MOCKOBCKHUI FOCYI[APCTBEHHBHZ YHUBEPCUTET
nmenu M.B. TOMOHOCOBA

Ha npasax pykonucu

Hrymenko Bacuiuit BuraaseBu4

D0oT0321UTA OKCUTEHHBIX POTOTPOPHBLIX OPraHNU3MOB IIPH AeHCTBUU
CTPECCOBBIX (PAKTOPOB PA3IUYHOU PUPOABI

1.5.2. buodwuszuka
1.5.21. ®uznonorust 1 OUOXUMUS PACTCHHI

ABTOPE®EPAT
JMICCEPTALMU Ha COUCKAaHUE YUEHOM CTeTeH!
JIOKTOpa OMOJIOTMYECKUX HAayK

Mocksa — 2024



Jluccepraiys NOArOTOBIEHA B OTAeNaX (OTOOMODU3UKI U OMOIHEPTreTUKU
HayudHo-uccnenoBarenbckoro MHCTUTyTa GU3HUKO-XUMHUUYECKOW OMOJIOTUH UMEHH
A.H. benozepckoro MI'Y umenun M.B. JlIomoHocOBa

HayuyHblil KOHCYJIBTAHT: CosoBuenko Asiekceit EBrennesuy,
JIOKTOp OMOJIOTMYECKUX HAyK

O¢unuajbHbIe ONMOHEHTHI: ByabiueB Asiekcanap AJleKCAHAPOBHY,
JIOKTOp OMOJIOTUYECKUX HAYK, JAOLIEHT,
kadeapa onopu3nKu OMOIOTMYECKOT0
¢dakynerera MI'Y umenu M.B.JlomoHOCOBa,
npodeccop

bopucosa Mapuss MancypoBHa,

JIOKTOP OMOJIOTMYECKUX HaAYK,

Nuctutyr  QyHAaAMEHTaNbHBIX  MPOOJIEM
ounosorun PAH — o6ocobneHHoro
noapasaenenus OUILL ITHIIBM PAH,
BEIyIIMH  HAy4YHBIM  COTPYJHHUK,  3aMm.
JTUpEKTOpa Mo HAy4YHOU paboTe

Craganuyk Urops Hukos1aesuy,
JIOKTOp OMOJIOTUYECKHX HaYK,
NuctutyT (Qu3nonoruu pacTeHH HUMEHH

K.A. TumupsizeBa PAH,
BEAYILINN HAYYHBIA COTPYAHUK

3ammuTa aucceprauuu coctoutces «14» mapra 2024 r. B 14 yacoB 00 MuHyT Ha
3aceslannu gucceptaimoHHoro copeta MI'Y.015.5 MoCKOBCKOTO TOCY/1IapCTBEHHOTO
yHuBepcuteTa uMeHn M.B. JIomoHOCcOBa o azpecy:

119991 Mocksa, JIennnckue ropsi, 1.1, ctp.24, aynutopus «Hoas».

E-mail: fursova@biophys.msu.ru

C muccepranmeil MOKHO O3HAKOMUTHCS B OT/IENI€ IUCCEPTALIMN HAYUYHOU
oubmorexu MI'Y umenu M.B. JlomonocoBa (JlomoHOCOBCKHMIT mipocTt., 1. 27) U Ha
noptase: https://dissovet.msu.ru/dissertation/015.5/2820

ABTOpedepart pa3ocnaH «__ » 20 1.

YueHslil cekpeTapb
JIVCCEPTALIMOHHOTO COBETA,

fa—
KaHauaat pusnko-MatemaTnueckux Hayk [1.B. @ypcosa %//W



OI'JIABJIEHUE

L Breaenune. O0mas xapakTepucTrKa padboThl. AKTYaTbHOCTh MPOOJIEMHL.......... 3
L1, AKTYQTBHOCTD UCCHEHMOBAHMSI «...eeeruvreeurieennreeeureeenuseeeaseessseesnsseesseesssseessseeesseessnseesnnseesnnes 8
L2, L1ICTD HCCHCMOBAHIIS ...eeeeeeeeeeeueriiieeeeeeeeeeiettrreeeeeeeeeeeessraeeeseaeseeasasssssesesaeessessanssrssseseeeesasnssssens 9
| IR TG T2 1 €212 17 1 (o1 on) (<91 (0): 12051/ 6 SRR 9
L4, HAYUHAT HOBHBHA ...cuvvveeeeiiiieeeesiiieeeesitteeeessteeesssssseeeeassseesssssseeessnssseessssssseessnssseessssssseesanns 10
5. T1070KEHUSI, BBIHOCUMBIE HA BAIIMTY ....vveeuvreeureeenreeensreeensseesnuseessneessseesssseessseesssseessseenns 10
| IECT N 0711505 07003391 €2 D1 G 123 0] o ¥ S PUSRPPPR 11
L7, ATIPOOAIIHS PADOTBI.....cccuvieeieeeiieitieeiteenteeeteeteeeteesteessseeseessseenseessseeseessseeseessseenseesssesnseens 12
R TR 070511721171 USRS SUSRRTR 12
9. CTpYKTYPa 1 OOBEM JAUCCEPTALIMHE ....eeuevveenrreeereeeereeenereeasneessseessneesseessseessseesssseesnseesns 12

II.  COIEPIKAHUE PADOTBI ....uvveeeerrreeeerieeeierreeesereeeestreeesisseeesessesesssseeesssseessssesansseeeans 13

ITI.  BAKITEHOUECHME .....eeeeeuiiieeeiiieeeitte ettt e e siiteeeeitteeeiteeesiteeesnbeeeesaseeessabeeesnnneeesnnseeenas 40

| YR 55110 )1 15 (S URURR 42

V.  Ocnosuble nyonukanuu [Itymenko Bacunus BuranseBuya no teme

JUCCEPTAU B PELEH3UPYEMBIX HAYIHBIX UBTAHMAX ..oueeeeeerrrrnnnnniieeeeeeeernnnnnnaanennnns 44

I. Beenenne. O01masi XxapakTeprucTUKA pad0Thl. AKTYaJIbHOCTH MPO0JIeMbl

K HacTosmemMy BpeMeHHM JEeTallbHO H3y4deHa CTPYKTypa (POTOCHHTETHUECKOIO
anmapara pacTeHWH, IOCJIeJI0BATEIbHOCTh (POTOMHIAYLIMPOBAHHBIX  PEaKLUM,
nmpoTeKkarommx B HEM. Hayanom Bcel LENOYKM PEAKUUU SIBJISAETCS IOIVIOLICHUE
KBaHTa CBe€Ta MNHUIMEHTaMH (HOTOCHHTETHUECKOM aHTeHHBbI. (OOpa3zoBaBiieecs
BO30Y)X/IEHHOE 3JIEKTPOHHOE COCTOSIHUE MOJIEKYJ MUTMEHTa, B KOHEYHOM WTOTE,
3aXBaThIBACTCS PEAKUMOHHBIM LEHTPOM oOaHOM u3 (otocuctem. Ilpoucxopsiiee
BCJICJICTBHE ITOTO NEPBUYHOE PA3/ICJICHHUE 3apsS0B BbI3BIBAET NEPEHOC JIEKTPOHA,
CONMPSDKEHHBIA C  TEPEeHOCOM MPOTOHOB BHYTPh THJIAKOWAOB  (3aMKHYThIE
MeMOpaHHbIe 00pa30BaHUS BHYTPH XJIOpOIUiacToB). OOpa3oBaBIIUNCS MPOTOHHBIN
MOTEHIMANl UucnoJib3yeTcs it cuHte3a ATP, a mnepeHec€éHHble TO BCEMl LENu
JEKTPOHBI — 171 oOpa3zoBanusi BocctaHoBuTenbHOM cuibl (NADPH). ATP wu
NADPH B panbHeillieM ucnoyib3yroTcsi B OMOCMHTETUUECKUX PEAKIUAX U, B TIEPBYIO

ouepenib, B peakiusax dukcanuu yriaepoaa (I'osunmxu u ap. 1987; Pyoun 2017).



OpHako cBeT, HEOOXOMUMBIM pacTeHHs M MJii (POTOCHHTE3a, MPEACTaBISAET
OMAaCHOCTh MpPH HU3OBITOYHBIX J03aX OONY4YEHHS: «JIHIIHUN» CBET MNPUBOAMUT K
HAKOIJICHUIO AIEKTPOHHO-BO30YKIEHHBIX COCTOSIHUM OCHOBHOI'O
(OTOCMHTETUYECKOTO MUTMEHTa, XJOpo(usuia, KOTOpble, B CBOI OYEpElb,
npoBOLUPYIOT okucauTenbHbii cTpecc (Apel and Hirt 2004; Sharma et al. 2012). B
CBS3M C OTUM BC€ HBIHE JXUBYIIME TPYIIbl PACTEHU BbIPAOOTATM MEXaHU3MbI
3alIUTHl OT U30BITOUHOTO OcBeleHus (puc. 1). K 3amuTHbIM MeXxaHn3MaM OTHOCSTCS
pa3lMyHble CIOCOOBI CHMYKEHHUSI KOJIMYECTBA IMOTJIONIAEMOro CBETa, OTIMYAIOIIUECs
[0 MEXaHU3MY M XapaKTEepHbIM BpeMeHaM (DYHKIIMOHHPOBaHUS, (1) HA YpOBHE JHCTa
B 1eioM (M3MeHeHHe (OpMBI WM PACIOJOKEHUS JIMCTAa 1O OTHOIIEHUIO K
NaJalleMy CBeTy, oOpa3oBaHME 3allUTHOTO  OMNYIIEHHUS WM  OKPACKH,
sKkpaHupyomux (¢orocuHrernueckuii anmapar (ConoBuenko u Mepsmsik 2010)),
(i) Ha ypoBHE KJIETKU ((OTOTPONMUH-3aBUCUMOE TIEPEMEIICHUE XJIOPOIUIACTOB
(Kasahara et al. 2002; Heber et al. 2007; Suetsugu et al. 2016)) unu (iil) OTAEIbHBIX
MUTMEHT-O0CITKOBBIX KOMIUIEKCOB (M3MEHEHHWE OpraHu3alud W KOJWYECTBa

(OTOCUHTETUYECKUX aHTEHH MPU KaXJAOM peakiuuoHHOM IeHTtpe (Anderson and

Andersson 1988; Wientjes et al. 2013).

TyweHwne Bo3byXAEHHbIX COCTOAHUI XNopodunna:

PocT cogepxanus PsbS 1 Tywawmx kapoTuHonaos

CHWKeHWe NornoLeHus ceeta: CHWXeHMe NornoLeHus ceeta: CHWKeHne NornoLeHns ceera:

OKpaHUpyioLLMeE CTPYKTYpPbl AHaTOMUYECKUE XapaKTEPUCTUKN NUCTA, CokpalueHve cofepxaHus
(onyweHue, 3K30CKeNeT KNeTku), nepepacnpesienexue xnoponnacTos aHTEHHbIX KOMNNEKCoB
3KpaHpYIOLLNE NUTMEHTbI B KneTke

Puc. 1. Ocnosuble Mexauu3Mebl 3aUTEl @PCA 0T H30LITOYHOTO OCBEIIEHUS

Cnenyromum «pyOekoM O00OpPOHBD» CiyX)aT (1v) MEXaHU3MBI J€3aKTHBAITUU
BO30Y)KJIEHHBIX MOJIEKYJT XJOpOdUIUIa, K KOTOPOM OTHOCAT «HEPOTOXMMHUYECKOE

TYIIEHHE», MPU KOTOPOM IMPOUCXOAMUT TYLIEHUE (QIIyOpEeCUECHIMH XJIOpoduiia



(Niyogi and Truong 2013; Demmig-Adams et al. 2014; Ruban 2016). B
HedoTtoxummuueckoM TymeHun (HOT) akTuBupyeTcs TerioBast [ucCUNaIys YHEPTHH
BO30YXXIEHHBIX COCTOSIHMM xjopoduina. Beigenstor Heckonbko ¢daz HDT (o
MEXaHU3My U XapaKTEpPHOMY BpPEMEHU HHAYKIMH), HauOoJee CYIIECTBEHHOW H
OBICTPOI M3 KOTOPBIX SIBJSIETCS TaK Has3blBaeMoe sHeproszaBucumoe tymieHue (qE).
qE, koTopoe HemocpeACTBEHHO AaKTUBHPYETCS MPU SHEPrU3alUu TUIAKOUTHOU
MeMOpaHbl, HAYMHAET MPOSIBIATHCA MPHU BEIMYMHE TpaHCMeMOpaHHOU pasHocTH pH
OKO0JIO eMHMITHI B aasiee pacTeT ¢ poctoM ApH (Johnson and Ruban 2011). dpyrumu
koMrioHeHTaMu E ciyxkar (1v-a) HeKOTopble (OpMbI KapOTMHOMIOB (y BBICHIUX
pacTeHHI M 3€JIEHBIX BOJOPOCIEW JTO, B IMEPBYKD OYEPENb, 3C€AKCAaHTUH U
AHTEPAKCAHTUH; Yy JAPYTHX TPYyNI BOJAOPOCIEN Ty XK€ pOJib MOTYT MIpaTh JIpyrue
KApPOTUHOM/IbI, HANpUMEp, JMATOKCAHTUH Yy JUATOMOBBIX Boaopociiei) u (iv-
0) OenKH, CXO0XKHE TO0 CTPOSHHIO ¢ OenkamMu (OTOCHHTETUYECKOM aHTEHHBI. Y
BBICILIUX PACTEHUN 3TO — MpeumyuiecTBeHHO PsbS, kommnoneHT ¢orocuctemsr I
(®CII), y Bomopocneit — LhcSR u 6mmzkume xk Hemy LHCX Oenku. Cxema,
WUTIOCTpUpytomas myty aktuanuu HOT B xioporactax, OpuBeeHa Ha puc. 2.
AxTuBHbIE popMmbl kuciopoaa (ADPK), koTopbie X0Tsi U MOTYyT 00pa30BBIBATHCS B
XJIOpOIUTACTaX HECMOTpPsl Ha [EpPEYUCICHHBbIC BBIIIE MEXaHU3Mbl  3aIlIUTHI,
(V) ne3akTUBUPYIOTCS aHTHOKCHAAHTHBIMU (epmentamu kietku (Edreva 2005;
Sharma et al. 2012). «IlepBuunbie» A®DK (HemocpeACTBEHHO oOpa3zyemble Ipu
B3anmogeiictun O, ¢ ®CA), cunrierssii kuciopon (‘O,) u cymepoxcun (O,),
)KUBYT B YCIOBHSIX KIETKM OTHOCHTENbHO Hemonro (mopsiaka 10°c¢ u 107 c,
COOTBETCTBEHHO), HO JIOCTaTOYHO, )i AU dy3Un Ha 3aMETHOE PACCTOSIHHUE OT MECTa
o6pazosanmst (107 M 'm0 107 M) (Khorobrykh et al. 2020; (Dmitrieva et al. 2020).
Bmecte ¢ Ttem, O, npu aucmyrtanuu oOpasyeT MEpOKCHI BOJAOPOAA, KOTOPHIH,
HapsAy C YyYacTHEM B OKHCIUTEIBHBIX PEaKIUAX, HIrPaeT CHUTHAJIBHYIO pOJIb
(Khorobrykh et al. 2020). Hakonert, Hapsiy cO BCEMH dTUMU MEXaHU3MaMU 3alTUThI
B XJIOpOILJIacTaX  MPOMCXOAMT (Vi) aKTUBHBI  pe-CHHTE3  MOBPEXKIEHHBIX

KoMIioHeHTOB doTocunTeTnueckoro ammapata (DCA) (Nishiyama and Murata 2014).
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Puc. 2. OcnoBuble nytu aktuBauu HOT B xmopormactax

M30BITOYHOCT NAAAIOIIEr0 HAa pacTeHHWEe CBeTa 110 OTHOLIEHUI0 K €ro
MOTPEOHOCTSIM ~ OMpENENsIeTCss HE TOJbKO COOCTBEHHO 1) MHTEHCHUBHOCTHIO
OCBCILICHUSI, HO U 2) APYTUMHU DIKOJOTUYSCKUMHU (PaKTOpaMu: TeMIIepaTypou,
JOCTYMTHOCTBIO BOJABI M 3JIEMEHTOB MHHEPAJIbHOIO MHTAHUSA, Ta30BBIM COCTAaBOM
aTMoc(epbl, Haau4YMeM B arMocdepe WM TMOYBE MOJUIIOTAHTOB, OKAa3bIBAIOIIMX
WHTHOUpYIOITee JAEHCTBUE HA MPOIEcChl (POTOCUHTE3a WM MHBbIC (PU3HOJIOTHYECKUE
bynkuun pactenus. VMeer 3HaueHue Takke 3) CHEKTpalbHBIM COCTaB CBETAa,

MoJlydyaeMoro pacteHueM. I[Ipu OTKIOHEHHWH KaKoro-aubo U3 MEPEUUCICHHBIX



HKOJIOTUYECKUX  (PAKTOPOB OT 00JacCTH ONTUMAJbHBIX 3HAYCHHM pacTeHHE
OKa3bIBACTCA B CTPECCOBBIX YCIIOBHUSAX, B YCJIOBUAX YTHETECHMSI T€X WM HHBIX €ro
dbusnonornyeckux QyHKIUN. YTHeTeHUE Kakou-1u00 (QYHKIUHU, KaK MPaBUIIO,
IPUBOJUT K CHIDKCHMIO HWHTEHCHMBHOCTM AaCCUMWIALIMM M IMOCIEAYIOLIEro
HCITIOJIb30BaHUsI aTMOC(HEPHOTO YIIIepo/ia pacTeHuEM. JTO, B CBOIO OUYEpE/Ib, CHIDKAET
HCIIOJIb30BAaHUE PACTEHUEM MPOAYKTOB CBETOBOM (Pa3bl (DOTOCHHTE3a U TEM CaMbIM
IIPUBOJUT K IEPEBOCCTAHOBIICHUIO KOMIIOHEHTOB 3JIEKTPOH-TPAHCIOPTHOW LENU
(myna XMHOHOB M KodakTopoB Ha akuentopHbix yyactkax @CI u OCII), koropas, B
uTOre, CTaHOBUTCA MecToM reHepaumn A®MK mpu BOCCTAaHOBIEHWH AKLIENTOPHOMU
yacty OCII 3a CYET OAHOIIEKTPOHHOTO BOCCTAHOBIICHUS KUCIOpoaa 10 O, wuim ke
oOpa3oBaHuUs '0, B anremnax ®CIL. Takum o0pa3oM, TOHIKAETCS TOpOT
CTPECCOBOIO BO3JEHCTBUS MAJAIONIEro cBeTa. TakuM 00pa3om, MPaKTUYECKH JTHOObIE
HEeOJIaronpusTHBIE BO3IECUCTBUS HA pacTEHUE, B KOHEYHOM HTOI€, CO3JAl0T YCIOBHS
M30BITOYHOCTH CBETA JJi oOecnieueHus: HopMalibHOM paboThl @CA, BbI3bIBAsI B UTOTE
okucnutenbHbll cTpecc. @®CA B 3THX YCIOBUAX OKa3bIBa€TCA OJHHUM W3 HauOoliee
YA3BUMBIX JJIEMEHTOB PACTUTEIBHOTO OpPraHW3Ma M OJHOBPEMEHHO KIIFOUEBBIM
pyOEKOM €ero 3aluThl OT BO3JIEUCTBUS CTPECCOBBIX (haKTOPOB. ITO JieJIaeT BOMPOC O
dbynkuuonupoBanun @CA B yCIOBHSIX CTpecca W MEXaHU3Max €ro 3alluThl OT
M30BITOYHOTO OCBEUICHUS AaKTyaJlbHbIM Kak g  (QyHIAMEHTAIbHBIX, TaK W
NPUKJIAJAHBIX UCCIeN0BaHUM. V3 cka3aHHOTO BBINIE BUAHO, YTO JIFOOBIE CTPECCOBBIC
YCIOBUS B KOHEYHOM UTOI€ IPOBOLMPYIOT pAa3BUTHE CBETOBOIO CTpecca u
aKTUBaIMIO Bcero Habopa ¢oTo3ammTHBIX MexaHusMoB @PCA. OnHako poiib
OT/ICJIbHBIX MEXaHM3MOB B OOIIIEH CBETO3AIIMTHON peakiMu U TO, B KaKOW CTENECHU
OHM XapaKTEPHBI JJIsi CTPECCOBBIX (PAKTOPOB pa3HOW MPHUPOJBI, BO MHOTUX CIIydasix
OoCcTaéTcsl HESICHBIM. Tak, OCTAlOTCS HEACHBI OOUIME 3aKOHOMEPHOCTU Mpoduie
aKTHBAllUM CBETO3ALIUTHBIX pEaKUUWA TOJA JEWCTBUEM PAa3JIMYHBIX CTPECCOBBIX
dakTopoB (mox mpoduaeM aKTHUBAIMKA MBI Jlajee OyJleM MOHWMATh COBOKYITHOCTH
JVHAMUYECKUX XapaKTEPUCTHK CBETO3ALIMTHBIX MEXAHW3MOB, OMHUCBHIBAIOIIMX HX
CTENEHb W AUHAMUKY aKTHBALMU B XOJI€ OTBETA HA CTPECCOBOE BO3JEWCTBHE). B TO

JKC BpCM:, ITOHMMAHUC OITHUX SaKOHOMepHOCTeﬁ ITO3BOJIMJIO OBl FJIY6)KC ITIOHATH
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npuHuunsl agantanud @CA K U3MEHSIONUMCS YCIOBUSIM CPEibl U YTOUHUThH HaIllU
MPEACTABIICHUSI O MEXaHW3MaxX YCTOWYMBOCTH (POTOCHHTETUYECKON (GYHKIUH K
JEUCTBUIO HEOJIArOMPUSATHBIX SKOJOTHYECKUX (hakTopoB. B cBsA3M ¢ 3TUM, B JIaHHOMN
paboTe n3ydeHsl MpoGUIN aKTUBAITMHN CBETO3aNUTHBIX peakiuii @CA nipu 1elicTBUH
pPa3IMYHBIX CTPECCOBBIX (DAKTOPOB U MpOaHAIM3UPOBAHA POJIb  OTIAEIBHBIX
cBeTo3auTHRIX Mexanu3MoB (DCA B 001eM CcTpecc-MHIYIUPOBAHHOM OTBETE.
[lenapto paboThl coCTOsAJIAa B TOM, YTOOBI ONPENEIHUTHh CTPATErHIO0 HCIIOIb30BaHUSA
PAaCTEHHEM pA3HBIX 3AIIMTHBIX NPOLIECCOB M BBISIBUTh UX POJb INPU PA3INYHBIX

CTPECCOBBIX BO3JICUCTBUSIX.

I[.1. AKTyaJbHOCTH HCCJIEIOBAHUS

Borpocs! perynsuuy nponeccoB MOTJIOMIEHUS U YTUIM3alUHA SHEPTUU CBETA U UX
UHTErpallUd C LEHTPaJIbHbIM METa00IM3MOM B HEOJAronpHUSATHBIX YCIOBUSIX
BHEIIHEW cpefpbl ABISIOTCS B HACTOALIEE BpPEMsl OJHUM U3 HauboJiee aKTyallbHbIX
HarmpaBieHuii B Hayke (Neto et al. 2021; Xu & Fu 2022) u HaxomsTcs B LEHTpE
BHUMAaHMs MCCIIEIOBATENbCKUX Tpynn no Bcemy mupy (Demmig-Adams et al. 2012;
Demmig-Adams et al. 2014; Colombo et al. 2016; Ferndndez-Marin et al. 2016).
OTBET Ha CTPECCOBBIE BO3ACUCTBHS, KaK OJHO W3 NPOSBICHUN TAKON PETYJIALNH,
ABJIIETCSI LEHTPOM MHTEpeca MHOTOYMCIEHHBIX HAay4YHBIX HWCCIEAOBaHUM, Kak
(GyHIaMEHTaJIbHBIX, TaK U MPUKIAIHBIX, CBI3aHHBIX C UCIOJB30BAaHUEM PACTEHUH B
KAueCTBE MCTOYHMKA NUTAHUS W ChIPbS I Pa3JIMYHBIX MPOU3BOJICTB, 3a7ay
ouopemenuaruu u mpou. (Kleine et al. 2021; Idi et al. 2015; Jha et al. 2017). Hapsiny
C OYEBUJHOW IPAKTUYECKOM BaXKHOCTBIO HCCIEAOBAHUN PEAKIIMU PACTUTEIBHOTO
OpraHu3Ma, 1, B YACTHOCTH, €ro (POTOCUHTETUYECKUX (WM, IIHPE, META0OTUIECKHUX )
IpOLIECCOB B OTBET HA CTpPECC, OTH MCCIEIOBAaHUS HMEKT OIPOMHOE
dbyHIaMEHTaIbHOE  3HAY€HHWE Uil  MOHMMAaHWS  NPUHLIMIHAIBHBIX  OCHOB
YCTOMYMBOCTU MeTab0IM3Ma, 3HAYMMOCTH pPAa3HBIX PETYISTOPHBIX (DAaKTOpPOB U
XapakTepa peaklMd OpraHu3Ma Ha HHX, OOIIHOCTHM M cheuuduku oTBeTra Ha

cTpeccoBble (PakTOpbl pa3zHONl MpUpoAbl. J[aHHOE CpPaBHUTEIBLHOE HCCIEIOBAHUE



IIMPOKOTO CIEKTpa MOJAEIbHBIX OOBEKTOB W3 KOHTPACTHBIX DSKOJOTHYECKHX U
CHUCTEeMAaTUYECKUX Tpyni (HOTOABTOTPODHBIX OPraHM3MOB HANpaBICHO Ha PEIICHUE
aKTyaJbHOM 3aJayd — BBIICHEHHE IIPUHLHUIIOB COBMECTHOTO MCIOJIB30BAHUS
pa3IUYHBIX 3alIUTHBIX MEXAaHU3MOB DPACTEHHEM JUIsl OOECHEYEHHs] yCTOWYMBOCTH

OCA k ctpeccy.

I.2. Ieasb ucciaenoBaHus

[lens paOOTBl — BBISICHUTH POJb KOHKPETHBIX (POTO3AIIMTHBIX MEXaHU3MOB Y
OKCUT€HHBIX (POTOTPO(PHBIX OPraHU3MOB MPU CBETOBOM CTpECCE, MHIYLIMPOBAaHHOM

CTPECCOBBIMU (haKTOpaMHU Pa3TUIHON MIPUPO/IBI.

1.3. 3apgauum ucciiegoBanus

1. BwISIBUTH pOJIb pa3IUYHBIX (POTO3AMUTHBIX MEXAaHU3MOB (POTOCHHTETUUECKOTO
annapara (DOCA) oxkcHreHHbIX (OTOTPOPHBIX OPraHU3MOB HAa H30BITOYHOE
OCBEIICHHE B PA3IMYHBIX CTPECCOBBIX YCIOBUSX.

2. OueHUTh pOJb DKOJOTUYECKUX XApPaKTEPUCTHUK PACTEHUS B AaKTUBAILUU
ceero3amuTHOTO oTBeTa DCA.

3. YcraHOBUTH JWHAMUYECKHE 3aKOHOMEPHOCTH aKTHBAIMU (HOTO3ANTUTHBIX
MEXaHM3MOB C  pa3HbBIMU  XapakKTepPHbBIMH  BpEMEHaMU  UHIYKLIHUH
(OTO3aIUTHBIX PEAKIMI B OTBET HA U3MEHEHUS MHTEHCUBHOCTH OCBEILICHUSI U
JNEUCTBUE  MOJIOKUTEIBHBIX  HU3KUX  TEMIIEpaTyp, U3YYUTh  BIIUSHHE
COJlep KaHUsl JTUOKCUIA YIJepola M KHUCIOpoAa B Cpele Ha WHAYKIUIO
3alUTHEIX MexaHu3MoB OCA.

4. Uccnenosatb daktopsl, ompeaenstonme dddexktuBHOCTh padotei PCA B
YCIJIOBUSIX OCBELIEHUS PA3HOTO CIEKTPAIbHOTO COCTaBA.

5. MByunth aktuBanmio pH-, pesokc- W MUTMEHT-3aBHCHUMBIX (DOTO3ANTUTHBIX
MEXaHHU3MOB B YCIIOBUSIX HEONTHMAJIbHBIX MapaMETPOB OKPYKAIOIIEH Cpebl,
OIICHUTh AKTHUBHOCTh pPa3JIMYHbIX MEXaHU3MOB M WX 3HAUYCHHE IS

AaKKJIIMMallkuu OpraHu3ma.



I1.4. Hayuynas HOBHU3HA

BrniepBbie oOHapyskeHa JOJTroBpeMeHHas (ITUTEIBHOCTBIO 10 HECKOJIBKUX CYTOK)
CTpeCC-UHIYIIMPOBAaHHAsT  3Kcmpeccwss reHa  (oto3ammTHOro Oenmka  PsbS,
OTBETCTBEHHOTO 3a TeHepauuto 3Hepro-3aBucumoro HOT, y peacraBuTens 3eIE€HBIX
Bogopociei (Chlorophyta), 9T0 CBUIETENBCTBYET O JOJTOBPEMEHHOM ydacTuu PsbS
B 3amuTe @CA 3enEHbIX BOAOPOCIEH.

OnpeneneHa pojib  OCHOBHBIX MEXAaHHU3MOB 3alIUThl  (POTOCHHTETUYECKOTO
anmnapata (OCA) B ycioBusax u30bITOUHOrO oOcBelleHUs. [lokazaHbl HPUHIUIIBL
CTpaTEruy UCIOIb30BAHUS PACTEHUEM PA3HBIX CBETO3AIIUTHBIX MEXAHU3MOB.

[Toka3aHO, 4TO 3HAYEHHE CBETA KEIITO-3€IEHOTO CIEKTPAIbHOIO IWaIla30Ha JUIsl
MPOJYKTUBHOCTU PAacTE€HUs OOYCIIOBIEHO €ro CIOCOOHOCTBIO MPOHUKATH B HHKHUE
cJIoM Me30(uiia JUCTa U BIIyOb KpoHBI. [loka3aHo, 4TO M3MEHEHHE COJEp KAHUs
CO, u O, B cpene BIAUSET HAa AKTUBHOCTh CBETOBBIX pPEAKIUN (POTOCHHTE3A H
UHAYKIUI0 MexaHu3MoB 3ammTbl PCA 0T HU30BITOYHOTO OCBEIICHMS, MPUYEM
MexaHu3M  ycToMunBocTH  CO,-TONEPAaHTHBIX MHMKPOBOJOPOCIEN K  BBICOKOM
koHneHTpauu CO, OCHOBaH Ha yCTOMYMBOCTH K HU3KMM pH cpenbl. Briepsbie
MOKAa3aHO, YTO MPOHUKAIOIIME AHTUOKCHUJIAHTHI —IIPOU3BOJHBIE ILIACTOXWHOHA
UHTUOUPYIOT KUCIOpOA-BhiAestomuii  komriekc @DOCII, 4To wucKiIoYaeT ux
WCIIOJIb30BaHMUE JUIsl CHUKEHHUS OKUCIUTENbHOTO cTpecca B DCA.

Ha ocnHoBanuu pa3paOOTaHHOW SJEKTPOCTATHUYECKOW MOJEIN Oelika BIIEPBHIC B
paMKax €IWHOr0 TMOJXO0Ja pPAacCYUTaHbl CPEAHETOYEUHbIE 3HAYEHUS pEeIOKC-
MOTEHIIMANIOB Bcex peaokc-kopaktopoB DCI, sHeprum peopraHuzanuud peakiuii
nepeHoca anektpona B OCI, a taxxe 3nadenus pK, rpynmn ¢orozamurHoro 6enka

PsbS 3enéubix Bogopocneil.

I.5. Ilojio:keHusi, BLIHOCUMbIE HA 3aLLUTY

1. YcranoBieHo, 4to 3((PEKTUBHOCTh M JWHAMHUKA aKTUBALlMM W B3aUMOJCHCTBHS
0a30BbIX (HOTO3AMIUTHBIX MEXAHW3MOB ONPEACISIETCS B KaXJIOM Cilydae Kak
MPUPOJON CcTpeccopa, TaK M MPUHAIICKHOCTbIO OPraHU3MOB K Pa3IUYHBIM

9KOJIOTHUYCCKUM U CUCTEMATHUYCCKUM I'PYIIIIaM.
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2. ®OTO3AIUTHBIE MEXAHU3MBbI, XapaKTepU3yIoLIecs: ObICTPO aKTUBAIMEH, MOTYT
BBITMIOJHATh OCHOBHYIO 3alIMTHYIO (YHKIHIO HAa (OHE OTHOCHUTENBHO Claboi
YyBCTBUTEIBHOCTU 00JIe€ MEMJIEHHO MHAYLUPYEMBIX MEXAaHU3MOB K U3MEHEHUIO
BHEIIIHUX YCJIOBUHU.

3. [IpocTpaHCcTBEHHAss OpraHu3alysl JIMCTAa BBICHIMX PACTEHUH OOYCIOBIIMBAET
BaXHYIO poJib cinabo mornomaeMoro kommnoHeHta ®AP (uznyueHuss B xEnTo-
3€JIEHOM CIEKTPaJIbHOM JIMANAa30HE) B YBEJIMUYEHNUN MPOTYKTUBHOCTH pacTeHus (10
50%).

4. Crpecc-unayuupyemasi 3amutHas (QyHkuus Oenka PsbS — yuacTtHuka sHepro-
3apucuMoro HOT BO3HMKIIA B TPOLECCE 3BOJIOLNUM Y 3E€JIEHBIX BOAOPOCIIEH

(Chlorophyta) no e€ nmosiBieHus y BBICIINX PacTCHUI.

1.6. JIuuHbli BKJIAJ aBTOpPA

COop ¥ aHa/IM3 AUTEPATYPHBIX JaHHBIX, (POPMYJIMPOBAHUE LIEJIN UCCIEIOBAHUS U
IIOCTAaHOBKA KOHKPETHBIX 3aJa4, BHIOOP METOJIOB U pa3pabOTKa 3KCIEPUMEHTAIbHbBIX
MTOAXOJO0B JIsl OCYILIECTBIEHUS UCCIIETOBAHMS, AHAJIN3 DKCIIEPUMEHTAIbHBIX TaHHBIX,
UHTEpIIpeTalys pe3yJbTaToB, IOJArOTOBKA MyOJMKAlMi U JOKJIAaJ0B IO TEMe
JMCCEepTAllMOHHOW paboThl. YacTh paboOT MO TeMe AUCCEpPTalldyd BBHITIOJHEHA
COBMECTHO C cOoTpyaHukamMu kKadenp Ouodusvku u oOimiei Guzuku (HU3ndeckoro
dakynpreta MI'Y um. M.B. JlomoHocoBa, kadenp OuoumHxkeHepuu, (HU3NOIOTUU
pacTeHui, MHUKOJIOTMM M albrojiorud Ouonorudeckoro ¢akynsrera MI'Y, HUU
mutontkeHepun MI'Y, HUU dusuko-xumuueckoit Ouonorun wumeHun A.H.
benozepckoro MI'Y, MHucruryra osnektpoxumun um. A.H. ®pymknna PAH,
HNuctutyra Ouooprannuecko xumuu uM. akagemukoB M.M. Illemskuna u FO.A.
OBumnHUKOBa, HoBocuOMpCcKOro WMHCTUTyTa Opranwuecko xummu umenu H. H.
Bopoxnosa CO PAH, HWHcTuTyra XUMHYECKOM KHHETUKHM W TOPEHUS

M. B.B. Boesoackoro CO PAH.
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I.7. AnpobGauusi padboTsl

OCHOBHBIE TIOJIOKEHUS AUCCEPTAlMU TpeAcTaBieHbl Ha 9-m u 10-m che3max
Poccuiickoro ¢otobuonorndyeckoro obmectBa u Bcepoccuiickoit koHbepeHIMH
“CoBpemennbie npoobiembl Goroduonorun” (Iencu, 2023, 2021); na 10-i u 11-i
MexayHapoaHbix KoHpepeHuusax «Photosynthesis and Hydrogen Energy Research
for Sustainability» (Ctam6ymn, 2023; Cankt-IletepOypr, 2019); Ha MexayHApOIHON
koH(pepenuuu 10th International Voevodsky Conference “Physics and Chemistry of
Elementary Chemical Processes” (HoBocubupck, 2022); nHa Bcepoccuiickoit
KoH(epeHIIMH ¢ MEeXKAyHapoaHbIM ydactueM «OT TIEpPBUYHBIX IPOIIECCOB
doTocuHTe3a 110  anmbTepHaTUBHOM  sHepreTukw»  ([lymmuo, 2022); Ha
MexayHaponHoi koH(epenunn «Magnetic Resonance — Current State and Future
Perspectives» (Kazanb, 2019); nHa mnepBom EBpomeiickoM KoHTpecce IO
uccnenoBanusiM potocuntesa (1st European Congress on Photosynthesis Research,
ePS-1; Yncana, 2018); na mexayHaponnoi koHdpepeniun «Photosynthesis Research
for Sustainability — 2014» (Ilymmuno, 2014); na 40-i1 Hay4yHoli accambiee Komurera
no kocmuueckuMm ucciegoBanusm (40th COSPAR Scientific Assembly; Mockaa,

2014).

I.8. IlyOoaumkauuu

VY aBtopa umeercs 56 myOnMKanui B MEPUOANYECKUX PELIEH3UPYEMBIX HAyYHBIX
U3JIaHUSX U OJIHA MOHOTpadusi, U3 HUX 110 TEME JUcCepTaluy — 28 HayYHBIX CTaTel B

uHAeKcupyembix 0a3ax nanHbix Web of Science, SCOPUS u RSCI.

1.9. Crpykrypa n 00beM auccepranumn

JuccepTanus uznoxkeHa Ha 222 cTpaHuiax u coaepKutT 90 pucyHkoB u 9 Tabnwuil.
Hucceptanus Bkitovaet 9 riaas, B TOM ducie 0030p JIUTEpATyphl, OMMCAHUE METOJOB
UCCJICMOBAaHUSI W Pe3yJabTaThl pPabOThI, UX OOCYXKJCHHE, BBIBOJABI, CIHCOK

HUTUPYEMOU JTUTEPATYPhI U3 265 HAMMEHOBAHUH, a TAKXKE MPUIIOKEHUE.
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II. Conepxanue padoTbl

B ranase I u310%keHbl COBpEMEHHBIE MPECTABICHUS 00 OCHOBHBIX MEXaHHM3Max
3alUThl  (POTOCHHTE3UPYIOUIUX OPTaHU3MOB OT H30BITOUHOIO OCBELIECHUS Y
pactenuit. Onucanbl MeXaHU3Mbl UHAYKIMH Heoroxumuueckoro tymeHus (HDOT)
BO30Y)KIEHHBIX COCTOSTHUH XJIOpOohUIUIa, KIIOUYEBBIMHA JCTEPMHHAHTAMH KOTOPOTO
SBJIAIOTCSL COCTaB W  COJAEp)KaHWE TMUIMEHTOB (B TEpBYIO odepenp —
JIEANOKCUANPOBAHHBIX (opM KCaHTODWIIOB, 3eakcaHTUHA (3ea) W JIIOTEHHA
(Demmig-Adams 1990; Garcia-Plazaola et al. 2012)) u conepkanue ¢hoTO3aIUTHBIX
XJIOPO(PHIII-CBA3BIBAIOIINX ~ OEJIKOB, POJICTBEHHBIX O€JKaM CBETOCOOMpArOIIei
autennsl (HLIP, Sep, ELIP, PsbS; (Verhoeven 2014)). PaccmorpeHa Takxke
BO3MOXXHOCTh HOT B peakunonnom entpe (PL[) OCII, npoucxosiiero ¢ yuactuem
KaTHOH-pauKkaibHbIX Gopm xiopoduia (Bruce et al. 1997; Schweitzer and Brudvig
1997), B KOTOpOM, IO-BUAMMOMY, OCHOBHYIO POJIb UTPAET OKUCJICHHBIA MMEPBUYHBIN
norop OCII P680+ u pexombunarus pa3aenéuubix 3apsnoB (Ivanov et al. 2008).

Onucan MexaHu3M (OTOMHIAYIIMPOBAHHBIX HW3MEHEHUM MPOCTPAHCTBEHHOTO
pacnpeieNieHus: XJIOpOIUIACTOB B KJIETKE M BBI3BIBAEMBIX UM U3MEHEHHUI ONMTHYECKUX
cBoiicTB nucta (Suetsugu and Wada 2012). IIpoBenén ananu3 CymieCTBYIOIIUX B
auTepatype NMaHHbIXx O ero poiu B 3amure GCA OT H30BITOUHOrO OCBEIICHUS
(Kasahara et al. 2002; Gotoh et al. 2018). IlpuBenens! nanubie 006 3PHEKTUBHOCTH
JAHHOTO MEXaHu3Ma Yy pa3HbIX BHAOB pacteHuil. lloaTBepxkaaeTcs 3HayYeHUE
nepepacnpeesieHns] XJIOPOIJIaCTOB B KJIETKaX Me30(uijia BBICIIMX PACTEHUM AJis
W3MEHEHHS TPaJINCHTa MHTCHCUBHOCTH CBETA BHYTPH JICTa. AHanu3upyercs GhakTop
nepepacrnpeaeneHuss ()OTOCUHTETUYECKOW aKTUBHOCTH U (POTOMHTHOUPYIOIIETO
JIEHCTBUS CBETa MEXTy BHEITHUMU (TTOIBEPTAIOIMIMMHUCS IEUCTBHUIO IPSIMOTO CBETA) U
0oJiee rTyOOKOIEKAITUMHU CIIOSIMUA (POTOCUHTETUYECKUX TKaHEH JIUCTa.

Ornucanbl MEXaHU3MBI 3aITUTHI Y OPraHU3MOB, TTOJABEPKEHHBIX JI0JTOBPEMEHHOMY
BO3JICHCTBUIO HEOJIAronmpusATHBIX (PAKTOPOB Cpeabl, B3aMMOJICHCTBHE PAa3THMUHBIX

CTPECCOBBIX (I)aKTOpOB KaK HMHAYKTOPOB MCXAHU3MOB 3alllUThl OT U30BITOYHOIO
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ocsemienust (Shuvalov and Heber 2003; Heber et al. 2007). O6cyxnaetcst Bompoc 00
HKOJIOTHYECKON CHEeMU(PUIHOCTA CTPATETUH 3aIUTHl OT WU30BITOYHOTO OCBEIICHUS
(Huang et al. 2010). IlokazaHo, 4TO BBIOOP HCIOJIB3YEMBIX B HCCIICIOBAHUU
MOJICIBHBIX PACTEHUH, TIO3BOJISET COMOCTABUTH POJIb PA3JIMYHBIX 3alUTHBIX
MEXaHHU3MOB KaK y OJIM3KOPOJACTBEHHBIX, TAK M CHCTEMAaTHIECKH YJAIEHHBIX IPYT OT

Apyra BUI0B paCTeHHﬁ. O06ocHoBaHa AKTYAJIbHOCTDb UCCIICOIOBAHUA.

B ranase Il mnpencraBieHbl HCMOIB30BaHHBIE B JUCCEPTAIIMOHHONW paboTe
00BEKTHI UCCIEAOBAHUS, METO/IBI COOpa U KYJIbTUBALIMHU, MOACIUPOBaHUE (DAKTOPOB
OKpY’Karolen cpejibl, U3MEPUTEIbHBIC METOIbI 1 METO/IbI PACUETOB.

OObeKTaMu  HCCNEOBaHUSl CIY>KWUJU BBICIIME pPACTEHHS, OJIHOKJIETOUHbIE
BOJOPOCIIM U JUIIaHUKUA. Kpome KIacCM4ecKkoro MOIENbHOro OOBEKTa OMOJIOTHH
pacTeHui, BKiodas uccienoBanus Qorocunteza, Chlorella vulgaris IPPAS C-1,
MCCJIeIOBaHUS TTPOBOJMIIM Ha KyJIbTypax MUkpoBogopociu Desmodesmus sp. IPPAS
2014 u Lobosphaera sp. IPPAS C-2047. Otot BpIOOp ObUT O0YCIOBIEH OCOOBIMU
HKOJIOTHYECKUMU XaAPAKTEPUCTUKAMH JAHHBIX OpPraHu3MoB. Desmodesmus sp. B
npupoAe SBISIETCS CUMOHMOHTOM TuApouAHoro mnonuna Dynamena pumila, 4TO
0OyCJIOBIIMBAET €r0 TOJEPAHTHOCTh K BHICOKUM (20—100%) xouuentpamusm CO, B
cCpelle U JieJaeT ero MHTEPECHBIM 0OBEKTOM C TOUKH 3peHusi ycronunBoctu OCA K
sTomy duzuko-xumuueckomy haktopy cpennl (Solovchenko et al. 2015). Hexkotopsie
MTaMMBbI L. incisa ObUIA W30JUPOBAHBI U3 TAJBIX CHEKHBIX MOKPOBOB BBHICOKOTOPHIA
(Watanabe et al. 1996) — cpenbl oOuTaHMs, XapakTEepU3yHOUIEHCS OBICTPHIMU
W3MEHEHUSIMU TeMIIepaTyphbl, OCBEIIIEHHOCTH U JIOCTYITHOCTH MUTATEIbHBIX BEIECTB,
YTO JIEJIAET 3TOT BUJ MHTEPECHBIM C TOYKHU 3peHust ycronunBoctd @CA K BBICOKOU
WHCOJISIIUA U HU3KUM TemrieparypaM. OcoOble ycloBUsl OOUTaHUST BOJOPOCTEH — B
TaJuIOMe JIMIIAHHUKOB KadecTBE (poTocumMOMOHTa. TPEXKOMIOHEHTHBINA JUITAHHUK
Peltigera aphthosa, copepxanmii B KadecTBe TNEpPBUYHOrO (poTrodmoHTa
YKapUOTUYECKYIO 3eJI€HYI0 Boaopocib poga Coccomyxa (BTOpUUHBIM (HOTOOHOHT-
azoTdukcatop — 1maHobakTepusi Nostoc sp.), TaKKe CIYXKWI OJHUM H3 OOBEKTOB

HCCIIEIOBAHHS.
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Mox Physcomitrella patens, cTaBlIMi 3a TOCIEIHHE TMOJTOPA AECATUICTUS
KJIACCUYECKUM MOJICITBbHBIM OOBEKTOM OMOJIOTHH PACTEHUH, B OTHOIICHUH 3KOJOTHUU
doTtocunTe3za u MexaHuzmoB 3anuTel DCA 001a7aeT OJHOBPEMEHHO YepTaMU,
XapaKTEPHBIMA KaK I HU3IINX, TaK M BBICHIMX COCYAUCTBIX pacTeHuid. YacTh
UCCJICIOBAHMM, OIMHUCAHHBIX B JHCCepTallid, ObUIa BBHINOJHEHAa Ha KIETKax
npoToHeMbl P. patens. B 3aBUCUMOCTH OT TIOCTABJICHHOW 3aJauM, OTJEIbHBIC
WCCJICOBaHMsI OBLIM BBITIOJIHEHBI HA PA3IMYHBIX BHUAAX BBICIIUX COCYIUCTHIX
pacTeHui, BKIItoUas Takue KilacCuueckue 00beKThl, Kak Vicia faba (600w1), Hibiscus
rosa-sinensis (KUTaiickasi po3a), Brassica chinensis (kuTalickas KamycTta), Tpynna
OJIM3KOPOACTBEHHBIX BUIOB (pon Tradescantia), a Takxke psii JEPEBSIHUCTHIX
JTUKOPACTYIIUX PACTEHUN CPeAHEN MOJIOCHI.

[TockonbKy MaHHOE HCCICAOBAHUE MPEATIOarajio u3ydeHue GyHKIIMOHUPOBAHUS
®CA B pa3HbIX SKOJOTUYECKUX YCIOBUSX, OJHOM W3 3a7a4 ObLIO MOJEIHPOBAHUE
pa3IUYHBIX (PU3NYECKUX U (PUBUKO-XUMUYECKUX (PAKTOPOB OKpYKAIOIIEH Cpebl.
Cpenu riaBHBIX aHAIU3UPYEMbIX (HaKTOpPOB OBLIO OCBElIeHUE (aHATU3UPOBAIH
JENCTBUE KAaK MHTECHCUBHOCTH OCBEIECHHS, TaK W €ro CHEKTPaJIbHOTO COCTaBa),
COCTaB OKpYKaromiei aTMocQepsl, JeTUapaTairs, TeMIIEpaTypHbIC BO3ICHCTBHS.

Jlnst uccnenoBaHuii ObUT MCIIOJIB30BAH PAJl U3MEPUTEIBHBIX METOJIOB, TJIaBHOE
MECTO CpeIH KOTOPBIX 3aHUMAJM ONTHYECKUE METOABL: (QIIyOoprUMeTpuUs (B TOM YHUCIIE
PAM-¢payopumerpuss U cCrnekTpabHO-pa3peli€éHHast (IyopuUMETpPHsi), ONTHYECKAs
CIIEKTPOCKOMHS, ONTUYECKAasi MHUKPOCKOMHS. DT METOJbl MPUMEHSIIM Kak IS
KUIKAX PACCEHBAIONINX Cpell (CYyCIIeH3UH OMHOKJICTOYHBIX OPTaHU3MOB), TaK M IS
TkaHed usmcta. Mertoasl OlIP-ciekTpockonuu ObUIM HMCHOJIB30BaHBI KaK st
PETHCTPAlUK PAUKATBHBIX cocTostHUI KoMIoHeHTOB DCA (P1o ', Peso', Y7*¥), Tak u
JUTSL TIOJTYYICHMS CTIEKTPOB CITMHOBBIX 30HA0B. J[7151 n3yduenus ynprpactpykrypbl @CA
MOJIBEPTHYTHIX CTPECCOBOMY BO3JCUCTBUIO OOBEKTOB HCIIOIB30BATIU IJICKTPOHHYIO
MUKpockomnuto. OmnpeneneHrne cocraBa MUTMEHTOB W JKUPHBIX KHCJIOT METOJIaMU
BBICOKOA(D(EKTUBHOM KUIKOCTHOM WJIM Ta30BOM xpomaTtorpaduu, COOTBETCTBEHHO.
N3MepeHus KUCIOPOI-BBIACISIONIEH WM acCCUMIIISIIMOHHOM akTuBHOCTH DOCA

OCYIIECTBISUIM TMOJsIporpapuueckuM MeTojioM U ¢ nomolisio MK-crnektpomerpun
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CO,, COOTBETCTBEHHO, KaK B BOJHBIX CYCIEH3USAX, TaK U B ra3oBoil ¢asze. s
ONPEAEICHUS] YPOBHS 3KCHPECCHUH LEJIEBBIX T€HOB Hcnosb3oBanu Mmeron [P B
peaslbHOM BpEMEHU C OOpaTHOM TpaHckpunuuend. B paborte Taxke HPUBOIATCS
pe3yabTaThl Pac4ETOB OKHCIUTEIBHO-BOCCTAHOBUTEIBHBIX M KHCIOTHO-OCHOBHBIX
CBOMCTB rpynn OeikoB. B xone 3THX pacy€TOB MPUMEHSUIUCH YHUCIECHHBIE METO/bI
pemieHuss  ypaBHeHus Ilyaccona-bonpimMana i aHanms3a  IEKTPUYECKOTO
B3aMMOJCHCTBUSI Tpynm C OEIKOBBIM OKpykeHHeM u metoa Monrte-Kapno s
pacuéra BEpOSITHOCTH IIPOTOHUPOBAHMS B3aUMOAEHCTBYIOUX Tpymi Oenka. Taxxke
OBLJIO TMPUMEHEHO MOJEKYJISIPHO-AMHAMUYECKOE MOJEIUPOBAHUE MOJABUKHOCTU

OEJIKOB.

B cunenyrommx rnaBax (III-IX) mnpuBeneHsl pe3ynbTaTsl U OOCYKIEHUE
HKCIIEPUMEHTAJIBHBIX PAab0T U Pacy€ToB, BBIMOIHEHHBIX aBTOpoM. OOcCyxkIaercs
WHIYKIHS 3alIUTHBIX MexaHn3MoB @CA B OTBET Ha MOBBINIEHUE WHTEHCHUBHOCTH
CBETa M BO3JECHCTBUE JIPYTUX CTPECCOBBIX (PAKTOPOB, pPOJb CIEKTPAIBLHOTO COCTaBa
OCBELIEHHUS, pPOJb Ta30BOr0 cocTaBa cpeApl B MpoTekaHuu peakuuid B DCA,
BozaerictBue Ha OCA gperuzgparaiuy UM €€ aHAJIOrOB, BO3JACHCTBUE JPYTUX
CTpeccoBbIX (PakTOpoB. BIOOp MOJENBHBIX OPraHU3MOB OCYIIECTBIISUICA C YYETOM
cnenupUK pacCMaTPUBAEMbIX CTPECCOBBIX (DaKTOPOB, MOITOMY B CITUCKE OOBHEKTOB
WCCIICIOBAHUSI TPUCYTCTBYET JOCTATOYHO IIMUPOKHUM CHEKTP BHUIOB BBICIINX

pacTeHUN U BOAOPOCIIEH.

B raage IIl omnmcansl pe3ynapTaTbl JKCIIEPUMEHTOB, B KOTOPBIX H3ydalu
amantanuio ®CA K MOTOXKUTETHHON HU3KOM Temmeparype. OCHOBHBIM OOBEKTOM
ATUX  OKCIEPUMEHTOB  OBUIM  CYCHEH3HOHHBIC  KYJIBTYpPbl  OJIHOKJIETOUYHBIX
DYKAPUOTUYECKUX BoJopocien L. incisa. bpul0o 1OKa3aHO, 4YTO OXJAXICHUE
CYCIICH3UU JI0 OJIU3KUX K HYJIO TIOJIOKHUTEIBHBIX TEMIIEPATyP MPUBOIAUT K Pa3BUTHUIO
CBETOBOTO cTpecca U akTuBauuu HedoToxumuuyeckoro TtymeHus (HOT)
BO30YXXJIEHHBIX COCTOSHUN xyopodmmia (Xia) B (POTOCMHTETHYECKOW aHTEHHE,

HayWHasE C TEPBBIX CYTOK C Haudajna oxjaxiaeHus (puc.3). OmHako MOsBICHUE
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XapaKTEPHBIX [UJII CBETOBOIO CTpPECCa HM3MEHEHHWH NUIMEHTHOro amrmaparta (pocT
OOIIEero COoJEep)KaHusl KApOTHHOMIOB M MX JIEINOKCHAUPOBAHHBIX (HOpPM, POCT
OTHOILIEHUs1 X1 a/0 U CHH)KEHUE OOLIETo coAeprKaHus XJI) HAUMHAETCS JIUIIb Yepe3
HECKOJBbKO (3-5) cyTok, KOrjma JOCTUraercs yke 3ameTHblii ypoBeHb HODT u
cymecTBeHHO cHukaetcsi aktuBHocTh DCII (puc. 4). B 1o xe Bpems, B nepBbie 4
CYTOK HaOJIIO/IaeTCsl POCT KCIPECCUU T€HOB 3allUTHBIX 0enkoB — LhcSR u PsbS,
IPUYEM JUTS TOCIeHEero OH jocTuraer 10°-10"-kpaTHBIX 3HAaYeHMH B TEUEHHE BCETO

ATOTO TIepuoaa (puc. 5).
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Puc. 3. Camxenne aktuBHoct DCII, F\/Fy, (a) 1 ckopocTH (HOTOCHHTETHUECKOTO TPAHCIOPTA
AJIEKTPOHOB (6), pOCT TEIUIOBOW JMCCHUIIAIIUK TOTJIOMEHHON CBETOBOI HHEPTrUU B aHTEHHE (8) MO
Mepe aKKJIMMAIUK KYJIbTYPbl OJHOKJIETOYHBIX BOAOpOCIeii L. incisa k Hu3koi temneparype (0 °C).
[IpuBenensl cpennue 3Ha4YeHHWs =+ craHgapTHas ommOka cpemHero (n = 3). CHmwxkenme F/Fy,
IIPOUCXOIUT 3a CUET ManeHus Fp, IpU TOM 4YTO F) TakKe€ MCHBITBIBAET HEKOTOPOE CHMIKEHHE B
X0J1e aKKJIMMAaI1H.
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5 Puc. 4. 3Menenusi conepkaHusi U cOCTaBa
I nurMeHToB B ®CA  MHKPOBOIOPOCTH
4 L. incisa B XoOe axkxKIMMalud K HU3KOH
L 5 ol ‘ PsbS temneparype (0 °C): m0ons KapOTUHOMIOB
3L 0 BHOJIAKCAHTUHOBOTrO  IHWKiIa, VAZ, u
S . koapuuuent gesnokcuganuu, DE  (a),
2+ MOJISIPHOE OTHOILLIEHUE coziepKaHus
o kapotuHouI0B U xyopoduina, Car/Chl (0),
' MOJISIPHOE OTHOILLEHUE coJiepKaHus
= r xJ0poduILIoB a u 6 (8), ollee copepKaHue
8 Or ? 1 . 1 xjopoduiana Ha EOUHHUILy CYyXOro Beca,
s Chl/DW (2). 3naueHuss BceX BEITUYHH
- 12F HOPMHUPOBAHEI Ha COOTBETCTBYIOIIHE
lr LheSR HavyaJibHbIe 3Ha4YeHHs. [IpuBeneHsl cpemHue
o 3HAYeHUs] + CTaHAApTHas OIIMOKA CPeIHEero
0.8 o > o (n=23).
i B o Puc.5. Wsmenenusa coxepxanus MPHK
0.4 3amuTHBIX O0enkoB PsbS (a) u LheSR (6) B
' 3‘ KJIETKaX MHUKpPOBOJIOpociu L. incisa B Xoje
[ aKKIMMaluu K Huskoi temmeparype (0 °C).
f [IpuBenen  morapudM  OTHOCHUTEIHHOTO
00 0
. P T konnuectBa MPHK (RQ), cpennue 3HaueHus
0 2 4 6 8 10

Bpewmst (cyT.)

+ crannmapTHas ommoOKa cpeaHero (n = 3).

Panee ObUIO M3BECTHO JIMIIb KPATKOBPEMEHHOE (JJIUTEIHHOCTHIO B YaCOBOM

miKajge BpeMEH) BO3pacTaHMe JKcrnpeccud reHa PsbS B oTBer Ha cTpecc y
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KJIaCCUYECKOro MoaelIbHOro oonekra C. reinhardtii, Ha OCHOBAaHUH YE€ro AeIacs
BBIBOJ O JIUIIL BCIIOMOTaTenbHOM ponu PsbS y 3enénpix Bomopociei
(Chlorophyta) B  LhcSR-3aBucumoii  3amuTHOM  peakuuu.  Brepsbie
oOHapykxeHHbIN Hamu y nipeactaButers Chlorophyta mpomomkuTenbHbI cTpecc-
WHIYIIMPOBAHHBIN POCT 3Kcmpeccuu reHa PsbS mo3BosisieT mpeanoaokuTb, 4To
ATOT OeNoK sBJseTCs KItoueBbIM B 3ammuTHOW peakuuu PCA Ha crpecc, He
OTPAaHUYCHHOW NEPEXOJHBIM MEPUOJOM MOPSAKA HECKOJIBKMX 4YacOB B Hayaje
ctpecca. [Ipu 3TOM B TeyeHHE BCETO MCCIEAOBAHHOIO MEpUOAa AKKIUMAalUU K
HU3KOM TeMIlepaType He HaOJI0JAIOCh CKOJIb-TUOO 3aMETHBIX WM3MEHEHUU B
YpPOBHE DJKCIOpeccuu TeHa (¢epMeHTa BHUoONaKcaHTuaelsnokcuaasel, VDE,
OTBETCTBEHHOU 3a cuHTe3 obecrneunBaromero HOT kapoTuHOMaa 3eakcaHTHHA.
Opnako HaOJOanach aKTUBAIUMS TEHOB O-5-1€3aTypa3bl, OTBETCTBEHHOW 3a
CUHTE3 apaxuJOHOBOUN KUCIOTHI, KOTOPAsi MOXET BIUATh Ha akTUBHOCTh VDE 3a
cu€t munua-0enkoBoro B3auMoeicTeus (Zorin et al. 2017).

®dorozamuTHasg poas Oenka PsbS mpennonaraer ero pH-4yBCTBUTENBHOCTD,
MOCKOJIbKY cHWkeHue pH B mroMene Ttunmakoupa wucnoibdyercss PCA  kak
WHJMKATOp  CBETOBOro  crpecca.  lloaToMy — OpUHUMNHAIBHBIM IS
dbynkuuonupoanusi PsbS sBnsercs nammume B ero cocraBe rpynn ¢ pK, B
GyHKIHMOHATIBFHO BaXXHOM Auamna3zoHe 5,5-7,5. [lns ompeneneHus: Takux TPy
ObUT MPOBEAEH PaCUET METOJaMM TMOJYMaKPOCKOMUYECKOU DJIEKTPOCTATUKU C
UCIIOJIb30BAaHUEM TIPEICKA3aHHOW HaMu TPEXMEPHOM CTPyKTypbl Oenka. [lis
MOCTPOCHUSI CTPYKTYphl OblJla CHavyaja amIuIM(UIMpOBaHa U OTCEKBEHUpPOBaHA
MPHK PsbS u3 uccnenoBanHoi HaMu MUKPOBOAOPOCHH L. incisa, o KOTOPOH ¢
IIOMOILIBIO ab initio ajropurMma IpeaCcKa3aHa aMUHOKHCIIOTHAS
MOCJIEIOBATEIbHOCTh O€NKa, a 3aTeM C HCIOJIb30BAHUEM KAaK TOMOJIOTHU
MOJIYYCHHOW TMOCJIEI0BATENLHOCTH, TaK U ab initio MOJEITUPOBAHUS CTPYKTYPHI,
ocTpoeHa Tpé€xmepHas Monaenb Oenka. [lomydeHHast cTpykTypa B JaibHEHIIEM
OblJJa MCHOJb30BaHa JJIs  MOJIEKYJSIPHO-IMHAMHYECKOTO  MOJIETUPOBAHMS.
Pacué€Ttel BAOIB MOJEKYISIPHO-TMHAMHUYECKON TpaekTopuu Oenka 3HadueHuin pK,

€r0 IPOTOHHUPYEMBIX TIPYIIl IIOKA3aJIW HAJIWYHUEC CPCAU OSKCIIOHHPOBAHHBLIX B
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JIOMEH AaMUHOKCWIOTHBIX ocTatkoB ¢ pK, B aumamazone 6,3-6,5, uro
MPUOIU3UTEIIBHO COOTBETCTBYET M3BECTHBIM W3 juTeparypol pK, mms PsbS uz
mnuHaTa (€AMHCTBEHHBIM BUI, JUIsi KOTOPOrO Ha JaHHBIA MOMEHT HW3BECTHA
MpOCTpaHCTBEHHAss CcTpykrypa PsbS), pK, ~ 6,1-6,4. B 10 xe Bpems,
HE3HAUUTEIbHO Oosiee Bbicokue 3HaueHus pK, manga PsbS wuz L. incisa moryt
NpUBOAUTH K OoJiee paHHemy cpabateiBaHuio PsbS-3aBucumoro HOT y storo
BUJIa U, CJIEIOBATEIbHO, K €ro BBICOKOW 3(dekTuBHOCTH B (POTO3AMUTHOMN

peaxkunu OCA.

B raase IV npuBeneHsl pe3yapTaTbl S3KCIEPUMEHTOB MO OTKIMKY PCA Ha
U3MEHEHUS MHTEHCUBHOCTH OCBELICHHMS B LIMPOKOM JMana3oHe BpeMEH (OT
MUHYT 110 Heaenb). Kak Oyaer moka3aHO HIDKE, CYIIECTBEHHBIM MEXaHH3MOM
akknmumauu  ®CA B oTBET Ha M3MEHEHHUS OCBELIEHHOCTU  SIBISETCS
CBETO3aBUCUMOE IMEPEMEIIEHUE XJIOPOIJIaCTOB B KIETKE, MPHUBOJANIEE K
MU3MEHEHHUIO yCIOBHI MPOXOXKIEHHUS CBETA Yepe3 KIETKY M MepepacipeieICHUIO
CBETOBOM HArpy3Ku MEXIy XJoporuiactaMu. B oTinume OT 3HEepro3zaBHCHMOro
TYIIEHUSI WM AaKTUBAllMM CHHTE3a 3€aKCAHTWHA JIaHHBIM  MEXaHW3M
aKTUBUPYETCSl HE HHEepru3anuell TUIAaKOMIHON MeMOpaHbI, a HEMOCPEICTBEHHO
yhOpaBisieTcs:  JeicTBueM cBeta  (PoToperenTopoM CIy>KUT (OTOTPOIHH).
HaunGoinee 3aMeTHBIM 00pa30oM 3TOT MEXAHHU3M MPOSIBISETCSA MPU MHOTOCIOHHOM
pacnosoxeHuu KieTok. [loaToMy B KauecTBe MOJIEIBHOIO 00BEKTA I TaHHOTO
MCCJIEIOBAHMSI BBICHIIME PACTEHUS C Pa3BUTOM JMCTOBOW IMJIACTHHOW ObLIM OoJiee
IPEINOYTUTENbHBI, YeM OJHOKIETOYHbIe Boaopociu. [Ipm sTomM B KauecTBe
MOJCIBHBIX ~ OOBEKTOB OBUIM  BBIOpAHBI  MPEACTABUTENM  KOHTPACTHBIX
IKOJIOTUYECKUX TPYII, TO €CTh IS KOTOPHIX XapaKTepHa JBOJIOIHUOHHAS
ajianTanus K OCBEIIEHUIO Pa3HOW HHTEHCUBHOCTH.

OcCHOBHBIE HCCNIEOBaHUS OBLIM BBIOJHEHB Ha 2—5 MOJENbHBIX BHIAX,
NPUHAUISKAIINX K OJHOMY poay Iradescantia, HO OTHOCSAIIMXCSA K Pa3HBIM
OKOJIOTUYECKUM TpymmnaM: TeHeBIHOCTUBEIM (7. albiflora, T. fluminensis),

YMEPEHHO TEHEBBIHOCIUBBIM (7. zebrina) W  CBETOJIOOUBBIM  PaCTEHUSIM
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(T. sillamontana, T. navicularis). bbio nokazano, 4ro ckopoctb peakuuu OCA
Ha U3MEHEHUsI NHTEHCUBHOCTU OCBEILEHUS BBILIE JJII CBETOJIOOUBBIX PACTEHUM.
Tak, pemakcauuss HOT B temHore B nucthbsax 1. sillamontana mpoUCXOAUT
obicTpee, 4eM B JHUCTbIX . fluminensis, TpuuéM Ha BCEX BPEMEHHBIX
Macmtabax. MupiMu ciioBamu, pasHbie komnoHeHTbl HOT (sHeprozaBucumoe
H®T, penakcupyromiee 3a BpeMeHa IMOPSAKA CEKYH[; 3€aKCAaHTUH-3aBHCUMOE
u/unu o0ycioBiIeHHOe niepepactpeneneaneM anteHH HOT; poronarnbuporanue
OCII) xapakrepusyiorcs OONBIIMMH BpEMEHAMH pellaKCallii B  JIMCThIX

T. fluminensis o cpaBHeHuto ¢ 1. sillamontana. (puc. 6, Tadin. 1).

| T. fluminensisl \ T. sillamontana I

Puc. 6. Kuneruka
TEMHOBOM penakcanuu
HE(POTOXUMHUECKOTO
tymenus (NPQ) B nmucteax
T. fluminensis u
T. sillamontana,
aIaTHPOBAHHBIX B
teyeHue 20 MUHYT K
unteHcuBHoMmy (HL) wium
cnabomy (LL) ocsemienuto
(800 wmw 60 MKMmoOIB

-2 -1

¢$boTOHOB M c,

COOTBETCTBEHHO).

oL : ; : 1 ol ; ; [IpuBeneHs! cpenHue
0 60 120 180 240 0 60 120 180 240 3HAUCHMsA + CTaHJapTHasA
Bpewmst (MuH.) Bpewms (MuH.) omubKa cpeiHero (n = 8—

12). DxcnepuMeHTalbHbIE
JAHHBIE  allIPOKCUMHUPOBAHBI ~ TEOPETHMYECKMMH  KPWUBBIMH,  BKJIIOYAIONIMMH  HECKOJBKO
HKCIIOHEHIMAIBbHBIX KOMIOHEHT: gnpg = g X eXp(—#/Te) + gm X exp(—t/tvm) + gs X exp(—t/ts) + gvs
(xpome Haunbosiee OBICTPON KOMIOHEHTHI ¢g, COOTBETCTBYIOIIEH HHEPro-3aBUCUMOMY TYIIECHHUIO,
BbIieTieHbl Takke cpenHss (M, medium) u wmeminenHas (S, slow) KOMIOHEHTBHI, a TakKkKe
HEoOpaTHMbIE HM3MEHEHHWS, pEelaKCallid KOTOPbIX 3a BpeMs HaOJIoJeHUus He YAaIoch
3apeructpupoBathb (VS, very slow)).

He tonbko pemakcauus, Ho u uHaAyKunss HOT cymiecTBeHHO pasimndaercs y
TEHEBBIHOCJIMBBIX W CBETOJNIIOOMBBIX BUIOB: y mepBbix HDT Bo3pacraer mo
MaKCUMAaJIbHBIX 3HAUYEHUU YX€ MPU YMEPEHHbIX MHTEHCUBHOCTSX cBera (~200
MKMOJIb (JOTOHOB M °C™'), @ Y BTOPBIX — OTHOCHTEIBHO CIIa00 HHIYLHPYETCs
IIPY YMEPEHHBIX MHTEHCHUBHOCTSX CBETA, HO MOYET CYIIECTBEHHO BO3pacTaTh

MIPU UX MOBBIIICHUU (puc. 7).
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T.fluminensis | T.sillamontana 5 | T
T. fluminensis
Oceménnocts | 60 | 800 | 60 | 800 - Sluminensis /
-2 -1 4+ I A A
(MKD Mc™) =
2 (0) 48+ | 58+ |29+ |30+2 | 3 5
1 1 7 7L *
I T. sillamontana
7™ (MHH.) 28+ | 14+ 18 + 10£2 1d o
1 1 1
O L 1 L 1 L 1 . !
7s (MHH.) - 108+ | 64+ | 75+ 0 200 400 600 800
36 5 66 5o
[TnoTHOCTH NOTOKA (POTOHOB (MKMOJIb M~ C )
qE 0,26 | 2,76 0,21 3,45
qm 0,61 | 0,77 | 045 | 0,79 Puc. 7. 3aBHCUMOCTb CTAallHOHAPHOTO
gs ] 0.16 0.15 034 3HAUYEHHs gnpQ HE(POTOXMMHUUYECKOIO
TywmeHus: (nocruraemoro uepe3 20
qvs 0,13 | 0,31 0,06 0,11 MUHYT OCBEIICHHS) B JHUCTbIX 7.
75 o (%) 26 9 4 74 fluminensis w T. sillamontana ot
UHTEHCUBHOCTHU OCBEILECHUS.
gM norm (%) 61 19 52 17 [IpuBeneHsl cpenHue 3HAYCHUS =+
CTaHJapTHas omuOKa cpeaHero (n =
4s norm (%) - 4 17 7 8—12)
gvs norm (%) 13 8 7 2

Ta6n. 1. XapakTepHble BpeMEHa TEMHOBOM pelakcalud M aMIUIMTYAbl COOTBETCTBYIOLIUX
KOMIIOHEHT He(OTOXMMHYECKOro TymleHUs B JUCTbAX 1. fluminensis w T. sillamontana (cMm.
rpadMKyd KHHETHKH W ONpeeNieHHe mapaMeTpoB Ha puc. 6). [IpuBeneHsl Tak)ke HOPMUPOBAHHEIE
3HaYeHHUs aMIUTUTY/, XapaKTepH3yIOIIUe BKJIAJ KaXAOH M3 KOMIOHEHT B cymmapHoe HOT,
Ha0JII0/1aeMOE B JJaHHBIX YCIIOBHUSX.

AHanu3 KMHETHUKU TEMHOBOHM pejakcallii KBaHTOBOI'O BbIX0/Aa (DIIyopecLeHUUU
xJopoduisia TO3BOJSAET CHAENATh PAI BBIBOJOB O POJIM TPaHCMEMOpPAHHOTO
MPOTOHHOTO TMOTEHIIMAIa B PEryJSIUU CBETOBBIX peakiuii B DCA B Tuimakoujgax
UCCIIETyeMbIX BUJOB TpajeckaHiuil. Tak, y 00OUX BHJOB CTAllMOHAPHOE 3HAUECHHE
TpaHncmMeMOpanHoii pazHoctd pH (ApH) B Tunakompmax pactéTr ¢ pocTom
WHTEHCUBHOCTU cBeTa, 0 uéM roBoput poct HOT, (puc. 7). V T. fluminensis oHO
JIOCTUTaeT MaKCUMaJbHBIX 3HAUCHUU YK€ MpPU yMEPEHHOW WHTEHCUBHOCTH CBETa
(100200 mxMonb (oToHOB M7c'), B TO Bpems kak mis 7. sillamontana 1o
OPOUCXOANUT MPH NPUOIUZUTEIHHO BIBOE 0O0yiee BHICOKOW MHTEHCHBHOCTH CBETA.

OpnHako mpu Jt00bIX UHTEHCUBHOCTSIX cBeTa it 1. fluminensis, ckopee, XapakTepHbl
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Oonee BBICOKME 3Ha4YeHHs TpaHcMeMOpanHo ApH B Tunakowpax, uyem s

T. sillamontana. Ilpu 3TOM Aaxke B yCJIOBHUAX, KOTrhga B Tuiakounax 7. fluminensis

JOCTHUTaCTCA MaKCHUMaJIbHasA ApH, OHAa HC ABJIICTCA JIMMUTHPYIOIIUM q)aKTOpOM JJIA

nepeHoca SJIEKTPOHOB B (POTOCHMHTETHYECKOW 3JIEKTPOH-TPAHCHOPTHOW LIEMH B

CTAaIMOHAPHOM COCTOSAHHU.

0.20 Puc. 8. @ — TuUNWYHBIE CHEKTPHI
a ‘3 ontuyeckoro mnpomyckanus (T) nucra
0.15 TpajeckaHuuu: A0 ocsemenus (1), mocie
30-MuHyTHOTO OCBemIeHUs (2) WU Tmocne
& 0.10 nocienytonein 60-MUHYTHON aganTariu
B TemHOTe (3). 6 — CHEKTpaJbHbIC
0.05 XapaKTePUCTUKU W3MCHCHHUS
MPOIMYCKAHUS JINCTA: PA3HOCTHBIN CIIEKTP
0.00 . . ) . «cBeT MuHYC TeMHOTa» (Tright — TDark)
L 5 -4 (4), CTaHJapTHOE OTKJIOHEHHE
0.06 ~  COBOKYIIHOCTM CIHCKTPOB, IOJYYCHHLIX B
S 0.04 § /4, 1, "5\ xome  ocemieHuss Jsmcra  (5), wu
i ’ “ N OTHOLIEHHE «CBETOBOI0» M «TEMHOBOIO»
0.02 + - — 7 6 = CIIEKTPOB IpOIyCKaHUA JIACTa
0,00 I . . ‘ . ‘5 0 (Tiigh/Tpark)  (6). 6 —  KHHETHKa
400 500 600 700 U3MEHEHU mpomnyckanus npu 680 HwM,
A (HMm) Te30, B XOJI€ OCBEILEHUS W MOCIENAYIOLIEN
TEMHOBOW ajanTtanuu. BepTukambHbIC
0.08 | ¢ e CTPEJIKH COOTBETCTBYIOT HAYATy W KOHITY
- 2% | & OCBEILICHMSI.
0.06 |- Va R
~ OO UO(_
0.04 || T
& F 9000
0.02 | " | " | " | L |
0 20 40 60 80
t (MHH.)

Ta6a. 2. VI3mMeHeHre onTHYeCKOro
npomnyckanus npu 680 HM TUCTHEB

T. fluminensis u T. sillamontana npu
nepexoJie 0T TEMHOTHI K cBeTy (150 MkmoJib
¢$hoTOHOB M'zc'], Tiight), Tvight! Tpark. PacTenns
BbIpanieHsl npu ocBeméHHocTH 60 nim 800
MKMOJIb (JOTOHOB M [IpuBenenst
CpeZHMe 3HAaYeHus + cTaHAapTHas OLIMOKa
cpennero (n = 3-7).

Bun OcBemén-| Tiight/ Tpark

HOCTb,

MKMOJIb

¢dhoToHOB

2 -

M“C
T. fluminensis 60 4.01+0.39
T. fluminensis 800 2.24+0.21
T. sillamontana | 60 2.54+0.30
T. sillamontana | 800 2.20+0.12
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Hapsany ¢  onvcaHHbBIMH — pa3iUYMsIMA ~ MEXAY  TEHEBBIHOCIUBBIMU U
CBETOJIOOUBBIMU BUAaMU poaa Iradescantia, OHU Takke 00JAAIOT PAJIOM CXOKUX
4yepT peakiny Ha u3MeHeHue ocBeniéHHoctu. Hanbomnee sipkoit uepToit 000ux BUIOB,
oOHapy>KEHHOW B HaIlleM HCCICJOBAaHUH, OKA3INCh WCKIIIOYATEILHO WHTCHCUBHBIC
CBETO3aBHCUMbIE M3MEHEHHUS OINTUYECKOM MPO3PAuYHOCTH JHUCTa, OOYCIOBJICHHBIC
(GOTOTPONMH-3aBUCUMBIM  T€pepacipesieieHueM  XJIOpOIUIacTOB B KJIETKax
Me3omma U oOecrneynBaIUe CHIDKEHUE TIOTJIONICHHUS CBeTa JHUCTOM (pHC. 8,
Tabi. 2). B To Bpemsi kak JJ1si OOJIBIIMHCTBA M3YyYEHHBIX K HACTOSIIIEMY BPEMEHH
BHUJIOB PACTCHUI 3TH MU3MEHEHUS COCTaBJISIIOT HE 00Jie€ HECKOJIBKUX MPOIECHTOB, Y
T. fluminensis n T. sillamontana nabntonaroTcst B cpeHeM 2—4-KpaTHbIE U3MEHEHUS
(6onee Bwicokue y 7. fluminensis, aKKIUMUPOBAHHOW K HHU3KOW WHTEHCHUBHOCTHU
ceeta). [Ipu oTHOCUTENBHO clHaObIX amanTUBHBIX M3MeHeHUsX OCA TpageckaHIuH,
KacarolMXcs MUTMEHTHOTO COCTaBa W pa3Mepa (POTOCHHTETUYECKON AaHTEHHBI U
U3BECTHBIX U3 JIMTEPATypbl, MEXaHHW3M, CBS3aHHBI C TEepepacnpeacIcHuEM
XJIOPOIUIACTOB, MOXET Wrparb KIO4eByr0 posb B 3amure OCA ot
dotonoBpexaeHus. Bo3nukaer Bompoc o0 ¢akropax, 00eCIeurBarONINX CTOJIb
BBICOKYIO A(D(PEKTUBHOCTh JAHHOTO MEXaHU3Ma y JaHHbBIX BUAOB. C 1€JbI0 OTBETUTD
Ha 3TOT BOIPOC, OBLIO MPOBEJCHO AHATOMHYECKOE HCCIEAOBAHHE CTPOCHUS JIMCTA
000MX BUJIOB TPAJECKAHIIMU TIPHU PA3HBIX MHTEHCUBHOCTSX OCBEIICHUS B X0JIe pOCTa
(puc. 9). B pesynbpraTe OBUIO MOKa3aHO, YTO HM3BECTHBIE K HACTOSIIEMY BPEMEHHU
neTepMUHAHTBl  A((OEKTUBHOCTH  PETYJAIMM  ONTHYECKUX  CBOWCTB  JIUCTA,
OOyCJIOBJIEHHON  CBETO3aBUCHUMBIM  MPOCTPAHCTBEHHBIM  MepepachpeeeHueM
XJIOPOIJIaCTOB B KJIETKE, a HMMEHHO, pa3Mep KIETOK Me30puia U YHUCIO
XJIOPOIJIACTOB HA KJIETKY, HEJOCTATOYHBI JJIsi OOBSCHEHUS ONTUYECKUX CBOWCTB
JUCTa TpadeckaHiui. Ha oOCHOBaHMM aHanW3a MOJYYEHHBIX B HCCIIEIOBAHUU
AHATOMUYECKUX XapaKTePUCTHK JINCTA U MX COMOCTABICHHUSI C CYIIECTBYIOUIUMHU
MOJICTISIMHA TIPOXOXJACHHUS CBETa Yepe3 PacCeMBAIONIUE CPelbl OBLIO MOKa3aHO, YTO
KJIFOYEBYIO POJIb B JAHHOM CITydae MOXKET UTpaTh CTPYKTypa Me30¢uia, U B IEPBYIO

o4epelb TAKOM €€ MoKa3aTelb, KAK YACJO CIOEB KIIETOK.
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T. fluminensis, LI-grown T. fluminensis, Hl-grown
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Puc. 9. Anaromuueckoe crpoenue sucrta 1. fluminensis, BbIpallleHHON NpHu ocBeméHHOCTH 60
(cea) w800 mrmonb dotoHoB M ¢! (cmpaBa). C — kyrukyma, AJE — amakcuanbHas
snunepma, AbE — abakcuanbHas snuaepma, M — mezodpmnn, MC — kinetka mezodpumiia, CW —
KJIeTO4YHast cTeHka, N — sapo, V — Bakyons, Ch — xmopomnact, Cyt — muromiasma, Cr —
KPHUCTaJIbl OKCajlaTa KalblIUs.

Hapsigy ¢ MexBUIOBBIMHU pazauuusiMi 3((HEKTUBHOCTH 3AIIUTHBIX MEXaHU3MOB,
OOYCJIOBIIGHHBIX ~ TIEpepacipe/ieicHieM  XJIOPOIUIaCTOB WM JIEdNOKCHIAIUeh
KCAaHTO(WIIJIOB, CYIIECTBYET 3HAUUTENIbHASI MHIUBUIyaJIbHAsI BApUa0ETbHOCTh CPeIn
pacTeHUM KaXXIoro BHAA. ODTO AAET BO3MOXKHOCTh OTBETHTh Ha BOIPOC, KaKUM

o0pa3oM cBsi3aHbI MeXAy c000i 3((HEKTUBHOCTH ABYX Pa3IMYHbIX MEXaHU3MOB Ha
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WHJIMBUAYAJIbHOM YPOBHE, MPOCIEAUB HX KOPPEIALUI0 B TMOMYJSIIIUA PACTCHUM
Kaxaoro Buaa. IIpu 3ToM B KauecTBE HYJEBOM THMIOTE3bl MOXKHO pPaccMaTpUBATh
MPEANOJIOKEHUEe O TOM, YTO cllabo€ MPOSABJICHUE OJHOrO U3 JABYX MEXAHU3MOB C
OJMM3KMMH XapaKTePHBIMU BpPEMEHAMH WHAYKIIUH KOMIICHCHPYETCS 00Jiee CHIIBHBIM
Pa3BUTHEM BTOPOTO U3 HUX. Takoe MPEeAnosioKeHne JOKHO MPUBOJUTH K TOMY, YTO
IIPU CPABHEHUU MEXKIY COOOM pa3HBIX PACTEHUN aKTUBHOCTH OJIHOTO U3 MEXaHU3MOB
OyJleT OTPUIIATEIIBHO KOPPEIUPOBATh C aKTUBHOCTBIO APYroro. JTO MPE/IoI0KEHHE,
NEUCTBUTENLHO,  TMOATBEPXKIAETCA  OAKCIHEPUMEHTAJIbHBIMU  JaHHBIMH 00
OTPULATEIIBHON  KOPPESALMU  MEXJYy  CTENEHbID W3MEHEHUW  ONTHYECKOU
MPO3PAYHOCTH JUCTA U KO3PPUILIMEHTA EeINMOKCUAAIMU MyJia KCAaHTO(PUIIIOB B OTBET
Ha KpaTKOBPEMEHHOE JEHCTBUE CBeTa y pacTeHWi pasHbiXx BuUm0B (puc. 10, a).
OngHako Ha ypOBHE HE MEXKBHUIOBBIX, a HWHIAUBHUIYAIbHBIX pa3Iuuuid (WM Ke
paznuuuil MeXIy OJIM3KOPOJCTBEHHBIMU BHJJIAMH), OTpULIATEIbHAS KOPPEISAIUsSI
MEXIY ATUMHU XapaKTepUCTUKAMHU HE HaOIIOJAETCs; CKOpEe, MOXKHO MpeArnoaraTh
HaJIMYUe TOJIOXKUTEIBHOU KOPPEISIIIUU MEXJy HUMH: JIUCThbsI C 00Jiee 3aMETHBIMU
CBETO3aBUCHUMBIMU MU3MEHEHUSMHU ONTUYECKOrO MPOIYCKAHUSI XapaKTEpU3YIOTCA HE
MEHee, a TO U 0ojee BBICOKMM CBETO3aBUCHUMBIMU W3MEHEHHSIMHU Kod(pdUilMeHTa
nesnokcuaaruu (puc. 10, 6). Ilo-BuauMomy, 3TO CBSI3aHO C TEM, UYTO 3a BpPEeMs
ABOJIIOLIMY BU/IA PA3JIMYHBIE MEXAHU3MbI YCIIEBAIOT «IOJCTPOUTHC APYT MO ApyTa,
W 3Ta B3aMMHas MOJCTPOMKA, 3aKpeIIEHHAs Ha TEHETUYECKOM YPOBHE, IIPOSIBISETCS
B KOPPEJSIIMU Pa3IMYHbIX XapakTEepUCTHK. B TO ke Bpems, pa3iuuus MExXIy
pa3HbIMM OCOOSIMH OJHOTO WM OJU3KOPOJICTBEHHBIX BHUJOB OOYCJIOBJICHBI B
OoJiblllel CcTeneHUW (PU3HOJOTUUECKUMH WIM aHATOMUYECKUMHU Pa3IMuMsIMU, U Ha
OHTOTCHETHYECKUX BPEMEHAaX MOKET He ObITh MEXaHW3Ma CTOJIb ke d(PPEeKTUBHOM

B3aMMHOM MOJCTPOUKH pa3IMYHBIX (DOTO3AUUTHRIX MEXaHU3MOB.
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Puc. 10. CootHomieHne Mexay (GOTOMHIYIUPOBAHHBIMM  H3MEHEHUsSMH  Kod(dduimenTa
MpoIycKaHus JTUCThEB (7 Light/ Tpark), BBI3BAHHBIMU TIEpEPACIIPEACIICHHUEM XJIOPOIUIACTOB B KJIETKE, U
06p330BaHI/IeM 3€aKCaHTHHA B XO0J€ BHOJIAKAHTHHOBOI'O LIMKJIa HJIH reHepauHeﬁ CBETO3aBHCHMOM
ApH B x7noporactax 6 BUIOB pacTeHui 1mo qaHHbM padboTsl (Brugnoli and Bjorkman 1992) (a) n
B UHIUBUAYAIbHBIX JUCThSAX Tpaneckanuud 7. fluminensis (xpyru) u 7T. sillamontana
(TpeyroJpHUKH) IO JaHHBIM HacTosAlel paboTel (6). CeppiMU U OEJIBIMU CUMBOJaMH Ha pHC. (0)
OTMCYCHBI «TCHCBBIC» U «COJIHCYHLIC) PACTCHUA (BLIpaH_IeHHBIe IIpHu OCBCHICHNHA 60 n 800 MKMOJIb
doroHoB M~ ¢!, cOOTBETCTBEHHO). IHTEHCHBHOCTD JGHCTBYIOIIETO OCBEICHHS cocTaBsuia 940 u
150 MKMOJIb POTOHOB M™ ¢ (WIS @ U 6, COOTBETCTBEHHO).

CpaBHEHVE MHAUMBHUIYAIBHBIX PA3JINUMNA PACTEHUN MO CKOPOCTH MHAYKIMu HOT,
U3MEHEHHUSIM ONTHYECKOM TMpO3payHOCTH Jmcra W noasepkeHHoctn DCII
(bOTOMOBPEKACHHUIO, TOKA3aJI0, YTO MEXay cKopocThio akTuBanuu HOT wu
dborouyBcTBUTENBbHOCTEIO DCII uMeercss oTpunarenbHas koppensanus (Oosee
obicTpas aktuBaruss HOT coorBercTByeT MenbiuM notepsm aktuBHoctu OCII). B
TO JKE€ BpPEMs, CKOPOCTh M3MEHEHHUS ONTUYECKOM NPO3PAYHOCTH JIMCTA HE
koppenupyetr ¢ ¢dorouyBcTBUTeNbHOCTEI0O DCII. DTO TOBOPUT O TOM, 4YTO JJIsi
ocymiecTBiIeHUsT 3amuTHON (QyHKiMH DOCA CyliecTBeHHa CKOPOCTh AaKTHUBAIMH
CaMbIX pPAHHUX MEXAHU3MOB 3allUTBI, B TO BpEMs KaK CKOpPOCTb AaKTHUBALIUU
MEXAaHU3MOB «BTOPOTO OJIIEJIOHA» HECYIIECTBEHHA. B TO x&e BpeMs, eciu
AHAJIN3UPOBATh HE CKOPOCTb, A WHTEHCHUBHOCTb MEIJIEHHO WHIYLUHPYEMBIX
MEXaHU3MOB, TO, MO0 HAIIIMM JAHHBIM, OHA KOPPEIUPYET C YyBCTBUTEIHHOCTHhIO PC2
K (hoTOMOBpEKIEHUTO.

OTMeTHM, 4TO B3aWMHas «IOJCTPOMKa» pa3HbIX MEXaHW3MOB, MPUBOIAIIAS K
KOMIICHCAlIUOHHOMY YCHWJICHUIO OJHOTO M3 MEXaHW3MOB IPH OCIa0JIEHUU APYToro,

XOpOLIO BHUAHA TMpU conocTaBieHun KomrmoHeHT HODT, axrtuBupyrommxcs B

MHWHYTHOM AWAIla30HEC BpeMéH, 141 (I)OTOTpOl'[I/IH-?)aBI/ICI/IMOM CHMIXXCHHHU IIOTJIOIICHUA
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cBeta JUCTOM. «OTKIIOUEHHE» TOCIAEAHEro 3a CY€T OOJy4YeHHsS JIMCTa CBETOM
KpPacHOTO CIIEKTPaIbHOIO Juana3oHa (K KOTOPOMY HEUyBCTBUTEIbHBI (DOTOTPOIIMHBI)

MPUBOJUT K cyliecTtBeHHOMY pocty HOT (puc. 11).

2,0
2,4

i . l Puc. 11. CBero3aBucHMbIE U3MEHECHUSA
BlueAL Dark  Red AL Dark | orpaxenus (R) u mnponyckanuss (7) cBera
JILCTOM T. fluminensis, 3alMCaHHbIe
OJHOBPEMEHHO C PErucTpalrel KBAaHTOBOM
abpdextuBHoctn DCII (Dps;)) W UHAYKIIUU
HEe()OTOXUMHUIECKOTO TYLIEHUS (NPQ).
[Tepuonpl ocBemenus cuauM (Blue AL) wumm
KpacHeIM JeiicTByromuM cBetom (Red AL;
MHTEHCHBHOCTB — 155 MKMOIb (hOTOHOB M 2C™)
0003Ha4YEHBI CUHUM u KpaCHBIM
OPSIMOYTOJIBHUKAMH ~ BJIOJIb  TOPU30HTAJIbHBIX
OCEH.

OnucaHHbBIN BBIIIIC MCXaHHN3M

0 60 120 180 240 300 360 OCBCILICHUA 3a CUET
Bpemst (MuH.)

! ! 3anmTel PCA 0T WH30BITOYHOIO
0’0 1 1 1

repepacnpeaeacHus CBETOBOM
Harpy3Ku Ha XJIOPOILIACThI UCIOJb3YEeT OCOOCHHOCTU TPEXMEPHOU OpraHU3aALNH
®CA y Boiciux pacteHuil. Emé ogun ¢axrop, Ay akKIMMaIud K N3MEHEHHUSIM
KOTOPOTrO  MNPUHIMUIIUAIBHOW  ABJISETCA  TpEXMEpHas  MPOCTPAHCTBEHHAS
opranuzanus OCA pacTeHUss — 3TO CIEKTpalbHbI COCTaB OCBelleHUs. B
riaaBe V.  oOcyXmaercs BONPOC O POJU  CHEKTPAIbHOTO COCTaBa B
dbopmupoBanuu, GyHKIMOHUpOBaHUU U dPdexTuBHOCTH padoTel DPCA
MPUBOJUTCA HKCHEPUMEHTAJIBbHOE J0KA3aTeIbCTBO 3HAYEHUS KENTO-3€IEHOMN
KOMIIOHEHTHI JIJISI TIOBBIIICHUST WHTErPaibHOr0 ()OTOCHMHTE3a JUCTAa U IIEJIOTr0
pacTeHusl.

[{uky SKCEpUMEHTOB ObUT BBIMOJHEH HA PACTCHUSX KUTAWCKOW KaIyCThl
(Brassica chinensis). AHanu3 1aHHBIX 0 (OTOXUMUYECKOUN U (hochopuIrpyroIIeit
AKTUBHOCTU UW3O0JMPOBAHHBIX XJIOPOIJIACTOB U  AKTUBHOCTH  OTHEJIBHBIX
dbepMeHTOB, O coaepkaHuu (HOTOCHHTETHUECKUX MUTMEHTOB, TMPOIYKTOB

dboTocuHTE3a, OENKOBBIX M HU3KOMOJIEKYISPHBIX MapKEPOB OKHUCIUTEIBHOIO
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cTpecca, 00 ONTHYECKHX XapaKTEPUCTHKAaX JIHCThEB, a TAKXKE O POCTOBBIX H
MOP(HOMETPUYECKUX XapAKTEPUCTUKAX PACTEHHUM MO3BOJIMI MOKAa3aTh, YTO CBET
XKENTO-3€JIEHOTO  CIIEKTPAJIBHOIO JIMANla30HA MIPAaeT KIKYEBYKO pOJIb B
00eCreYeHnN BBICOKON HMHTErpajibHOM HMHTEHCHBHOCTH (DOTOCHHTE3a PacTEHUI.
Ota poisib 00ycioBieHa Oosee ciaadbIM, YeM JJIsi CUHErO M KPacHOI'O CBETA, HO
BCE K€ 3aMETHBIM (M3-3a ONTHYECKU HEOJHOPOIHOW BHYTPEHHEH Cpenbl JIMCTA,
OpUBOJAIIEH K Bo3pacTaHuio A(PGEKTUBHON UIMHBI ONTHYECKOTO ITYTH)
HOTJIOUIEHUEM CBETA JAHHOTO CIEKTPAJIbHOIO JUana3zoHa (POTOCHMHTETUYECKUM
anmapaToM pacteHus. bonee cnaboe moriomeHue Aa€T BO3MOKHOCTb CBETY
ATOr0 JWana3oHa IPOHUKATh BIIyOb JMCTAa W/WIA «KPOHBD) pPACTEHUS H
o0ecnieunBaTh MPOTEKaHHE (POTOCHHTE3a B HIDKHUX CIIOSIX Me3o(puiia U B
JUCTBSIX HWKHHUX SAPYCOB, IIPAKTUYECKH HENOCTYIHBIX JUJI CBETa CHHE-
($uoseToBOro 1 KpacHoOro auana3zoHa. OMMCaHHYIO POJIb CIIEKTPAIBHOIO COCTaBa
B oOecriedyeHn 3(P(HEKTUBHOrO (POTOCHHTE3a CXEMATUYHO WJUIIOCTPUPYET

puc. 12.

VaenbHast NPOAYKTHBHOCTH

Puc. 12. CxemarnuHas WUTIOCTpAIUsl POJIU

CIICKTPAJIbHBIX  KOMIIOHCHT JKENTO-3eEHON

Hcrounnk Hctounuk

rLOMIr HLOOHXAdgOL

g
8
e
kpacho-chiero 8|5 (KBa3H)GENOro obmacth B momanepkaHuu  dPHEKTUBHOTO
cpeta 3 cBeTa dboToCHMHTE3a B HUKHHX CJIOSX OCBEHIEHHBIX
[} v
' E / \ JUCTHEB U B HIHKHUX SIPyCax JIMCTOBOW KPOHBI
= pacTeHui.

beun BBIITOJTHEHBI pacyéTsl,
YUYUTBHIBAIOIIME B3aUMHOE 3aTCHEHUE
JUCThEB U MPO(UIb KOJIMYECTBA CBETA,

HOI‘J'IOIHéHHOFO pa3HbIMU CJIOAMH JIMCTA

(pacu€Tt, BBIMIOJIHEHHBIH HAa OCHOBAaHUU
TEOPHUH Ky6enku-MyHka,
OMMCHIBAIOIIECH pacnpocTpaHEHUE CBeTa B cBeTopaccenBaromux cpenax (Allen and
Richardson 1968)) (puc.13), u omneHena cymmapHas (110 BCEM CIIOSIM)

INPOAYKTUBHOCTb JIUCTA IIPHU OCBCIICHUHM CBETOM Pa3/IM4YHOTO CIICKTPAJIbHOI'O
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cocrtaBa. [l wuccneqyeMbIX PACTEHUMM KUTAWCKOW KaIlyCThl OLICHKA Jajia
npeacka3aHue nNpuoau3uTenbHo 15%-HOro pasnuyus B IPOAYKTUBHOCTH JIUCTA TpU
OCBEIICHUHM KPAacHBIM HWJIU 3€JIEHBIM CBETOM B MOJIb3y 3ey€HOro cpera (puc. 13).
B3aumHoe 3aTeHeHue NHCTHEB AAET JOMOJHUTEIBHOE CHUXEHHE 3(PPEeKTUBHOCTU
CBETa CHHE-(PMOJIETOBOrO W KPacHOro Juamna3oHa MO CPABHEHUIO C JKENTO-3€TEHBIM
JMana3oHoM Ha BeauuuHy OT 8—9 10 35% mnpu pasyMHBIX 3HAUYCHMSIX HHACKCA
JIMCTOBOM ITOBEPXHOCTH OT 2 110 5.

Heobxoaumo moIyepkHyTh, 4TO KiIaccuueckue padoThl koHia 1990-x —nauvana
2000-x TrTr., B KOTOpBIX OBLI BIEPBBIE YCTAHOBJIECH MPOPWIb pacHpeneieHus
OCBEIIEHHOCTH W CHEKTPAJbHOIO COCTaBa BHYTPU JIMCTAa W IOKa3aHO 3HAYECHHE
3enéHoro cBera A (OTOCHMHTE3a B TIYOMHHBIX CIIOSIX Me30(uiula, UMENH JEI0
JHIIb ¢ (OTOCHHTETUYECKOW aKTUBHOCTBHIO B €IMHUYHOM JIUCTE B CEKYHIHOW WIIH
MuHyTHOM mikane BpemeHu (Evans and Vogelmann 2003; Sun et al. 1998; Nishio
2000; Terashima et al. 2009). IIpoGiema pocta 1ENOT0 pacTeHUs, YUYUTHIBAIOIIAS
BO3MOXXHOCTH HEIHEPTreTUUECKOM (peryyIsITOpHOM) pOJK 3€JIEHOT0 OCBEIICHUS, Oblia

BIIEPBBIC HCCIIeIOBaHa B 00Cy K 1aeMoi 31eck padbore (Ptushenko et al. 2015).

1.0

SN a Puc. 13. 3aBUCHMOCTP  HMHTEHCHUBHOCTH
_08F ! nagatomero (/) u paccesnunoro (J) cmera
3 I __________ KC BHYTpHU JHcTa (a) U Npo(UIN MOrIouieHus
£ 06 3C ceeta (4) W (POTOCUHTETHYECKOM
Z - aktuBHoct  (C) B jucthsax  (0),
~ 04 ocBem€HHBIX 3eNM€HbIM (3C) M KpacHBIM

1 ceetoMm (KC), ot paccrossHus OT BepxHei

0.2 J nosepxuoctu jucrta (h). [popunu I, J, u A

- paccuMTaHbl Ha ~ OCHOBAaHHUU  TEOPUHU

0.0 0'0 : 0'7 : 0'4 : 0|6 : 018 : l‘r Ky6enku-Mynka (Allen and Richardson
: - h (oTH.en) ' ' 1968). [Tpodunb C  mpexcraBieH
_ YIPOIIEHHON MOJIETBIO hepmeHT-
)s I 0 JUMUTUPOBAHHON  MPOAYKTUBHOCTH  Ha
N OCHOBAHHUW OJKCIIEPHUMEHTAIFHBIX JAHHBIX
% ook A pabor Hummo (Nishio 2000) n DBanca u
= i Borensmanna (Evans and Vogelmann
S5t N ke 2003). 3amrpuxoBaHHas IUIOWAAbL JAET
: 30 p wans J
;{ Lo i c OLIEHKY ITOJTHOW TIPOTYKTHBHOCTH JIHCTA.
0.5
00 | L | L | L | L | L |
0.0 0.2 0.4 0.6 0.8 1.0

h (oTH.ex.)



B ranase VI paccmoTpeHa akTHBaIsl 3alIUTHBIX MEXaHU3MOB U 3((HEKTUBHOCTH
CBETOBBIX MPOIECCOB (HOTOCHHTE3a MOA JCHCTBHEM HW3MEHEHUN COACpX aHHUS B
OKpY)KalOLIEH Ccpelle MOHOKCUAA yriiepoda W KHUCIOpOJa, KOTOPOE CBSI3aHO C
AKTUBHOCTHIO (DOTOCHMHTETUYECKHX PEAKIM PSIOM TMPSAMBIX U OOpaTHBIX CBS3EH.
Monekynbl 3TUX BEIIECTB MOTYT BBITIOJHATH POJb akienTopa anekrpona y ITL, tem
CaMbIM BIIMSASl HAa CTENEPh BOCCTAHOBICHHOCTH €€ KOMIIOHEHTOB W ONPENEIIss
BO3MOYKHOCTh Pa3BUTHsS WM, HA0OOpOT, CMSAIMYeHUsi CBETOBOro ctpecca. Poct
KOHIIEHTpAIMHU JII0OOT0 M3 3THUX aKLENTOPOB MPUBOAUT K cHkeHuto HOT, pocty
ckopoctu 0TToKa eKTpoHOB 0T DCI n akruBHOCTH DCII, 0OHAKO cXO0)KME FIDPEKTHI
HaOmonaroTcs 111 O, MpU KOHLUEHTpAIUAX Ha JBa-TpHU nopsAka Beie, yeM s CO,
(eIMHUIBl TPOLEHTOB U JECATKU-COTHU Ppm, COOTBETCTBEHHO). B To ke Bpems,
MOJIEKYJIbI ~ KHCJIOpOJAa  MpEBpallaloT  pa3BHUBIIMIICS  CBETOBOM  cTpecc B
OKUCJIMTENIBHBIA 32 CYET B3aUMOJCHCTBUS C BOCCTAHOBJIEHHBIMM PEIOKC-
kopakropamu OTL[ u BO30YXAEHHBIMH MOJIEKyIaMH XJjopoduiia (Mpu 3TOM
06pa3yroTcs akTUBHBIE (HOPMBI KHCIOPOJA, B IEPBYIO ouepens, O, u O,).

Hamm sKkcriepuMeHThl Ha JINCTHSIX BBICIIMX PAaCTEHUN IMOKA3aJIM, YTO YJAJICHHUE
KUCJIOpOJIa U3 cpeapl npuBOAUT K mageHuto aktuBHOcTH DCII, omeHnBaemoil mo
BenuuuHe F\/F,, 3a cu€T CHIKEeHUS [, T.e. omHOBpeMeHHOTO pocta HOT (puc. 14).
[Tpu >TOoM naHHBIN 3()(PEKT CHIBHO 3aBUCUT OT MPHUCYTCTBUS B CPENE YIIEKUCIOrO
raza: d(pdpekT ocoOeHHO BEIMK, €CIM MPU Jea’paldud Cpeabl (Hampumep, 3a CUET
BBITECHEHHUSI BO3JlyXa HWHEPTHBIM Ta30M, a30TOM WU aproHoMm) Bmecte ¢ O,
yaamsiercas u CO,. Jlobasnenue xe B cpeny CO, MOXET 4aCTUYHO BOCCTAaHOBHUTH
HOpMaJIbHBIN  (a9poOHBIi) ypoBeHb akTuBHOCTH OCII wam mpuBectH K ero
YBEIMYECHHUIO [0 CPAaBHEHHIO C HOPMAJIbHBIMH YCIOBUSMHU (IIPU  BBICOKHX
koHueHtpamusix CO,, ~0.2% wu Bble, T.e. B 5 u 0Ooyiee pa3 MNpPEBHIIIAIONIUX
aTMOC(epHYyl0 KOHIICHTpPAIMIO), M OJHOBPEMEHHO CHHU3UTh HE(HOTOXUMHUYECKOE
Tymenue (puc. 14).

MO>KHO TIPEANON0XuUTh, UTO Takoe Bo3aencTBue O, u CO, Ha aktuBHOCTH DC2 1

HAa TEHepaluio HEePOTOXMMHYECKOTO TYIIEHUS OOYCIOBJICHO W3MEHEHHEM
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AOCTYIIHOCTU aKLCIITOPOB JJICKTPOHOB, KOTOPBIC ABIAIOTCA IIPOAYKTOM CBCTOBBLIX

peaknuii ¢ yaactuem OCII. O6 3TOM rOBOPSAT CIEAYIONINE JaHHBIC:

Do, 7
04 a Puc. 14. KBa3zucranuoHapHble 3Ha4€HHUsI KBAaHTOBOI'O
: ° BbIXos1a (horoxumuueckux peakiuit B ®C2, Ppg; (a),
0.3 u  kodpdumnrenra HEPOTOXHUMHUYECKOTO TYIICHUS,
0.2 gneg  (0) B nmeteax  Hibiscus  rosa-sinensis B
' 3aBUCUMOCTH oT KOHIICHTPALlUH CO, B
0.1 JIea’pupoBaHHON aTMocdepe (3enéHasi KpuBas H
0.0 , cuMBodibl; Ny + CO,) u B cpene, conepxameit 21% O,
1.0 (kpacHass kpuBasi ¥ CUMBOJIbI). OTAETBHO IMOKa3aHa
NPQ Y Touka (Air), COOTBETCTBYyIOIIas aTMoc(epHOMY
2.0 coaepxkanuto CO, u O,.
1.5
10 A) CHuxeHue coaepx aHusi KUCJIOpoJa B
05L OKpykarouieid  armocdepe  NPUBOJUT K
0.0 o o 05 710 CHIDKCHUIO  CTAl[MOHAPDHOW  KOHIIEHTpALIMU
[CO,] (%) okucieHHbIX 11eHTpoB O CI, P700+ (puc. 15,a).

K cHmxeHuro cranroHapHoi KoHueHTpauuu P700+ MokeT NpuBOAUTE CHUKEHNE
oTTOKa 3eKTpoHOB 0T PCI Ha akuenTopHOl cTOpoHE JIMOO YCKOPEHHE MPUTOKA
AJIIEKTPOHOB Ha JOHOPHOM cTOpoHe. Takoe ycKOpeHHWe, B MPUHLIMIE, MOTJIO Obl
OPOUCXOAUTHh 3a CUET aKTHBAIMM JIMHEWHOTO JMOO LMKIWYECKOro TPAaHCIIOPTa
ANeKTpoHOB. OJIHAaKO, KaK ObLJIO MOKa3aHO BhIlIe, aKTUBHOCTH PCII B aHa’3pOOHBIX
YCIIOBUSIX TIQJa€T, YTO HE corjlacyercss ¢ mpenmnosnioxenueM o0 axtuBanuu DPCII-
3aBUCUMOI0O JIMHEHHOTO (HELMKJIMYECKOr0) TPaHCIOpTa JJIEKTPOHOB. YTO ke
KAacaeTcs LUKINYECKOTO TPAHCIOpPTa, O HEM MOXKHO CYIWTh IO CKOpPOCTH
BocctaHoBieHus: P700+ B TeMHOTe (TOC/iE€ BBIKIIOUEHHS] CBETA) NMPU HEAKTHUBHOM
@OCII. Hamu ganHbie Mokas3slBaloT, 4to B npucyrctBur uuruoutopa @CII (DCMU)
CKOpOoCTh BoccTaHoBlIeHHS P700+ B TEMHOTE MNPAKTUYECKHM HE pPa3IUvyacTcs B
a’pOOHBIX M aHadpOOHBIX ycioBusx (puc. 15,0). Takum oOGpa3zom, €IUHCTBEHHBIM
BO3MOXHBIM OOBACHEHHEM HaOJI0aeMOr0 HaMH CHUXXEHUS CTallMOHAPHOU
koHleHTpau P700+ ocTaércsi CHMXKEHHE OTTOKA 3JIEKTPOHOB Ha AaKIENTOPHOM

crtopone OCI.
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Puc. 15. BiusHue Kuciaopoja Ha CTallMOHAPHYIO KOHLIEHTPALMIO OKHMCIEHHBIX PEaKIMOHHBIX
nentpos OCI, P7oo” (¢) ¥ KHHETHKY €ro BOCCTAHOBJIEHHS B TeMHOTE (6) B mucThax Hibiscus rosa-
sinensis. Ha puc. (a) moka3zaHbl SKCHEpUMEHTAlbHbIE JaHHbIE (0003HAUYEHbl MapKepaMu —
3BE3J0OYKaMU) M pe3yabTaThl pacuéra B pamkax mozenu TuxoHoBa u Bepmryockoro (2010).
[IpuBeneHsl cpeHue 3HAUCHUS + cTaHIapTHas ommobka cpennero (n = 4—7). Ha puc. (6) mokaszaHbl
TUIIMYHBIC KPHUBHIE.

Bnusnaue kucinoposa Ha oTToK 37eKTpoHOB 0T DCI, oueBUIHO, 00YCIOBIEHO €r0
Y4aCTHEM B ICEBIOLUUKINYECKOM TPAHCIOPTE 3JIEKTPOHOB, IMPU KOTOPOM MOJIEKYyJa
O, CIyXdAT KOHEYHBIM akinentopoM. CpaBHEHHE HAIIMX JSKCIEPUMEHTAIbHBIX
JAHHBIX C TEOPETHUYECKON MOJEeNblo, mocTpoeHHoi Bepuryockum c coast. (2010),
MOKa3bIBAE€T, YTO HWHTEHCHUBHOCTH IOTOKA JJEKTPOHOB Ha KHUCIOPOJ MOXKET B
a’pOOHBIX yCIOBUSX MOoCTUTaTh ~10%, a B HeKoTopbIX ciydasx — u 40%. HecmoTps
HA OTHOCHUTEJIbHO HEOOJIBIIYIO BEJIMYHUHY, TOT MMOTOK MOXKET UTPATh CYIIIECTBEHHYIO
pOJIb B TMEPEHOCE DJEKTPOHOB M TIEHEpaluuud TPaHCMEMOPAHHOTO MPOTOHHOIO

IIOTCHIHMAJIA B TCX YCIIOBHAX, KOI'/Ta ITUKIJI KansBuHa HE aKTHUBEH.

b) Ddbdext anazpobuoza cHumaeTcs yBenuueHreM koHueHTpauu CO,.

VYraeKkucibeli ra3, SBISISICh €CTECTBEHHBIM KOHEYHBIM aKIENTOPOM 3JIEKTPOHOB,
CTUMYJIUPYET MOTOK 3JIEKTPOHOB OT akuenTopHoro ydyactka @C1 B nukin KanbBuHa,
TO €CTh JAeCTByeT Ha ToM ke ydyacTke DTLl, uTo u KUCIOPO, U MPOSIBISET C HUM
cuHepruyeckuii 3O PexTr.

OnHOBpEMEHHO KUCIOpOA BiusAeT U Ha aApyroud ydactok DTL — mexny OCII n
®CI. A umeHHO, B a’pOOHBIX YCIOBHUSX B TEMHOTE MPOUCXOIUT TOCTETICHHOE

HeCcelM(PUUECKOe OKHUCIEHHE ITyJa IutacToxuHoioB (GpITL] mo mmacroxuHoHa (B
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HaIIMX JKCIIEPUMEHTaX — C XapakTEePHBIM BPEMEHEM 5 MHHYT), T.. BO3pacTacT
éMkocth myna akuentopoB @CII. OO0 3TOM TrOBOPSAT M3MEHEHUS WHIYKIIUU
dbayopecueHuu  xjopodusuia: mapamerp W, XapakKTepu3yIOIMK EMKOCTh ITyja
akuentopoB @OCII (puc. 16, a), Bo3pacraeT B a’poOHBIX YCIOBUSX IIOCIHE

MpeKpalleHus ocBelieHus (puc. 16, 6).
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Puc. 16. brictpas kuHetuka MHAyKUUU Quyopecuenunu (F) xiopodumna B muctesax Hibiscus
rosa-sinensis, aJaliTAPOBAaHHBIX K TEMHOTE B HOpMaJIbHOW atMocdepe (Bo31.) B TeueHue 10 MuHyT
win 3 c¢) unmu B atmocepe azota (Np) B Teuenue 10 MuHYT (@); 3aBUCUMOCTH IapamMeTpPOB
dnyopecueHu F,/Fy u W, oTpakaIuX OKHCIUTEIBHO-BOCCTAHOBUTEILHOE COCTOSIHHE ITyJIa
IJIACTOXUHOHOB, OT BPEMEHH aJIafiTal[iH JICTa K TEMHOTE B aTMOC(EPHOM BO3AYXE (6).

VYraexucnsiii ra3, CO,, HE TOJBKO SBISAETCA AKLUENTOPOM 3JIEKTPOHA, OH MOKET
3aKUCISATh BHYTPEHHIOIO Cpely KJIETKH U XJIOPOILJIACTA, YTO, B CBOKO OYEPEb, MOXKET
BIIUSATH HA peakiuu (OTOCUHTE3a M Ha MHIYKIHUIO MexaHu3MoB 3amutel OCA. Tlpu
OTHOCUTEIBHO HEBBICOKUX KOHIEHTpauusx CO,, paccMoTpeHHbIX BbilIe (<1%) 3ToT
addekr, Mo-BUAMMOMY, 3aMETHO HEe TposBIAeTcS. B TO ke Bpems, 1gaxe
HenponopkutenbHas  (5-10 munyt) amantamus PCA Kk cpene € BBICOKHM
conepkanrieM CO, (20%) npuBoAUT K BO3ZHUKHOBEHHIO OTKJIMKA DCA, HECOMHEHHO,
CBSI3aHHOTO C M3MeHEeHUsiMH pH cpenpl. DTOT OTKIMK 3aKIO4YaeTcsl B CHUKEHUH
kBaHTOBOM 3(PdexktuBHOocTH DPC2 M TymeHun dayopecueHiuu xjaopopuiia (kKaxk
MakCUMaJIbHOM, F,,, Tak ® TemMHoadanTupoBaHHOU, F,). COOTBETCTBYIOIIUE
u3MepeHuss ObUTM  TPOBENCHBI HAa  CYCIEH3WOHHBIX  KYyJbTypax  3eEHBIX
MUKpOBoOJIOpociier Desmodesmus sp. W TOKa3aid, YTO MPU ITOM MPOUCXOIUT

3aKUCJICHUE Cpe/Ibl MHKYOamu KieTok 10 pH ~ 6, mpuuém aHamoruuHble U3MEPEHUS
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HAOMIOJAIOTCS U TPU  MOAKHCICHUU
Ped
cpenbl J00aBICHHEM COJSTHON KHCIOTHI Lo -
(prc. 17) o
puc. 17). :_ i /
iz %,’@
S 09} S1°
é 7z 1.0+ e B B a
§'09'!5' ---777@ 08F 1 —
0.8 F °
% n 1 " 1 1 1 1 1 n 1 n L ! L
1.0 F ‘=
I ;‘l m-u--8 6 o 0
0.9 , 1.0 - O _---0"""""T
c s I \ -
= Ve
5_ 0.8 i Q‘ __o- » o -
SNV A SIS T - iz '
L R o7 %ﬁ 5 1.0
0'6_ \©O /-/ :\: 09_ OII
05 <60 ES”—‘ 'l 0.9
1 1 1 1 n 1 1 1 '
10 8 | 0.8
| I [ PR PR |
= 8t 08F 1 0 2 4 6
- . 1/(pH-6,1)
gl HOCOPO gy O I TR TR H R SR
0 10 20 30 40 50 60 6 7 8 9 10 11 12
Bpewmsi, MuH. pH

Puc. 17. Kunernka wusmeHeHuii kBaHTOBOM d¢dextuBHOoCcTH DCII, Dpsi™™/ s, (a),
MHTEHCUBHOCTU (payopecuieHunn xynopopumia (6) B KIETKaXx 3€IEHBIX MHUKPOBOJOpOCITEH
Desmodesmus sp. (OTKpbITbIE CHUMBOJIBI — B HOPMA@JIbHOM cpeae HMHKyOalMu, 3aKpaileHHbIe
CHUMBOJIBI — B Cpejie C NOBbIIIEHHON OydepHoil éMKkocThi0) U pH cpenbl pu ypaBHOBELIMBAHUU C
atMocdepoii ¢ BeicokuM (20%) conepxkanuem CO, (6); 3aBHCHMOCTb CHIDKeHHS Pps™/Ppgy’, OT
u3MeHeHnii pH cpensl WHKyOanwu, WHIYIMPOBAHHBIX BBICOKUM cojnepxkanneM CO, B cpere
uHkyOarmu (2) win nob6asnenueM HCI (0). [Ipsmble JTUHUM Ha Bpe3Kax MOKAa3bIBAIOT TpaUKH
nuHeiiHON armpokcnMarmn Ppg™/Pps;’ = 1 + Bx , rae x — smmmpudeckas Gpyrxims pH, x =
1/(pH-6,1).

B sToM ke riiaBe OnMcCaHbl SKCIEPUMEHTHI IO HMCCIEAOBAHUIO YCTOMYHMBOCTH
TPEXKOMIIOHCHTHOTO  JIMIIaHUKa P. aphthosa ¥ BO3ACUCTBUIO aHAYPOOHOMU

aTMOC(Epbl, a TAKKE BHICOKUX U HU3KUX TEMIEPATyD.

B raase VII onmcansl pe3ysibraTbl 3KCHEPUMEHTOB 110 HWHIAYKIMUA CBETOBOIO
ctpecca B @®CA B OpHUCYTCTBUU AHTHUOKCHUJIAHTOB. BBUIO HCCEIOBaHO ACHCTBHE
MPOHUKAOUINX AHTHUOKCUJAHTOB, SIBISIOIIMXCS TMPOU3BOJHBIMU IIJIACTOXMHOHA U
ruapodobHOro  KatmoHa Terpadenmidochonus (Tak  HaA3BIBaGMbBIE  «HOHBI
Ckynau€Bay; mamee obo3HaueHsl SkQ). B Hammx skcnepuMeHTax OJHOKJIETOYHBIMU

35



AOD

3en€HbIMu Bostopocismu (L. incisa, Chlorella vulgaris) v XmoporiacTaMu BBICIITUX
pacrenuit (Pisum sativum) OBUIO TI0OKa3aHO, 4YTO [JIaHHbIE AHTUOKCHUJIAHTHI
CYILIECTBEHHO CHIDKAIOT CTAIIMOHAPHYIO KOHIICHTPALUIO BO30YKIEHHBIX COCTOSHUN
xynopopuiia B anteHHe DC2. Hapsny ¢ BepoATHBIM TyIIEHHEM BO30OYXKICHHS B
aHTeHHe ¢ ydactueM camoro SkQ, ObUIO cAemaHoO Tmpeanonoxenue, 4ro SkQ
npoBoLHpyeT Pggy'—3aBucuMoe TymieHne. ONTHUECKUE CIEKTPANbHbIE H3MEPEHHUS
nokasamn SkQ-3aBucumoe obpaszoBanue Pggo' B Kimetkax (puc. 18). Pggo
HakaruiiBaetcsi B @CA B pe3ynbTaTe HeOOpaTUMOTO BOCCTAHOBJIEHUSI MapraHIIEBOIO
KJactepa kuciopoja-peiaesnstomero komimiekca (KBK) ®C2, uro npuBoauT k
unruoupoBannto KBK. O6 wunrubupoBanum KBK roBopuT BO3HUKHOBEHHE
okucieHnoro tuposrHa Yz (Yz”) B ®C2 B OTBET Ha HMMITYJILCHOE OCBEIIEHHE,
KOoTOpoe siBisieTcsi MapkepoM HeaktuBHOro KBK. Y;** ObuT 3aperucTpupoBaH c
MOMONIBI0  CIIEKTPOCKOMUU  BJIEKTPOHHOIO  IMAPAMAarHUTHOTO  pPE30HAHCa [0

IMOABJICHHUIO CUT'HAJIa C XapPaKTCPHBIM CIICKTPOM U BPpECMCHCM JKN3HH (pI/IC 19)

Puc. 18. CrnexkTpbl ONTHYECKOrO MOTJIOUICHUS CYCHEH3UU
kinerok  C. vulgaris xoHTponpHOM  (KpuBas /), B
npucyrctBun 300 MxkM SkQ1 (xpuBasg 2) u ux pa3HOCTh
(xpuBas 3, yBenuueH Mmacmral). [lokazaH Takke curHan
BeIIBETaHUS Pggo’ (Witt 1991) (xpuBas 4). ITpusemeHs!
TUITHYHBIE CTIEKTPHI.

+ SkQl
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Puc. 19. Kunetnka wnc4ye3HOBEHHS
(OTOMHIYITMPOBAHHOTO (B OTBET Ha Kontposns .
BCIIBIIIIKY) CHTHAJIA DIIP 3479 Tc
BEVAR SN o NN
OKHCJIEHHOTOo  THpo3uHa DI1-161
(YZ”™) B cycmeHsuum  KIETOK t —
C. vulgaris B mupucyrctBun SkQl BCITbILIKA lc

(66epxy) W B KOHTpOJIC (BHU3Y).
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Kaxnas kpuBasi siBIs€TCS pe3yJabTaTOM YyCpeaHeHus Mo 42 1UKIaM OTBETa Ha BCIBIIIKY.
MarauTHo€e 10Jie COOTBETCTBYET MOJIOKEHUIO HU3KO- MIJIM BBICOKOTIONBHOTO 3KcTpemyMa (3479 I'c
u 3488 I'c, cCOOTBECTBEHHO) W 3Ha4YeHHMIO g-(hakTopa curHama Yz o (3485 I'c). 3aBucuMOCTH
aMIIUTY1bl 0TBeTa curHana DIIP oT BennuMHBI MOJSA MOKa3aHa CIpaBa U COOTBETCTBYET CUTHAIY
DIIP Y™ (cBepXTOHKas CTPYKTypa CHIHajla HE paspeliaercs B CUIIy BBICOKMX 3HAYE€HHI
MOIIIHOCTA MHMKPOBOJIHOBOTO H3JIYYEHUS M AaMIUIMTYAbl MOJYJSIUMM MArHUTHOIO  IOJI,
MCIIOJIb30BAHHBIX B 3KCIIEPUMEHTE JJIs MOBBIIICHUS! YYBCTBUTEIBHOCTH).

Hcnonb3oBaHne MeTOAa MOJEKYJIAPHOTO JOKHHIA MMO3BOJWIO ITOKAa3aTh, 4TO
Mouiekysibl SkQ MoryT nmpoHuKaTh BHYTph OenkoBoro komruiekca OCII, moaxoas k
atomam mapranna KBK na paccrosame 12-13 A. Pacuérsl sHeprum akTUBAlUK
nepeHoca IEeKTpoHa Mo Mojen Mapkyca ¢ UCIOJIb30BaHUEM Pa3pad0TaHHOTO HAMHU
paHee ajropuTMa TMOCTPOCHHS JUAJIEKTPUYECKON MOJeNu OelKka U KOHCTaHTBI
peakiuu B npubiakenny Mozepa u J[aTToHa al0T OLIEHKY KOHCTaHThI MEPEHOCa ke
=2.3x10°-4x10° s™'. D10 03HAYACT BO3BMOKHOCTH BOCCTAHOBJICHHSI ATOMOB Maprasia
KBK ot SkQ1 B MUKpPOCEKYHIIHOM AMana3zoHe BPEMEH, YTO MPUBOJIUT K UX BBIXOAY
u3 KBK 1 uHruOupoBaHuio pa3ioKeHUs BOJBI.

Takum 00pa3om, OBLJIO MTOKA3aHO, YTO MPOHUKAIONIUE AHTHOKCHIAHTHI HA OCHOBE
miactoxuHosna MoryT uHruOupoBath KBK OCII, npuuém 3T0 HMHruOupoBaHHE
BBI3BAHO MMEHHO HMX AHTHUOKCUJIAHTHBIMH CBoMcTBamMu. C OJIHOW CTOPOHBI, 3TO
00CTOATENILCTBO YKA3bIBAET, MO-BUIUMOMY, Ha OECIEPCIEKTUBHOCTh UCTIOIb30BAHUS
JTAaHHBIX AHTHUOKCHUJIAHTOB JI TMPEIOTBPAIICHUS BBI3BAHHBIX CBETOBBIM CTPECCOM
OKUCIUTENbHBIX moBpexaeHuit B DOCA pacrenuit. C Jpyroil CTOPOHBI, OHO
MO3BOJISIET pacCMaTpUBATh MPUMEHEHUE dTUX BEHIECTBA B KAYECTBE MEPCIEKTUBHBIX
uaruouropos  @OCII Ha  JOHOpPHOW  CTOpPOHE, MMEIOUIUX  CYIICCTBEHHBIC
npeumyiiectBa mnepen unruomropamu @DCII Ha akmenTopHOil cTOpoHe (Harp.,
DCMU) 3a cuét tymenus omacHbIX Jjisi PCA BO3OYXKIAEHHBIX COCTOSHUN X B

AHTCHHC.

B raase VIII  ommcansl  skcnepuMeHTsl 1o aktuBauuu  HOT  y
MOMKUJIOTUAPUYECKUX PpACTEHUM B OTBET Ha Jerujaparanuro. Kak wu  gpyrue
CTPECCOBBIE YCIIOBHS, ACTHApPATAIMS CHWKAET ACCUMUJISIIMOHHYK CIOCOOHOCTH

®CA u TeM caMbIM MPOBOLUPYET CBETOBOM crTpecc. OaHAaKo, B OTIWYUE OT
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TOMOMOTHAPUYECKUX OPraHMW3MOB, KOTOpbIE HE CIOCOOHBI MEPEHOCUTH 3aMETHOE
00€3BOXKMBAaHUE,  TMOWKUJIOTHAPUYECKHE  pacCTEHUs, Hapiaay C  JAPYTUMHU
aJanTallMOHHBIMU MEXaHU3MaMH, OOJaJal0T CHOCOOHOCTHIO K CYIIECTBEHHOMY
CHIDKCHHIO pHCKa CBETOBOTO CTpecca B YCIOBHIX Aeruaparauuvu. s
HKCIIEPUMEHTOB OB HCIOJIb30BaH KIACCUYECKUNW MOJENBbHBIA OOBEKT OHOJIOTHUU
pacTeHui, TMOUKUIOTUIPUYECKUM MOX P. patens. Ero 0COOEHHOCTBIO SIBJISICTCS
(GYHKIIMOHUpOBaHHE OMHOBpeMEHHO JByX cuctem H®T: PsbS-3aBucumoit,
XapakTepHOM uisi BbIcHIMX pacTeHuid, W LhcSR-3aBucuMoi, TunuuHou uis
Bogopociend (Gerotto et al. 2012). LhcSR-3aBucumoe HOPT wunaynupyercs B
YCTOMYMBBIX K  OOE3BOKMBAHUIO  PACTEHUAX  CTPECCOBBIMH  YCIIOBUSMH
(00e3BOKMBaHUEM WM TJIA3MOJIM30M) He3aBucuMO OT ocBetenus (Peers et al. 2009).
MexaHu3M 3TOro TyHIEHUs 10 KOHIA HE SCEH, XOTA U3BECTHO, YTO OH TAKKE MOXKET
BKJIIOYATh Yy PAa3HbIX OPraHU3MOB OINOCPEIOBAHHYIO JErUApaTaluell akTUBAIUIO
BUoNakcaHTuHOBOoTrO IMKkia (Fernandez-Marin et al. 2011), xoHdopmanroHHbIE
NEepPECTPOMKH MUTrMeHT-0enKkoBbIX KomiuiekcoB (Heber 2008), a Takxke u PsbS-
3aBucuMbIe mporiecchl (Peers et al. 2009).

s mposiCHeHUsT CBSA3M MEXIY CBETO- W JIETHAPATAMOHHO-3aBUCUMbIM HOT
HaMH OBUIM TPOBEACHBI HCCIENOBAaHUS B MOJEIBHOM CHUCTEME, HUMHUTHPYIOIIEH
00e3BOXKMBaHUE: HA  NPOTOHEME  MOMKWIOruapudeckoro mxa  P. patens,
MOJBEPTHYTOM IIa3MOJIM3y WU K€ (PEpMEHTAaTHBHOW Malepaluy KIeTOYHBIX
cTeHOoK. /Iy 1u1a3mMoiu3a, BBI3BAHHOTO OCMOTHMYECKHM CTPECCOM, paHee ObLIo
MOKa3aHO B JIMTEpaTrype, 4YTO OH MOXET BbI3bIBATH B  XJIOPOIUIACTaX
MOMKWIOTHAPUYECKUX  opraHu3smMoB H®T, ananormyHoe neruapaTallOHHO-
3apucumomy HOT (Azzabi et al. 2012; Gao et al. 2014).

Hamm skcniepuMeHThl MoKa3anu, 4To (PepMEHTATUBHOE pa3pyllieHUEe KIETOUYHON
CTEHKH TakXe BbI3bIBaeT aHamormdyHoe HDPT u mageHue ¢GOTOCHHTETHYECKOM
aKTUBHOCTH, MOCTENEHHO HMHIAYLUPYEMBIE 110 MEPE Malepaluu KIETOYHBIX CTEHOK
(puc. 20). Otu (PyHKUUOHAIBHBIE HM3MEHEHUS KOPPEIUPOBAIM CO CHUKEHUEM
OTHOCUTEIBHOIO  COJEP)KAHMS TMPAKTUYECKM BCEX KOMIIOHEHTOB 3JIEKTPOH-

tpancnoptHoil nenu (OTL; or 2 no 13-KpaTHOro CHMXKEHUS NPECTABIEHHOCTH
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pa3ubix cyobeaunun @C2 u LHC u 1o 30-kpatHoro amns psaA u psaB), mpu Tom uto
cofiepkaHue O€JKOB, OTBETCTBEHHBIX 3a 3aIlUTHOE TylIeHue (IyopecreHnnn

xsopoduina, PsbS u LheSR, B nporomnacrax P. patens NpakTUYECKU HE CHUXKAJIOCH.
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Puc. 20. KuneTtnka cHIKeHHs: MakcUMaiabHON kBaHTOBOH 3¢ ¢dextuBHocTH DCII (@, 6) 1 TymeHus
¢dnyopecueHun (6, 2) B KIETKaX MPOTOHEMBbI P. patens, NMOIBEPrHYTOH (epMEHTATUBHOMY
paspylIeHUIO KJIETOYHOW CTeHKHM (a, 6) WIM IUIa3MOJIM3Y B TUIIEPTOHMYECKOH cpeae (6, o;
MaHHUTON, 1,3 M). IlpuBenensl cpeqHue 3HadeHus + CTaHAAapTHbIE OMIMOKU cpeaHero, n = 6—14
(a) u4-7 (6), unu TUIMYHBIC KPUBBKIE (8, 2).

B nocnenneit rnase (I'maBa IX) 000011eHbl NOTy4YeHHbBIE B paboTe pe3yiabTaThl U
c(OopMyJIUPOBAHBI OCHOBHBIE BBIBO/IBI.

HMucceprauust cHaOxeHa IlpuiiosxkeHneM, B KOTOPOM TMPUBEIEH aJTOPUTM
NOCTPOCHHUS JTUAJIEKTPUUECKOW MoJenu Oelka W OCHOBAaHHOTO Ha He pacuéra
AIIEKTPUYECKUX B3aUMOJEUCTBUN B O€NKe, HCIOJIb3YeMOTO B pa3HbIX pasjenax
naHHOM  pabotTbl.  Pa3pa®oTaHHBI  anrOpuTM  OCHOBAaH Ha  MPUHLMIIAX,
chOpMyITUPOBAHHBIX JL.U. Kpumranukom, 51 SIBIIAETCS pa3BUTHEM
MOJTYMaKPOCKONIUYECKON  (MOJYKOHTUHYaJIbHOM)  JTUAJIEKTPUUECKOM MO,
paccMaTpuBarolield 0eloK Kak JUAJIEKTPUYECKYI0 CpPeAy, B KOTOPYIO MOTPYKEHBI

mapnuajJabHBIC 3apsaabl, IPHHAMJICKAIINC OTACIBHBIM aTOMaM OelKa WO €ro
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kopakTopoB. IlpemiokeHHbI anroputM ToOKa3zald CBOIO J(PQPEKTUBHOCTH B
BBIMIOJTHEHHBIX aBTOPOM pacy€Tax OKHCIUTEIbHO-BOCCTAHOBUTENIBHBIX MOTEHIINAJIOB
kodakTopoB (oTtocuctemsl | pactennit u 3HaueHn pK, KUCIOTHO-OCHOBHBIX TPYIII

0aKTepHaIbHOr0 (POTOCUHTETUYECKOTO PEAKIIMOHHOTO LIEHTpA.

II.1. 3axkarouyenune

Kouctpykiuss ®CA  coorBeTcTByeT OajaHcy MeXAy HEOOXOAUMOCTHIO
MOJIYYeHHS] BO3MOKHO OOJIbIIIE CBETOBOM SHEPIHH M 3aIUTON OT e€ n30biTka. Kakum
00pa3oM pa3IMyHbIE PACTUTEIbHBIC OPTaHU3MbI B Pa3HbIX YCIOBUSX HAXOAST IMYTh
Mexay stumu  «Cowmiodn u Xapubaon», SBISETCS NPEAMETOM AUCCEPTaIUu.
PesynbpTaThl mpencraBieHHON paOOThl CBUAETEIBLCTBYIOT, UTO MEXAHU3MbI 3aIUTHI
OCA, akTUBUpPYEMbIC B YCIOBUSAX MHTCHCUBHOTO OCBEILICHUS, AKTUBUPYIOTCS TAKXKE
B YCJIOBHUSAX CTPECCOB PA3TUYHON NPUPOJBI, UTPaAst POJIb KIIEPBOTO SUIETOHA 3AITUTHI
OCA. MexaHu3Mbl 3alUTHI, crienuPUIecKue AJi1 KOHKPETHBIX CTPECCOBBIX YCIOBHIA,
BKJIIOYAIOTCSL Ha 0oJiee TO3HUX dTamnaxX akKIUMalUM PACTEHUS K CTPECCOBBIM
YCJIOBUSIM, B TO JK€ BpEMs HE HCKJIIOYas Pa3BUTHUE MEJIEHHO WHIYIUPYEMBIX
OTBETOB PACTEHUsI Ha CBETOBOU cTpecc. IIpu 3TOM, HECMOTpsi HA YHUBEPCAIBHOCTh
Cpeau pacTeHUM OOJBIIMHCTBA MeXaHU3MOB 3anuThl @CA OT CBETOBOIO CTpecca
(Demmig-Adams et al. 2020; Pinnola 2019), pa3nuynbie BUIBI MOTYT KCIIOIB30BaTh
pa3HbIE «CTPATETHM» pealu3alli BCEro Habopa HMEIIIMXCS B PacropsHKEHUU
pacTeHus aJaNTUBHBIX (aKKJIMMAIIMOHHBIX) MEXaHU3MOB. Paznuunbie cTparteruu
MOTYT TPOSIBIATHCS KaK B AaKIEHTaX Ha pa3Hble MEXaHU3Mbl C OJIM3KUMH
BPEMEHHbHIMU XapaKTEPUCTUKAMH, TaK U B OTHOCUTEIILHOU POJIU OBICTPO U MEJJICHHO
WHIYIIUPYEMBIX MEXaHU3MOB. Tak, Ha TpuMepe pacTeHuit poja Tradescantia HamMu
OblJla TIOKa3aHa BO3MOXKHOCTh OTHOCUTEIBHO CJIa00OM YYBCTBUTEJIBHOCTH K
WHTEHCUBHOCTH  OCBEIIEHUS COCTaBa 3alllUTHBIX KAapOTUHOWIOB Ha (¢oHE
BBICOKOX(P()EKTUBHOTO MEXaHW3Ma CHIDKEHHUS CBETOBOM Harpy3ku Ha DCA 3a cuér

nepepacnpeiesieHts] XJIOpoIUIacToB B KieTkax Me3odwuuia. Ha sToil ke rpymnme
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pacTeHM HaMu OBUIO MOKAa3aHO, 4YTO IUIOTHOCTh PACHOJIOKEHUS YCTBHUI[ Ha
MOBEPXHOCTH JIUCTA, onpeaestonas 1octynHocts CO, ansg @CA u, ciaenoBarensHo,
PUCK pa3BUTHS CBETOBOTO CTpecca, W IPU OTOM SBIAKOIIAACS MEIJICHHO
U3MEHAIONIEHCS  XapaKTepUCTUKOM, MOXET ObITh  MaJlOUyBCTBUTEIBHOU K
VU3MEHEHUSAM MHTEHCHUBHOCTHM CBETA, IPU TOM YTO OCHOBHAs PETYJSLUSA YCTBUYHOU
IPOBOJAMMOCTH O0ECIIEUMBAECTCSI 3HAYUTENIBHO Oojiee OBICTPO HUHAYLUPYEMOU
peryjisiMel IMPHUHBI YCTBUYHOM INENIH. Y OJHOKJIETOYHOW 3€JIEHOW BOJIOPOCIIU
L. incisa B X0Ji¢ CBETOBOI'0O CTpeCcca, MHAYLUPOBAHHOIO IIOHMKEHUEM TEMIIEPATYPHI,
B MepByl ouepeab aktuBupyercs 3aumra PCA, cs3anHas ¢ Oenkamu PsbS wu
LhcSR, v muiib cycTsi HECKOJIBKO JHEH aKTUBUPYIOTCS APYTUE€ MEXaHU3MBbI 3aLIUThI
®CA (cBsizaHHbBIE C MUTMEHTHBIM COCTABOM U CTEXMOMETpUEN (POTOCHHTETHYECKHUX
oenkoBbix komruiekcoB @CA). [lpu 3ToM B Hactosield paboTe BIEpBbIE MOKa3aHa
JOJITOBPEMEHHAsi MHIYKIUS 3Kcnpeccuu reHa PsbS B oTBeT Ha cTpecc y 3eiEHBIX
BOJIOpOCJEH, YTO Ja€T OCHOBAaHMS IMEPECMOTPETH POJIb 3TOro Oenka y JaHHOU
TPYIIIbI OPraHU3MOB.

[Tockonbky psin HanboJsiee OBICTPO MHAYLHUPYEMBIX 3alIMTHBIX 0TBeTOB DCA Ha
M30BITOYHOE  OCBEUIEHUWE  (PHEPro3aBUCUMOE  HE(POTOXUMHUYECKOE  TYIICHHE
BO30YXXJIeHUsI B (DOTOCMHTETHYECKOW aHTEHHE, MEepPecTpoKa CBETOCOOMPAIOIINX
AaHTCHH, AaKTUBalUs JESNOKCHAALMU TyjJa KCaHTO(QWUIOB)  aKTHUBUPYIOTCS
u3MeHeHusiMu pH cpeabl W pegoOKC-COCTOSSHUM KOMIIOHEHT LEMH 3JIEKTPOHHOTO
TpaHCIIOpPTa, 3TUM IpolieccaM ObUIO yAEJIeHO BHUMaHUE B HacTosue padore. bouio
NoKa3zaHo, 4yTo MosiekyJibl CO, u O,, NpUCYTCTBYIOUIUE B CPEE, MOTYT aKTUBUPOBATH
npouecchl He()OTOXMMUYECKOTO TYIICHHS, MOIYJIHUPYs HHTEHCUBHOCTh MOTOKOB
AJIEKTPOHOB B (POTOCHHTETHYECKOMN DIICKTPOH-TPAHCTIOPTHOM 1enu wid pH cpenbl.
BbuIn M3yyeHbl U3MEHEHUs CKOPOCTEH MepeHoca 3JEKTpoHa B (DOTOCHHTETHUECKOU
AJIEKTPOH-TPAHCIIOPTHOM 1I€TH, OIpenaesieMble TeHepalell TpaHCMeMOpaHHOTO
IPOTOHHOTO TMOTEHIMala B THJIAKOUJAX MW HW3MEHEHUEM PEIOKC-COCTOSHHUS
KOMITOHEHTOB 11e1H, 110 Mepe akkinManu @CA K HHTEHCUBHOMY OCBEIICHHUIO.

Hapsngy ¢ MexaHu3Mmamu, 3aTparMBarOIlMMH HENOCPEICTBEHHO KOMIIOHEHTHI

®CA, B pacTeHMH CYHIECTBYET LEJIbIM PSAJ MEXAHU3MOB, ONPEICIAIOINX
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(GoTOCHMHTE3 JUCTa M PACTEHUsI B IIEJIOM KaK TPEXMEPHOH CTpyKTypbl. OmHUM U3
TaKMX MEXaHU3MOB CIY’)KHT CBETO3aBHCHMOE IEpEpACHpeeIeHUE XJIOPOIUIACTOB B
KJIeTKax Me30(¢uiuIa JIMcTa, 00ecreunBaroniee MaKCUMaJIbHBIM 3aXBaT SHEPTUHU CBETA
npu c1aboM OcBelleHHH U 0oJiee paBHOMEPHOE pachpeiielieHue CBETOBOM HArpys3Ku
Ha ®CA B pa3HbIX ydacTKax JIMCTa M JIMCTOBOM CHUCTEMbl — IPU HHTEHCHUBHOM
OCBEIICHUH. 3aKOHOMEPHOCTH MHIYKIIUU U TPOSIBIICHUS IEUCTBUS 3TOr0 MEXaHU3Ma
ObUTM M3y4YeHBI B HACTOSIIEH paboTe U MOoKa3aHa €ro B3aUMOCBSI3b C OCOOCHHOCTSIMU
CTPYKTYPBI KJIETKH Me30(hHUIIIa U POJIb B PSAY MexaHU3MOB 3aiuTel OCA.

C ¢QyHKIMOHMpOBAaHMEM JHMCTa KakK MPOCTPAHCTBEHHO pacHpenesiEHHON
TPEXMEPHON (POTOCHHTETUYECKOM CTPYKTYpPBI CBSI3aH BOIPOC O (POTOCUHTETUUECKOM
AKTUBHOCTH W 3HAUYEHUU I (POTOCHHTE3a PAa3HBIX CIEKTPAIbHBIX KOMIIOHEHT
(OTOCUHTETUYECKH AaKTUBHOW paauanuu. Tak, OAHOW W3 JaBHUX NpoOieM B
MOHUMAHUU aJanTUBHON mpupoasl xapakrtepuctuk DCA sBusgercs mpobdiiema
«IpoBaJiay B CHEKTPE MOTJIOUIEHUS (POTOCUHTETUYECKUX IUITMEHTOB BBICIIMX
pactenuit (xjaopoduiia @ 1 6 U KAPOTUHOUJIOB) B 3€JEHO-KENTON 00JIaCTH CIEKTpa
(Nishio 2000). IIpeamonokeHre 0 TOM, YTO CBET ITOrO JUANA30HA MOXET OBITh
nosie3eH Juisi (DOTOCHHTE3a B TIIYOOKHMX CIIOSX JIUCTA, JO KOTOPBIX JOXOJUT MAajio
CBETa KPacCHOTO M CHHEro JHaIra30HoB, ObLJIO BhICKa3aHO B KOHIIE 1990-x — Hagane
2000-x TT. HA OCHOBE PACYETOB M IKCHEPUMEHTAIBHBIX JTaHHBIX 00 ONTHYECKHX
cBorictBax Jiucta (Evans Vogelmann 2003; Terashima et al. 2009). B nactosimieit
paboTe 3Ta poJib CBETa 3eNEHO-KENTON 00JacTH clieKTpa Oblila BIEpPBHIE MOKa3aHa

9KCIICPUMCHTAJIBbHO.

I1.2. BriBoasbl

ITokazanbl BO3MOKHBIC CTparcrun pcainu3alun (bOTO?)aH_II/ITHOI‘O noTcHOMalIa y
OKCHT' CHHBIX (I)OTOTpOCI)HLIX OpraHn3mMoOB H3 pPa3HbIX CHCTCMATHYCCKHX H

9KOJIOTHUYCCKUX I'PYIIII.
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[TokazaHo, 9TO MIPU HATUYHH 3aMUTHBIX MEXAHU3MOB C PA3TMYHBIMU XapPaKTEPHBIMH
BpEMEHAMU OTKJIMKAa WHIYKIUS d(PPEKTUBHBIX MeXxaHu3MOB akkiaumaruu PCA k
CTPECCOBBIM YCIIOBUAM C 0o0Jiee KOPOTKMMU BpPEMEHAMH MOXET o0OecreyuBaTh
HKOJIOTMYECKYIO TIJIACTUYHOCTh BBICHIUX PACTEHUH MpPU OTHOCUTEIHLHO HEBBICOKOM
CTENIEHU MHAYKIIMM MEXaHU3MOB C 00JI€€ MEIJIEHHBIM OTKJIMKOM.

[TokazaHa coxpaHsIOWAsACsS B TEUEHHE HECKOJbKUX CYTOK CTPECC-UHIYIIMPOBAHHAS
aKTUBAIUs SKCIpeccud reHa QorozammtHoro 6enka PsbS y 3enénpix Bomopociei
(Chlorophyta), compoBoXxaaromascs HWHIYKIHEH HEPOTOXUMHUUYECKOTO TYIICHHUS
(HOT). Ilonydensl olleHKH auamna3zoHa 3HaueHud! pH TunakougHoro igroMeHa, B
KOTOPOM aKTUBHUpYeTCs (POTONMpOTEKTOpHAass aKTUBHOCTH PsbS. Pazpaboran wu
BAJIUJMPOBAH  AJTOPUTM  MOJYMAaKPOCKOMHMYECKOTO  pacyéTa  OKHCIHUTEIbHO-
BOCCTAHOBUTEIBHBIX M KHUCIOTHO-OCHOBHBIX CBOMCTB O€JiKa, YUYUTHIBAIOIIUN €ro
JTUBJIEKTPUYECKYIO0 HEOJHOPOIHOCTD, TO3BOJIMBIINHI CAEHATh 3TH OLICHKH.
OKCIIEpUMEHTAIBHO IIOKA3aHO, 4YTO CBET B JKEITO-3€JIEHOM JUAIa30HE CIEKTpa
BAXEH Ui MNPOAYKTUBHOCTH PACTEHHs, TMOCKOJbKY ciabee MOIJIomaeTcs
XJOPOPHILIOM 1 00eCTICUMBAET YHEPTHUEH ACCUMIUISIIMOHHBIC TKAHU BO BCEM 00BEME
JIUCTA U PACTEHUS B LIEJIOM.

[Tokazano, uto BbicoKas 3pPexTuBHOCTH (poTo3anuTel PCA y MONKUIOTUIPUIECKUX
OpPraHU3MOB, CIIOCOOHBIX MEPEHOCUTHh 3HAYUTEIHHBIM HEIOCTATOK BOJBI 0€3 moTepu
JKU3HECTIOCOOHOCTH,  MOXET  OO€CIeUMBATHCSI  CYIIECTBEHHBIM  CHIDKCHUEM
conepxxanusi OCII u OCI Ha doHe HE3HAYUTEIHHBIX U3MEHEHUW YPOBHS OEJIKOB
KOHTponupyromux HOT.

[Toka3zano (Ha mpuMepe CUMOMOTHYECKOU 3eN€HONM MUKpoBoaopociau Desmodesmus
Sp.), YTO YCTOMYMUBOCTh OpPTraHnU3Ma K 3aKUCICHUIO CPEIbl MOKET CITY)KUTh (PaKTOPOM,
00yCIOBIMBAIOIIUM yCTOMYMBOCTh ero @CA K BBICOKOM KOHIIEHTpAIlUU JHUOKCHAA
yIaepoJia B Cpejie.

[TokazaHo, 4TO MPOHHWKAIOIINE AHTHOKCHUAAHTHI HA OCHOBE IiacToxuHoHa (SkQ)
uaruoupyror ®C2 Ha JTOHOPHOM YdYacTKe, BBI3bIBAs TYIICHHUE BO30YXKICHHUS B

9 +
(OTOCUHTETUYECKON aHTEHHE C y4aCTUEM JIOJITOKUBYIIETO KaTroHa Pgg .
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