucynke 28 noka3aHbl 3Ha4€HUSI OTHOCUTENIHHOTO YPOBHS BoccTaHoBIeHUs [1X-myna B
JHUCTBSAX SUYMEH Mocye 5 THel HHKyOaIMu B OTCYTCTBUE U IPUCYTCTBUH MEPOKCHUIA BOJIOPOJA B
cpezie MHKYOAIMK MPH HU3KOH HHTEHCUBHOCTH CBeTa. bojee HU3Kkui ypoBEHb BOCCTAHOBJICHUS

[1X-nyna HaGmroaancs B IMCThAX, MHKYOMpoBaHHBIX B pucyTtcTBuu 100 MM H2O2, o
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CPaBHEHHUIO C JUCThSIMH, MHKYOUPOBAaHHBIMH B KOHTPOJIBHBIX ycloBusaX. He O6bu10
3HaYUTENBLHOro OTINuns (coracHo TecTy CThlofieHTa) B BoccTaHOBIeHUH [1X-myna B TUCTbIX,
WHKYOMpOBaHHBIX B ipucyTcTBUU 50 MM H>O», 1o cpaBHeHUIO ¢ KOHTpOosieM. bonee Hu3Kui
ypOBeHb BoccTaHOBIeHHS [1X-myna mocne 5 nHel nHKyOauu B cpene B npucyTctBuu 100MM
IEpOKCHUa BOAOPO/A TaKKe, Kak M 0oJiee BBICOKOE 3HaYeHHE KBaHTOBOTO Bbixoja ®C2 npu
ocrerieHnu (Tabim. 4), CBUACTENLCTBYIOT 00 aIalTalliOHHBIX U3MEHECHUSX, IPOU30IIEIINX B

(1)OTO CHUHTCTHUYCCKOM alirapare.
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Pucynoxk 28. OTHOCHUTENBHBIN YPOBEHb BoccTaHOBIEHUA [1X-1yna, n3MepeHHslii nocie 5
JTHEBHOH MHKYOAIMM JIMCThEB sTUMEHS B OTCyTcTBHE U npucyTcTBun H2O2 pu HU3KOM
uHTeHCcHBHOCTH cBeTa (100 MKMOJIb KBaHTOB/M*C). IHTEHCHBHOCTD JEHCTBYIOIIETO CBETA BO
BpeMs u3Mepenus 100 MKMOIIb KBaHTOB/M>c. 3HaueHHUs TIpeICTaBIeHb! Kak cpennue +SE.

KonTposs vs 100 MM H>O;: P < 0.05.

Takum 006pa3om, BTOpOil SKCTIEPUMEHTANIBHBIHN MOIX0/1 MTO3BOJUI YBEIUYUThH KOJTHYECTBO
MepoKCcHuaa BoAopo/ia Ha (hOHE HUZKOTO YPOBHs BoccTaHoBNeHUs [1X-myna B TUCThIX TIpH

I/IHKY6aIII/II/I B YCJIOBUAX HHU3KOM MHTCHCUBHOCTH CBETA.

3.4.2.3. YBenuueHue B COJIEpKaHUU MEPOKCUA BOJOPO/Ia TIPU HUZKOM

HHTCHCHUBHOCTHU CBE€TA NPHUBOJANUT K YMCHBUICHUIO pasMEpa aHTCHHBI DC2

OtHomenue X1 a/Xi 6 ObIJI0 HECKOJIBKO BBIIIE B JIUCThAX, NHKYOMPOBAHHBIX 5 AHEH B
npucyrctBur 50 MM H20: 1o cpaBHEHUIO ¢ KOHTPOIBbHBIMU JHUCThAMU (Tabm. 4). [Tpu
WCITOJIb30BaHUU 00JIee BRICOKOM KOHIIEHTpaluu nepokcuaa Bogoposaa (100 mM) mabmronanock
0oJiee BRICOKOE 3HaUeHUEe OTHOIIECHN XJI a/ X 6. bonee Toro, orHomenue X a/Xi1 6
YBEIUYMBAJIOCH MPU MHKyOaruu B mpucyrcTBud H2O2 3a cuer ymeHbIleHUs coaepxkanus X 0, B

TO BPEMs KaK KOJIMYCCTBO XJI a 0CTaBajoCh Ha MMOCTOSIHHOM YPOBHE.
71



JI1st MiccrietoBaHMs BIMSHUS IIEPOKCHIA BOJOPOA Ha KOTMUYECTBO OEIIKOB
cBetocoOuparomiel anTeHHbl @C2 TPOBOAMIH MEKTPO(HOPETHUECKOE pas/iesieHHe OEIKOB

TUJIAKOUAHBIX MEMOpPaH B JieHaTypupyroumx ycinoBusix. Ha pucynke 29 npencrapieHbl

pCSYHBTaTBI.

ATPase | JIeHCHTOMETPUYECKHil aHANIN3, OTH. eI,
PSII Kontpons 50 MM 100 MM
core H202 H202

ATPase 100 1045 9442

33 KDa s PSII core 100 108+10 111£13

33 kDa 100 105+7 110+12

Lich1+Lhch2 = Lheb1+Lheb2 100 8845 70+11
thebe = Lhcb3 100 10322 7942
Lhcb6 100 79+8 7645

K 50 MM 100 M
H202 H202

Pucynok 29. Jlenarypupyroimuii snekTpodopes (cieBa) U pe3yabTaTbl
JICHCUTOMETPUYECKOTO aHaIu3a (CIpaBa) TUIAKOUIHBIX OEJIKOB, 30JIMPOBAHHBIX U3 JIUCTHEB
STYMEHs TIocyie S5 Hel nakyOanuu B orcyTcTBUH (K, KOHTPOIB) WIM IPUCYTCTBUH MTEPOKCHIA
Bonopozaa (50 MM wim 100 MM H>0O») npu Hu3koit nHTeHCHBHOCTH cBeTa (100 MKMOIh

2 0
kBaHTOB/M~C). 3a 100% NpUHATO KOJIMYECTBO COOTBETCTBYIOLIETO OEIKa B TOPOXKKE Ielist

KOHTPOJIBHOI'O BApHaHTA.

JleHcuTOMETpUUYECKUI aHATN3 TTOKa3all, YTO MHKYOAIHs JIUCTheB B IpucyTcTBHU HoO2
BiusieT Ha kKonndecTtBo Lheb 6enkoB. KommuectBo Lheb1+Lheb2 Genkor Obu10 HIDKE TIpH
MHKYOAllMu C MEPOKCHIOM BOJOPO/IA, UEM B KOHTPOJIbHBIX JUCThAX. KonnuecTBo 6enkoB Lheb3
u Lhcb6 Takxe ymensianock npu go6aske H>Oz. IHTEHCMBHOCTB 1OJIOCHI, COOTBETCTBYIOLIEH
33 k/la Genky, CyIecTBeHHO HE U3MEHSIACh.

Memnbiee xonmnuectBo Lhebl u Lheb2 0enkoB B THCTRIX STUMEHS IOCIE S-THEBHOMN
uHKyOanuu B npucyrctBun H2Oz 66110 moaTBepk1eHO ¢ moMoIbio BectepH-610T aHanusa (puc.

30).

78



K 50 MM 100 MM
H-0: H.0:
100 7942 69+3

Lhcbl .

100 93+2 81+2

Lhcb2

Pucynoxk 30. Becrepu-6moT ananu3 6enko Lhebl u Lheb2 B Tunakonnax,
U30JIUPOBAHHBIX M3 JIUCTHEB STUMEHS nocie Snueil nukybamuu B orcyrerBue (K) u mpucyrcrsuu
MepOKCHAa BOAOpo/Ia B pa3HbIX KoHIeHTparusax (50 MM H20; u 100 MM H2O») B
WHKYOAIIMOHHOH cpefie, IPU MHKYOAIUK MPH HU3KOM MHTeHCUBHOCTH cBeTa (100 MKkMoIb
KBaHTOB/M>C). 2MKT XII HOMENIAIM B KaxIblii Tpek MUHU-TesIst. OLEHKY YpOBHs OEIKOB
IIPOBOJIMJIM C MTOMOIIbIO CIIELU(PUUHBIX aHTUTEN. 3HAUEHUS IPEJCTaBlIEHbI Kak cpeanue +SD. 3a

100% mpuHATO KOTUYECTBO OETIKOB B KOHTPOJIBHOM 00pasIie.

B mase 3.3 Ob110 MOKa3aHO, YTO IIPU YMEHbIIEHUH pa3Mepa anTeHHbl PC2 npu
JIOJTOBPEMEHHOM Al TallMH K CBETY BHICOKOW MHTEHCUBHOCTHU MPOUCXOHUT MOAABICHHE
9KCIPECCHH F'€HOB, KOJUPYIOLINX Oenku cBeTocoouparomeil anteHHsl @C2. [Toaromy
CIIETYOLITM 3TAIrioM paboThI OBLIIO IIPOBEPEHO, BIHSET JIM MHKYOALUS JIMCTHEB TYMEHS B
NPUCYTCTBHUH MTEPOKCHIA BOAOPO/IA IPH HU3KOM HHTEHCUBHOCTHU CBETA HA YPOBEHB IKCIPECCHH

reHoB, koaupyronmx Lheb 6enku (puc. 31).

[ Jkonrpone
79 ] 7771100 MM H,0,

th
1
N

YPOBEeHb 3KCNnpeccHUun reHoB, OTH.en.

0—-+I7n7\ I

thebl theb3 theb4 lhebs theb6

Pucynok 31. KonnmuectBennsriii [P ananu3 ypoBHs axcnipeccuu lhcbl, lheb2, heb3,
lhcb4, Theb5 v lheb6 TeHOB B TMCTBAX SUMEHS MOCTe S5 THEH HHKyOaIMu pyu HU3KOM
uHTeHcuBHOCTH cBeTa (100 MKMOJTb KBAaHTOB/M2C) B OTCYTCTBHE (KOHTPOJIB) U TipucyTcTBun 100

MM nepokcuaa BojIopo/ia B cpeie UHKyOaluu. 3Ha4eHUsl IpeicTaBlIeHbl Kak cpenHee £SD.
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N3 pesynbraros konudectBeHHOro I1L[P aHanmu3a BUAHO, 4YTO yBENMYEHHUE CONEPKAHUS
NEPOKCH/IAa BOIOPO/A B JHCThSX MPUBOAMWIO K yMeHbIeHHt0 B ypoBae MPHK /hcb 1, lheb2, Theb3
u [hcb6 TeHOB, B TO BpeMs Kak HE HaOIIOIaIMCh N3MEHEHHS B YPOBHE DKCIIPECCHUU Te€HOB [hch4,
lheb5 (puc. 31). Kak Obuto panee moka3ano B padote (Frigerio et al., 2007) ymeHbIIeHHne
pasmepa anteHHbl ®C2 npu J0JTOBpEeMEHHON afjanTaluy PACTEeHHUI IUKOTrO THIA K
MOBBIIIEHHON OCBEIIEHHOCTH MPOMCXOIUT 3a CUET MoAaBIeHus obnocuaTe3a 6enkoB Lhebl,
Lhcb2, Lheb3 u Lheb6. Ipu nakybanuu auctbeB stamenst B mpucytcetBur 100 MM nepokcua
BOJIOPO/Ia MPOUCXOAMIIO YMEHBILIEHUSI YPOBHS SKCIIPECCUU T€HOB, KOIUPYIOLUIUX UMEHHO 3TH
0€JIKH, YTO MOATBEPKAACT YIaCTHE MEPOKCHIAa BOAOPO/IA B CUTHAILHOM ITYTH, IPUBOISAIIEMY K
YMEHBIIEHUIO pa3mepa aHTeHHbI PC2.

Takum 06pa3om, yBenrueHne KOJIMUeCcTBa MEPOKCHAA BOIOPO/IA B JIMCTHAX MPUBOAUIIO K
3aIlyCcKy afanTaluyd U yMEHbIIeHHIO pazMepa anTeHHbl O C2 npu HHKYOAIuU B YCIOBUSIX HU3KOM

HMHTCHCUBHOCTH CBCTA.

3.5. CBA3b MEX/1Y KOJIMYECTBOM INHEPOKCUA BOJOPOJA B JIUCTBAX 1
I[TPOTEKAHUMEM ITPOLIECCA STATE TRANSITIONS

3.5.1. Paspabomxa sxcnepumenmanibHO20 R00X00a 0l OYeHKU NpomeKanus state

transitions Ha Yenvlx TUCMbAX

CyIiecTBYIOT HECKOJBKO IKCIIEPUMEHTAIBHBIX TTOAX0/I0B 110 M3MepeHuro State transitions:

1) ouenka dpochopunupoBanus Lhch 6enkos. OrieHKa KoHuecTBa
dbochopunupoBanubix Lheb 0ekoB mMpoBOAUTCS ¢ TOMOIIIBIO UCTIOJIB30BAHUS CHIEIU(UUECKIX
anTuTen K hochopunupoBansiM Lheb 6enkam (P-Lheb) unu ¢ momonisio anTuTen k
bochopunpoBaHHOMY TpEOHHHY. B 3aBHCHMOCTH OT TOT0, HaXoAATCs JIK O6enKu aHTeHHbI PC2
B (pochopunupoBanHoM uiu AedoCcHOPHUITMPOBAHHOM COCTOSTHUN MOXKHO CYIUTh O TOM C KaKOH
u3 porocucrem cesizanbl LHCII TprMepsl U, COOTBETCTBEHHO, O MEPEX0Jax U3 OHOTO
cocrosiHuA B apyroe. OnHako, B mocnennux padorax (Tikkanen et al., 2010, Mekala et al., 2015)
MOKa3aHo, YTo cTreneHb hochopunupoBanus Lheb Genkos He oTpaxaer nporekanue state
transitions Hanpsmyro.

2) V3mepeHue CeKTpoB HU3KOTEMIIEpaTypHOU (piryopeciieHnnu xjaopoduiia a ooenx
¢dorocucrem. M3BeCTHO, YTO IIEpeXo1 U3 COCTOAHUS | B COCTOSIHUE 2 MPUBOJUT K YBETUUECHUIO
cooTHoIeHus MUKoB ¢uryopecteH PC1/DPC2 0THOCUTETHHO TEMHOTBI, a IEPEX0]T U3
COCTOSIHMS 2 B COCTOSIHME | — BO3BpaIaeT K Ha4albHOMY YPOBHIO.

3) U3mepenne HepoTOXMMHUECKOTO TyleHus uryopecteHuuu xiaopopumia a C2
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IIpYM KOMHATHOM Temmneparype. M3BectHo, uto penakcauus HOT cocTout U3 Tpex KOMIIOHEHTOB:
sHepro3zaBucuMoro komnoseHTa (qE), cpennero no Bpemenu penakcauuu (qT wim qM), u
MEJIEHHO PEJIaKCUPYIOIIEro KOMIIOHEHTa, CBsi3aHHOTO ¢ (hoTonHrubupoBanuem (ql)
(Lichtenthaler et al., 2005). O npupose cpenHero KOMIOHEHTa JI0 CUX IOP B JINTEPAType HET
OJIHO3HAUHOIO OTBETA. PaHee 3TOT KOMIIOHEHT CBSI3bIBAJIM C MPOTeKaHueM State transitions,
onnako B padore (Nilkens et al., 2010) 6b110 TOKa3aHO, YTO OCHOBHBIM MPOIIECCOM, BHOCSIIIUM
BKJIaJ] B pa3BUTHE 3TOro cpeanero komrnoneHta HOT, MmoxkeT ObITh He state transitions, a
o0OpaTHBIN Mmepexoj1 3eakcaHTHHA B BHOIOKcaHTHH. Kpome Toro, B padote (Cazzaniga et al.,
2013) 5TOT KOMIIOHEHT CBSI3BIBAIIN C PACXO0KICHUEM XJIOPOIIACTOB K KJIETOUHOW CTEHKE BO
BpPEMs OCBEILICHHUS.

enwto Hamielr paboThI OBLIO TOAOOPATh TaKKE YCIOBUS u3MepeHus penakcaruu HOT,

IPY KOTOPBIX OJIMH M3 KOMIIOHEHTOB pejiakcaiuu 0yaet orpaxath State transitions.

3.5.1.1. Ompenenenue BpEMEHN OCBEIICHUSI aKTHHHYHBIM CBETOM, HEOOXOIMMOTO

JUTsL IOCTOBEPHO# orieHku State transitions

Penakcauust HOT nocie ocBenieHns OTpaykaeT pelaKcalyo LesIoro psaa
CBCTOMH/IyLIMPOBAHHBIX MIPOIICCCOB, B TOM YKCIIe U State transitions. Bxira pa3inuHbIx
KOMIIOHEHTOB MOXKET 3aBECHTh OT BpeMEHH OCBeIIeHus. B paboTe ObLTH HCITOIB30BAHBI
pacteHust apabuaorcuca AUKOro TUIAa U MyTaHTHBIE PACTEHUs C 3a0JIOKUPOBAHHBIM CHHTE30M
STN7 kuHa3bl, a TAKXKE JIUCThS SUMEHsI, THKYOMPOBaHHbIE B IPUCYTCTBUU U oTcyTcTBUE NaF,
uHruouropa docdoras.

[IpoBonunyu usmepenue 3HaueHu 3PPEKTUBHOTO KBAHTOBOTO BbIxoJa 1 qN
(ko3 punment HOT) B xone ocBemieHus B 3aBUCUMOCTH OT BPEMEHU MPU MHTEHCUBHOCTH

JercTByroniero ceera 60 MKMoJb KBaHTOB/M>C (puc. 32).
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Pucynok 32. 3aBucumocts 3QPeKTHBHOTO KBaHTOBOTO Bbixoa (AF/Fn’) n
ko3 punmenra Hehoroxumudeckoro TymeHus (qN) OT BpeMeHH OCBEIICHUS, H3MEPEHHBIC Ha
TUCThsX apaduporncuca (A, B) auxoro tuna (WT, uepasie muaun) 1 STN7 MyTaHTHBIX
pactenuii (STN7, kpacHbI€ JINHUH), TaKKe Kak Ha TUCThAX ssuMeHs (b, '), ”HKyOMpoBaHHBIX B
OTCYTCTBHE (KOHTPOJIb, UepHble JInHUN) U B npucyrcTBun NaF (NaF, cunue nunun).

VHTEHCHBHOCTD JEiCTBYIOIIEr0 CBETa IIPH M3MEPEHHH 60 MKMOJIb KBAaHTOB/M™C.

Kak BuHO U3 pucyHka 32, 3HaueHus 3pPEeKTUBHOTO KBAHTOBOTO BbIXoAa U qN ObUIH
CXOKHU MPU MHKYOAIUH JINCTHEB STUMEHS B OTCYTCTBUE U npucyrcTBun NaF B oTianuune ot
pacTeHuii apabuorncuca, B KOTOPBIX 3HaUE€HUSI KBAaHTOBOTO BbIXoAa U qN ObLIN BhILIE B
pacTeHUAX JUKOTO THIIA [0 CPABHEHUIO C MyTaHTHBIMH pacTeHusMu. [locienqnuit pesynsrar
cornacyercs ¢ (Wagner et al., 2008). B myranTe 6e3 STN7 kuHa3bl MOIHOCTBIO OTCYTCTBYET
state transitions ¥ 3Ha4UT BO BPEeMs OCBELICHUS HE MIPOUCXOAMNT MepeXoaa U3 COCTosAHUS 1 B
COCTOSIHHE 2, UeM U 00BbICHAIOTCS OTIINYMS B N U KBAaHTOBBIX BBIXOJIaX MEXAY MYTaHTOM U
JUKAM THUIIOM Ha cBeTy. B To BpeMs kak nnkyOanus B npucyrctBun NaF He Onokupyer nepexon
Ha CBETY U3 COCTOSIHMS 1 B COCTOSIHME 2, TIOATOMY B IPUCYTCTBUU U oTcyTcTBUE NaF Ha cBety
3HaueHust AF/Fi’ 1 qN He oT/In4ammce.

J171s1 OLIEHKY BIMSTHUS TTPOJOIKUTEHFHOCTH OCBEIICHHS Ha MPOTeKaHue state transitions
npoBoaH m3mMeperue penakcanun HOT Ha mucThsax apabuaoricuca TUKOTO THIA B MYTaHTHBIX
pacTeHMsIX MOcje OCBEIIEHHUs] CBETOM HU3KOM MHTEHCUBHOCTHU B TeueHuu 5, 10 u 20 MunyT (puc.

33 A, b u B, COOTBETCTBEHHO).
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qN, oTH.eq.

qN, oTH.eq.

qN, oTH.eq.

Pucynok 33. Kpussie penakcauuu qN (J€Bble PUCYHKH), U3MEPEHHBIE HA JINCThAX
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apabuoncuca qukoro tumna (depHsle JUHUM) 1 STN7 MyTaHTHBIX pacTeHUsX (KpacHbIE JINHUM)

nocle ocBenieHus B TeueHuu 5 MuHyT (A), 10 munyt (b), 20 munyt (B). HopmanuszoBanHbie
KpuBble penakcanuu qN npeacTaBiIeHbl Ha MPaBbIX pUCYHKaX 5 MUHYT (a), 10 munyT (0), 20

MUHYT (B). IHTEHCHBHOCTH JIeHCTBYIONIErO cBeTa 60 MKMOIb KBAHTOB/M>C. Pe3ynbrars!

IpeJCTaBIeHbI Kak cpeaHue +SE.

Xond peiiakCannuun qN OTIIMYAJICA Y paCTeHI/Iﬁ JAUKOI'O THUIIA 1 MYTAaHTHBIX PACTCHUAX! qN B

MYTAHTHBIX PACTEHUSAX PEIaKCUPOBAI IPUMEPHO 110 12-15 MUHYTBI B TEMHOTE, TIOCJIE YETO
JOCTUTAJI CTAIHOHAPHOTO 3HAYEHHUS, B TO BPEMS KaK B IMKOM TUIE U nocie 12-15 MuHyTHI
npojoipkanacs penakcanus. [lnaro B penakcauuu qN y MyTaHTHBIX PACTEHHUN JOCTUTAJIOCH B
OJTHO Y TOXKE BpPEMsl, HE 3aBUCUMO OT IIPOJOJDKUTEIBHOCTH IIPEIABAPUTEILHOIO OCBEILEHHUS.

[Tomy4uennsie pesynbrarsl (puc 33 A, b, B) 6p111 HOpMaTn30BaHbl, HAYaIbHBIE TOUKH

penakcaruu qN MyTaHTHBIX pacTeHnit u N qukoro tuma Obutn B3sTHI 32 100% (puc. 33 a, 0, B).
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B CJIy4ac HOPMAJIM30BAHHBIX KPHUBBIX XOPOIIO BUIHO, YTO IMOCJIC 5 MUHYT OCBCHICHUA pa3HUIIA B
X0[4€ peilakcaluyu MEKAY AUKHUM THUIIOM U MYTAHTHBIMH PACTCHUAMU MCHBUIC, YEM I1OCJIC 10u
20 MHHYT OCBCILICHHA. 9T0 IIOKa3bIBACT, UYTO 5 MHHYT HEAOCTATOYHO JJIA IMOJIHOT'O IIPOTCKAHUA U

KOPPEKTHOM OIICHKH State transitions.
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0,00 T T T T 1

BpemMsa nocne oceeweHna, MUH
Pucynok 34. Kpussie penakcauuu qN, H3MEpeHHbIE Ha JTUCThSIX SUMEHS B OTCYTCTBUE
(uepnblie muHUN) 1 IpUCcyTcTBUU 15 MM NaF (cunue nunun) nocie 5 munyt (A), 10 munyt (b)
u 20 munyT (B) ocenenus. MHTEHCHBHOCTD JieiicTBYrOIIEro cBeTa 60 MKMOIIb KBAHTOB/M>C.

Pesynbrarel npencrasieHsl kak cpenHee £SE.

[Tpu m3mepenuu penakcaruu N B JIUCTHSIX SIIMEHS, THKYOUPOBAaHHBIX B IPUCYTCTBHH U
orcyrctBre NaF Oblu momydeHbl MOX0KKE pe3yabTaThl, OIHAKO 3HaYeHHe N B JTUCTHSIX,
MHKYOMpOBaHHBIX B pucyTcTBuM NaF, nocturano miaro yxe Ha 9 MUHYTE B TEMHOTE, BHE
3aBUCHUMOCTH OT MPOIOJDKUTETLHOCTH TIPEIBAPUTEIHLHOTO OCBeIeHus (puc. 34).

Otmamsi, HaOJTFOIaeMbIe B X0O/I€ KPUBBIX pertakcanuud qN B OTCYTCTBUE M PUCYTCTBUN
NaF, Ob111 cBsI3aHBI ¢ IPOTEKAaHUEM pellakcaluu state transitions. U3 pucynka 34 BUIHO, 4TO
MaKCUMAaJIbHBIE OTIINYHS B penakcanuu qN B JINCThAX, MHKYOMPOBAHHBIX B MPUCYTCTBUU U
orcyrctBue NaF, Habmomanuch mocie 20 MAUHYT OCBEIICHUS, YTO OTPaKaeT HAMOOJBIINI BKIIA]
state transitions B HOT mipu 3TO# mpo0IKUTEIHPHOCTH OCBEIIICHHUS.

Penakcamust qN, cBsizanHas ¢ Bo3BpaieHrueM anTeHHbI @ C2 13 COCTOSIHUS 2 B COCTOSIHHE

1, O6H&py>KI/IBaCTC$I B JIMCTBhAX AUMCHSA Y>KC HA 9 MHHYTC, B TO BpEMA KaK B JIUCTbAX
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apabuorncuca penakcaiuio state transitions 1eTeKTHPOBAJIH TOJIbKO Ha 15 munyre. J{is Toro,
4TOOBI TPOBEPUTH, SBIISETCS JIM 3T Pa3HUIIA OTIIMYHEM MEXKAY MPOTEKaHUEM U pelaKcaluei
state transitions y JBYX pa3HBIX BUIOB PaCTEHHI WJIM 3Ta Pa3HUIIA OTPAXKAET PE3YAbTAT Pa3HBIX
II0O/IXOJI0B, HAaMH ObUIA MPOBE/ICHAa MHKYOAIH IMCThEB apabuorcuca JUKOro THIIA B

npucyrctBuM U orcyrctBue NaF (puc. 35).
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Pucynok 35. Kpussie penakcarnuu qN, n3MepeHHbIE Ha JIUCThSIX apaduIoIcuca JTHKOro
THUIIA TI0CJIE UHKYOAllMK B OTCYTCTBUE (KOHTPOJIb, YepHAsi IMHUSA) U B IpuUcyTcTBUU 15 MM NaF
(NaF, cunsis nunus). MHTEHCUBHOCTH M3MEPHTEILHOTO cBeTa 60 MKMOJIb KBAHTOB/M>C.

Pesynbrarel npencraBiensl Kak cpegaue £SE.

3nayenue qN B npucyrcrBuu NaF B nuCThsIX apaOujorcuca Takxke JTOCTUrajo MIaro
nocie 15 MUHYTBI B TEMHOTE, MIOKa3bIBasl, 4YTO B ATUX JIBYX BHJIaX PACTCHUM pelaKkCalus
npoiiecca state transitions IpOMCXOIUT B pa3HOE BpeMsI.

C nomo1Ib1o IByX OTIMYHBIX METOZ0B OJOKUPOBKH state transitions U npu
MCIIOJIb30BaHUM JIByX Pa3HbIX BHJIOB PACTEHUI ObUIO MOKA3aHO, YTO JIsl KOPPEKTHOU OIIEHKU
MpoTeKaHus state transitions, a UMEHHO TIEpeX0Jia U3 COCTOSHMS | B COCTOSIHUE 2, HEOOXOAMMBIM
BpPEMEHEM OCBelIeHUS sBisieTcs 20 MUHYT.

JUist HOATBEPKACHUS ITOIYYEHHBIX PE3YAbTATOB IIPOBOAWIA U3MEPEHHUE CIIEKTPOB
HU3KOTEMIIEpaTypHOU (pIyopeclieHIInN AJisl IUCThEB SUYMEHS M apabuioncuca JUKOro THmna (puc.

36).
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Pucynox 36. 3aBucumoctb oTHOmeHus MUKoB (ayopectenius @C1/DC2 ot BpemeHu
OCBEIIICHHUS JIUCThEB apadbuponcuca uiny ssumens. laTencuBHocTh cBeta 60 MKMOITb

KBaHTOB/M’c. Pesynbrarel npecTapiens kak cpeanue =SE.

Ha pucyHke npencraBieHbl CBETOMHAYLIMPOBAHHBIE U3MEHEHHS B OTHOIIEHUH TUKOB
dnyopecuenunu OC1/OC2. 3naueHus npeAcTaBIeHbl B MPOLEHTAaX OTHOCUTEIBHO 3HAUCHUS,
M3MEPEHHOI0 HA JINCThSX, AIAITUPOBAHHBIX K TeMHOTE. [ociie 5 MUHYT OCBENIEHUS U B JTUCThHSIX
apabuIoncrca 1 B JJUCTHAX STUYMEHS IPOUCXOASIT HE3HAYUTEIbHBIE U3MEHEHUSI OTHOIICHHS TTUKOB
dnyopecuennnu @C1/DPC2, yTo TOBOPUT O HEZHAUUTEIHHOM MPOTEKAHUH MIEPEX0Ia U3
cocrosiHus 1 B cocrosiaue 2. Tonbko nmocne 20 MUHYT OCBELIEHUS B 000UX BUAAX pPACTEHUI
JIOCTUTAETCs HauOoIbIIiee Bo3pacTaHue oTHoleHus MHKoB (uryopecternnn OC1/DC2 no
cpaBHEHHUIO ¢ TeMHOTOMU. [Ipu nanpHelIeM yBenTnueHUN BpeMeHn ocBenieHus 10 30 MUHYT He
IIPOUCXOMIIO yBeanueHus: oTHomeHus ¢uayopecueHun @C1/PC2, yto oTpaxkaer MOJHOE
npoTekaHue state transitions nocie 20 MUHYT OCBELICHHUS.

B ciyuae nuctheB apabuaorncuca npu u3MepeHnu KpuBbix penakcanuu HOT npu
KOMHAaTHOW TemIepaType JUlsl OLIEHKU pOoTeKaHusl state transitions MOII0 ObITH JOCcTaTOYHO U 10
MHHYT OCBEUIEHHS, B TO BPEMS KaK IO PE3YJIBTATAM U3MEPEHUS CIIEKTPOB HU3KOTEMITEPATypHOU
duryopecieHInH 0Ka3aloch, YTO He0OXoquMBbIM siBsieTcs 20 MUHYT ocBeleHus. JlanHoe
MIPOTUBOpEUNE CBA3aHO C METOJIOM U3MepeHus state transitions. [Ipu n3MepeHnn KpUBbIX
penakcanuun HOT Bo3MokHa OlleHKa mporecca oTxoaa anTeHHbI 0T @C2 (6e3 CBA3BIBaHUS
aaTeHHbl ¢ ®C1), m1st KOTOPOTO, BUAMMO, MOKET OBITh 1OCTaTOYHO B 10 MUHYT, B TO BpeMsl Kak
IPU U3MEPEHUHN HU3KOTEMIIEpaTypHOU (IIyOpeCIeHITNH CTa0MIbHBIC 3HAUEHUSI OTPAXKAIOT U
otxox anTeHHbI 0T PC2 u ee csa3bBanue ¢ PC1. Takum 06pazom OBLIO MOKA3aHO, YTO IS
MOJIHOTO TIPOTeKaHmsl state transitions (Tepexoja U3 COCTOSHUS |1 B COCTOSTHUE 2) HEOOXOAMMBIM

BPEMEHEM OCBELICHHs B 000UX BUAAX pacTeHUl sBisiercs 20 MUHYT.
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WuTepecHo, uTo % u3MeHeHus oTHoIIeHus nukoB (ryopecueHn @C1/DC2 B TUCTHIAX
STYMEHS OKA3aJICS HUKE 110 CPABHEHUIO C apaOUI0NICUCOM, YTO MOXKET OTPaKaTh 00Jiee BHICOKYIO
crocoOHOCTh pactenuid Arabidopsis thaliana x state transitions. Y4acTue 00JIbIIET0 KOJTMYECTBA
OceIIKOB B state transitions B JJUCThSAX apaOUI0TICCa MOXKET OOBSICHUTD 0OJIee JNIUTEILHOE BPEMSs
HeoOxoauMoe i penakcanuu qN, CBI3aHHOTO co state transitions Mo CpaBHEHUIO C sSIAMEHEM

(15 munyT vs 9 MUHYT).

3.5.1.2. OrnpezenieHre BIUSHUS MHTEHCUBHOCTH aKTHHUYHOTO CBETa BO BPEMS

U3MepeHni Ha mpoTekanue State transitions

Hcrnonb3yst onmucaHHbIN BBIIIIE ITOAXO0/, POBOIMIIN OLICHKY IMTPOTEeKaHUs State transitions B
JUCTHSIX apaOuoIcrca U sS’iMeHs TP pa3HO MHTEHCUBHOCTH JIeHCTBYIOLIEro cBerta. Ha
pucyHke 37 mpeAcTaBieHbl pe3yIbTaThl U3MepeHust penakcanuu qN B IMCThAX apabuoncuca

nociie 20 MUHYT OCBEIIEHUS CBETOM Pa3HOW MHTEHCUBHOCTH.
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Pucynok 37. Kpusble penakcaruu qN, n3MepeHHbIE Ha JIUCThAX apabuaomcuca JMKoro
tuna (WT, yepnble tuaun) 1 STN7 MyTaHTHBIX pacTeHUsIX (KpacHbIE JIMHUH) MIPU PA3TUUHON
WHTEHCUBHOCTH JIUCTBYIOIIEro cBeTa. A — 60 MKMOJIb kBaHTOB/M°C, b — 300 MKMOITH
KBaHTOB/M*c, B — 600 MkMomb kKBaHTOB/MC, I — 1200 MKMOJIb KBAaHTOB/M>C.

[TponomkuTensHOCTE ocBeleHus — 20 MuHyT. Pe3ynbrarsl npeacrasineHsl kak cpennue +SE.
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U3 pucyHKa BUJIHO, YTO yKe IPU HHTEHCHBHOCTH cBeTa 300 MKMOJIb KBaHTOB/M’C B
pacteHusx apadbuorncuca qukoro tTuna 1 STN7 MyTaHTHBIX PaCTeHHUAX HAOIIONACTCS
MPAKTHYECKH OIMHAKOBBIN XOJ penakcauu qN, 4To TOBOPUT O HE3HAYUTEILHOM BKIIaJE state
transitions B HOT niam 06 sxpanupoBanuu Bkiazaa state transitions B HOT apyrumu
IpOIeCCaMu, MPOUCXOASIIMMHI ITPU BEICOKOH MHTEHCUBHOCTH CBETa. B TO BpeMs Kak B JIUCThSIX
STYMEHS, THKYOMPOBAHHBIX B MPUCYTCTBUU U OTCyTCcTBUE NaF mpu 3Tl e HHTEHCUBHOCTH
CBeTa, HAONIIOJJaeTCsl OTIMYHBIN X0 KPUBBIX penakcauuu N, Takke, Kak U Ipyu HHTEHCUBHOCTHU
600 MKkMOIb KBaHTOB/M>C (prc. 38), UTO FOBOPHT O IIPOTEKAHMH state transitions B JIMCTBAX

AYMCHS IPU 3TUX UHTCHCUBHOCTAX.
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Pucynoxk 38. Kpussie penakcauuu qN, n3MepeHHbIE Ha JTUCThSIX SUMEHS B OTCYTCTBUE
(xoHTpOINB, YepHble TMHUK) U B ipucyTcTBUM NaF (NaF, cunue nuHum) npu pasHeix
MHTEHCUBHOCTSX JeHCTBYIOIEro cBeTa. A — 60 MKMOJIb KBaHTOB/M*C, B — 300 MKMOJIb
KBaHTOB/M’c, B — 600 MkMoib kBaHTOB/MC, I — 1200 MKMOJIb KBAaHTOB/M>C.

[TponomxkurenbHOCTh ocBelieHus: — 20 MuHyT. Pe3ynbrarsl npeacrabieHsl kak cpeanee +=SE.

TosbKo NpH yBeNTUUEHUU MHTEHCUBHOCTH cBeTa BbIle 600 MKMOJIb KBAHTOB/M2C B
JHUCTBAX TYMEHs, THKYOMPOBAaHHBIX B IPUCYTCTBUU U oTcyTcTBUE NaF Habmronaercs
OJIMHAKOBBIN X0 penakcauuu qN U, ClIe0BaTeIbHO, CKOpPEE BCEro OTCYTCTBHE State transitions.

Cuuraercs, uTo state transitions MPOUCXOTUT TOIBKO MPU HU3KOH MHTEHCUBHOCTHU CBETA
(100-200 Mxmo1b hotoHoB M2 ¢!). CyIecTBYIOT HENpsAMbIE CBUIETENLCTBA B HOJIb3Y TOTO, YTO

npu BBICOKOII HHTEHCUBHOCTH CBETa state transitions He MMPOTCKACT, TIOCKOJIbKY MOXKCT
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MIPOUCXOUTH HHTUONPOBaHKE (DEPMEHTA KHHA3BI BOCCTAHOBICHHBIM HA CBETY THOPEIOKCUHOM
(Lemeille and Rochaix, 2010). OnHako moyrydeHHBIC Pe3yIBTaThl TOKA3BIBAIOT, YTO TI0-
BUJIUMOMY, JUISl pa3HbIX BUJIOB PACTEHHI CYIIECTBYIOT Pa3JIMUYHbIE KPUTUUECKHE HHTEHCUBHOCTH
CBeTa, IIPH KOTOPHIX state transitions mepecTaeT MPOUCXOAHUTh.

BrusiHre MHTEHCUBHOCTH CBETA HA MIPOTEKaHUE state transitions B JTUCTHSIX
apabuioncuca u ssuMeHs ObLIO TaK)Ke MIPOBEPEHO C TTOMOIIBIO0 U3MEPEHHUS CIIEKTPOB

HU3KoTeMIleparypHoi dayopecueniuu (puc. 39, 40).
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Pucynok 39. 3aBucumocts otHomeHus THKoOB ¢uyopectennus @C1/PC2 ot
WHTEHCUBHOCTHU CBETa, U3MEPEHHAs Ha JINCThAX apabunoncuca qukoro tuna (WT, yepnas
nunus) 1 STN7 myrantabix pactenuit (STN7, kpacHas nunus). [IpogomkureabHOCTD

ocseeHns 20 MunyT. Pe3ynprarel npencrasineHsl kak cpenHee £SE.

B pacrenusix apabugorncuca aukoro tumna (puc 39.) npu HU3KOH MHTEHCUBHOCTH CBETa
(50-60 MKMOJIb KBAaHTOB/M>C) MPOUCXOMIIO BO3PACTAHUE OTHOIIEHHS TUKOB (DITyOpeCHeHIINHU
OC1/PC2 oTHOCUTETHHO TEMHOBOT'O 3HaYEHUs, OTpakas MpoTeKaHue state transitions, B TO
BpEeMsI KaK y MyTaHTHBIX PACTE€HUI N3MEHEHHUS B OTHOIICHWU TUKOB HE HAOII0aIiCh MPHU 3TOMN
MHTEHCUBHOCTHU cBeTa. JlanpHeilliee yBenuueHrne HHTEHCUBHOCTH cBeTa 10 300 MKMOJIb
KBaHTOB/M’C TIPHBOIMJIO K CHHKEHHIO OTHONIEHUS MHKOB (uryopectenmun OC1/DC2 no
cpaBHeHMto ¢ oTHomeHneM OC1/PC2 npu HU3KONH UHTEHCUBHOCTH CBETA Y PACTEHUN JMKOTO
THUIIA, CBUJIETEIbCTBYS O 3aME/IJIEHUH MPOTEeKaHus state transitions. OJJHaKO IPU HHTEHCUBHOCTHU
cBeta 600 MKMOJIb KBAHTOB/M>C U 60Jiee BHICOKUX HAOTIOIAINCH CXOKHE H3MEHEHHUS] OTHOIIICHHS
nukoB ¢uyopecreHnnd ®C1/PC2 B STN7 myTaHTe U AUKOM THIIE, YTO TOBOPUT O TOM, YTO MPH
3TON MHTEHCUBHOCTHU CBETa U3MEHEHMSI B OTHOLIEHUH ITMKOB HE CBS3aHbI C IPOTEKAHUEM State
transitions.

B IMCTBAX SUMEHs P MHTEHCUBHOCTAX cBeTa 50-60 MKMOIb KBaHTOB/M>C, 300 MKMOJIb
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KBaHTOB/M’C 1 600 MKMOIIb KBAHTOB/M>C HAOMIONATNCH OJMHAKOBbIE H3MEHEHHUS OTHOLICHHUS
nukoB ¢uryopecrennun ®C1/PC2, yro roBopuT 00 OJMHAKOBOM MPOTEKaHUH state transitions
P BCEX BBHIOPAaHHBIX MHTEHCHUBHOCTAX cBeTa (puc. 40) u coracyercs ¢ JaHHBIMH,

MOJy4YEHHBIMU TP U3MEPEHUH pernakcanuu qN.
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Pucynok 40. 3aBucumocts oTHOIIEHUs TUKOB (prryopecuenius @C1/DC2 ot
WHTEHCUBHOCTH CBETa, U3MEPEHHAs Ha JIUCThAX ssuMeHs. [IpomoinkuTensHOCTh ocBenieHus 20

MUHYT. Pe3ynbrarel npesncrasieHsl kak cpenHee £SE.

HeoxuganupiMu okazanuch 3HaunTenbHble u3MeHeHus (0T 40 1o 70% mo cpaBHEHUIO ¢
TEMHOBBIMU 3HaYEHUSAMHU) OTHOIIEHUs THKOB (prryopecueHny @C1/DC2 npu MakcuMaibHO
MCIIONb3YeMO} MHTEHCUBHOCTHU cBeTa — 1200 MKMOJIb KBAHTOB/M’C U B IUCThAX apabuaoncuca
(Tipu TOM OIMHAKOBBIE 3HAYCHUSI OTHOIIEHUS TUKOB HaOMonanuch B STN7 MyTaHTHBIX
pacTEeHUsX U JUKOM THUIIE), M B JINCTHSIX SUMEHS. Takue 3HAaYUTEIbHbIC U3MEHEHUS HE MOTYT
OBITH CBSI3aHBI C IPOTEKaHUEM state transitions, Tak Kak U3BECTHO, YTO B BBICIIMX PACTEHUSAX
MUTPUPOBATH MOXKET ToJbKO 15-20% cBeTocobupatoieit antrennsl ®C2. JlonoaHUTENbHO, OBITIO
MCCJIEIOBAHO BIIMSTHUE BBIJICP)KUBAHUS JINCTHEB B TeueHue 20 MUHYT B TEMHOTE (7151
penakcanuu state transitions, €CJIM 3TOT MPOIECC MTPOU3OIIIEN) TIOCIIe OCBEIEHUS CBETOM HU3KOU
(60 MKMOJB KBaHTOB/M2C) WK BbICOKOI MHTEHCHUBHOCTHU (1200 MKMOIIb KBaHTOB/M2C) Ha

otHomeHne @C1/DC2 B nucThsx apadugoricuca (Tadnuma 5).
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Tabnuma 5. 3meHenus B oTHoueHnu mukoB (oyopecuenmn OC1/DC2 B %
OTHOCHUTEJIbHO TEMHOBOTO 3HAUEHHUSI, U3MEPEHHBIE Cpa3y MOCIe OCBEUICHUsI CBETOM HU3KOH (60
MKMOJTb KBAHTOB/M2C) WU BbICOKOW MHTEHCHBHOCTH (1200 MKMOIBH KBaHTOB/M2¢) vutn riocie 20

MHHYTHOﬁ peilakcallii B TEMHOTC, CJ'IC,HYIOH_[eﬁ 3a OCBCHICHUEM CBETOM HU3KOH MJIN BHICOKOM

WHTCHCUBHOCTHU.
N3menenus B N3menenus B
OC1/DC2 oTHomeHuu, % OC1/DPC2 oTHomenuun, %
(60 mxmonb kBanTOB/M2¢) | (1200 MKMOJIH KBAHTOB/M2C)
ITocne ocBemienus 18+1.1 35.9+2.5
Tlocne ocBenienus u 2.7+0.1 34.4+0.4
penakcauuu 20 MUHYT

B nucThsix, KOTOpbIe OCBEIIATN CBETOM HU3KOW HHTEHCUBHOCTH, MIOCIIE TEMHOBOM
penakcanuu, otHouieHue mukoB @C1/DC2 ymenbmanock ot 18% o 2.7%, T.e. IpaKTUYECKHU 10
TEMHOBOI'O 3HaUY€HUs1, HAOII0Ja€MOr0 J0 OCBEIIEHUS. DTOT PE3YJIbTaT TOBOPUT O TOM, YTO IPU
HU3KOM MHTEHCUBHOCTH CBETa U3MEHEHHS B OTHOIICHUU TUKOB (hryopecteniun ®C1/DdC2
CBSI3aHBI C MEPEXOA0M U3 COCTOsIHUS 1 B cocTostHue 2 ¥ npu 20 MUHYTHOU aJanTaluyd B TEMHOTE
nociie 20 MUHYT OCBEILIEHUS ITPOMCXOUT peraKcalus rmpoiecca state transitions ¥ Bo3BpalieHue
u3 coctosiHus 2 B coctosiHue 1. Ilocne ocBelieHust CBETOM BBICOKOH MHTEHCUBHOCTH B TEMHOTE
20 MUHYT HE MPOUCXOAMNIIO HUKAKOH penakcanuu u 3HaueHue otHoleHuss ®C1/DC2 octaBanock
Ha TOM K€ YPOBHE, UTO U cpa3zy nocie ocBenieHus. [lonyuyeHHble JaHHbIE TOATBEPKAAIOT
HPEATNOJIOKEHHUE O TOM, YTO MPH BHICOKOW MHTEHCHUBHOCTH cBeTa 1200 MKMOJIb KBAaHTOB/M2C U B
JHUCTBSAX apaOUI0ICHCa, U B IUCThAX SUMEHS MPOUCXOIAT U3MEHEHHs OTHOILICHHSI TUKOB
dnyopecuennun @C1/DPC2, cBsa3aHHBIE HE ¢ TPOTEKaHKUEM state transitions, a ckopee ¢
nporeccoM (HOTOMHTHONPOBAHMS WIIH APYTHMH PEOPTaHU3aMOHHBIMU TIPOIIECCaMH B
TUJIAKOUJTHON MeMOpaHe.

JlonoTHUTENBHBIN apaMeTp, 0 KOTOPOMY MOKHO MTPOCIEAUTh IPOTEKaHue state
transitions, a UMEHHO NIEPEXO/T U3 COCTOSTHUS | B COCTOSIHUE 2, B JIUCThAX STUMEHS MOCIIE
OCBEIIEHUSI CBETOM Pa3HOW MHTEHCUBHOCTH - 3TO OIIEHKA YPOBHs (HocHOopUInpoBaHHOTO Oeska
Lhcbl (ogHoro u3s GenkoB, KOTOPBIN y4acTBYeT B state transitions). J[yist 3TOro aucTbs sUMeHs
OCBEII[aJIM CBETOM Pa3HON MHTEHCUBHOCTH B TeueHHEe 30-TH MUHYT, OCBEILIEHUE ITPOBOIMIN B
npucyrcteuM NaF it npenorspaienns Bo3Bpara coctosiHus 2 B cocrosinue 1. [Tocne storo

BBIJICIISTA TUJIAKOHIBI M poBOAUIM BectepH-05oT ananmu3 (puc. 41).
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PucyHok 41. BecTepH-0JIOT aHAJIN3 C HCITOJIB30BAHUEM THUJIAKOHIOB, BBIICIICHHBIX W3
JTUCThEB stuMeHs mociie 30 MuHYT nHKyOanuu B TeMHoTe (T) Wi mpu OCBEIICHUH CBETOM
MHTEHCUBHOCTBIO 60 MKMOIIb KBaHTOB/M>C (60), 300 MxMoib kBanToB/M>C (300), 600 MKMOIE
kBaHTOB/M>c (600) 1 1200 MxMomb kBanToB/M>c (1200). Metuux (M). B paboTe ucnons3oBanu

aHTHuTena, cneunduunsie k pochopunuporannomy Oenky Lheb 1.

W3 pucyHka BUIHO, YTO IMPU BCEX UHTCHCHUBHOCTAX cBeTa HUke 1200 MKMOJTL KBaHTOB/
M’C B IMCTBAX AUMEHs HAKATUIMBAETCS 3HAUMTEIBHOE KOIHMIECTBO (ochOPUINPOBAHHOIO Oelka
Lhebl, uro cormacyercs ¢ mpoTekanueM state transitions mpu STUX UHTEHCUBHOCTAX cBeTa. B To
BpeMsl KaK IpU HHTEHCUBHOCTH cBeTa 1200 MKMOJIb KBAHTOB/M’C ypOBEHb
docdopunupoBanHoro Lhebl Genka cOOTBETCTBYET TAKOBOMY B JIMCThSIX, aJalITUPOBAHHBIX K
TEMHOTE, YTO TaK)Ke COMIAaCyeTCsl C OTCYTCTBUEM State transitions pu 3TON HHTEHCUBHOCTH
CBETA B JIUCTHAX SUMEHSI.

Taxum 006pa3om, ObLIO MMOKA3aHO, YTO B JTUCTHIX apaOUAOICUCA U STUMEHS yBETTUUCHHE
WHTEHCUBHOCTHU CBETA MO-Pa3HOMY BIUsET Ha MpoTeKaHue state transitions. B To Bpems kak y
pacreHuii apabujorncruca HauboJee MoJTHOE MPOTeKaHue state transitions MPOUCXOIUIIO TIPU
HU3KOI MHTEHCHBHOCTH cBeTa (60 MKMOJIb KBaHTOB/M>C), y pacTeHHUil sS;uMeHs TpoTeKaHue state
transitions MPOMCXOANIIO OJUHAKOBO U MPH HU3KOW U MPU BBICOKOW MHTEHCHUBHOCTAX CBETa (70
600 MKMOIb KBAaHTOB/MC).

C nmomo1pio pazpaboTaHHOTO B JaHHOM IJIaBe MOAX0/a, HA OCHOBAHUM Pa3InIuil B
kuHeTHKe penakcanuu HOT Mexay pacTeHUSIMUA TUKOTO THITA U MyTaHTHBIMHU PaCTCHUSIMH,
HOKAyTHUPOBAHHBIMU TI0 T€HY S¢717, OBLIO YCTAHOBIIEHO, YTO YacTh penakcaruu HOT B pacTeHusx
JUKOTO THUIA OTpa)kaeT pesiakcallrio mpoiiecca state transitions. OJHUM U3 KITIOUEBBIX (HaKTOPOB
SIBJISICTCSI TIPO/IOJKUTEIIBHOCTD OCBEIIIEHHUS JIUCTHEB JIEHCTBYIONTUM CBETOM HE MeHee 20 MUHYT,

C TIOCJIETYIOIITUMHU U3MEPEeHUSIMU penakcauu N U OIeHKOM BKJIaja state transitions, HaUUHAs C
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12-15 MuHyTHI 10 24 MUHYTHI 7151 pacTeHUi apadbuorncuca u ¢ 9 MuHyThI 10 18-21 MUHYTHI 1151

pacteHuii sumens. Pe3ynbrar nMeeT BaxxHOE (PyHAaMEHTAIbHOE 3HaUE€HHE, IOCKOJIBKY paHee Mpu

MOTBITKAX OILEHUTSH state transitions no penakcanun HOT ucnonb3oBanu, npeuMyniecTBEHHO,

natu MuHyTHOE ocBerieHue (Lichtenthaler et al., 2005).

3.5.2. Bnusnue nosviuuenus UHMeHCUBHOCMU C8emd 60 epemMi eblpaliu6aHUsl pacmeHuﬁ

A. thaliana na nomenyuanbHy10 803MONCHOCHL NPOMEKAHUS Npoyecca state

transitions 6 1ucmwsx. Bvisenenue cesazu medcoy Koruuecmsom nepokcuoa 6000pood

8 TUCbAX U NPOMEKanuem state transitions 6 3mux yCcioGUsx.

PacTenus, BLIPOCIIME IIPU HU3KOH MHTEHCUBHOCTH cBeTa (60 MKMOJIb KBAHTOB/M>C),

MEPCHOCUTIN B YCIIOBUA BBICOKOM MHTEHCUBHOCTH CBETa (300 MKMOJIb KBaHTOB/MZC) Ha IIITb

nHel. MTHTeHCUBHOCTh 300 MKMOIIB KBaHTOB/M20 ObLIa BBI6paHa B CBA3HU C TCM, UTO OTO

NOrpaHUYHAsl HHTEHCHUBHOCTH CBETA, IIPH KOTOPOH state transitions erre MO>KeT IPOUCXOIUTh

(cM. maBy 5.1), HO pU KOTOPOM y)Ke 3amycKaeTcsi JOJATOBPEMEHHAs alanTalus pacTeHUN

JUKOI'O THUIIA K BBICOKOW MHTEHCUBHOCTH CBCTA4, CBA3aHHAasA ¢ YMCHBIICHHUEM Pa3sMEpa aHTCHHBI

®C2 (cm. miaBsl 3.3).

B kadecTBe noznxona /i MpoBEPKU IPOU3OILIO JU YMEHbIIEHNE pa3Mepa aHTeHHbI DC2

B X0A€ IlOJ'IFOBpeMeHHOI\/JI K aganrainuu K MMOBEIIICHHOM OCBCHICHHOCTH HC TOJILKO B paCTCHHAX

JUKOro tuna, Ho 1 STN7 MyTaHTHBIX pacTeHUsIX, mpoBoawin usmepenne OJIP-kunetuk Ha

JIUCTBAX OTUX paCTeHI/Iﬁ [0 IIEpCHOCAa B YCIIOBUMA BBICOKOM HHTEHCHBHOCTH CBETA U qucpes 5 nHel

HAXOXICHHS B YCJIOBUSX MOBBIIIEHHON OCBEIIEHHOCTH (Ta0:1.6).

Tabnuia 6. BrusiHue NOBBIIEHHON OCBEIIEHHOCTH pacTeHui Aukoro tuma u STN7

MYTAHTHBIX PaCTCHUAX HA (bnyopecueHTHHe napaMeTpsbl, paCCYUTAHHBIC HAa OCHOBC

MHAYKIMOHHBIX KpuBBIX OJIP-kunetuk. J{ukuii Tun kKoHTposb, STN7 KOHTPOJIb — pacTeHUS

qukoro tuna 1 STN7 MyTaHTHBIE pacTE€HUS 10 IIepeHoca B YCIOBHS BHICOKON HHTEHCUBHOCTH

cBeTa; AuKkui tun 5 neHp, STN7 5 nens — pacrenus aukoro tuna 1 STN7 MyTaHTHBIE pacTEHHUS

uepes 5 JHel B yCIOBUSAX MOBHIILEHHON ocBemeHHocTH (300MKkMonb kBaHTOB/M>c); Fv/Fm —

MaKCUMaJIbHBI KBAaHTOBBIN BBIXO (DITyOpECIICHITUH.

DyopecIeHTHbBIE Jvkuii Tun STN7 Jukuii Tun STN7

IapaMeTpbl KOHTPOJIb KOHTPOJIb S eHb 5 neHb
Fv/Fm 0.778+0.002 0.770+0,004 0.765+0,005 0.591+0,02
Bunumelii pazmep 1.92+0,02 1.98+0,03 1.76+0,02 2.09+0,12
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auteHasl PC2

[ToTok 31eKTpOHOB 1,06+0,01 1,04+0,01 1,03+0,05 0,68+0,03
oTrQax Qb B

pacyete Ha P1] ®C2

[ToTok 31eKTpoHOB 0,44+0,02 0,50+0,03 0,51+0,03 0,24+0,03

K KOHEYHBIM
aknenropam @C1 B

pacuere Ha P1] ®C2

W3 TaGauIel BUIHO, YTO Yepe3 5 AHEH HaXOXKICHUS B YCIOBHIX IMOBBIIIICHHOM
OCBELLEHHOCTH B PACTEHHSIX JUKOTO TUIA IIPOUCXOMIIO JJOCTOBEPHOE YMEHbILICHHE BEIIMYMHbI
napamMmerpa, NpornopLHOHaIbHOro pa3Mepy aHTeHHbl D@C2 (BUIUMBIN pazmep aHTeHHbl PC2),
YTO TOBOPUT 00 yMeHbIIeHUU pa3mepa aHTeHHbl OC2. brnaronapst BO3MOXXKHOCTH aillTUPOBATHCS
K HOBBIM YCJIOBHSIM B PACTEHHSIX JMKOTO THUIIA HAOIIONAIOTCS 3HAYCHUSI U3MEPEHHbIX
[apaMeTpoB, OTPAKAIOIINX (PYHKIIMOHUPOBAHUE SJIEKTPOHHOIO TPAHCIOPTA, ONMU3KHUE K
KOHTPOJIbHBIM 3HAYEHUSIM JI0 Hauaja aJanTalku, 4To COIIacyeTCs C JaHHBIMU,
npecTaBIeHHBIME B pabote (Borisova-Mubarakshina et al., 2014). B To BpeMs kak B TUCTBSIX
MyTaHTHbIX pacTeHui 6e3 STN7 K1Ha3bl He IPOUCXOJUT YMEHBIIEHUS pa3Mepa aHTEHHBI,
COIVIACHO JaHHBIM IIPEJCTABICHHBIM B TAa0JMIIE 6, YTO MPUBOAUT IucOaIaHcy B paboTre
(OTOCMHTETUYECKOTO anmapara U oTpaxaeTcsi Ha 00Jiee HU3KUX CKOPOCTSAX TpaHCIopTa
ANIEKTPOHOB, Kak B @C2, Tak u K kKoHeuHbIM akuentopam @CI1. Takum oOpa3oM, ObUIO OTYYEHO
HOATBEPKIEHHUE TOT0, YTO B MyTaHTHBIX pacTeHusix 6e3 STN7 KuHa3bl He IPOUCXOIUT
a/lanTallMy K MOBBIIIEHHON OCBEIIEHHOCTH 32 CYET YMEHBIIEHUS pa3Mepa aHTEHHbI, UTO
coracyercs ¢ aureparypHbsiMu 1aHHbIME (Tikkanen et al., 2006).

B nanbHeiiem, Ha ocHOBaHUM pa3ianunii B kuHeTuke penakcaiuu HOT (qN) mocne 20
MUHYTHOTO OCBELICHHS CBETOM HU3KOW MHTEHCUBHOCTH (60 MKMOJIb KBaHTOB\M2C) MEXY
pacTeHUsIMH JJMKOTO THUIA U MyTaHTHBIMU PACTEHUSIMU, HOKAyTUPOBAHHBIMU T10 T€HY Stn7, ObUIN
IPOBEJICHBI SKCTIEPUMEHTHI JIJIs BHISIBICHUS MTOTEHLMAIBHO BO3MOXKHOIO ITPOTEKaHUs state
transitions B JJUCTBSIX ITUX PACTEHUHN B HYJIEBOH JI€Hb, IEPBbIN U MATHIN THU B YCIOBUIX

BBICOKOW MHTEHCUBHOCTH CBeTa (puc. 42).
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Pucynoxk 42. Kpussie penakcauuu qN, U3MepeHHbIE Ha TUCThSAX apabuoncuca JUKOro
tuna (WT, yepHbIe TUHUHN) U MyTaHTHBIX pacTeHusx 6e3 STN7 kunasel (STN7, kpacHbie
JUHUMN). A — U3MEPEHHUsI IPOBOIUIIH 10 TIEPEHOCAa PACTEHUM B YCIOBHS BHICOKOW MHTEHCHUBHOCTH
cBeTa, b — yepes oHU A€HD MOCE epeHoca PaCTeHU B YCIOBHS BHICOKOM MHTEHCUBHOCTH
ceeta (300 MKkMOIIb KBaHTOB/M>C), B — uepes 5 nHeii mociie nepeHoca B yCloBuUs

BBICOKOM MHTEHCUBHOCTH CBETA.

Ha pucynke 42 BUHO, 4TO 4epe3 OJIMH JAEHb MIOCIIE IEPEHOCA PACTEHUH B YCIOBHS
BBICOKON MHTEHCUBHOCTH CBETa (HO M3MEPEHUs MPOBOIMIINCH IPU HU3KOH MHTEHCUBHOCTH
CBETa, CM. MYHKT 5.1) HaOnromaeTcst OAMHAKOBBIN X0 penakcauu qN B TucThIx STN7
MYTAHTHBIX PACTEHUM U PACTEHMI IUKOro THHa. Uepes 5 THel aganTanuu K yCIOBHSIM BBICOKOM
MHTEHCUBHOCTH CBETA, KaK U JI0 IEPEHOCA PACTEHUN B YCIOBUS BBICOKOW MHTEHCUBHOCTH CBETA
(HyneBoil IeHb), MEKIY MYTaHTHBIMH PAaCTEHUSIMH U PACTCHUSMU JIUKOTO THIIA HAOIIONAI0TCS
OTJINYUS B X0/€ pestakcanuu qN.

KommuecTBo mepokcuaa Bogopo/ia B IUCThAX apaduaornicuca aukoro tuna u STN7
MYTAHTHBIX PACTEHUSX TAK)KE OLICHUBAJIN B XOJ€E ISITHIHEBHOTO OCBELICHUS PaCTEHUI CBETOM

BOCOKOW MHTEHCUBHOCTH (puc. 43).
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Pucynok 43. KonnuecTBo nepokcuaa BOIOPO/ia B JIUCThAX apabuIoIcHca JUKOTO THIIA
(WT, Genbie cronbouku) u STN7 myranTHbiX pacteHusx (STN7, cepbie cronbouku). A —
M3MEPEHUS MPOBOAUIM J0 MEPEHOCA PACTEHUM B YCIOBUS BBICOKOM MHTEHCUBHOCTH CBETA, b —
yepes OJIHU JIEHb M10CJIe IEPEHOCa PACTEHU B YCIIOBUS BBICOKOW MHTEHCUBHOCTHU cBeTa (400
MKMOJIb KBaHTOB/M>c), B — uepes 5 gHeil mociie nepeHoca B yCIOBUS BLICOKONH HHTEHCHBHOCTH

CBCTaA.

Uepes 1 neHb nocie nepeHoca pacTeHU B YCIOBHS BHICOKOW MHTEHCHBHOCTH CBETA
HAOII0IATI0Ch 3HAYUTENFHOE YBEIMUEHUE KOJIMYECTBA MIEPOKCH/Ia BOJOPO/A B JIUCTHAX TUKOTO
THUIIA, KOTOPOE 3aTEM CHIDKAIOCH K 5-My AHIO. B mepBbIii 1eHb yBenTn4eHHe KOITNYeCcTBa
MEePOKCHa BOAOPO/A, SIBISETCS] CUTHAJIOM IS a/lanTalui (JOTOCHHTETUYECKOTO anmapara K
YBEJIMYCHUIO MHTEHCUBHOCTH CBeTa (T1aBa 3.4), a K MATOMY JTHIO KOJIMYECTBO MEPOKCUIA
BOJIOPO/IA CHIDKASTCS M3-32 TTPOU3OMIC/IIINX aIallTAlMOHHBIX N3MEHEHUH ¥ ONTUMHU3AIIUN
paboThl (POTOCHHTETHUECKOM IMEKTPOH-TPAHCIOPTHOM IenH. B MyTaHTHBIX paCTEHUSIX C
3a010kMpOBaHHBIM cHHTE30M STN7 KMHA3bI HE ObLIO TOCTOBEPHBIX H3MEHEHHH B KOTMYECTBE
MIEPOKCHIa BOJOPOJIA B XOJI€ BCETO MEPHOJIa HAXOXKICHHUS TTPH BHICOKOH MHTEHCUBHOCTH CBETA.

Taxxe mpoBOAUIIN OIIEHKY KosrmuecTBa GochopriupoBanHoro 6enka Lhebl ¢ momorisio

BeCTepH-0JI0T aHanu3a (puc. 44).

30 kD

0d 1d 5d

Pucynok 44. BectepH-0mnoT ananu3 ¢ocdoprminpoBanHoro Lhebl Tunakouanbix
MeMOpaH, BBIZIEIEHHBIX JI0 TIepeHOoca B YCIOBUS BBICOKOM nHTeHcuBHOCTHU cBeta (0d), uepes 1
(1d) u 5 gueit (5d) nocne nepeHoca B yCIOBUS BHICOKOM MHTeHCUBHOCTH cBeTa (300 MKMOIIb

KBAaHTOB/MC).
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W3 pucyHka BUAHO, 4yTO KosmdecTBo (pochopunuposanHoro Lhebl Genka HakarmBaeTcst
B | JIeHb ajlanTalnuyu pacTeHUN K YCIOBHUSAM BHICOKOW MHTEHCUBHOCTH CBeTa. BO3MOXXHO, UTO
HakoruieHHe GochOpUIMPOBAHHBIX OCIIKOB B TUJIAKOMIHONH MEMOpPaHe MOXKET ObITh CUTHAJIOM K
Nepexoay OT KpaTKOBPEMEHHOM aganTaiuu (state transitions) K JOJITOBPEMEHHOH alanTaiiu
(ymeHb1IeHHIO pazMepa aHTeHHbl PC2).

JUJ1s1 OTICHKH TPSIMOTO BIIMSHUS TIEPOKCUIA BOIOPOIa HA YpOoBeHb (pochoprimmpoBanus
6enka Lhcb1 mpoBonuian BecTepH-010T aHANIN3, UCIIONIB3YS TUIAKOUIbI, BBIJICIICHHbIE U3 TUCTHEB
STIMEHS MTOCJIe YacOBOM MHKyOaIuu B mpucyrcTBur NaF B TeMHoTe M ipu ocBemenuu (50
MKMOJTb KBaHTOB/M>C) B TIpUCyTcTBHHU U oTcyTcTBHe 100 MM H20> B cpente nukyOanuu (puc. 45).
W3 pucyHka BUIHO, 9YTO HHKYOAIHS TUCThEB B mpucyTcTBUU HyO2 HA CBETY IPUBOAMT K
OosplieMy HakorieHUIo GochopunupoBanHoro Lhebl Genka, ueM B OTCYTCTBUU MTEPOKCHIA
BOJIOPOJIA TIPU TEX Ke YCIOBUAX ocBelleHus. ClieoBaTellbHO, TOKAa3aHO, YTO YBEIUUCHHE
KOJTMYECTBA MEPOKCHIa BOAOPOAA B TUCTHSIX MIPUBOAMT K IMOBBIIIEHHOMY YPOBHIO

dochoprIpOBaHHBIX OCITKAOB.

!
|

AR : B-—
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Pucynox 45. BecTepH-010T aHaIU3 € UCIIOJIB30BAaHUEM THUJIAKOW OB, BBIICTIEHHBIX U3
JIUCTHEB STUMEHS MOcIie YacoBor nHKyOaruu B orcytcTBue (A) u npucyrcrsun (b) H2O2 Tlocne
uHKy6amuu B TemHoTe (T) ¥ pK OCBEIEHUH CBETOM HHTEHCHBHOCTBIO 50 MKMOJIb KBAHTOB/MC
B npucytcTBuM U otcytcTBre 100 MM H20:. Bee nnky6anuu nposonunu B npucyrcreuu NaF. B

paboTe UCIONIb30BaIM aHTUTENA, crelupuUHbIe K pochopunnpoBanHomMy 6enky Lheb 1.

Takum o0Gpa3om, B xo7ie pabOThI HAMH MOJIYYEHBI PUHIIMITHATBHO HOBBIE TAHHBIE O
perynauuu mnpouecca state transitions Ipu U3MEHEHUH YPOBHSI OCBEILIEHHOCTH PAacTeHUH, a

HMCHHO ITOCJIC IEPEHOCA paCTeHI/II\/II, BBIPAIICHHBIX ITPU HU3KOM YPOBHC OCBCIICHHOCTH, B
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YCIIOBUS TIOBBIIIICHHON OCBeNeHHOCTH. Bricokoe copepxkanne pochopunupoannoro Lhebl
oenka (pochopunupoBanme KoToporo ocymectsiser STN7 kuHa3za) yepes oJIuH JICHb B
YCIIOBUSIX MOBBIIIEHHON OCBEIICHHOCTH CBUAETEILCTBYET O TOM, UTO MEPEX0 COCTOsIHUS | B
COCTOSIHHME 2 BCE-TaK MPOMU3OILIEN, OJHAKO, PeNIaKCaIis COCTOSIHUS 2 B cOCTOsIHUE 1, T10-
BUIMMOMY, HE PoUcXoauT (puc. 42 b), n pacTeHus 0CTalOTCs «3a0IOKUPOBAHHBIMUY B
COCTOSIHMM 2 U3-3a NoBbIIeHHOTO copepxkanust HxOz B muctesax (puc. 43b). [lannoe
MIPEAIOIOKEHUE COIIACYETCsl C YBETUUCHUEM HakoruieHus pochopumpoBaHHoro 6einka Lhebl
IIPU YBEJIMYEHUH KOJIMYECTBA MEPOKCHAA Bojloposia B tucte (puc. 45). OnuHaKoBBIH X0
penakcaiuu qN y MyTaHTHBIX PACTEHHUN U pACTEHUN TUKOIO THUIA IPU U3MEPEHUU B MEPBBII
JIeHb CBUJIETEIILCTBYET O BKJIAJ€ KAKMX-TO Apyrux npoueccoB B HOT B 3TOT neHb, CXOKUX Y
000X TUIIOB PACTCHUIA.

Anantanusi POTOCHHTETHYECKOTO ariapara K MOBBIIIEHHONW OCBEIIEHHOCTH
3aKIJII0YaeTcs, B TOM YHCIIe, B YMEHbIIEHUH pa3Mepa aHTeHHbl DC2, KOTOpoe MPOUCXOAUT B
TEYCHHUE NEePBhIX 24 — 72 yacoB MpeObIBaHUS PACTEHUH B YCIOBHUIX BBICOKOW OCBEIICHHOCTH
(rmaBbl 3.3; 3.4). YMenbleHue pa3Mepa aHTeHHBI IPOUCXOIUT MTOCPEICTBOM MOIaBIICHUS
ounocunresa 6enkoB anTeHHbl OC2, B yactHocTH, Lhebl u Lheb2. Hamu 6b1u10 yeTanoBiieHo, 4ToO
MoCJie MSATH AHEW MpeObIBaHUS PACTEHUI B YCIOBUSX MOBBIIICHHOM OCBEIIEHHOCTH, T.€. TTOCIIe
TOTO0, KaK aJanTalmOHHOE yMeHbleHrne pazmepa anteHHbl ®C2 npousonuio, penakcanust HOT,
CBsI3aHHAsI C peaKcalueil COCTOSIHUA 2 B COCTOSIHUE | B TEMHOTE, CHOBA MOYKET HAOIIOIAThCS

(puc. 42B), 94TO TOBOPUT O BO3MOXKHOCTH IMOJHOIIEHHOTO MPOTEKaHu state transitions.
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3AKIIIOYEHUE

BoszneiicTBue cTpeccoBbIX YCIIOBUI Ha pacTeHUs IPUBOAUT K HAKOIUICHHUIO B KJIETKAaX aKTUBHBIX
dopm kucnopona (ADK), koTopsie ABISIOTCS OKUCIUTEIIMI KOMIIOHEHTOB KJIETOK M TKaHEeM, a
TaKXe JUMUI0B U O0enkoB MeMOpaH. OTHAKO B HACTOSIIEE BPEMS SBIISAETCS OOIEHPUHSATHIM, YTO
A®K, B yactnoctu H202, Ha HaUaIBHBIX 3TANax CTPECCOBOTO BO3JIEUCTBUS UTPAIOT POJIb KaK
MEPBUYHBIX, TAK U BTOPHYHBIX CUTHAJIBHBIX MOJIEKYJ, BBI3bIBAIOIINX U3MEHEHHS B META0OIHU3ME
pacTUTENbHBIX KJIETOK. B pe3ynbTare 3amyckaercsi KackaJl CUTHAJIBHBIX MyTeH, HEOOXO0AUMBbIX
JUISL aJjanTallii paCTEHUN K HOBBIM YCIIOBUSIM.

N3BecTHO, 4TO OKUCIUTEIBHO-BOCCTAHOBUTEIBbHOE cocTosiHue [1X-1mymna urpaer
KITFOUYEBYIO POJIb B MHUIIMUPOBAHUY a/IallTAllui, OCYIIECTBISIEMON TOCPEACTBOM U3MEHEHUH B
(GYHKIIMOHUPOBAHUU CBETOCOOHMPAIOIIUX KOMILJIEKCOB, TAKUX KaK: MEXaHH3M KPaTKOBPEMEHHOMN
amanraiu, state transitions, KOoTopsIii 3aKJIF0YaeTCs B MUTPAIIMU YaCTH CBETOCOOUpATOIIEH
AHTEHHBI (HOTOCHCTEMBI 2 MEKTY (hoTOCHCTEMOH 2 U POTOCUCTEMOH 1, 1 MEXaHU3M
JOJITOBPEMEHHOM aJanTaluu, Ipyu KOTOPO MIPOUCXOIUT YMEHBIIICHUE pa3Mepa aHTCHHBI
dorocucTeMbl 2 3a CYET MMOJABJIEHUs OMOCHHTE3a epudeprudeckux 0eIKkoB anTeHHbI — Lhch
OeNKOoB.

B xone nuccepranioHHON paboThl OBLIO OKA3aHO, YTO HE TOJIKO OKUCIUTEIBHO-
BOCCTaHOBUTENbHOE cocTosiHue [IX-myna OTBETCTBEHHO 3a PEryIsIuio pasMepa anTeHHb DC2
IIpU JOJITOBPEMEHHOM alanTalliy K YCIOBUSAM OocBelieHus, Ho 1 H2O2 BoBleueH B ajanTaiuio
(OTOCMHTETUYECKOTO anmnapara K BBICOKOW HMHTEHCUBHOCTHU cBeTa (11aBa 3.4).

H202, kak ObLUI0 ycTaHOBIIEHO, 00pa3yeTcss BHYTPU TUIAKOMIHON MEMOpaHbI B
JIOCTaTOYHOM KOJIMYECTBE TP BBICOKOM MHTEHCHBHOCTH CBETA JJaXK€ B IPUCYTCTBUU
3 PEKTUBHOTO aKLENTOPa JIEKTPOHOB, IPH CKOPOCTAX AIEKTPOHHOTO TpaHCIOpTa OJIM3KHUX K
¢dusnonornyeckum (mapa 3.1). Taxxe ObuTO MOKa3aHo, 4yTO 0OpazoBanue HoO2 npoucxoaut B
pe3yabTare peakliMi BOCCTAHOBIEHHOTO MJIACTOXMHOHA, IJIACTOIMIPOXUHOHA, C
CYNEpPOKCHIHBIM pajukaiioM (masa 3.2). Bozpacranue oOpasoBanus H20O2 Ha BBICOKOM CBETY
CBSI3aHO HE TOJIBKO C YBEJIIMYEHHEM KOJIMYECTBA IIaCTOruApoxnHoHa B [IX-myne, Ho u ¢
YBEJIMYEHUEM MPOIYKIIMH CYIEPOKCUAHOIO pajuKana BHyTpu MeMOpanbl komnoneHTamu OC1
(Mubarakshina and Ivanov, 2010; Ivanov and Kozuleva, 2016). MoxHO npeanonoxXuTh, 4TO
umeHHo H202, o6pa3zoBanHbIN Ipu yyacTu KomnoHeHToB [IX-myna, yuacTByer B
aJaNTalliOHHOM OTBETE HA U3MEHEHHUS B YCIOBUSAX OCBEIICHHOCTH.

Lhcb Genku xogupyrotes B simepHoM reHome (Jansson, 1999), mostomy perynsius
YPOBHS SKCIPECCUHU ITUX T€HOB IIPU JOJTOBPEMEHHON aJanTaluu JOKHA OCYIIECTBIATHCS

yepe3 MyTh Mepeaun curHaia xjoporact-sapo. HoO2, kak CUurHa HHUIIMAPYFOTITH I
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U3MEHEHHUs IKCTIPECCUU T€HOB, CIIOCOOEH 3aIycKarh MyTh Iepeadl CUTHaja OT XJIOpoIjiacTa B
a1po uepe3 MAII kuHa3HbIM curHaiabHbli myTh. STN7 KMHa3a, KOTOpas HHULMUPYET state
transitions, TakXe UIpaeT poJib B AOJTOBPEMEHHOM alalTalliy K BBICOKOM HHTEHCUBHOCTHU CBETa
(Tikkanen et al., 2006; Pesaresi et al., 2009). Kpome Toro, L-Trpumep cBeTocoOuparomiei
antenHsl @C2, perynupoBanue OMOCHHTE3a OETIKOB KOTOPOTO BOBJICUEHO B MPOIIECC
JIOJIFOBPEMEHHOMU aJlalTalluu, SIBISAETCS «IIOJBHKHBIM» L-TpuMepoM, KOTOPBIN 3a1€¥ICTBOBAH B
state transitions (Galka et al., 2012; Hofmann, 2012). [To-Buaumomy, ¢pocodprmpoBanue Lhcb
6enkoB L-tpumepa, HeoOxoauMoe J1s Ipolecca state transitions, TakyKe UIPAeT BaXXHYIO pOJib U
B JIOJITOBPEMEHHOM aJjanTalluy K YCJIOBUSM BBICOKOM OCBELIEHHOCTH (T1aBa 3.5).

Ha ocHoBaHuM Bcex TaHHBIX, OIYYEHHBIX B paboTe, HAMU MPEAIOKeHa CIeIyIomas
cxema yuyactusa H2O2 B anantaunu OTOCHHTETUYECKOTO aniapara K M'3MEHEHUSIM B YCIOBHAX

ocseleHus (puc. 44).

Huzkasi HHTEHCHBHOCTE CBETa Bricokasi HHTEHCHBHOCTH CBeTa

IIX-mya IIX-myx
BOCCTAHOB.ICH BOCCTAHOB.JICH

Axtapanaa STN7 kuaa3kel

dochopranporanne

Lhcb 6eaxor Lhcb Geaxos

Inepexoa B COCTOAHHE 2

( ITX-nmyn okHCcaeH

mepexoa B COCTOAHHE 2

IIX-nmya ocTtaeTcst

VI

AxTapamusa STN7 lmﬂa:;l,l>
C dochopaaaposaHAe >

C BOCCTAHOB/IeH
Axrasanusa TAP38/PPH1
docdaraszsl HZOZ
Bosspamenne JoaroepeMeHHEBIH afanTAITHOHHBINA
B cocTosHHE 1 OTBET

VMeHLOIeHHE YPOBHS JKCOPECCHH
redoB Lhicbl, Lhcb2, Lheb3, Lhcbo

Pucynok 46. Ilpennonaraemasi cxema y4acTus epoKcHa BOAOPOAA B ajanTaluu

(I)OTOCI/IHTGTI/I‘-ICCKOFO armapara K U'SMCHCHUIO YCJ'IOBI/II\/'I OCBCIICHMUA.

HpI/I OCBCHICHUH aJallITUPOBAHHBIX K TCMHOTC paCTeHI/Iﬁ CBETOM HH3KOW MHTCHCUBHOCTH
YBCINYNBACTCA YPOBCHB BOCCTAHOBJICHHA HX-nyna, N IPOUCXOJAUT aKTUBAIIUA KaTAJIUTHYICCKOTO
JOMCHa STN7 xkuHa3bI IpU CBA3bIBAHNU KMHA3BI C ITIJIACTOTNAPOXUHOH-OKHUCIISOIIUM caiitoM

uroxpomHoro bo/f kommiekca. Kunasza gpochopunupyer Lheb Genku L-tpumepa, 4to npuBoauT
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Kk Murpauuu L-tpumepa or @C2 x ®C1 u nepexony B coCTOssHUE 2. YMEHBILIEHUE pa3Mepa
anTeHHbl PC2 u yBenuuyeHue pazmepa anteHHbl @C1 npuBOIUT K ONTUMU3ALKU PAOOTHI IBYX
dotocucrem u okucienuro [1X-nyma. Oxucnenue [1X-myna, B CBOrO ouepeib, MPUBOAUT K
nedocdopunupobanuto 6enkoB L-tpumepa ¢ momompbio TAP38/PPH1 dhocdaraszer n
BO3BpAILICHUIO B COCTOsIHUE 1.

B ciydae BBICOKOI HHTEHCHBHOCTHU CBETa, IIPU KOTOPOH state transitions emie
MIPOUCXOANT, aKTUBAIMs KMHA3bl U niepexon L-tpumepa o @C2 k @C1 He NpUBOAUT CHUKEHUIO
creneHu Boccranopnenus [1X-nyna. [lonnep:xanue BbICOKOM cTeneHu BoccTaHoBieHus 11X-
myJlia MPUBOAMT K HAKOIUICHUIO TIEPOKCHA BOJOPOAA B THIIAKOUAHON MeMOpaHe. MoKHO
IPEIIOJIOXKUTh, YTO MEXAHU3M y4acTHs IEPOKCHUIa BOJOPOIA B MHULIMMPOBAHUM CUTHAJIBHOTO
IyTH B ATOM Cllydae 3aKJII04aeTcs B OKUCICHUH LUCTEMHOBBIX OCTaTkoB STN7 KHUHAa3bI.
W3BecTHO, 4TO LIUCTEMHOBBIE OCTAaTKU 00bIOro uncia pepmenton (Calvo ef al., 2013; Kim et
al., 2000), B Tom yucie u kuna3 (Chen et al., 2001; Guyton ef al., 1996), aBnst0TCS OCHOBHBIM
MECTOM JIEHCTBHUS IEpPOKCHa Botopoaa B obnonornyecknx cucremax (Richter and Grimm, 2013;
Cejudo et al., 2014). Bo3aMOXHOCTB BIUSHUS EpOKcUaa Bogopoaa Ha STN7 kuHazy
npennonaranack panee (Vetoshkina et al., 2015; Khorobrykh et al., 2015; Roach et al., 2015).
Oxucnenune nucTenHoBBIX 0cTaTKOoB STN7 KMHA3bI IEPOKCHUIOM BOJIOPO/Ia 3allyCKaeT
CUTHAJIbHBIA KacKaJl, KOTOPbIH, BO3MOXHO, IPUBOJIUT K aKTUBAL[UU ceHcop-KuHa3bl CSK,
KOTOpast TAK)KE UTPacT BXKHYIO POJIb B aJalTAIlMOHHBIX CUTHAIBHBIX MyTsx (Puthiyaveetil et al.,
2008). IIpu aToM, mo-BuauMOMY, (hocdaTasza HEe aKTUBUPYETCs, Tak kak [1X-myn Haxonurcs B
BOCCTaHOBJIEHHOM COCTOSIHHM, ¥ 3TO IPUBOAUT K HAKOIIIEHHIO (POChHOpMINPOBaHHBIX OEIIKOB
Lhcb1 u Lheb?2 B 60m1b10m konnuecte. Hakomienue ¢pochopuinrpoBaHHBIX OEJIKOB CIIYKUT
CUTHAJIOM J|JIs 3aIlyCKa JI0JITOBPEMEHHOMN aJanTaluu, B pe3yjbTare KOTOpOil MPOUCXOAUT
YMEHBIIIEHUE YPOBHS 3KcIpeccuu /hch reHoB. YMEHbIIEHHE YPOBHS HKCIIPECCHH TeHOB,
xkoaupyronmx Lheb Oenku, mpuBOIUT K YMEHbIIEHHIO pa3mepa anTeHHbl PC2 1 onTuMHU3au
paboThl HOTOCHHTETHUECKOTO aIllapara B HOBBIX YCIOBUSAX BbICOKOW MHTEHCUBHOCTH CBETA.

Taxkum 00pa3om, Ha OCHOBE MOJYYEHHBIX JAHHBIX HaMU ObUIO MOKa3aHo, 4To H202
BOBJICUEH U B MEXAHU3M JIOJTOBPEMEHHOMN aJlaNTallii, U B MEXaHU3M KPAaTKOBPEMEHHOM
aJlalTalliy K yCIOBUSAM OCBELICHUS. Y BEIMYEHHE KOJIMYECTBA IEPOKCUA BOJOPOIA B JIUCTHAX
MPUBOJIUT K MHTHOMPOBaHUIO niepexosia u3 coctostHus 2 (L-tpumep cBsizan ¢ @C1) B coctosiHuE
1 (L-tpumep cBsizan ¢ @C2), 4To BEAET K 3aMyCKy aJanTallMOHHOTO MEXaHU3Ma, CSI3aHHHOTO C
nojaBieHueM OnocuHTe3a 6enkoB anTeHHb DC2 U, Kak CleCTBUEe, K YMEHBIIEHUIO pa3Mepa

auteHHbl PC2.
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BBIBO/IbI

11. Haiineno, uro oopazoBanue H2O2 BHYTpH THITAKOUTHOW MEMOpPaHbBI H30JUPOBAHHBIX
TUJIAKOUI0B MIPOUCXOAUT MPU CKOPOCTSIX AJIEKTPOHHOI'O TpaHCIopTa OIM3KHX K
(U3MOJIOrMUECKUM, U TOTYy4€EHBl CBUAETENbCTBA, uTo H202 B 3TOM citydae oOpasyercs B
peaKuy MEXy CYNEPOKCUAHBIM PAIUKAJIOM U IIACTOTUIPOXUHOHOM.

2. IlokaszaHo, YTO YMEHBIICHHE pa3Mepa aHTeHHbBI (POTOCUCTEMBI 2, TPOUCXOIAIIEE
IyTeM [10/1aBJIeHUsl OMOCHHTEe3a OEJIKOB BHELIHEH aHTEHHBI, P aJjalTallil paCTeHUH K
JIOJITOBPEMEHHOM MOBBILIEHHON OCBEIEHHOCTH KOPPENUPYET ¢ YMEHBIIEHUEM TPAaHCKPUIILIMH
TeHOB 3TUX OCIIKOB.

3. YCTaHOBJIEHO, YTO HAXOKIEHUE PACTEHUM B YCIIOBUSAX J0JITOBPEMEHHOM MTOBBIILIEHHON
OCBEILIEHHOCTH TP SKCIIEPUMEHTAIILHOM CHIKEHUM coaepxkanust H202 B nucThax
IPEeJOTBpALIAET alalTallMOHHOE YMEHbIIEHUE Pa3Mepa aHTEHHBI (POTOCUCTEMBI 2 Jjake NpU
BBICOKOM YPOBHE BOCCTAHOBJIEHUS ITyJIa INIACTOXUHOHA. B TO ke BpeMsi, Ipu HU3KOU
OCBEILIEHHOCTH PaCTEHUI IKCIIEPUMEHTaIbHOE yBeandeHue coaepxkanns H202 B ucThsax
IPUBOJUT K YMEHBILEHHUIO pa3Mepa aHTEHHb! (POTOCUCTEMBI 2 IIPU HU3KOM YPOBHE
BOCCTAHOBJICHMSI I1yJIa IJIACTOXMHOHA.

4. Pa3paboTtaH sKCIIepUMEHTaIbHBIN IIOJIX0/] OLIEHKH IIPOTEKaHus Ipolecca State
transitions B JTMCThSIX: HA OCHOBAaHUHU PA3IMYMil B KHHETHKE pelaKkcalui He()OTOXMMUIECKOTO
TyleHus (IyopecleHIUuH XJIOpopHiLIa 8 B pacTeHHUIX apabu0Icuca JUKOTro TUIa U
MYTAHTHBIX PACTEHHUAX, HOKAYTUPOBAaHHBIX I10 T€HY Sf717, @ TAK)KE B PACTEHUAX STUMEHS,
MHKYOMPOBaHHBIX B IPUCYTCTBUU U B OTCyTcTBUE NaF, BbIsiBIIEHa YacTh pejaKcali 3TOro
TYILIEHUS, KOTOpasi OTpaXkaeT state transitions. YCTaHOBIIEHO, YTO JJIsl BBISIBIIEHUS IIpolecca state
transitions MPOAOIKUTEIBHOCTh OCBEILIEHHS JIUCThEB AEHCTBYIOIIMM CBETOM JIOJDKHA COCTABIISATh
He MeHee 20 MUHYT, 4TO IPUHIUIINAIBHO BaXKHO, IIOCKOJIBKY paHee /sl BBISICHEHHS HAJTU4Hs
WJIM OTCYTCTBHS 3TOTO MPOIIECcca UCIIOJIb30BaJIH, IPEUMYIIIECTBEHHO, 5-TH MUHYTHOE
OCBELICHUE.

5. BbIJI0 TIOKa3aHo, YTO B JUCThAX apaOUAOICHCa U TUMEHsI YBETUUEHNE MUHTEHCUBHOCTH
JICMCTBYIOIIETO CBETA MO0-pa3HOMY BIIMSET Ha IpOTEKaHue state transitions: y pacTeHui
apabujoricuca NoJHOe MpoTeKaHue state transitions IPOUCXOAMIIO PU HU3KOW MHTEHCUBHOCTHU
cBeTa (60 MKMOIJIb KBAaHTOB/M>C), @ y pACTEHHI TUMEHS - OJMHAKOBO TIPU HU3KOM U TIPU BBICOKOM
MHTEHCHBHOCTAX cBeTa (10 600 MKMOJIb KBAHTOB/M>C).

6. HaiineHo, uyTo npu ajanTaliii pacCTeHUH K JOJTOBPEMEHHON NOBBILLIEHHON
OCBEILEHHOCTH Tporiecc State transitions He MPOUCXOUT B HAYAIBHBIA MEpUO] aganTanuu (B 1-
Bl ICHB), 1 BHOBh MOKET HAOJIIOIaThCS Yepe3 S ATHEH afanTaiuu; mpyu 3TOM OTCYTCTBHUE State

transitions koppenupyeT ¢ moBbIIIEHHBIM coaepskanuemM HoO2 B THCTBAX.
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