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CnHCOK HCIOJIb3YyeMbIX COKpPAIlleHHIi:

AHT (Takxe Ant uinm A)— aHTepaKCaHTUH

A®DK — akTuBHBIE (OPMBI KUCTIOPOJIa

BPIl — GaktepuanbHblil POTOCUHTETUUECKHUI PEAKIIMOHHBIN IIEHTP

BC — Genplii cBeT

BA3 — nurMeHThl  BHMOJAKCAHTMHOBOTO  IIMKJA:  BHOJIAKCAHTHH,
AHTEPAKCAHTUH, 36aKCAHTHH

Buo (takxke Vio unu V) — BUOJIaKCaHTUH

JHaT (raxxe HPSL) — HaTpueBast Jilammna BEICOKOTO JTaBJICHUS

KK — xnpHBIE KMCIIOTBI

3ea (Taxke Zea Ui Z) — 3€aKCaHTUH

NOX — unaykius GuyopecueHInu Xaopodusia
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Kc — kcanTodumibl
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PII — peakuoHHBIN EHTP POTOCHUCTEMBI
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OCA — (oTocuHTETUUECKUI anmapaT
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®ps;; — xBanTOBas 3P hexTuBHOCTH DCII



B. BBenenue.

B.1. AkTyajbHOCTb HCCJIEI0BAHUS

Bompocs! perysiiuu nmpoieccoB NOMIOMICHNS U YTUIN3aluU SHEPTHH CBETa U
UX MHTETPAIUU C LEHTPAIbHBIM METa00IM3MOM B HEOIArONMpPUATHBIX YCIOBUAX
BHEITHEH Cpebl SBIISIOTCSA B HACTOSIIEE BPEMsI OJJHUM M3 HauOoJee aKTyaabHBIX
HanpasieHuil B Hayke (Neto et al. 2021; Xu and Fu 2022) u HaxoasTcs B IIeHTpe
BHUMAaHUS HUCCIEI0BATEILCKUX Tpym mo Bcemy mupy (Demmig-Adams et al.
2012, 2014; Colombo et al. 2016; Fernandez-Marin et al. 2016). OtBeT Ha
CTPECCOBBIC BO3ICUCTBUSA, KaK OJHO W3 MPOSBICHUIN TaKOW PETYJISAINH, ABISETCS
IICHTPOM  HWHTEpeca MHOTOYHCIEHHBIX HAyYHBIX  HCCIEIOBAaHUM, Kak
(dyHIaMEHTaNbHbIX, TaK M NPUKIATHBIX, CBA3AHHBIX C HCIOJIb30BAHUEM
pacTeHMii B KaueCTBE WCTOYHHMKA THTAHWUS U CBIPhS ISl Pa3ITUYHBIX
POM3BOJCTB, 3a1au ouopemenuanuu u npod. (Idi et al. 2015; Jha et al. 2017;
Kleine et al. 2021). Hapsamy ¢ o04eBHAHON NPAKTUYECKON BaKHOCTHIO
UCCIICIOBAaHUIA PEAaKIMN PACTUTEILHOTO OpraHu3Ma, W, B YaCTHOCTH, €ro
doTocuHTeTUYECKUX (MM, MIMpe, MEeTa0OJMYECKHX) MPOIIECCOB B OTBET Ha
CTpecc, 3TH HCCIEA0BaHUS UMEIOT OrpOMHOE (yHIaMEHTAIbHOE 3HAYCHUE IS
MOHMMAaHUS TPUHIMITHATHHBIX OCHOB YCTOMUMBOCTH METa0OJIM3Ma, 3HAYMMOCTH
pa3HBIX PETyNATOPHBIX (PAKTOPOB M XapakTepa peakluud OpraHu3Ma Ha HHX,
oOITHOCTH W crenu(UKN OTBETAa Ha CTPECCOBBIE (PAKTOPHI PA3HON MPHUPOIHI.
JlaHHO€ CpaBHHUTENBHOE WCCIENOBAHUE IIMPOKOTO CHEKTpa MOENbHBIX
OOBEKTOB W3 KOHTPACTHBIX JKOJOTMYECKUX M CHCTEeMAaTHYECKUX TPYII
¢$oTOaBTOTPO(HBIX OPTAHN3MOB HAIIPABJICHO Ha PEIICHUE aKTyaJbHOU 3a1auil —
BBISICHEHHE MPHUHIIMIIOB COBMECTHOTO HCIOJIB30BAaHUS PA3IUYHBIX 3alUTHBIX

MEXaHU3MOB pacTeHueM st ooecnieueHus: ycronunBoctd ®CA k cTpeccy.



B.2. Ilean ucciaenoBaHus

[{enb paboThl — BBISICHUTH POJIb KOHKPETHBIX (POTO3ANIUTHBIX MEXAHU3MOB Y
OKCUTEHHBIX  (POTOTpO(HBIX  OpPraHM3MOB  MpPU  CBETOBOM  CTpecce,

UHIYLUPOBAHHOM CTPECCOBBIMU (haKTOPAMU PA3IUIHON IPUPOJIBI.

B.3. 3amgaum ucciienoBanus

1. BpisiBUTH pOJIb pa3InYHbIX (bOTO3aIIMTHBIX MEXaHU3MOB
dotocuntetnueckoro ammapata (PCA) okcureHHBIX (POTOTPODHBIX
OpraHu3MOB Ha M30BITOYHOE OCBEIIEHUE B PA3IUYHBIX CTPECCOBBIX
YCIIOBHSIX.

2. OLEHUTh POJIb IKOJIOTMYECKUX XAPAKTEPUCTHK PACTEHUS B AKTUBALUU
ceero3anmTHoro orseta OCA.

3. YcTaHOBUTH TUHAMHUYECKHE 3aKOHOMEPHOCTU aKTHBAIMH (POTO3AITUTHBIX
MEXaHU3MOB C DPa3HbIMM XapaKTEPHbIMM BpPEMEHAMH HMHAYKLIUU
(GOTO3alIMTHBIX pEaklMii B OTBET HA M3MEHEHHS HMHTEHCUBHOCTH
OCBELIEHUS M JEHCTBUE TMOJIO)KHUTEJIbHBIX HU3KUX TEMIIEpaTyp, U3YUHTh
BIIMSHUE COAEpKAHUS JMOKCHUIA YIJIEpPOJa M KHUCIOpOAAa B CpeAe Ha
WHYKIHIO 3alIUTHBIX MeXaHu3MoB DCA.

4. UccnenoBath (axtopsl, onpeneistonme 3PppektuBHOCTs padoter PCA B
YCJIOBUSIX OCBEILLIEHHUS Pa3HOTO CIIEKTPaIbHOTO COCTABA.

5. U3yuutsb aktuBanuio pH-, penokc- 1 MUrMeHT-3aBUCUMBIX (POTO3AITUTHBIX
MEXaHU3MOB B YCIIOBHSX HEONTUMAJbHBIX MapaMETpPOB OKpY KarOIIEH
Cpenbl, OLUEHUTh aKTUBHOCTb PA3JIMYHBIX MEXaHU3MOB U UX 3HAUYECHHE IS

AKKJIIMMAaly OpraHru3ma.

B.4. Hayuynas HOBHU3HA

BriepBbie 0OHapykeHa JOJITOBpeMEHHAs (JIUTEILHOCTHIO JI0 HECKOJBKHUX
CYTOK) CTpecC-uHAYIMPOBAaHHAS dKCIpeccus TeHa ¢oTto3ammTHoro Oemka PsbS,

OTBETCTBCHHOI'O 3a ICHCpAlHUIO SHCPro-3aBUCUMOI0 HCDT, Yy HOpEaACTaBUTCIIA



3enénbix Bogopociei (Chlorophyta), 4To CBHUAETEILCTBYET O JIOJITOBPEMEHHOM
ydactuu PsbS B zamure ®CA 3enéHbIX BOAOPOCIEH.

OmnpeneneHa pojib OCHOBHBIX MEXaHM3MOB 3alUThl (POTOCHMHTETUYECKOTO
anmnapata (PCA) B ycnoBusix U30bITOUHOTO ocBelieHus. [TokazaHbl MPUHIUIIBI
CTpaTEruu UCIOJIb30BaHUSI PACTEHHEM PAa3HbIX CBETO3AIIUTHBIX MEXaHU3MOB.

[Toka3aHO, YTO 3HAYEHHE CBETA KENTO-3€JEHOTO CHEKTPAIBHOIO IUAIa30Ha
JUTsl IPOAYKTUBHOCTH PAcCTEHUs! OOYCJIOBIEHO €ro CIOCOOHOCTHIO MPOHHUKATH B
HUKHUE CJIoM Me30(uiuia JUCTa U BriayOb KpoHbI. [lokazaHo, 4TO M3MEHEHUE
conepxanuss CO, u O B cpeAe BIUSET HAa AKTUBHOCTh CBETOBBIX pPEAKIUHN
dboTocuHTE3a M UMHAYKIMIO MexaHu3MmoB 3auuTbl DPCA 0T H30BITOYHOIO
OCBELIEHUS, OpuyéM  MEXaHW3M  yYCTONYMBOCTHU COs-TonepaHTHBIX
MHUKpPOBOAOPOCIIEH K BbICOKOM KOHIeHTpauu CO, OCHOBAaH Ha YCTOMYMBOCTH K
Hu3kuM pH cpenpl. BriepBbie mokazaHo, 4TO MPOHUKAIOIINE aHTUOKCUIAHTHI —
MIPOU3BOIHBIC TUIACTOXWHOHA HHTUOUPYIOT KHUCIOPOJ-BBIJCISIONINN KOMIUIEKC
@OCII, yTOo uUCKIOYAET HMX UCIOJIb30BAaHUE [UJISl CHIDKEHUS OKHUCIUTEIBHOTO
ctpecca B DCA.

Ha ocHoBanuu pa3paboTaHHON AIEKTPOCTATUYECKONM MOJeNn Oejika BIEpBbIC
B PAaMKax €IMHOI0 MOJXO0Ja pacCUMTaHbl CPEAHETOUYEYHBIE 3HAYEHUS PEIOKC-
MOTEHLMAJNOB Bcex perokc-kodaktopoB OCI, sHeprun peopranuszaly peakiui
nepeHoca snekrpoHa B @CI, a taxxe 3Hauenus pK, rpynn (orozamuTHOTO

oenka PsbS 3enénbix Bomopocei.

B.5. Iloj0:keHusi, BLIHOCUMbIC HA 3aLIUTY

1. YcTanoBneHo, uTo 3((EKTUBHOCTh U JIWHAMUKA aKTUBALMU U B3aUMOJAECHCTBUS
0a30BbIX (POTO3AMIUTHBIX MEXAHU3MOB OMNpENEISIeTCS B KaXKIOM Clydae Kak
IPUPOAON CTpeccopa, TaKk M IPUHAMICKHOCTBIO OPraHM3MOB K pa3IMYHbIM
DKOJIOTHYECKUM U CUCTEMATUYECKUM I'PYIIIIAM.

2. ®OTO3aIUTHBIE MEXAaHU3MBI, XapaKTepU3YIOUIHeCs ObICTPON aKTUBALMEH, MOTYT

BBINIOJIHATh OCHOBHYIO 3alIUTHYIO (YHKIUIO Ha (DOHE OTHOCUTENBHO Cllaboit



YYBCTBUTEIBHOCTU 00JIee MEJICHHO MHAYLIMPYEMBIX MEXaHU3MOB K M3MEHEHHUIO
BHEIIIHUX yCJIOBUM.

. [IpocTpancTBeHHass OpraHu3anus JUCTa BBICIIUX PACTCHUA OOYCIOBIMBACT
BAXHYIO0 posib ciabo mornomaemMoro kommnoHeHta ®AP (uznydenust B kEnTo-
3€JICHOM CIEKTPAJIbHOM JHMAaNa30HE) B YBEJIWYEHUU MPOTYKTUBHOCTH PACTEHUS
(o 50%).

. Ctpecc-unnyuupyemas 3amutHas ¢yHkuus Oenka PsbS — yuacTHHKa sHepro-

3apucuMoro HOT Bo3HHKIA B IpOLECCE 3BOJIOLUU Y 3€JIEHBIX BOJIOPOCIEN

(Chlorophyta) 1o e€ nosiBieHus1 y BbICIINX PACTCHUH.

B.6. JIuuHbIii BKJIaJ aBTOpPa

Coop u® aHanmu3 JUTEPATypHBIX JaHHBIX, (OPMYJIHpPOBAHUE LEIH
UCCJIeIOBAHMS U MTOCTAaHOBKA KOHKPETHBIX 3a/1a4, BEIOOpP METOJI0B U pa3paboTKa
HKCIIEPUMEHTAJIBHBIX MOJAXO0J0B I OCYILUECTBIEHUS HCCIEI0BaHUsA, aHAIHU3
DKCIIEPUMEHTAJIbHBIX JIaHHBIX, MHTEpPIpETauusi pe3yJbTaToOB, MOATOTOBKA
nyOMuKaIuMil U AOKJIAI0B MO TeME IUCCEePTAMOHHOW paboThl. YacTh padoT mo
TE€Me TUCCEPTALlMU BBITIOJIHEHA COBMECTHO C COTpYAHUKAMH Kadenp 6nodusnku
u oOmei ¢usuku duzndeckoro ¢akynaprera MI'Y um. M.B. JlomoHoCOBa,
Kadenap OHOMHXKEHEPUH, (PU3MOJOTHUM PACTEHUH, MHUKOJOTMU U aJbIOJOTHUHU
ouonoruueckoro Qakynprera MIY, HUU wmwuroumxenepun MIY, HUU
buszuko-xumuueckoit ouonmornn umenu A.H. benoszepckoro MI'Y, UucTuTyTa
anekrpoxumuu uM. A.H. ®pymkuna PAH, MactutyTa 6M00praHnueckoi XuMuu
uM. AxagemukoB M.M. Illemsaxkuna u FO.A. OpumnamkoBa, HoBocuOGupckoro
MHCTUTYyTa oprannueckor xumuu umenn H. H. BopoxnioBa CO PAH, NucTuTyTa

XUMUYECKON KNHETUKH U ropennst uMm. B.B. Boesoackoro CO PAH.

B.7. Amnpobanus padoTsl

OCHOBHBIE MOJIOKEHUS AUCCEpPTAIMU MpeAcTaBiaeHbl Ha 9-M u 10-m cbe3nax

Poccuiickoro ¢gorobuonoruueckoro odmiectBa 1 Beepoccuiickoil koHpepeHInn
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“CoBpemennsbie nmpoosemsl portodouoniorun’ (Llencu, 2023, 2021); va 10-ti u 11-
i MexayHapoaHbelx kKoHpepeHuusx «Photosynthesis and Hydrogen Energy
Research for Sustainability» (CramOyn, 2023; Cankr-IletepOypr, 2019); Ha
MexayHapoaHo koHdepeHimu 10th International Voevodsky Conference
“Physics and Chemistry of Elementary Chemical Processes” (HoBocubupck,
2022); na Bcepoccuiickoit KOH(pEpeHIIMH C MEXIYyHapOIHBIM yyacTueMm «OT
NEPBUYHBIX TMPOIECCOB (POTOCHHTE3a [0 albTEPHATUBHON JHEPTETUKI»
(ITymuno, 2022); na mexmyHapoaHoit koHpepenmmu «Magnetic Resonance —
Current State and Future Perspectives» (Kazanb, 2019); Ha nepom EBpomneiickom
KOHTpecce mo wuccienoBanusM ¢otocuHTe3a (1st European Congress on
Photosynthesis Research, ePS-1; Vmncama, 2018); na wMexayHapomaHou
koHpepeniuu «Photosynthesis Research for Sustainability — 2014» (Ilymiuso,
2014); na 40-it nayuno#t accambnee Komurera mo KOCMHYECKUM UCCIIETOBAHUSIM

(40th COSPAR Scientific Assembly; Mockga, 2014).

B.8. Ilyboumkanumn

Y aBtopa umeerca 56 mnyOnMKanuil B MEPUOJUYECKUX PELIEH3UPYEMBIX
HAy4YHBIX M3JaHUSIX U OJHa MOHOrpadus, W3 HHUX IO TeMe auccepTanuu — 28

Hay4YHBIX CTaTe B MHJAEKCUpyeMbIX 0a3ax naHHbix Web of Science, SCOPUS u

RSCIL

B.9. Crpykrypa 1 00beM auccepTaALUN

Juccepranys u3nokeHa Ha 222 cTpaHMLIax U coAepkut 90 pHCYHKOB u 9
Tabmun. [luccepranus BkiIoyaeT 9 riaB, B TOM 4YHCIEe 0030p JHUTEpaTypHI,
ONHCAaHHWE METOJIOB HCCIIEOBaHMUsSI M pe3yibTaThl palbOThl, MX OOCYXkIEHUE,
BBIBOJIbI, CIIUCOK LIMTUPYEMOM JUTEPATYpbl U3 265 HaWMEHOBAHMI, a TaKkKe

IMPHUIIOKCHHC.
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I. I'naBa 1. O030p JuTepaTyphbl.

K HacTosmemy BpeMeHH AETalbHO U3y4YeHA CTPYKTypa (POTOCHHTETUYECKOTO
anmapara pacTeHHUil, IOCJIEeI0BATENbHOCTh (DOTOMHIYLIMPOBAHHBIX pEaKLUH,
IIpoTeKaronmx B HEM. HavanoMm Bcel LENOYKH peakUMil SBISIETCS MOTJIOIIECHUE
KBaHTa CBETa NUTMEHTaMu (POTOCHHTEeTHYEeCKOW aHTeHHbl. OOpaszoBaBiIeecs
BO30YKAEHHOE JIEKTPOHHOE COCTOSIHME MOJIEKYJI MUTMEHTA, B KOHEYHOM UTOTE,
3aXBaThIBACTCA PEAKLMOHHBIM LEHTPOM OJHOH u3 (oTocucteM. IIpoucxomsiiee
BCJIE/ICTBUE OTOrO0 IMEPBUYHOE pa3/EICHUE 3apsJ0B BBI3BIBAET IEPEHOC
AJIEKTPOHA, CONPSDKEHHBIM C TEPEHOCOM MPOTOHOB BHYTPh TUJIAKOWUJIOB
(3aMKHYTbIE MeMOpaHHbIE oOpa3oBaHUs BHYTpPH XJIOPOILJIACTOB).
OOpazoBaBiuiics MPOTOHHBIM TMOTEHIMAN UCIOJb3yeTcs st cuHTe3a ATP, a
NepeHecéHHblE MO  BCEW LMW  BJEKTPOHBl — 11 oOpa3oBaHUS
BocctaHoBuTeabHOM cwibl (NADPH). ATP u NADPH B nanbHeiimem
UCIOJB3YIOTCS B OMOCHHTETHMYECKMX peaklusX W, B IEPBYI Ouepenb, B
peakusax puxcauu yraepoaa (I'osunmxu u ap. 1987; Pyoun 2004).

OpHako cBeT, HEOOXOAUMBIM pacTeHUsM A (OTOCHHTE3d, MPENCTABISAET
OMACHOCTh IPHU H30BITOUHBIX [03aX OOIYUYEHHS: <JIUIIHUN» CBET MPHUBOJIUT K
HAKOIJIEHUIO AIIEKTPOHHO-BO30Y XK AEHHBIX COCTOSIHHI OCHOBHOTI'O
(POTOCMHTETUUYECKOTO MNUIMEHTa, XJIOpo(Quiia, KOTOpblE, B CBOIO OYEpPE.b,
IPOBOLMPYIOT OKucauTenbHbil cTpece (Apel and Hirt 2004; Sharma et al. 2012).
B cBsi3u ¢ 3TUM Bce HbIHE KUBYILME IPYIIbl PACTEHUM BbIPAOOTAIN MEXaHU3MBbI
3aluUThl OT M30BITOYHOro ocpemeHus (puc.l.l). K 3ammrHbeIM MexaHu3MaM
OTHOCSITCSl Pa3lM4YHbIe CIOCOOBI CHIKEHHSI KOJUYECTBA TMOTJIOIIAeMOIo CBETa,
OTJIMYAIOIIKECS IO MEXaHU3MY U XapaKTepHbIM BpeMeHaM (PYHKIIMOHUPOBAHUS,
(1) Ha ypOBHE JHCTa B LEJOM (M3MEHEeHHe (POPMBI WIIM PACTIONOKEHHSI JTUCTA IO
OTHOLICHHIO K MaJallleMy CBeTy, oOpa3oBaHHME 3alllUTHOIO OIYIIECHUS WU
OKpacKH, JKpaHupyoumx ¢orocunreTnueckuii ammapat (COJOBUEHKO U
Mepsnsk 2010)), (i1) Ha ypoBHE KIETKH ((POTOTPONMUH-3aBUCUMOE TTEPEMEIIICHUE

xsoporutactoB (Kasahara et al. 2002; Heber et al. 2007; Suetsugu et al. 2016))
12



iy (111) OTACIBHBIX MUTMEHT-OEJIKOBBIX KOMILJIEKCOB (M3MEHEHHE OpTraHU3aIuu

N KOJIHN4YCCTBA q)OTOCHHTeTI/I‘ICCKI/IX AHTCHH IIpU KaXXAOM PCAKIIMOHHOM LICHTPC

(Anderson and Andersson 1988; Wientjes et al. 2013).

TyweHwe Bo30y#OEHHBIX COCTOAHMA XxnopodKnna:

Poct cogepwanua PsbS u Tywawwx kapoTHHougos

CHAEHWE NOFNOWEHWA CaETa: CHieHNE NOTASWEHWA CBETA CHWHEHWE NOMOLWEHWA CBETA:

FHPAHKPYIOLLWE CTRYKTYRE AHATOMUHECKUE XapAKTEPUCTHEM NUCTa, COKpaLLEHUE CONeKaHiA
[ONYLIBHWE, IKIOCKENET KNETKM), nepepacnpefenskue XNoponnacTos AHTEHHEIX KOMMNEKCOB
SHPAHHPYHOULIME NHIMEHTE! B KneTke

Puc. 1.1. OcHoBHbIe MexaHu3MBI 3aIATEI PCA 0T H30BITOYHOTO OCBELICHUS

CrnenyrommmM «pyOexoM OOOpOHBI» ciykaT (1v) MEXaHWU3MbI JI€3aKTHBAIIUU
BO30YKAEHHBIX MOJIEKYJI XJI0pO(HIuIa, K KOTOPO OTHOCST «HE(HOTOXMMHUIECKOE
TYIIEHUE», TMPU KOTOPOM TMPOHMCXOAUT TylIeHue (iyopecueHnun xiaopoduiiia
(Niyogi and Truong 2013; Demmig-Adams et al. 2014; Ruban 2016). B
HeporoxumuueckoM TtymeHnn (HODT) aktuBupyercs TeruioBasi JHCCUTIAIUS
9HEPrur BO30YXAEHHBIX COCTOSHUN Xyopodwiia. Beimensor Heckoibko (a3
HOT (nmo wmexaHu3My H XapaKTepHOMY BpEMEHU WHIYKIMH), HauOosee
CYIIECTBEHHOW U OBICTpOM M3 KOTOPBIX SBISETCS TaK HA3bIBAEMOE
sHepro3asucumoe Tymenue (qE). qE, kotopoe HemocpencTBeHHO aKTUBUPYETCS
IpU DHEPru3alii TWIAKOUTHOW MeMOpaHbl, HAaYMHACT MPOSBISATHCS TPHU
BEJIMYMHE TpaHCMeMOpaHHOUW pa3HocTH pH OKOJO eauHMIBI U Jajnee pacTeT ¢
poctom ApH (Johnson and Ruban 2011). dpyrumu xommnonentamu qE ciyxar
(iv-a) HekoTopeie (GOopMbI KApPOTUHOUIOB (Y BBICIIUX PACTEHUH U 3€JIEHBIX
BOJIOPOCJICH 3TO, B MEPBYIO OYEPEb, 3€aKCAHTUH M AHTEPAKCAHTUH; y JPYTHUX
TPYyNIl BOAOPOCTEH Ty e POJib MOTYT UTpaTh APYTHe KapOTHUHOMJBI, HAIIPUMED,
JUATOKCAaHTUH Yy JMATOMOBBIX BOJOpOCiei) u (iv-0) OCNKH, CXOXKHE I10

CTpOCHUIO ¢ OenkamMu (POTOCHHTETHUECKOW aHTCHHBI. Y BBICIIMX PACTEHUU 3TO
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— npeumyiectBeHHO PsbS, komnoneHnt dorocucremsl 11 (OCII), y Bogopoceit
— LhcSR u 6muskue xk Hemy LHCX 6enku. Cxema, WUTIOCTpUpPYIOIIAs IMyTH

aktuBauun HOT B xsnopomnacrax, npuBejeHa Ha puc. .2.

qT qE ql

Puc. 1.2. OcHoBHble nyTu aktuBanuu HOT B xsnoporiactax

AxtuBHble  (QopMmbel  kuciopoga (ADK), KkoTopple XOTI U MOTYT
0o0pa30BBIBaTbCSI B  XJIOPOIUIACTAX HECMOTPS Ha IMEPEUMCIICHHBIC BBIIIE
MEXaHU3MBbl 3aIUThl, (V) 1€3aKTUBUPYIOTCS aHTUOKCUAAHTHBIMU (epMeHTaMU
kinetkn  (Edreva 2005; Sharma et al. 2012). «IlepBuunbiey A®DK

(menocpeacTBeHHO oOpa3yembie mpu B3aumoaercTBur O, ¢ ®CA), CUHTIICTHBIH
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xucaopon (10,) m cynepokcun (O;7), )KMBYT B YCIOBHUAX KIETKH OTHOCHTEIBHO
Heoro (mopsiKa 10%c u 107'c, COOTBETCTBEHHO), HO JOCTaTOYHO, JJis
anbdy3un HA 3aMETHOE PACCTOsSHME OT MecTa o6paszoBanus (107 M 'm 107 m)
(Dmitrieva et al. 2020; Khorobrykh et al. 2020). Bmecte ¢ tem, O, npu
JUCMYTalluu 00pa3yeT MEepOKCHA BOJOPOJ]A, KOTOPBIM, Hapsay C y4acTHEM B
OKHCJIUTEIBHBIX PeaKlusax, urpaetr curnainpuyto poiub (Khorobrykh et al. 2020).
Hakonen, Hapsiny cO BCEMH 3THUMH MEXaHU3MaMH 3allUThl B XJIOPOIUIACTaX
OpPOUCXOAUT (Vi) aKTUBHBIM ~ pe-CHUHTE3  MOBPEXAEHHBIX  KOMIIOHEHTOB
dborocunTeTnueckoro amnmapara (PCA) (Nishiyama and Murata 2014).
M30bITOYHOCTS TAJAIOUIEr0 HA pAcTEHUE CBETa [0 OTHOUIEHUIO K €ro
MOTPEOHOCTSIM  OTPENENIETCS HE TOJIBKO COOCTBEHHO |) MHTEHCHBHOCTHIO
OCBEUIEHUS, HO W 2) IPYTUMHU HKOJOTHYECKUMHU (DAKTOpaMu: TEMIIEpaTypoH,
JOCTYMHOCTBIO BOJIbI U 3JIEMEHTOB MUHEPAJIHHOTO MUTAHUS, Ta30BBIM COCTaBOM
atMoc(epsl, HATMYMEM B aTMoc(depe WM MOYBE MOJUIIOTAHTOB, OKA3bIBAIOIINX
UHTUOMpYIOlllee  JCWCTBME Ha  mpolecchl  (OTOCHHTE3a WM  HHBIE
¢uznonornueckue  ¢GyHKUMM ~ pacreHus.  Mmeer — 3HaueHuWe — Takke
3) crieKkTpanbHBIM CcOCTaB CBeTa, MOJyd4aemMoro pacteHueM. llpu oTKIoHEeHHH
KaKoTO-JIM0O0 W3 TIEPEUMCIECHHBIX OSKOJOTHUECKHX (AaKTOPOB OT 0O0JacCTH
ONTHUMAJIbHBIX 3HAUYEHUN pACTEHHE OKa3bIBAE€TCS B CTPECCOBBIX YCIOBHUSX, B
YCJIOBUSIX YTHETEHUSI T€X WJIM UHBIX €ro (PU3HOJOruYecKuX QyHKIMM. YTrHEeTeHne
KaKoW-1100 (yHKIUHU, KaK MPaBUIIO, MPUBOJIUT K CHUXKCHHIO MHTEHCHUBHOCTHU
ACCUMWISIIMUM M TOCJEIYIOLIEro MCIOJb30BaHUsl aTrMoc(epHoro yriepoja
pacTeHueM. JTO, B CBOI Ou€pe/lb, CHW)XAET HCIOJIb30BAHUE PACTEHUEM
MPOIYKTOB CBETOBOM (ha3pl (GOTOCHHTE3a W TEM CaMbIM MPUBOJUT K
NEPEBOCCTAHOBJICHUIO KOMIIOHEHTOB 3JEKTPOH-TPAHCIIOPTHOM 1enu  (myJia
XUHOHOB M Ko(akTopoB Ha akuentopHbix ydactkax ®CI u ®CII), kotopas, B
UTOTre, CTaHOBUTCA MecTOM reHepaunn ADK npu BocCTaHOBIEHUHU aKLENTOPHON
yacti OCII 3a cy€T 0HOAIEKTPOHHOTO BOCCTAHOBJIEHUS Kuciopoa 10 Oy uinu
ke obpasoBanus 'O, B antenHax MCII. Takum 00pa3oM, MOHHMKAETCS IOPOT

CTpPECCOBOI'O BOSIICﬁCTBPIS[ maaaromero CBETa. Takum 06p8,30M, IMPaKTHYCCKU
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JAr00ble HEOJNAronpusTHBIE BO3JCHCTBUS Ha pacTEHUE, B KOHEUHOM MTOTE,
CO3/aI0T YCJIOBMSI M30BITOUHOCTH CBETA JJIsl 00€CIeUeHNs HOpMalIbHON paboThI
®CA, BbI3bIBasE B HUTOre OKUCIUTENbHBIM cTpecc. @CA B 3THX YCIOBHUSX
OKa3bIBAaeTCsl OAHUM M3 HauOoyiee YSI3BUMBIX JJIEMEHTOB PaCTUTEIBHOIO
OpraHu3Ma M OJHOBPEMEHHO KIIIOYEBBIM PYOEKOM €ro 3alUThl OT BO3ACHCTBUS
CTpecCOBBIX (aKTOpoB. DTO AenaeT Bompoc O (yHkuuoHupoBanuu DOCA B
YCIIOBUSIX CTpecca M MEXaHM3Max €ro 3allUThl OT H30BITOUHOTO OCBEILEHUS
aKTyaJIbHBIM Kak JJis1 pyHIaMEeHTAJIbHBIX, TaK U MPUKIAIHBIX UCcienoBaHui. 13
CKa3aHHOI'O BbILIE BUIHO, YTO JIFOOBIE CTPECCOBBIC YCIOBUS B KOHEYHOM HTOTIE
IPOBOLMPYIOT PpPa3BUTHE CBETOBOTO CTpecca M aKTHUBALIMIO BCero Habopa
¢dorozammutHbIX MexaHu3MOB DCA. OgHako poJjib OTAENBHBIX MEXaHH3MOB B
oO11ell CBETO3aIMTHON peaklUuu U TO, B KaKOW CTENEHH OHM XapaKTEepHBI IS
CTPECCOBBIX (PAKTOPOB pa3HOM MPHUPOIBI, BO MHOTHUX CIy4asX OCTa&rcs
HESCHBIM. Tak, OCTalOTCSA HEACHBI OOIHEe 3aKOHOMEPHOCTH mpoduieit
aKTUBALMU CBETO3ALIMTHBIX PEAKUUN MOJ ACHCTBHEM pa3IMYHBIX CTPECCOBBIX
dakTopoB (Mo nmpodusieM aKTUBAIMK MBI 1ajiee Oy1eM MOHUMAaTh COBOKYITHOCTh
JUHAMHYECKHUX XapaKTEPUCTUK CBETO3AILUTHBIX MEXaHU3MOB, OMMCHIBAIOIIUX UX
CTENEHb U JUHAMUKY aKTHBALMU B XOJI€ OTBETA HA CTPECCOBOE BO3AciicTBUE). B
TO K€ BpeMsl, TOHUMaHUE ATUX 3aKOHOMEPHOCTEH MO3BOIHIIO ObI TTy0XkKe MOHATH
npuHuunel aganrtaqud @CA K U3MEHSIOIUMCS YCIOBUSM Cpellbl U YTOUHUTH
HAaIllM TPEACTABICHUS O MEXaHM3MaX YCTOWYMBOCTU (HOTOCHHTETHUECKON
(YHKIMM K JEHCTBUIO HEOJIaroNpHUATHBIX 3KOJOTHYecKuX (GakTopoB. B cBA3M C
3TUM, B JAHHOM paboTe U3ydeHbl NPOPUIN aKTUBALMHN CBETO3AILUTHBIX PEaKIUi
®CA mpu AeicTBUM pa3IUYHBIX CTPECCOBBIX (DAKTOPOB M MpOaHAIU3HPOBAHA
pOJIb  OTAENBHBIX CBETO3alIMTHBIX MexaHu3MoB ®OCA B o0meMm crpecc-
UHAYLIUPOBaHHOM oTBeTe. Llenpio paboThl cocTosia B TOM, YTOOBI ONPEAETUTh
CTpAaTEruio UCTOIb30BaHUS PACTEHUEM Pa3HBIX 3aLIUTHBIX MPOIIECCOB U BHIIBUTH

HX POJIb ITPU PA3JIUNIHBIX CTPCCCOBBIX BOSI[GﬁCTBHﬁIX.

16



Himxe Ml PACCMOTPHUM OCHOBHBIC MCXAHU3MbI 3alIUThI OCA pacTCHuA OT
CBCTOBOI'0O CTpE€CCa M HMX B3aMMOCBA3L C BOBI[@ﬁCTBPI@M CTPECCOBBIX q)aKTopOB

Pa3HOU NMPUPOABI.

I.1. Mexanu3msl 3aIIUTHI GOTOCHHTE3UPYOLIUX OPraHU3MOB OT
M30BITOYHOI'O0 OCBEIICHHS

Mexanu3mbl 3amuTbl @PCA 0T HM30BITOYHOTO OCBEIICHUS MOKHO YCJIOBHO
pa3AenuTh Ha YEThIpE IPYMIbl: MEXaHU3MbI a) CHIDKAIOIINE MOTJIONICHUE CBETA B
®CA, 0) cHmwxaoume BpeMs JKU3HH BJIEKTPOHHOTO BO3OYXKICHHUS B
(OTOCMHTETUYECKON aHTEHHE, B) JAC3aKTUBUPYIOLIUME AKTHUBHBIE (HOPMBI
KUCJIOpoAa, oOpasyromuecss B pe3yjbTaTe cTpecca, W TI) 00ecrneunBarolye
penapanuio noBpexa¢Hapx kKommoHeHToB @CA (Pascal et al. 2005; Curien et al.
2016; Nawrocki et al. 2016). B To Bpems kak mocjeaHHE JBE IPYMIbl 00Ja1at0T
JOCTAaTOYHO MIMPOKMMH (YHKIMSIMHU B OpraHu3Me, IepBble JABe B Ooubliei
crenean crenubuyasl A 3ammThl @CA 0T HM30BITOYHOTO OCBEIICHUS U
peanu3yroTcs Kak Ha OMOXMMHYECKOM WJIM OPTaHEeIbHOM, TaK U Ha KJIETOYHOM
U Mop(doJoruueckoM ypoBHAX. Tak, CHMU)KEHHME KOJWYECTBA MOTJIOMIEHHOTO
®CA cBera 3a cu€T yMEHbIIECHUS TOTJIOUICHHS CBETA BCEM OPraHU3MOM B IIEJIOM
XapaKkTepHO KaK JIi MHUKPOBOJOPOCTEH, 3a CYUET OTPHUIIATENBHOTO (poTOTaKCcucCa,
TaKk M JO7s8 pacTeHui, oO0Jajalmux JucTtocteOenbHOn (opmon  (Mxu,
JUIIANHUKH, COCYAUCTBIE PACTEHHS), 32 CUET TIepepacipeiesieH s XJI0POILUIacTOB
B kietke (Kasahara et al. 2002; Sztatelman et al. 2010).

Bropas rpymma wMexaHu3MOB  (YHKIMOHUpPYET, B OCHOBHOM, Ha
ouoxumuueckoM  ypoBHe  opranuzamuun  DPCA. Cpenu  MexXxaHH3MOB,
pacnpocTpaHEHHBIX B OOJNBIIUHCTBE Tpynn (HOTOTPO(HBIX OPraHU3MOB, MOKHO
Ha3BaTh TaK Ha3plBaeMoe 3Hepro3aBucuMoe TyuieHue (qE), BHOIakcaHTHHOBBIM
IIUKJ, arperanys aHTEHHbIX KOMIUIEKCOB U WX NepepaclpenesieHue MExXIY

doTtocucremamu (state transition) (Nawrocki et al. 2016). Bce nmepeunciennbie
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MCXaHHU3MbI — CBETOAKTUBUPYCMBIC, OHHU JOCTATOYHO 6I>ICTpO HHAYLHIUPYIOTCA U

peNIaKCUpYIOT (XapakTepHble BpeMEeHa — MOPSAKa SUHUI] U IECSITKOB MUHYT).

L1.1. Hepomoxumuueckoe myuienue

OcrtaHoBuMca ~ moapoOHee  Ha  JTOM  KOMIUIEKCE  MEXaHM3MOB,
o0ecrevynBarOMX TyIIEHHE BO30YXACHHBIX (OpM XJOopouiia C paccesHueM
PHEpPrUM B BHUJAE Temla. B pe3ynabTaTe CHMXKAETCS BEPOSTHOCTh pEAKLIUU
BO30Y>KAEHHOTO XJopouiuia C pacTBOPEHHBIM B CpelAe KHUCIOPOIOM W,
clenoBaTeNlbHO, 00pa3oBaHus akTHBHBIX (opM kucimoponaa (Miiller et al. 2001).
OTOT MpoLEecC  COMPOBOXKAACTCA  JIETKO  JETEKTUPYEMBIM  CHHIKEHUEM
MHTEHCUBHOCTU (PIIyOpECICHIIMU XJIOpO(PHIIIa, MO3TOMY €r0 4YacTO HAa3bIBAIOT
Takke He(pOoTOXUMHUECKMM TymeHueM (Quyopecuenuun (HOT; snurer
«He()OTOXMMHUYECKOe»  O3HayaeT, 4YTO »dSTO TyIIEHHE HE CBA3aHO C
doToxumMmuueckoil peakuyen B GOTOCUHTETUYECKOM PEaKIIMOHHOM LIEHTPE).

B naOnrogaeMOM CHMYKEHMM KBAHTOBOTO BbIXOJAa (uiyopecueHuMH XJI, Kak
npaBuio, OTYETIMBO HaOmomaroTcst Heckonbko (a3. Camas  ObicTpas,
IPOTEKAOLasi B CEKYHJHOM [Mana3oHe BPEMEH, ONpelessercs oOpa3oBaHUEM
ApH Ha TwiakongHOW MeMOpaHE M HA3bIBAETCS SHEPro3aBUCUMBIM (TaKkKe
sHepretnyeckuM win  pH-3aBucumbiM) HOT (qE). U3menenus npyrux
XapakTepuCcTUK cuctembl 3ammTel @CA nNpuBOASIT K BO3HUKHOBEHHIO Ooiiee
meaneHHpix (a3 uHaykuun HOT. HOT obecneunBaercs B3auMOIECHCTBUEM
HECKOJIbKMX MOJIEKYJISIPHBIX KOMIIOHEHTOB — MUTIMEHTOB KcaHTtopumioB (Kc)
(Demmig-Adams 1990; Garcia-Plazaola et al. 2012) u 6enkoB, T0KaJIU30BaHHBIX
B TWJIAKOWAHONW MeMOpaHEe U B3aMMOCHCTBYIOIIMX C KCAaHTO(DUIUIAaMH W/WIH C
(POTOCMHTETUUECKUMHU AHTEHHBIMM KOMIUIeKcamMu. WM3BecTHO [1Ba Oelka,
HernocpencTBeHHo obecneunBaromux HOT: Light-Harvesting Complex Stress-
Related proteins (LhcSR) (Peers et al. 2009; Pinnola 2019) u koMmoHeHT
dorocuctembr Il (DOCII) PsbS (Li et al. 2002). ObGa Oenka OTHOCSATCS K
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cynepceMeincTBy aHTeHHbIX OenkoB. IlokazaHo, 4To B oTcyTcTBHM Oenka PsbS
OCA ne nposBisger HOT 1 4yBCTBUTENICH K MOBPEXKAAIOIIEMY JICMCTBUIO CBETA,
B TO BpeMs KaK B T€HETUYECKA MOAUGDUIIMPOBAHHBIX JTUHUSAX, COACPIKAIIUX €TO
MOBBIIIIEHHOE KoJMuecTBO (oBepakcnpeccopel PsbS), H®T wu 3ammra ot
noBpexaeHnii ®CA u30bITOYHBIM CBETOM BBIPAXKEHBI CHIBHEE, YEM B JUKOM
tune (Sirikhachornkit and Niyogi 2010; Erickson et al. 2015).

benok LhcSR nMeeT mpocTpaHCTBEHHYIO CTPYKTYPY, CX0XKYIO CO CTPYKTYpOi
muHopHOW aHTeHHbl @OCII (CP29) wnum monomepoB komiekca LHCII
(BKJIFOYAIOIIYIO TPU TPAHCMEMOPAHHBIX allb(a-CrupaibHbIX CTOJ0a), ¥, MOI00HO
UM, Takxke cBsa3biBaeT Moiiekylisl Xia u Kc (7 monekyn X a U onHy
JONOJHUTENBHYI0 MOJIEKYJTy X a wiu b u 3 wim 4 monekynbsl Kc, Briatoyas
motenH W BuosakcaHTwH) (Guarnetti Prandi et al. 2022). CymectBytoT
pa3iuuHbIe MPEICTaBICHUS O TOM, KakuM o0pa3oM LhcSR wnm Gnuskue k Hemy
oenku LHCX BBI3BIBAIOT TyIIEHHE 3JEKTPOHHOTO BO30YXKAEHUS XJI B aHTEHHE:
3a cu€T mepeHoca Bo30yxkaeHus ¢ Xia Ha Kc ¢ mocnemyromieit ObicTpoit
kouBepcuein Kc* B Kc, 3a cuér mepenoca anexrpona ¢ Kc ma Xo, uinu e 3a c4e€r
00pa30BaHMsI SKCUTOHHOTO COMpshKeHUs: Mexay moiiekysiamu Xia u Kc (Pinnola
et al. 2016; Park et al. 2019), ommako, B m000M W3 3THUX CIy4acB
npenmnosaraercs, 4o iMeHHO LhcSR sBisiercs neHTpom TymieHus.

HexoTopoe BpeMsl aHaJOTHYHBIA MEXaHW3M TYIICHHS MpEanoaraics U s
PsbS (Li et al. 2000b; Aspinall-O’Dea et al. 2002a). OnHako MOSBUBIIHECS B
2000-x rr. maHHele 0 Omoxumuyeckux cpoicTBax PsbS (Dominici et al. 2002), a
Takke 1o myrtarenedy PsbS (Bonente et al. 2008a), a 3arem u naHHBIE O
TpExMepHOU cTpykType »Toro Oenka (Fan et al. 2015) mokazanu, 4yTto OH He
COACPKUT MOJIEKYJ mUrMeHToB. B otiauuue ot LhcSR u anTennbix 6eiakoB PsbS
UMeEeT JOMOJHUTENbHYIO (YETBEPTYI0) TPAaHCMEMOpPAaHHYIO CrHpaih U Oojee
KOMITAaKTHYIO CTPYKTYpPY, KOTOpasi HE OCTABJISIET TOCTATOYHO IMPOCTPAHCTBA IS
ceszpiBanusl X U Kc (Fan et al. 2015). B cBsa3u ¢ 3TUM BBICKa3bIBAIOTCS
pa3iuyHble THUMOTE3bl O BO3MOXKHOM MeXaHu3Me yuactusi PsbS B Tymenun

B036y}KI[eHI/I}I B AHTCHHCE, nmpeamnoiararonmmue €ro B3aUMOJCHCTBHUE
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(HenmocpeACTBEHHOE WM ¢ ydactheM Mmojekyd Kc) ¢ Oenkamu BHEHIHEH H
BHYTPEHHEN AaHTEHH W TMEPEKIIOYECHHE CaMUX OTUX AHTEHH B «TYILIAIIEe»
COCTOSIHHE. OJTO IMEPEKIIOYEHUE COINPSIKEHO C KIACTEPU3ALMEN BHEIIHUX
anTeHHbIX KoMmIuiekcoB DCII, LHCII (Ruban and Wilson 2021) u, Bo3MOXHO,
cBA3aHO ¢ u3MeHeHueM B3aumoaencteuss LHCII ¢ ux AMOUaHbBIM OKpYKEHUEM H,
KaK pe3ysbTaT, UX MOABMXKHOCTH B TuiakougHor memOpane (Daskalakis et al.
2019). Tlocne Toro, kak oOHapyxeHO, 4TO PsbS moxeT cyimiecTBoBaTh B
TUJIAKOUJTHOW MeMOpaHe Kak B (opme MOHOMEpa, TaKk M TOMOAMMEpA, MPUUEM
COOTHOIIIEHME MOHOMEp/IMMEp OOpaTUMO H3MEHSAETCS CBETOMHAYLIUPOBAHHBIM
oOpaszoM (npu cHukeHun pH paBHOBecHue CIABUTaeTCs B CTOPOHY MOHOMEpPHOM
¢dbopMbI), B KaueCTBE OJHOW M3 OCHOBHBIX paccMaTpuBaeTcs rumoresa, yto pH-
3aBucuMas aktupaiusi PsbS oOycioBieHa ero mnpeBpamieHUEM M3 JUMEpa B
moHomep (Bergantino et al. 2003). Drta MoHOMepH3anus OMPOBOXKIACTCS
u3MeHeHueM pacmnonoxenus PsbS Buytpu cynepkomiexca ®CII, a umeHHo
accolMalyeii MOHOMEPOB CO CBETOCOOUPAIOIIMMU aHTEHHaMH, B TO BpEMs Kak
JUMEpPbl UMEIOT TeHIeHIuIo accouuupoBatbes ¢ sapom DCII. HemaBuo Ob110
BBICKA3aHO MPEANOJIOAKEHNE, YTO NEPEXObI JUMEP-MOHOMED, B CBOK OUYEPEND,
CBSI3aHBI C U3BMEHEHUSIMHU B JIBYX KOPOTKUX ambunatuueckux cnupansx H2 u H3
Ha JIOMEHaJIbHOU cTopoHe Oenka. Tak, manueie SAMP- u HK-cnexkrpockomnuu
BBISIBIJIM TiepeMelnenue cnupanu H2 B 6enke PsbS mxa Physcomitrella patens v3
BOAHOM (ha3pl B MeMmOpaHHYI0 M mepexon H3 u3 cermeHnra metiau B CHupalb,
BbI3BaHHBIM MPOTOHUPOBAHUEM KIHOYEBbIX oOcTaTkoB riaytamara (Krishnan-
Schmieden et al. 2021).

OnHako, HE3aBUCUMO OT  MOJIEKYJSIPHBIX ~ MEXaHHU3MOB, KOTOPBIMU
obecneunBaetrcss LhcSR- u PsbS- 3aBucumMoe TymieHue, mnosjarator, 4To KaXKIbId
U3 OJTUX OENKOB CIYyXHUT JAeTeKTopoM pH B TunakougHoMm JIOMEHE W,
CJIeI0OBATENIbHO, oOecneynBaeT 3Hepro3aBucuMbli KomnoHeHT H®DPT (qE). A
MMEHHO, 3aKHCIICHHUE JTIOMEHA NPUBOJUT K MPOTOHUPOBAHUIO 3KCITOHUPOBAHHBIX
B JIIOMEH aMHHOKHCJIOTHBIX OCTaTKOB U 00pa30BaHUIO LIEHTPA TYLICHHUS B CAMOM

OcJKe WM KE B KOHTAKTHPYIOIIUX C HUM AHTCHHBLIX KOMILICKCAX. bonee TOrO,

20



00a Oeyika OKa3bIBAIOTCSl aHAJIOTaMH APYT APyra B 3BOJIIOLIMOHHOMN MEPCIEKTHUBE.
Tak, LhcSR (wm Onuzkue k Hemy LHCX-momoOHble O€IKHM) BBIMOJHSIET
dotonpoTekTopHyto GyHKIUIO y 3en€HbIX (BKiItouas Chlorophyta u Charophyta),
OypbIX, TMATOMOBBIX, FaNTOQUTOBBIX U JIPyTruX rpynn Bogopociei (Niyogi and
Truong 2013; Giovagnetti and Ruban 2018), a taxke MX0B (HACKOJBKO Ham
W3BECTHO, B JIUTEPATypE YIOMUHACTCS JIMIIL TJIABHBIM MOJIETBHBIN OOBEKT W3
aToil rpynnel — Physcomitrella patens - (Alboresi et al. 2010)). On ucyesaer y
COCYAMCTBIX PACTEHUH, y KOTOPHIX €ro (pyHKuMU BHIMOJNHSET Oemok PsbS. YV
MXOB Takke oOHapyxuBaetcsi PsbS, rine on padotaet Bmecte ¢ LhcSR (Alboresi
et al. 2010). Tak, nis MmoaenbHOTO MXa Physcomitrella patens nmoxka3aHo, 4TO B
ctpecc-uaayrupoBanHoM HOT yuactByroT o6a Genka, XOTs OCHOBHOW BKJIaa B
dorozamuty naét LhcSR (Tibiletti et al. 2016), ocobenno npu QiyKkTyHupyromem
ocsemenuu (Gao et al. 2022), yTo cBsi3aHO, CKOpEe BCEro, HE C pa3iuyueM B
saddextuBrOCcTH LheSR 1 PsbS, a ¢ maneim congepkannem nocieanero (Gerotto
et al. 2012). i XapoBbIX BOJAOPOCIEH OBLIO MOKa3aHO, YTO CBETOBOM CTpecc
BBI3BIBAET POCT IKCIPECCUU T'eHa, Koaupytomiero PsbS. ¥V 3enénbix Bomopocneit
reH, koaupyomuii PsbS, 6bu1 00HapykeH B TeHOME, HO JETeKTUPOBATh OEJIOK
WIH OOHApPYXUTh €ro U PepeHnanbHyI0 SKCIIPECCUIO B KAKUX-JINOO YCIOBUAX
J0JITO€ BpeMsi HE YJOaBajloCh, M3 YEro Jejald BBIBOJ OO0 OTCYTCTBUU
(GyHKIHMOHATBHOM aKTUBHOCTU Oefika y 3TOH rpymnmbl (POTOCHHTETUUECKUX
opranu3MoB (Anwaruzzaman et al. 2004; Bonente et al. 2008b). [To3xe ycnoBus,
ctumyaupytomue poct ypoBas MPHK PsbS B kiietke, Obu11 HaliIeHBI 17151 KJIIETOK
MojenbHOM  3enéHoi  Bopopociau  Chlamydomonas  reinhardtii: azoTHOE
rononanue (Miller et al. 2010) u doronepuon (mepexox OT TEMHOTHI K
ocBelleHuio, (Zones et al. 2015)). JIumpb HecKoabKO JIeT Ha3al caMm 6esok PsbS u
CTPECC-MHIYITUPOBAHHBIC W3MEHEHHUS €r0 COJEpKaHus ObUIM OOHApYy>XCHBI B
KJIETKaX MOJIeIbHOM 3en€Hoi Bogopociu Chlamydomonas reinhardtii B OTBET Ha
3HaYuTEIbHOE TOBbIIeHHEe ocBenEHHOCTH (Correa-Galvis et al. 2016; Tibiletti et
al. 2016) wm neperoc u3 TeMHOTHI Ha cBeT (Strenkert et al. 2019). OgHako 3TOT

OTBET OBLI OYCHB KPaTKOBPEMCHHBIM (nopsmKa HCECKOJIBKMX 4YaCOB, XOTA IIpHU
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HU3K0oM KoHueHTpauuu CO, B cpelie €ro yaaBajioCch NMPOMJIUTH Oojiee 4eM Ha
cytkun (Correa-Galvis et al. 2016)), B oTiuume OT 3HAYUTENIBHO OoJjee
nposioHrupoBaHHoro s¢¢ekra crpecca Ha dkcmpeccuto LhcSR. Ha stom
OCHOBaHMHM OBLI CJieJIaH BBIBOJ O BcriomorarenbHoU (yHkiuu PsbS nms LheSR-
3aBucumoro Tymenus (Correa-Galvis et al. 2016).

Hapsiny ¢ PsbS mans LhcSR, kmoueBbimu nerepmunantamu HOT siBasitores
TaKK€ COCTaB MW COJIepKaHUE TNUIMEHTOB (B TMEpPBYIO oOdepeap —
JEATIOKCUANPOBAHHBIX (OPM KCaHTO(MWIUIOB, 3eaKkcaHTWHA (3ea) W JIFOTEWHA
(Demmig-Adams 1990; Garcia-Plazaola et al. 2012)) u coaepkaHue Apyrux
dboronporekTopHsix OenkoB (Hlip, Sep, Elip, PsbS; (Verhoeven 2014)). DOtu
OenKkd TpHUHAIJIEKAaT K  CEMEHCTBY  XJIOPO(MIUI-CBS3BIBAIOIIUX — OEIKOB,
POJICTBEHHBI O€JKaM CBETOCOOMPAIOIIEH AHTEHHbI, HO UMEIOT MHbIE (YHKIUH,
KOTOpbIE€, OJHAKO, HE OO KOHIIAa SCHbI. Tak, BO MHOTMX paloTax IOKa3aHO
BO3pacTaHUEe COJEPKaHMS 3TUX OEJNKOB B KIIETKaX PACTUTEIBHBIX OPTaHU3MOB,
MOJIBEP>KEHHBIX JEUCTBUIO T€X WM MHBIX CTPECCOBBIX (hakTopoB (Zarter et al.
2006a, b; Demmig-Adams et al. 2014) u koppensius UX COAEPKAHUS CO
CTENEHBIO MOBpEeXAEHUM, morydyaembix OCA.

[Tomarator, uyto, B ommuue OT PsbS, koTopwiii obecmeunBaer OBICTPO
peryiaupyeMoe sHepreruyecku- 3aBucumoe (pH-zaBucumoe) HDPT, npyrue
MEPEUUCIICHHBIE BbIIE (DOTOMPOTEKTOPHBIE OENKH, MO-BUAMMOMY, OTBEYAIOT 32
sHepro-HezaBucumoe, koHcTutyTHBHOe HODT (Demmig-Adams et al. 2014).
Onnako, B omimmune oT PsbS, ux konkperHas posp B 3amure DPCA oT
NOBPEXICHUS M30BITOYHBIM CBETOM OCTAETCsl HE BMOJHE siCHOM. Tak, y OenkoB
Elip mokazano Hamuuue 1e0T0 psga (QYHKIUH, CYIIECTBEHHBIX IS
MeTabosiM3Ma IJIACTU] M OOIEeOpraHW3MEHHBIX (YHKIMA, HO HHUKAK He
cesa3aHHblx ¢ H®OT, Takux Kak perymsuus CHHTE3a IPEIIIECTBEHHUKOB
xJopodmilia, ydacThie B CBETO3aBUCHMBIX CUTHAIBHBIX IMYTSAX, 3aITyCKAFOIIHX
npopactanue ceMsH, u ap. (FOpuna u ap. 2013). Jns Hlip/Ohp mnokazano
ydactre B crabmmmsanuu TpumepoB OCI u perymnsamus cuHTe3a TeTParupposioB

(FOpuna u ap. 2013). Hlip/Ohp Taxxe npumnucbiBaeTCsi poJib B TPAHCIIOPTE BHOBb
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CHUHTE3UPYEMBIX MUIMEHTOB U ydacTMM B cOopke o0eux (orocuctem
(Axkynuukuna u ap. 2015). Ha pacteHusix reHeTHYeCKH MOIU(PUIIMPOBAHHBIX
muHuit Arabidopis thaliana oxa3aHo, 4TO OTCYTCTBHUE ATHX OCJIKOB MPHUBOIUT
MOYTH TOJHOMY TOJIABJIEHHUIO (OTOCHHTE3a JaXe MpU ONTUMAIbHBIX JUJIS
dotocunTesa ycnousix (Beck et al. 2017). B To sxe Bpems, psia ApyTrux JaHHBIX
CBUJICTEILCTBYET MpoTuB Hanmmuus y OenmkoB cemerictBa Elip (Hlip/Ohp, Sep)
byHKIMi 3ammTel 0T M30bITOYHOrO ocBerieHus (Casazza et al. 2005; Rossini et
al. 2006).

Jlns Bcex O€lKOB JAHHOTO CeMeWcTBa MPEAnojaraercs CrocoOHOCTb
CBSI3BIBATh MOJIEKYJIbl TUTMEHTOB (Jansson et al. 2000), B ToM 4KcCIie 3alUTHBIE
kapotunouns! (Funk et al. 1995; Aspinall-O’Dea et al. 2002b), xots B nocnennee
BpeMs 3To mnojBepraercsi comHenuto (Fan et al. 2015). Iloka3zano, yto ¢
nHaykuen HOT koppennpyer coxepskaHWe HMEHHO JE3NOKCUAMPOBAHHBIX
dopwm, 3ea u morenna y Beicmux pactenuii (Garcia-Plazaola et al. 2007; Jahns
and  Holzwarth  2012), a  Tak)X€  HECKOJbKHUX  JIOMOJHUTEIBbHBIX
JE3MOKCUIUPOBAHHBIX KCaHTOQMLIOB y Bogopocieil (Lohr and Wilhelm 1999),
B TO BpeMs KaK OSIOKCHIWPOBAHHBIM KCAaHTOPWILT BHUOJIAKCAHTUH JUOO He
yuactByeT B HOT (Gilmore 1997), mubo, mo Apyrum AaHHBIM, HHTHOUPYET €ro
uaaykiuio (Kana et al. 2016). Hecmotps Ha TO, 9YTO MMEIOTCS COMHEHHS B
Heooxomumoctu 3ea i uHAykimn H®T (Johnson and Ruban 2011),
CYIIECTBYIOT W JI0OKa3aTelbCcTBa HemocpeacTBeHHoro yudactus 3ea B HOT kak
HeoOxoaumoro (poroxumuueckoro komrnoneHnta (Holt et al. 2005). ¥V pacrenuit
Opu  JEUCTBUM HU3KUX TeMIepaTryp Ha ¢GOHE HHTEHCHUBHOTO OCBEUICHUS
MOKa3aHO HAKOIUIGHWE 3ea MO0 Mepe pOCTa MHTEHCUBHOCTH CTPECCOBBIX
daxTopoB (Zarter et al. 2006a, b).

Hapsny ¢ 3ea- u Ohp/Sep/Elip/PsbS-3aBucuMbIM TylIeHHEM, TOKAa3aHO TAKXKe
cymectBoBanusi HOT B peakimonnom uentpe (PL]) ®CII, npoucxopsuiee ¢
y4acTUeM KaTHOH-paaukaibHbIX (opm xmopodumna (Bruce et al. 1997,
Schweitzer and Brudvig 1997). [1o-BuanMoMy, OCHOBHYIO pOJIb B 3TOM TYILIEHUH

urpaetr nepBuuHbli goHOp DCII P680+ , a raBHBIM MEXaHU3MOM TYIICHUS
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ABJISIETCA peKOMOMHAIMs pa3aenéHubix 3apsaaoB (Ivanov et al. 2008). [TokazaHo,
4TO0 MHTEHCUBHOCTh HDT 3TOro Thma pacter ¢ MOHWKEHHEM TEMIIEPATYpPhI 3a
C4€T M3MEHEHUS PEJOKC-MIOTEHIMAIOB KO(AKTOPOB Ha AKIENTOPHONW CTOPOHE
OCII (Sveshnikov et al. 2006). IIpu >ToM CyIIeCTBEHHO, 4YTO JaHHAas
NepPEeCTPOKa, MO-BUIUMOMY, SIBIISIETCS HE MPSIMBIM U3MEHEHHEM KOHGMOpMAaIn
nurMeHT-06enkoBoro komruiekca OCII mpu mOHWKEHWH TeMIlepaTyphl, a Oosee
CJIOKHBIM MEXaHM3MOM, HWMEIOIIUM JOJTOBPEMEHHYIO KOMIIOHEHTY. Tak,
«3aKaJIMBaHME» pacTeHUH (T.€. MX MpeBapuTeIbHAs 00padOTKa MOHWKEHHBIMHU
TeMIepaTypaMu JO Hayalla HM3MEpPEHUN) aKTUBUPYET PEKOMOMHAIMOHHO-
3aBUCMMBIA ~ MexaHusM H®T wu noBeimaer ycrounmBocth DOCA kK
noBpeXxIarIeMy aeiucTeuro ceeta (Sane et al. 2003). Kpome 3T0r0, BO3MOXKHO U
HODT B pesynprare HENOCPEACTBEHHOIO B3aMMOJEUCTBUS  OKHUCICHHOI'O
nepsuuHoro goHopa ®CII  P680+ ¢  BO30OYXIEHHBIM  XJIOPODUIIIOM
doTocuHTeTUYECKON aHTEHHBI, 3((EKTUBHOCT, KOTOPOro Oblia OlLEHEHA B
HenaBHel paborte (Paschenko et al. 2016). Onnako, ganubiii Mexanuzm HOT, mo-
BUJIMMOMY, TpeOyeT OCOOBIX YCJIOBHM MJisi CBOEH pealm3aiiui, MPU KOTOPHIX
00pa3yroTcs 3aMeTHbIE KOHIeHTparuu P680+ (4To He XapakTepHO Il OOBIYHBIX
ycnoBuit pynkimonuposanus OCII).

Hecmotpst Ha Hammuue 0OBIIOTO 00BbEMA JAHHBIX O MEPEUYUCIICHHBIX BHIIIE
MexanuzMax HOT, octa€rcsi OTKpBITHIM BONPOC 00 MX (PakTHUUECKOW poju B
obecnieuennu ycroitunBoctd @CA mpu BO3IEHCTBUM CTPECCOBBIX (DaKTOPOB, B
YaCTHOCTH — O COOTHOIIEeHUH X BKiIagoB B oomee HDOT. Mexannzmer HOT B
PII ®CII, kak npaBuio, pacCMaTpUBAIOTCS OTAEIBHO OT 3ea-3aBucumoro HOT, u
MOTBITOK OLEHUTH (hakTUYECKy10 3 (HEKTUBHOCTh ATUX MEXaHU3MOB B PACTECHUH,
MOJIBEP>KEHHOM JIEHCTBUIO KOHKPETHBIX CTPECCOBBIX (PAKTOPOB, HACKOJIBKO HaM
U3BECTHO, HUKOT/Ia HE OBLIO CIeTaHo.

B otnnune ot HOT B PI, 3ea- u Ohp/Sep/Elip/PsbS-3aBrucrumMbie MexaHu3Mbl
H®T w4yactro paccmarpuBaroTcsi coBMecTHO. K HacTosimieMy BpeMeEHH
OomyOIMKOBaH psif pabOT, B KOTOPBIX MPUBOAATCS JaHHBIC MO W3MEHECHHSIM

OJHOBPCMCHHO OCIKOBOTrO 141 IUTMCHTHOT'O coCTaBa JIIs1 paCTeHI/IfI,
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MOJIBEP)KCHHBIX JICUCTBUIO TEeX WM HWHBIX HEOJIarompUsATHBIX YCIOBUH
oKpy>karomen cpeanl (Zarter et al. 2006a, b; Mishra et al. 2012; Demmig-Adams
et al. 2014, 2015; Moy et al. 2015). Dtu pabGoTbl copepx’aT UEHHYIO
uHbOpMaIMi0o 00 Yy4YaCTHMM [aHHBIX MEXaHW3MOB B 3allUTHOW peaKIuu
OpraHu3Ma B €CTECTBEHHBIX YycJOBHUAX. OJHAKO KOJIMYECTBEHHBIM aHaIH3
nuddepeHIManTbHOM HHIYKUIUU OTIEIbHBIX MEXAaHHW3MOB B 3aBHCHMOCTH OT
WHTCHCHUBHOCTH CTPECCOPOB HE MPOBOAWICS, W BOINPOC O KOJWYECTBEHHON

OLCHKC BKJIaJlda KOHKPCTHBIX MCXaHHU3MOB OCTACTCA OTKPBLITHIM.

11.2. @omounoyyuposanHroe nepepacnpeoeiienue Xai0poniacmos 6 Kiemke

OddexTruBHOCTD (HOTOCHHTE3a U HMHIYKIUS MOJEKYJSIPHBIX MEXaHHU3MOB
3amuThl @CA 0T HU30BITOYHOIO OCBEILEHHS HE OJUHAKOBBI MO BCEMY OOBEMY
(bOTOCUHTETUYECKOW TKaHM, YTO OOYyCJIIOBJIEHO HAIWYUEM TpaJucHTa
OCBENIEHHOCTH B JINCTE BIOJIb HANPaBJICHHS IMaJICHUS CBeTa (KaK MpaBWjo, B
HaIpaBJeHUH, NEPHEHAUKYISIPHOM K IJIOCKOCTH JUCTOBOW IIACTHUHBI). DTOT
IpPaJueHT, B CBOIO OYEpeqb, SBISIOTCS (HOTOPETYIUPYEMBIM, TO €CTh €ro
U3MEHEHUS] TaKkKe BBIMONHAIOT (QyHKUIUMU 3amuThl @CA 0T H30BITOYHOTO
OCBEIIEHUS M peryjsauuu (porocuHTe3a. DPU3NUYECKUM MEXAHU3MOM  €ro
pEeryJiliud CIYXXKUT CBETO3aBHCHUMOE NE€pepachpeieieHne XJIOPOIUIacCTOB B
KJIETKAX, XapaKTepHOE MPAKTUYECKH Jisi BCEX BBICIIMX M MHOTUX HU3IIUX
pactenuil. Bo3MOXHOCTh cyIriecTBOBaHUS B (POTOCHHTETHUECKOMN KIIETKE Pa3HbIX
«CXeM» PaCTOJIOKEHHSI XJIOPOILJIACTOB M 3aBUCUMOCThH BBIOOpA MEXKIYy HUMHU OT
yCJIOBUM OCBelleHHs Oblia oOHapykeHa emé B cepeaude 19-ro Bexka (Bohm
1856; Frank 1871), nmerampHOE K€ HCCISIOBAHHE JTOTO SBJICHUS OBLIO
BbITIOTHEHO CeHHoM B Havase 20-ro Beka (Senn 1908). I1pu a3ToM gosroe Bpemst
CUMTAJIOCh, YTO IMEPEMEILEHUE XJIOPOIIACTOB OIMPEAEIAETCS HEMOCPEACTBEHHO
MOTJIONICHUEM CBeTa JIOKam30BaHHBIM B HuUX DCA, Tak 4YTO «XJIOPOTUIACTHI

OPUEHTUPYIOTCS Ha CBET, ONPEEsis, I/ie B KIETKE HAWIYUlIUe WK, IO KpalHen

25



Mepe, OCBEUIEHHBIE Y4aCcTKH. YTOOBI OMpEeAeNUTh 3TO, OHU JIOJDKHBI MOTJIOTUTh
cBeT W «u3Meputh» ero» (Haupt 1966). JlanHbie o0 cHeKTpaabHON
YyBCTBUTEIBLHOCTU (DOTOMHIYLIMPOBAHHOTO MepepaclpeaesieHUs] XJIOPOIUIacTOB
(cune-(uoneToBbI cHeKTpalibHbI Auana3zoH 450480 HM kak HauOosee
aKTUBHBINA, a TaKXKe Ha JOMOJHUTEIbHBIM MUK B obmactu 360 HM (Babushkin
1955;  Zurzycki 1962, 1967; Lechowski 1973)) mnepBoHadambHO
paccMaTpuBajJUCh KaK yKa3aHWE Ha poJib KapOTMHOUAOB Kak XpoMo(opoB
(manpumep, (Babushkin 1955)). Omnako x Hawamy 1960-x rT. HaKONMWIHCH
JTaHHBIE, CBUJIETEILCTBYIOIIUE, UTO XpoModopamu sBisitoTcst GaBunbl (Fischer-
Amold 1963), yxke wu3BEeCTHbIE K TOMY BpPEMEHHM Kak XpOoMoQopbl
doTopenienTopoB, OTBETCTBEHHBIX 3a (poToTpornusm (Galston and Baker 1949),
npu4€M JIOKAJIM30BaHHbIE HE B CaMHX XJIOpOIUIacTax, a B nutormiasme (Bock and
Haupt 1961). B cooTBeTCTBUU C COBPEMEHHBIMH NPEICTaBICHUAMU puOO(IaBUH
apisgercs xpomodopom Qortopenentopa (ororponuna (Huala et al. 1997). ¥V
CEMEHHBbIX pacTeHuil nBa Tuna QororpomnuHa, photl u phot2, ywyacTByOoT B
perynauud JIBWKeHHs xJjoporuactoB. O0a (oToTpornnHa — MeMOpaHHO-
acCOLIMMPOBAHHBIE OeKu, JIOKAJTU30BaHHbBIE PEUMYILIECTBEHHO B
TIa3MaTudeckor MeMOpaHe, HO TaKXKe W BO BHEIIHEH XJIOPOTUTACTHON MeMOpaHe
(mpeumymectBeHHO — phot2) (Ishishita et al. 2020). CnaOblif cBeT BBI3BIBAET
MOJIOKUTENbHBIA (POTOTAKCHUC XJIOPOILIACTOB, PE3YJIHTATOM KOTOPOIO SIBISIETCS
TaK Ha3bIBAEMOE CBETOYJIABIMBAIOIIEE IepepaclpeiefieHue XJIOPOIUIaCTOB
(accumulation photorelocation). Peakuust xjoporiacta Ha CHJIBHBIM CBET —
OTPULIATENBHBIN (POTOTAKCHC, KOTOPBIA MPOSBIAETCS Kak CBeTom3Oerarouiee
nepepacnpenenenne (avoidance photorelocation) xmoporutactoB B kietke. [Ipu
ATOM 3a CBETOYJIABIIMBAIOIIee NepepaclpeesiCHHe XJIOPOIJIaCTOB OTBETCTBEHHbI
photl B mmpokxom auana3one nateHcuBHocTel ceera (0,4—100 Mmxkmonb HOTOHOB
M 2c¢') u phot2 B 001acTH yMEPEHHON MHTEHCUBHOCTU MHTEHCUBHOCTH (2-20
MKMOJIb (DOTOHOB M 2 ¢ '), a 3a cBeToM30eramouiee INepepacipeieieHne —
TOJIBKO phot2 B oOsactu BeicOkuX mHTeHCHMBHOCTEN (20—100 MKMOmL GOTOHOB

M2 ¢ !) (Kong and Wada 2016), npuuém IperMyIECTBEHHO — XJIOPOIIACTHAS
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dpakmust phot2 (Ishishita et al. 2020). HemocpencTtBeHHO TmepeMelieHHE
XJIOPOILJIACTOB  OCYILECTBIISIOT CIELUaIbHble AKTUHOBBIE MHKPO(HUIAMEHTHI,
3aKOpEHHbIE BO BHEIIHEH MEeMOpaHe XJIOpOIUIacTa M MPHUBS3BIBAIOIIUE €r0 K
miasmanemme (Kong and Wada 2014; Kim et al. 2020). 310 006CTOSITEILCTBO
MO3BOJIIET MCIOJB30BaTh areHThI, pa3pyLIaloNIie aKTHHOBbIE (MIAMEHTHI WU
NPENATCTBYIOLIME HUX COOpKE, B KayeCTBE HWHTHOUTOPOB CBETO3aBUCHMOIO
nepepacnpeeieHus XJI0pOIUIacToOB.

Hapsiny ¢ omnmcanHOM BhIIE CXEMOM OpraHM3alldd  IEPEMELICHUS
XJIOPOILJIACTOB B KJIETKE, TUIWYHOM JUIsl BBICIIMX pACTeHWH, y HU3IMIHUX U
HEKOTOPbIX  BBICHIMX  pPAaCTeHHUW  TaKkKe  BCTpEYAeTCs  OpraHu3alus
doTOpeenTOpHON  CHUCTEMBI, BKJIIOYAIOIIEH (UTOXpPOM WM THOPHAHBIN
dboTopenenTop HEOXpPOM, T.€. YyBCTBUTEIBHON K KPAaCHOMY CBETY — HaIlpuMeEp,
3eNieHbIX Bomopocnend Mougeotia scalaris v M. caldariorum, mxa Physcomitrella
patens unu nanopotaunka Adiantum capillus-veneris (Suetsugu and Wada 2008).
Kpome Toro, s psajia pacTeHU XapakTepHO y4acTHE CUCTEMbl MUKPOTPYOOUeK
B CBETO3aBHUCHUMOM TIEPEMEINICHUH XJIOPOTUIACTOB (Hanpumep, it Physcomitrella
patens (Suetsugu and Wada 2008)).

HecMmoTps Ha, ka3anoch Obl, 0OUEBUIHYIO aJANTUBHYIO POJIb CBETO3aBUCHMOTO
nepepacnpesesieHuss  XJIOPOIUIaCTOB, €ro (PU3MOJOTHYECKOE 3HAYEHUE s
pacTeHuss N0 CHUX TOp OcCTaéTcsi MpeAMeToM auckyccuil. Tak, mnepBoe
KOJMYECTBEHHOE HCCJICJOBAHWE BIUSHUS OTOrO d(]dexkra Ha CKOPOCTh
accuMWISIUU atMoc(epHoro yriaepoaa ObuIo BbIMOAHEHO B 1950-x romax Slnom
3ypxkunkuM (Zurzycki 1955) u He BBISIBUIO HUKAKOTO BIUSHHS PACIOIOKECHUS
XJIOpPOIUTacTOB Ha (orocuHTe3. BO3MOXKHO, Takoil pe3yiabTar OblT 00YyCIOBIICH
HU3KOM MHTEHCHUBHOCTBIO HCIOJIb3yEMOIO MM OCBEUIEHHS. JTO MPHUBEIO K
TUMOTE3€ O TOM, YTO YMEHBIIEHHE IMOTJIOIEHUSI CBETa MPU €ro BBICOKOU
MHTCHCUBHOCTH TPU3BAHO OrPAaHUYUBATH €ro BpEAHOE BO3JACHCTBHE Ha
pacTuTenbHbId opranusM. [IpsMble noka3aTenbCTBA ATOW TMIOTE3bI MOSBUIUCH
JUIIb TIOJIBEKa CIycTs B paboTe ¢ MyTtaHtamMu A. thaliana, nedexTHbIMU B

OTHOIIIEHUHU cBeTousoOeraroniero mnepepacnpenenenus (Kasahara et al. 2002).
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bblo mokazaHo, 4YTO HapylleHWe HOPMAaJbHOTO OTBETa XJIOPOIUIACTOB Ha
WHTEHCUBHBIA CBET CHeJalo pacTeHHs 0ojiee BOCHPUUMYMBBIMH K CBETOBBIM
oxoram. Tem He MeHee, B TOCICIHUE TOJIbI MOSBUIWCH JAaHHBIE O TOM, YTO
«OTKJIIOUEHHUE» PEAKIMU CBETOM30Eraroniero mnepepacrpeiesieHds y TOro xe
camoro o0beKxTa, 4. thaliana, npuBoauT K Oonee 3(p(HEeKTUBHOMY POCTY PACTEHUI
HA WHTEHCHUBHOM CBETY, TO €CTh CO3/1aéT JUIsl pACTCHUS MPEUMYIIIECTBO B POCTE
BMecTO oxkupaemoin yuiepoHoctu (Gotoh et al. 2018). Kpome Toro, mokaszaHo,
YTO  CBETO3aBUCHUMOE  TEpPEepaclpeieliCeHHe  XJIOPOIUIACTOB B KJIETKE
Hed((PEKTUBHO Yy pACTeHMM, aJanNTHUPOBAHHBIX K HMHTEHCHUBHOMY OCBEIICHHIO
(Higa and Wada 2016; Pfiindel et al. 2018).

3ammTHOE JIEHCTBUE TIEpepacIpeieNIeHNs XJIOPOIUIACTOB B KJIETKE YACTUIHO
00yCJIOBJICHO YMEHBIIEHUEM HWHTErPajbHOTO MOTJIOMIEHUS CBETa JUCTOM. JTO
YMEHBIIIEHUE PA3IMIHO KaK y Pa3HbIX BUAOB PACTCHHM, TaK W JJII Pa3HBIX
ycinoBuii pocta. B cpemnem, s OONBIIMHCTBA PACTEHUN W3MEHEHUS
MOTJIOIIEHUSI CBETAa JIUCTOM MpU TEepexofe OT caaboro K HWHTEHCUBHOMY
OCBELIEHUIO COCTABIISIIOT OT HECKOJIBKUX NMPOoLeHTOB 110 20%. Tak, nis 24 BuaoB
pacTeHUN yMEpPEHHOTo KiIMmaTa ObLIO MOKA3aHO, YTO M3MEHEHUS MPOIYCKaHUs
KPAaCHOTO CBETa COCTABJSIOT OT 2% B JIUCTHSIX, BHIPAIIEHHBIX HA COJHIIE, 10 6%
JUIsl TUCThEB, BbIpamieHHbIx B TeHW (Davis et al. 2011). Jms apyrux
OJIMHHAIATA BHUAOB OBUIM TMOKa3zaHbl u3MeHeHus oT 8% 10 30%, mpuuém
YBEITMYCHHE TOTJIONICHHS Ha CIIa00M CBETY MO CPaBHEHUIO C aIalITUPOBAHHBIMU
K TEMHOTE JIMCThSIMU cocTaBiasiiio ot 1% po 12%, a ymeHblieHHMEe Ha
WHTEHCUBHOM CBETY [0 OTHOIIECHHUIO K TOMY € TEMHOAJAaNTUPOBAHHOMY
coctosHnio naBano BKIan oT 7% mo 20% ) (Koniger and Bollinger 2012).
[IpumeuaTenbHO, 4YTO BecbMa BBICOKME 3HAYEHUS IO CPABHEHHUIO C
OONBIIMHCTBOM JAPYTHX pacTeHuid mokaseiBana A. thaliana (23% wu 38% s
peaknuii Ha calblii M CHIIBHBIN cBeT, cooTBeTcTBeHHO) (KOniger and Bollinger
2012).

Opnako Topasmo Oosnbliiee 3HAYCHWE IS 3alIUTHl OT TOBPEKIAIOIIETO

I[@ﬁCTBPISI U30BITOYHOTO OCBCUICHHUA 141 OIITUMMH3 AN 3(1)(1)CKTI/IBHOCTI/I
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doTocuHTE3a UMEeT U3MEHEHHE TPaIMeHTa MHTEHCUBHOCTH CBETa BHYTPH JIMCTA
U, BMECTE C TE€M, U3MEHEHHUE MONEePEeYHOTro MPO(Uis MOTJOMEHHUS CBETa. DTH
U3MEHEHUS! TPUBOIAT K Ooiiee 3(pPeKTUBHOMY HCIOTIB30BAHUIO CBETa BO BCEM
o0béMe JmMcTa 3a Cu€T CHIDKEHUS (OTOMHTHOMPYIOIIEro BO3JCHCTBUA
uHTeHcUBHOTO cBeTa Ha PCA B BEepXHHUX CJOSAX KIETOK Me3o(puiia JUCTa U
YBEJIMYEHUS] OCBEUIEHHOCTH B 3aT€HEHHBIX HIKHUX ciosx. [lpu sTOoM
OTHOCUTENIBHO HEOOJbIIOE HM3MEHEHHE HWHTETPajJbHOIO IOIJIOIIEHUS CBETa
JUCTOM  COIMpPOBOXKAAETCS CYLIECTBEHHBIM HM3MEHEHHEM TMOTJIOIIEHUS B
OTHENbHBIX (Haunbosee TMOABEP)KEHHBIX CBETOBOMY CTpeccy M Haubolee
3aTeHEHHBIX) CIOSX JHUCTA. Tak, pacu€rbl MOKa3bIBAlOT, YTO WHTETPATIHLHOMY
CHWXKeHUI0 mnorjomenns Ha 8,4% cooTBeTcTBYeT 1,6-KpaTHOE CHUKEHUE
NOTJIOIIEHUS] CBETa B BEPXHEW TPETH TMOMEPEYHOro CEeYeHHs JIUCTa W
OJTHOBpEMEHHOE 1,7-KpaTHOe YBEIMYEHHE [MOTJIOLIEHUS CBeTa KJIETKaMu
Me30(¢usia B HIKHEH YacTH JIMCTAa, COCTABJISIONICH /BE TPETH €ro TOJIIMHBI
(Davis and Hangarter 2012). B pesynpTaTe (HOTOCMHTETHYECKHI ammapar
BEPXHUX KJIETOK Me30(uiuia MoxeT n3bexarb (POTOMHIMOMPOBAHUs, B TO BPEMsI
Kak Ooiyiee TIyOOKO JeKalue KIETKH MOJy4yaloT BO3MOXHOCTH 3aXBaTbIBAaTh

0OJIbIIIE CBETA U MIOBBICUTH CBOIO (I)OTOCI/IHTGTI/I‘-IeCKYIO AKTUBHOCTD.

1.1.3. Mexanusmul 3auumol y 0peaHu3zmo8, N0OBEPHCEHHBIX 00JI208PEMEHHOMY
6030elicmauI0 Heb.1a2oNPUSIMHBIX PAKMOpPOo8 cpedbl

B To Bpems kak HaOOp MEXaHM3MOB, UCIOJIB3YEMBIX (POTOCHHTE3UPYIOIIUMU
OpraHM3MaMH B 3alIUTE OT CTpecca, a TakkKe UX (Pu3nuueckas Mpupoaa, B LEIOM,
Oosiee WM MEHEE NOJHO U3YYEHbI K HACTOALIEMY BPEMEHM, OCTAETCS HEACHOM
«IPUOPUTETHOCTH» HX HCIIOJIb30BAHUSI B ECTECTBEHHBIX YCJIOBHUSAX W BKJIAJ
Ka)XJ0r0 M3 HUX B OOIIYIO 3alMTHYIO peakuuio opranusma. IIpenmnonaraercs,
4TO JUIsl Pa3HbIX MEXAaHU3MOB UX POJIb MOXKET OBITh pa3IMyHA B 3aBUCUMOCTU OT
BUJAa PAacTEHUS M, B MEPBYIO OUYEpeNb, €ro HKOJOTUYECKUX OCOOEHHOCTEH, a

TAKKC OT KOHKPETHBIX YCHOBHﬁ.
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OcoObIii UHTEpEC MPEACTABISAIOT MEXaHU3MBI 3allUTHI OT JOJITOBPEMEHHOTO
JNEUCTBUS CTPECCOPOB, MO (HEHOTUIIMYECKOM MPOSBICHUIO YAaCTO CXOAHBIE C
«OIMEpPAaTUBHBIMU»  MEXaHU3MaMH,  YINOMSHYTHIMH  BBIIIIE. Tak, vy
NOMKWIOTUAPUYECKUX  OPraHU3MOB  MPEANOJAraeTcsa  TaKkKE  HaJudyue
CBETOHE3aBUCUMOTO  MEXaHW3Ma, CBS3aHHOTO C  KOH(OPMaIMOHHBIMHU
NEePECTPORKAMH  TTUTMEHT-0ETKOBOTO  (DOTOCHHTETUYECKOTO  PEAKIIMOHHOTO
nentpa (Heber and Shuvalov 2005; Heber et al. 2006b, 2007, 2011). Cnenyet
OTMETHTh, YTO BO MHOTHUX CITy4asiX BBIJAIOIIASICS YCTOMYHUBOCTH (POTOTPOPHBIX
OpraHU3MOB K JUIUTEILHOMY JIEUCTBHUIO PAa3IUYHBIX IKCTPEMAIbHBIX (HaKTOPOB
cpenbl (OTpULIATENIbHBIE TEMIIEpaTypbl, JerujapaTanus, 3acojieHue) Ha (oHe
BBICOKOW MHCOJISIIUM CBSI3aHA C UHAYKIMEN U JTOJITOBPEMEHHBIM MOJIePKaHUEM
BbICOKMX ypoBHeH H®DT. OpHako «MmexaHHWKa» AOJTOBPEMEHHOW 3alluThl OT
JEUCTBUS CTPECCOPOB, OCOOEHHO KOMOWHHMPOBAHHBIX, a TaK)KE€ MEXaHU3MBbI
renepaunu 1 nogaep:xkanusd HOT B 3Tux citydasx u3y4yeHbl CyIIECTBEHHO XYKeE.

Cpenun HeOMaronpusITHHIX YCIOBHM OJHUM M3 HamOoJee pacinpoCTpaHEHHBIX
SIBJISIETCSI IOHM>KEHUE TEMIEPaTyphl OKPYKalollel Cpelibl, KOTOPOE MPUBOAUT K
CHUKEHUIO TEKYy4eCTH MeMOpaH KJIETOK, 3aMEJUICHUIO peakluid MeTtadosin3ma, B
TOM YHUCJIE YYAaCTBYIOIIMX B ACCUMWISILIMUA YIJIEKUCIOrO rasa W JalibHEHIIEM
BOBJICUYCHUM TIPOAYKTOB AaCCUMWISAIMU B peEakmuu pocta W MopdoreHesa
pactenusi. Hapsgy ¢ uHAaykuuend oOIIMX CTPYKTYPHBIX U (DYHKIIMOHAJIBHBIX
ajanTaluii opraHM3Ma K HU3KOW TemIepaType (Hampumep, CHUKEHHS BSI3KOCTH
MeMOpaHbl 3a CUET JecaTypaliy >KUPHBIX KUCIOT MEMOpPAHHBIX JMIHIAO0B WU
obpazoBanue 3anuTHbIX ocMoauTOB (Theocharis et al. 2012; Los et al. 2013)) B
®CA mpoucxXoAWT TaKke crnenuduyeckas ajganTaiys, HampaBiIeHHas Ha

cHmwkenue ceeroBoro napnenus: Ha OCII (Huang et al. 2010).
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I.2. B3aumoaeiicTBHE PA3JIMYHBIX CTPECCOBBIX (AKTOPOB KaK MHAYKTOPOB
MEXAHU3MOB 3AIUTHI OT U30BLITOYHOI 0 OCBEIIEeHNS

DOTOCUHTE3UPYIOLTUE OpraHu3Mbl XapaKTEPU3yIOTCS HaJIMYUEM
3p(EeKTUBHON CHCTEMbI TMOTJIOIIEHUS CBETa, MCIOJIb3yeMOr0 UMH IS
OCYIIECTBIICHUS! PHEPrOaKLENTOPHbIX Onoxumuueckux peakuuid (Osborne and
Raven 1986; Croce and Van Amerongen 2014; Walla et al. 2014; Amarnath et al.
2016). Opnako BO3AEHCTBHE CTPECCOBBIX (PAKTOPOB pa3HOM MpPHUPOABI Ha
pacTeHue CKas3blBaeTcs Ha o0med (U3MOJOTHUYECKOW  aKTUBHOCTH, a
CJIEIOBATEeNIbHO, W HAa BO3MOXXHOCTH A(()EKTHUBHONW YTUIM3ALUU SHEPTrUU
MOTJIONIAeMOro pacTeHueM cBeTta. llosTomMy, ¢ OAHON CTOPOHBI, MHOTHE
cTpeccoBble (hakTOphl (BKJIIOYAsT BOJHBIN EPUIMT, HEJOCTATOK MHHEPATHLHOTO
NUTAaHUS, BO3JEUCTBUE BBICOKOM WM HHU3KOM TemmepaTypbl, Hu Jp.)
POBOLIUPYIOT TAKXKE CBETOBOM CTpECC, T.€. COCTOSIHUE PACTEHUS, IPU KOTOPOM
3HAUMUTENbHAS YacTh IMOTJIONIAEMOT0 MM CBETa OKAa3bIBAaeTCS M30BITOUYHOM U
MokeT mpuBoauTh K noBpexaeHnto ®CA (Havaux 1992; Goh et al. 2012; Liu et
al. 2012). D10 mpUBOIUT K HEOOXOAUMOCTU (DYHKIIMOHUPOBAHUSI B PACTCHUHU
3(p(EeKTUBHBIX MeXaHW3MOB peryisauuun padotest @CA U ero 3ammThl OT
CBETOBOT'O M OKUCJIMTEIHHOTO CTPEcca, Hapsiay cO crenu(puIecKUMHI PeaKusiMu
pacTeHusi Ha KOHKpPETHbIE cTpeccoBbie Bo3AeicTBUsA. C Ipyroil CTOpOHBI, AJis
MHOTUX CTPECCOBBIX (DaKTOPOB M3BECTHO, UYTO PEAKIIMSI HA HUX aBTOMATUYECKU
BKJIIOYAEeT B ce0s Takhe W3MEHEHHs, KOTOpbl€ IMOJrOTaBIMBAIOT PACTEHUE K
BCTpEYE CO CBETOBBIM cTpeccoMm (Azzabi et al. 2012). Takoe MHOTOTUIaHOBOE
B3aMMOJICIICTBHE CBETOBOTO CTpecca U CTPECCOB APYrod MPUPOIbl B PACTEHUU
IpeAcTaBiseT Oorarble BO3MOXHOCTH Kak JiJIi HMCCJIEJAOBAHUM MEXaHHU3MOB
MEPEKPECTHON YCTOMYMBOCTH PACTEHUM K CTPECCY, TaK WU I YCTAaHOBIICHUS
(GU3HONOTUYECKOH 3HAYUMOCTH OTACJbHBIX 3alUTHBIX MEXaHU3MOB JUIs
pacTeHus B pa3IUYHbIX YCIOBUSX, JJA0OPATOPHBIX WIIM €CTECTBEHHBIX.

Tak, B cilydae MHUKpPOBOJIOPOCIEH, KOTOpbIe OBLIM OJHUM U3 TJIaBHBIX

00BEKTOB MMpCACTABIICHHOIO B ,HaHHOﬁ pa60Te ucciacaoBaiusi, OIAHHM M3
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HanOoJiee PacIpOCTPAaHEHHBIX €CTECTBEHHBIX CTPECCOBBIX (DAKTOPOB SIBIISIOTCS
HU3KHE TEMIIepaTyphbl OKpYy>Karomien cpepl. Takke cyiiecTByeT psia (haKTopos,
OTHOCHUTEIIHO PEAKO BCTPEUAIOIIMXCS B €CTECTBEHHBIX YCJIOBHUSIX OOUTaHUS, HO
BAXKHBIX JIJIS 3a/1a4 OMOTEXHOJIOTHH, OnopemMeananuu v ap. K nocienHum MoxxHO
OTHECTH BBICOKOE COJEpKAaHUE [MOKCHIA YIJepoJa B Cpele KyJbTHBALUU.
Bo3nelicTBue HU3KUX TeMIlepaTyp MPUBOJIUT K CHHXKEHUIO TEKy4eCTH MeMOpaH
KJIETOK, 3aMEJICHUIO peaklMii MeTaboiu3Ma, B TOM YHCIE YYacCTBYIOUIMX B
ACCUMWJISILIMM  YTJIEKUCJION0 Tra3a M JajbHEWIlleM BOBJICYEHUU MIPOJYKTOB
aCCUMWISIIMM B pPEaKUuu pocTa pacteHus. Hapsgay ¢ uHaykinuweidl oOmumx
CTPYKTYPHBIX M  (YHKUMOHAJIBHBIX aJanTaldid OpraHu3Ma K HHU3KOH
Temmneparype (Hampumep, CHUKEHHS BS3KOCTH MEMOpaHbl 3a CUT JecaTypaluu
HKUPHBIX KUCIOT MEMOPAHHBIX JTUIUIOB W1 00pa30BaHUE 3aLUIUTHBIX OCMOJIUTOB
(Theocharis et al. 2012; Los et al. 2013) B ®CA mnpoucCXOauT TaKke
cnenuduueckas ajanTtanys, HanpaBieHHAs Ha CHUKEHHE CBETOBOTO JaBIICHUS
Ha OCII (Huang et al. 2010). Kak yxxe ObLIO OTMEYEHO BHIIIE, y BBICHIUX
pacTeHUN TmTpuU JACUCTBUU HHU3KHX TeMmIeparyp Ha (OHE WHTCHCUBHOTO
OCBEIILICHUSI POMCXOIUT HaKOIUIeHUe 3eakcanTuHa (3ea) (Zarter et al. 2006a, b),
a Taxke nHAyKuuss HOT ¢ yyacTuem KaTuoH-paauKalbHBIX (opMm Xjopoduiiia
(Bruce et al. 1997; Schweitzer and Brudvig 1997) u pexomOuHanuu
pazaenéunbix 3apsaynoB B PL[ ®CII (Ivanov et al. 2008). B pazgene 1.1.1 mbr
TaKXKe YK€ YIOMHUHAIM O TOM, YTO MpeJaBapuTenbHas oO0paboTKa pacTeHui
MOHW>KEHHBIMU TeMIlepaTypaMu («3aKamuBaHue») aKTUBHUPYET
PEKOMOMHAIIMOHHO-3aBUCUMBIA MexaHu3M HOT u mnoBbIIIaeT ycTONYMBOCTH
®CA x noBpexaaromeMy aencTBuio cera (Sane et al. 2003).

HeratuBHoe Bo3zaeicTBHE Ha (POTOCHHTE3 MHUKPOBOJOPOCIEH MOBBIIIEHHON
KOHIIEHTpAllMu AHOKCHJA yTriepoJa B cpele OOYyCIOBICHO B 3HAUUTEIbHOMN
CTENEHU 3aKHCIIEHUEM CPEAbl, KOTOPOE MOXKET CONPOBOXKAATHCS CHIKEeHHEM pH
B CTPOME U JIIOMEHE XJIOPOIUIACTOB HUXKE ONTUMaibHOro ypoBHA (IITymenko u
ConoBuenko 2016). B wyactHoct, cHuxeHue pH B cTpome XJoporuiacTta

MPUBEAET K MaJICHUI0 aKTUBHOCTHU pubynozobucdocdar-
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KapOokcwmitasbl/okcurenassl (Rubisco), 1715 KOTOpoit onTUMaleH ciadoIeI0uHoN
nuama3oH (Portis Jr et al. 2008). BTopoii BeposiTHON MUIIIEHBIO BO3JEHCTBUS
9TOr0o (hakTopa SIBISIOTCS PEAKIUH JEMPOTOHUPOBAHUS TUIACTOXMHOJIA B b6f-
KOMILUIEKCE (POTOCUHTETHYECKON 3JIeKTpOH-TpancnopTHoH nenu (DTLI), koTopeie
samemsitores: npu  3akucinennn gomeHa  (Tikhonov  2013). Omaum w3
crenuUUecKnXx MEXaHW3MOB 3alllUThl OT JAHHOTO THIIA HETATUBHBIX
BO3JICUCTBUIM OKpY)KaloUIeld Cpelbl MOXKET CIYXKUTb ObICTpasi peryJsiius
aktuBHOCTH COs-KoHLEHTpupyromero mexanuzMa (IItymenko n CooBYEHKO
2016), koTOpEI B HOpME TO3BONsAET 10 10° pa3 moseiuaTe kKoHneHTpanuo CO,
BOMM3M akTuBHOro IieHTpa Rubisco (Wang et al. 2015). CoeBpemeHHOE
OTKJIIOYEHHE 3TOT0 MEXaHU3Ma IMO3BOJISIIO Obl M30€KaTh HAKOIJICHUE M30BITKA
CO;, B KIJIeTKe W, CIeJ0BaTelIbHO 3aKucieHus e€ koMmapTMeHToB. Hapsimy co
cnenupuueckumMu MexaamdMamu, u30bITOk CO; B cpene TakkKe aKTUBUPYET
MEXaHU3MbI CHUKEHUST KOHIIEHTPAIUU BO30YKIEHHBIX COCTOSTHUHN XJIopodmiia B

OCII, a Takxe BbI3bIBACT MHUTIpaluio cBerocobuparomieir anteHHbl oT OCII k

®CI (Solovchenko et al. 2015).

I.3. Jxonoruyeckasi cniequ(PUIHOCTH CTPATEr Uil 32AIUTHI OT M30BITOYHOI O
OCBelleHHS

Tem He wmenee, ¢ynkuuonupoBanne GOCA u  UHAYKIUS 3aIUTHBIX
MEXaHU3MOB B PACTCHMSAX, HAXOJSIIIUXCS B YCIOBHSIX KOMOWHHUPOBAHHOTO
CTpecca, OCTAalOTCS  IOKAa  MaJOM3yYEHHbIMU.  MajousydyeHa  Takke
BUJIOCTIEU(UYHOCTL M «IKOJIOTMYECKass  CHeUU(UYHOCTBHY»  3AIIUTHBIX
MEXAaHU3MOB M CTpPAaTeTMH MX HUCIOJb30BaHusA. B JaHHOM uccrienoBaHuu Oblia
CZIeJIaHa TIOMbITKA B KAKOW-TO MEpE BOCIOJIHUTH ATOT MPOOE, c/iesiaB aKleHT Ha
CPaBHUTEIBHOM  M3YyYEHUM  PACTEHUM, OTHOCSAIIMXCS K  Pa3IMYHbIM
JKOJIOTMYECKUM M TaKCOHOMHYECKMM rpynnam. Tak, psa HccieqoBaHUuR

BBITIOJTHEH HAa HECKOJIbKUX BUAax pona Tradescantia (T. albiflora, T. fluminensis,
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T. sillamontana, T. zebrina, T. navicularis), «NepeKPHIBAIOIINX» MPAKTHUYECKU
BECh [IMANa30H BO3MOXKHBIX SKOJOTUYECKUX MNOTPEeOHOCTEH pacTeHus 0
OTHOIICHUIO K CBETy. Takoi HaOOp MOJEIbHBIX OOBEKTOB YJ0O0EH I aHaIu3a
aJIanTUBHOCTH OJM3KOPOJICTBEHHBIX BUIOB W WHIAMBUIYAIbHOW IUIACTUYHOCTH
pacteHuii. Hapsimy ¢ TpagecKaHIMSIMH, IEIbIH PAI APYTHX TPABSIHUCTHIX W
JPEBECHBIX BBICIIMX PACTEHUI OBLT HMCIOIB30BaH B JAHHOM HCCJEIOBAHHH, B
3aBUCUMOCTH OT pEIIaeMou 3a/1auu.

Bonwimoe pasHooOpasme crpaTeruii amantaiud K U3MEHEHUI0 B IIUPOKHUX
npenenax pa3iIuyHbIX SKOJOTUYECKUX (PaKTOPOB, BIUSAIOMUX HA AP (HEKTUBHOCTH
paboter @CA, NpeACTaABISIIOT YKapUOTUYECKHE 3€IEHBIE MUKPOBOAOPOCHHU. Tak,
B KQ4ECTBE MOJICIBHBIX OOBEKTOB B JAaHHOUW paboTe ObLIN MCTIOIB30BAHBI KIETKH
cBOOOHOXMBYIIEH MuKpoBogopocinu Chlorella vulgaris, cumOuoTHYECKON
MUKpoBoaopociu Desmodesmus sp., ycrohuumBo K Hu3kuM pH cpeabl, u
oYBeHHOU (a’poduinbHOM) MukpoBogopociu Lobosphaera incisa str. CALU-
925, ycTOMYMBOM K BO3JICMCTBUI0 HU3KUX MOJIOKHUTEIBHBIX Temmeparyp. B To
BpeMs KakK TMepBasi M3 HUX SBISACTCS KIACCUYECKUM MOJCIBHBIM OOBEKTOM
(Sayed and El-Shahed 2000; Xiong et al. 2014; Zhang et al. 2014), nBe npyrue
— OTHOCHUTEJIBHO HENAaBHO W30JIMPOBAHHBIE W OINHCAHHBIC OPTaHU3MBI,
paccMaTpuBaeMble KakK TMEpPCIEKTHBHBIE OOBEKTHl I  (DyHIaMEHTaIbHBIX
UCCJIeI0BAHNM B 001aCTH (PU3HUOIOTUU PACTEHUI U JUTs 3a71a4 OMOTEXHOJIOTUH.

Hapsiny co cBOOOAHOXHMBYIIMMH BOJOPOCISIMUA, HEOOXOAMMO OTIEIIBHO
BBIJICJTUTh BOJIOPOCIN — CUMOHOHTHI JIMIIAWHUKOB. Y cToiunBocTh X ®CA 1o
OTHOILIEHUIO K BHEIIHUM BO3JECHUCTBUAM ONPENEISIETCS HE TOJIbKO HUX
COOCTBEHHBIMH MEXaHU3MaMH, HO W, TO-BHJAMMOMY, B OOJBIINCH CTENEHU TEMHU
YCIOBUSIMH, KOTOpPbIE CO3JalOTCS ISl  BOJOPOCHM €€ MapTHEPOM —
MUKOOMOHTOM. B manHo# pabore enié oqHuM 00BEKTOM HMCCICIOBAHUS CITYKUT
TPEXKOMIOHEHTHBIN nuinatHuk Peltigera aphthosa (L.) Willd., conepxammii B
KauecTBe MEePBUYHOIO (OTOOMOHTA IYKAPUOTUUYECKYIO 3€JEHYI0 BOJOPOCIb POJa

Coccomyxa.
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K rpymme, siBisromielics BO MHOTUX OTHOIICHHSX, B TOM YHCJIE B CIOCO0ax
opraam3aru 3amuThl @PCA 0T M30BITOYHOTO OCBEIICHHS, TIEPEXOTHON MEXKITY
BOJOPOCIISIMU ¥ BBICIIMMHU PACTEHUSIMU, OTHOCHUTCS APYTOd OOBEKT JAHHOTO
UCCIIeIOBaHUsSI — TMOUKUIIOTUIpUYeckuit Mox Physcomitrella patens. P. patens
nocrtarogHo xopoio uzydeH (Thornton et al. 2005; Wang et al. 2012), 3to Obu10
epBOe MOXO0OpPa3HOE PaCTEHUE, TEHOM KOTOPOTO ObLI MOJHOCTHIO MPOYUTAH K
2008 roay (Rensing et al. 2008), 1 ¢ 3TOro MOMEHTa OH CIIY>KUT KJIACCUYECKUM
MOJIEJIbHBIM OOBEKTOM B pa3HOOOpa3HbIX oOjacTsx Ouonormu pactenui. Tak,
s P. patens TpoOBOIWINCH HMCCIEAOBAaHUS BIUSHUS Ha (OTOCHHTETHUECKYIO
aAKTUBHOCTH PA3HOOOPA3HBIX CTPECCOBBIX BO3JACUCTBUMN, BKIIIOUAS ACTHUAPATAIIHIO,
OCMOTHYECKHI M COJIEBOH CTPECCHI, JACHCTBHE TMOBBLIIICHHBIX W MOHMKCHHBIX
TeMrnepartyp, cBeroBoi ctpecc (Fernandez-Marin et al. 2009; Azzabi et al. 2012;

Gerotto et al. 2016).

1.4. MHMckyccTBeHHBIE MOAYJISITOPbI MEXaAHU3MOB 3AIUTHI OT U30BITOYHOTO
OCBellleHH sl

Hapsiny ¢ peakiueil pacTeHHs Ha €CTECTBEHHBIE CTPECCOBBIC BO3JICHCTBUS,
MBI TAaK)K€ PacCMOTpENd B Halleil pabore AeiicTBHE MOAYJISTOPOB CTpecca —
NIPOHUKAIOIINX aHTUOKCUAAHTOB. [IpoHMKaOMe aHTHOKCHIAHTHI CTAHOBSITCS B
nocyenHee Bpems BcE 0osiee pacpoCTpaHEHHBIM WHCTPYMEHTOM BO3JEHCTBUS U
HCCIIeIOBaHUsI Ha MUTOXOHIpUAX KUBOTHBIX (Skulachev et al. 2011; [TnoTHHKOB
et al. 2012; Antonenko et al. 2013), Ha KJeTKaX OAHOKJIETOYHBIX TPHUOOB U
KynbTypax knetok (Skulachev et al. 2011; Antonenko et al. 2013; OmapoBa u
Antonenko 2014), nakonern, Ha uBOTHbIX in vivo (bakeea u np. 2008;
Skulachev et al. 2011; Hcae m gp. 2013). OmHako B UCCIEAOBAHUIX
doTtocuHTE3a M (POTOCHHTETUYECKUX JKUBBIX CHCTEM OHH OCTAIOTCS CIIE
COBEpIICHHO HEBOCTPeOOBaHHBIMU (M3 PabOTHI MOCIEAHMX JIET HaM HM3BECTHA
aumb  eaquHCTBeHHass — pabora  (CamymnoB u  KucenmeBckmii  2015),

paccmatpuBaroiias Bzaumoenctere SkQ1 ¢ ®CA).
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I.5. Pa3paborka MeT010B HcCIeI0BAHUSA (POTOCHMHTETUYECKOIO anmnapara

B To Bpems Kak yacTh MEXaHHW3MOB 3alllUTHl OT MU30BITOYHOTO OCBEIIEHUS,
TakuX Kak (OTOMHIYIIMPOBAHHOE IMepepacnpeiefieHue XJIOPOIUIacTOB B KIIETKE,
peryaupyercss HEMOCPEICTBEHHO CBETOM, JIPYyTrMe MEXaHU3Mbl (SHEPreTHueCcKoe
HE(POTOXMMHUECKOE  TyIIEHHWE, ONOKCHAAlWs BHOJAKCAaHTMHA W Jp.)
pPEryJIupylOTCs MO MNPUHIUIY OOpaTHON CBSI3M, BEJIMYMHOM THIIAKOMIHOU
TpancmeMOpanHoi pazHoctu pH (ApH) ninm mHenmocpeacTBeHHo 3HaueHneM pH B
OJIHOM U3 KOMIIAPTMEHTOB (CTpOMa XJIOPOILJIAcTa WM TUJIAKOWIHBIM JIIOMEH).
pH-perymsmus ocyimiecTBisercss 3a CU4€T MPOTOHUPOBAHUS/AECTIPOTOHUPOBAHUSA
AMMHOKHCIIOTHBIX OCTaTKOB B COCTaBe OCJIKOB WM KaKUX-JTHOO JPyTux
(bU3HONOTUYECKH aKTUBHBIX MOJIEKYJ (HapUMep, MIIACTOXUHOHA) U TEM CaMbIM
ompezensercs 3HaueHUsIMH pK, COOTBETCTBYIOUIUX TPYyMI/MOJeKyl. B cBsizu ¢
3TUM OKa3bIBAIOTCSI BOCTPEOOBAHHBIMH METObl TEOPETUUECKON OI[CHKU BIUSHUS
OEJIKOBOTO OKPYEHHSI Ha KUCIOTHO-OCHOBHbBIE CBOMCTBA BXOJSIINX B UX COCTAaB
IPOTOHUPYEMBIX TPYII U, TAKUM 00pa3oM, ux 3HaueHu# pK.,.

BrnusHust ~ GeIKOBOTO  OKpPYXKEHHMS  CBSI3AHO € 3JEKTPUYECKUMU
B3aUMOJICUCTBUAMHU (HYHKIIMOHAIBHBIX TPYII C APYTUMH IpyInaMu Oeika u B
clly4ae, €ClM HE MPOMCXOIUT 0Opa30BaHUs XUMUYECKUX CBS3EH, MOXKET OBITh
OLICHEHO METOJaMM DJJIEKTPOCTATUKH. B  TeopeTHyeckux HCClIeJOBaHUSAX
ANIEKTPOCTATUKU OEJKOB CYIIECTBYET JIBa OCHOBHBIX MOJX0ha (CM. 0030pbl
(Honig and Nicholls 1995; Schaefer et al. 1998; Warshel and Papazyan 1998;
Simonson 2001, 2003; Bashford 2004)). IlepBbIii moaX0/1, MUKPOCKOTTMYECKUM,
IpearnoyiaraeT SIBHOE PACCMOTPEHHE B3aMMOJACWUCTBUN BCEX aTOMOB JPYT C
apyroMm. PesyiabTaToM Takoro paccMOTpeHus (METOJaMu  MOJEKYJSIpPHON
JUHAMUKA M CTaTUCTUYECKOro MoxaenupoBanusi (Mmeron Monte-Kapio))
SABIIETCS MOJEITUPOBAHUE HBOJIOLMU O€lKa K PaBHOBECHOMY COCTOSIHUIO U, B

KOHCYHOM HTOIC, OIPCACICHUC CIr0 PAaBHOBCCHBIX XapaKTCPUCTHK. Takou

36



MOAXOJ BBIMVISIAUT YPE3BbIYANHO MPUBJICKATEIBHBIM, OJHAKO 3HAYUTEIbHBIN
00bEéM TpeOyembIX BBIYMCICHHMM, [0 TIOCIEIHEr0 BpPEMEHH BHOCUBIIUHN
CYILLIECTBEHHbIE OTPAaHUYCHHSI B €r0 MPAKTUUYECKHE MPUMEHEHUs, TpeOyeT psf
YIPOIIECHUN U NpuOmkeHuid. BTopolt moaxo — mojyMakpOCKOIMUYECKU (ero
TAaK)K€ Ha3bIBAIOT IMOJYMHUKPOCKONMMYECKUM WIH MOJYKOHTHHYalbHbIM). B
paMKax 3TOro MOJX0/Aa MOJIeKysa Oellka paccCMaTpUBAETCS KaK CHCTeMa 3apsiioB
(JacTUYHBIX  3apsJiOB aTOMOB), NOTPYKEHHBIX B HENPEPHIBHYIO
IUBIIEKTpUUecKyto cpeny. CyIlecTByeT Takke Pl METOJ0B, 00beIUHSIONINX 00a
aTUX nojaxonaa (cm., Hanpumep, (Georgescu et al. 2002)).
[TosmyMakpOCKOIIMYECKU TOAXO0J COYeTaeT B cebe SCHOCTh (PU3HUECKOU
KapTHUHBI OMHCAHMS DJIEKTPUYECKUX B3aUMOJICHCTBUI B Oeike W pa3yMHbIE
TpeboBaHuss K 00bEMY pacueroB. C TOYKM 3pEHUS ATOr0 MOJXO0Ja, MOKHO
BBIJICJIUTh JBE KOMIIOHEHTBI 3JEKTPUYECKOTO BIMSHHUS Oe€lika Ha CpOJCTBO
3aJJaHHOM XMMHYECKON Ipynmnbl K MPOTOHY: 1) TUANEKTPUUECKUI OTKIUK CPEIbI
U 2) BHyTpUOEIKOBOE 3JeKTpUueckoe Tosie. JUAJIeKTpudYecKuid  OTKIIUK
IpeCTaBIsieT cO00M MOJISIPU3ALUIO CPEbl B OTBET HA BHECEHHE B HEE€ HOBOTO
ANEKTPUYECKOTO 3apsAlia; dTa MOJSApU3alUs CHHKAET SHEPTHUI0 CO3JaBAEMOTO
3apsAA0M BJIEKTPUUYECKOTO TOJI U TEM CaMbIM cTabunusupyet 3apan. OgHako B
Cly4dae IepeHoca 3apsia M3 JIETKO MOJIAPU3YEeMOU Cpelbl B Cpely C HHU3KOM
NOJIIPU3YEMOCTBIO CTAa0MIM3anus 3apsiaa, Hao0OpoOT, CHUXKaercsa. MIMeHHO 3Ta
CUTyallsi UMEET MECTO B CIIy4ae aMHUHOKHCIOTHBIX OCTAaTKOB B O€JKE, €CIIM MbI
cpaBHuBaeM wuX pK, co 3HaueHUsIMH pK, CBOOOJHBIX aMHHOKHCIOT.
[TonsipuzyeMocTh Cpelibl OMMUCHIBACTCS €€ NUAJIEKTPHUUYECKONM MPOHUIAEMOCTHIO,
€, TOATOMY OIICHKAa & BHYTpU OenKka SBIAETCA KIOYEBHIM MOMEHTOM IS
IMPUMEHEHUSI METOJOB TMOJYMAKPOCKONMYECKOW dJIEKTPOCTaTUKU. Brtopoit
KOMIIOHEHT, BHYTPHOEJIKOBOE DJJIEKTPUUECKOE TI0Je, OIpeAenseTcss He
MOJIIPU3YyEeMOCTBIO, a TMOJSIPHOCThIO Oejika, T.e. HaluYhueM B HEM yxKe
CYLIECTBYIOIIUX JJEKTPUYECKUX 3apsAJ0B U JUIOJIBHBIX MOMEHTOB U

CO3/1aBacMOI'o UM BJICKTPHUYICCKOTO ITOJIA.
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HeoOxoqumMo  OTMETUTh, 4YTO  DJEKTPUYECKOE  BIMsSHME Oelka WU
c(OpMYJIMPOBAHHBIN BbIIIE MPUHLIMII €r0 MOJIYMaKpPOCKONMMYECKOIO ONUCAHUS
OTHOCHTCS K J0OOMY M3MEHEHUIO 3apsiia XUMUYECKOW TPYIIIbI, T.€. MO3BOJSET
paccuuTaTh U3MEHEHHE CPOJACTBA KaK K IPOTOHY, TaK M K 3JeKTpoHy. [losTomy
OMMCAHHBIN 3/1€Ch MOAXO0 M pa3pabOTaHHBIA B JAHHON paboTe METO] B pPaBHOM
CTENEHU MPUMEHUMBl K pacuy€raM KHUCJIOTHO-OCHOBHBIX M OKHCJIHMTENIBHO-
BOCCTAHOBUTEJBHBIX CBOMCTB I'PYIII, UHKOPIIOPUPOBAHHBIX B OEJIOK.

[Ipn Bcex ONHCAaHHBIX JOCTOMHCTBAX IOJIYMAKPOCKOIIMYECKOr0 MOAX0/a,
€CTh Psi/l CBA3aHHBIX C HUM NpoOieM. OCHOBHAsI CI0KHOCTb, BOSHUKAIOUIAs MU
UCIIOJIb30BaHUU 3TOI0 METOJa, 3aKJIYaeTCs B MPaBUIBHOM BbIOOpE 3HAUEHUS
JIUDJIEKTPUYECKON MpOHUIaeMocTh Oenka. Bo-BTOphIX, HE BMOJHE SICHBI
I'PaHULIBI TPUMEHUMOCTH MAaKPOCKOIINYECKUX XapAKTEPUCTUK CPebl, K KOTOPBIM
OTHOCUTCA  JIURJIEKTPUYECKas  MPOHUIAEMOCTb, B  OOJACTH  MajbIX
(Mukpockonmueckux) paccrosiuuii (Papazyan and Warshel 1997). Tem He menee,
Ui OENIKOB ATOT IMOAXOJ JAeT, KaK MPaBUJIO, BIIOJHE YOBJIETBOPUTEIbHbBIE
pesynbrathl  (Simonson 2003). B-TpeTbHX, CyIIECTBYEeT MNPUHIUIHAIbHAS
npo0JieMa, 3aKI0YaroIascs B TOM, YTO YACTUYHBIE 3apsiibl aTOMOB BBINOJIHSIOT
OJTHOBPEMEHHO [IB€ POJIM B BJIEKTpOCTaTHKE OeikoB: 1) yacTU4HBIE 3apsijbl
aTOMOB SIBJISIIOTCS ICTOYHMKAMU 3JIEKTPHUUECKOTO TMOJIsi BHYTpU Oelka; 2) cIBUT
UX PAaBHOBECHBIX IOJOKCHMM MOJ JEUCTBUEM  JJIEKTPUUYECKOIO  IOJIA
00yCIJIOBIMBAET MHEPIIMOHHYIO YacTh BCETO JMAJICKTPUYECKOTO OTKIIMKA CPEIbl,
T.€. CYLIECTBEHHYK) 4YacTb CTATHYECKOW JUAIEKTPUUYECKOW IPOHUIAEMOCTH
Oenka. OTa JBOMCTBEHHAsl pOJIb Ka)KJIOrO YaCTUYHOIO 3apsja, CBSI3aHHOTO C
OENKOM, COCTaBIIsIET BHYTPEHHEE MPOTHUBOPEUHE MOJIYMAKPOCKOIMUYECKOTO
NOAXOAAa W NPUBOJAUT K TOMY, 4YTO ONMCAHHOE BBIIIE BBIWICHEHHE [IBYX
KOMITOHEHT BIIUSTHUSA OEIKOBOTO OKpPY’KEHHUS Ha
IPOTOHOPIIOBAHUE/IEIPOTOHUPOBAHNE (MJIM K€ OKHCIIEHHUE/BOCCTAHOBJICHHE)
(YyHKIMOHAJIBHOW TPYIIBl OKAa3bIBAETCA HEKOPPEKTHBIM. DaKTUUECKH, OJUH U
TOT ke (u3uueckuil mpouecc (CMEIICHUs MaplHalbHBIX 3apsAgoB B Oelke)

KOJIMYCCTBCHHO YUYHUTBIBACTCA JBAX/Abl: IIpKM PACCMOTPCHHMH IIapUUaJIbHbIX
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3apsJI0B aTOMOB OeJika KaK MCTOYHMKOB IOJISI U KaK YacTull, 00yCIaBIMBAIOIINX
noJssipu3aiuio 0enka u skpanupyromux 3to noie (King et al. 1991). Pazpemenue
3TOr0 MPOTHBOpeuHs ObUIO BHepBble mMpennoxkeHo B pabore (Krishtalik et al.
1997) ® OCHOBaHO Ha MPUMEHEHUU  PA3JIUYHBIX  JIUDJIEKTPUUYECKUX
XapaKTePUCTUK (CTATUUECKON U ONTHUYECKON JUAJEKTPUUECKON MTPOHUIIAEMOCTH )

JUIS pacuéra AUAJIEKTPUYECKOTO OTKIMKA U 3JIEKTPUUECKOrO MOJIsi BHYTpHU OelKa.
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II. I'naBa 2. MeToabl 1 MaTepPHAJIbI

I1.1. O0BbeKTHI HCcCIeI0BAHUA

B naHHOM pasnene mepeduciieHbl BUIbI pPACTEHUH, CIyKUBIIME OOBEKTaMHU
uccienoBanus. bonplias 4acThb U3 HHUX KyJTUBUPOBAJIACh B JIaOOPATOPHBIX
yCIOBHsIX. JlepeBSIHUCTBIE PACTEHUS IIPOU3PACTAIN B €CTECTBEHHBIX YCIIOBUAX B
OTKPBITOM I'PYHTE, HEUHBA3UBHBIE U3MEPEHHUS IIPEUMYILECTBEHHO
IIPOU3BOJIUIINCh HA MHTAKTHBIX PACTEHUAX; B HEKOTOPBIX CIydasX C PaCTCHUMN
ObUIM COOpaHBbI JINCThS, U3MEPEHUS IPOBEJEHBI B JIAOOPATOPUU B TOT K€ JICHb.
Jlnmaiinuku ObUIM coOpaHbl B AMKOW MPUPOJE, MOCIE YEro COXPaHSINCh B
KOMHATHBIX YCJIIOBHUSX B BO3JYIIHO-CYXOM COCTOSSHUM B TEUEHHE HECKOJIBKHUX
Henenb. bomee mnoapoOHble cBeneHHUs 00  YCIOBUSIX — KyJIbTHUBHUPOBAHUS
OpPUBEAEHBl B  CIEAYIOIIEM  pasjaene. 37eCh  NPUBEAEHbI  OCHOBHBIE
XAapaKTEPUCTUKU MCIIOJIb3YEMbIX OOBEKTOB, CYLIECTBEHHbBIE JIsi MOHUMAaHUS

IMOCTAaHOBKH 3a/1a4 U ITOJIYYCHHBIX PE3YyJIbTATOB.

11.1.1. 3enénvie 00HOKIEMOUHBLE BOOOPOCTIU:
11.1.1 Chlorella vulgaris Beijerinck

OpHOKJIETOYHAasT CBOOOJHOXKMBYIIIAs J3YKapUOTUYECKasl 3eJE€HAs BOJOPOCIHb
(otmen Chlorophyta). Knaccuueckuii 00bEKT UCCIICIOBAHUN OHMOJIOTHH PACTCHUIMA
U, B 9acTHOCTH, (hoTocuHTe3a. [Ipn MCCIenoBaHNsIX MUKPOBOJIOPOCIIEH B HAIIUX

HCCIICAOBAHMAX BBIIIOJHAIA POJb KOHTPOJBHOT'O paCTCHU.

11.1.1.2 Desmodesmus sp. IPPAS 2014

OpHOKIIETOYHAs CUMOMOTHYECKasi JyKapHOoTHYecKas 3eJ€Has BOIOPOCIb
(otnen Chlorophyta), w3onupoBaHHas W3 THAPOUIHOrO mnojumna bemoro mops
Dynamena pumila. XapakTepuszyercss TOJIEPaHTHOCTHIO K BhICOKHM (20—100%)
koHneHTpamusiMm CO, B cpenme. [loaTromy HMHTEepecHa Kak HOBBIH MOJETHHBIN

OOBEKT B HMCCIEAOBAHUAX (PU3MOIOTUU U OMOXMMHH HU3IIUX PACTEHUH, B TOM
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YHCclie — C TOYKU 3peHus ycroitunBocT oTocuHTeTndeckoro anmnapara (OCA)

K BbICOKOM KoHIIeHTpauuu CO;.

11.1.1.3 Lobosphaera incisa str. IPPAS-C2047

OnHokJieToYHasl dyKaproTuueckas 3eiaéHas Boaopocib (otnen Chlorophyta),
W30JMPOBAHHAS M3 TallbIX CHEXKHBIX IIOKPOBOB HA CKJIOHAaX TOPHOM Lenu
Tatesma (SmoHust) — cpeapl OOUTaHMS, XapaKTEPU3YIOMIEHCS OBICTPHIMU
U3MEHEHUSIMU TEMIEPATYPhl, OCBEIICHHOCTH M JOCTYIHOCTU IUTATEIbHBIX
BemlecTB. B cuiy 3TOro WHTEpecHa KaK HOBBI MOJEIbHBIH OOBEKT B
UCCIIEOBAaHMUSIX (PU3UOJIOTHM U OMOXMMHUHU HU3LIMX PACTEHU, B TOM YHCIE — C
Toukn 3peHus ycrowunBocth OCA K BBICOKOM HHCOMSALIMM M HU3KUM
temneparypam. Jii1 HE€ Takke IMOKa3aHO BBICOKOE COJAEPKAHUE APAXUIOHOBOMU
KHCJIOTBI, SBJIAIOLICHCS OJIHUM u3 MOAYJISITOPOB aKTUBHOCTHU
BHOJIAKCAHTUHOBOIO LHMKJIA, YTO MPEACTABISET HHTEPEC C TOYKH 3PEHHS

BO3MOXKHBIX CTpaTeFI/Iﬁ aZamnranuvy K yCJI0BUAM CBETOBOI'O CTpECCa.

11.1.2. Jluwainuxu

bynyun HCKIIOUHMTENBHO YCTOWYMBBIMU K JEHUCTBUIO IIMPOKOTO CIEKTPA
IKCTPEMAIIbHBIX (PAKTOPOB CPEAbl B BO3IYIIHO-CYXOM COCTOSIHUH, SIBIISIFOTCS
KJIACCUYECKUMH MOJIEIbHBIMH OOBEKTaMU ISl U3YUYEHUs JEHCTBUS CTPECCOPOB
pPa3HOU NMPUPOABI.

JlucToBaThlii ANIUTEWHBIN JTUIIANHUK, COJEp AUl B KauecTBe (PUTOOUOHTOB
nuaHoOakTepun poga Nostoc (a30TPUKCATOPBI) U IYKAPUOTHUYECKYIO 3EJIEHYIO
Bogopocib poma Coccomyxa (mepBuUYHBIA (HOTOOMOHT), MHUKOOUOHT —

ACKOMMIIET, OTHOCSIIMICS K opsanky Peltigerales.

11.1.3. Mox Physcomitrella patens (Hedw.) Bruch & Schimp.

HoBplif  «kiaccuueckui»»  MOAENbHBIM  OOBEKT OHOJOTMU  PACTEHUH,

HOﬁKHHOFHI{pH‘I@CKOC pacTeHue, HE NOAACPKUBAIOIICC ITOCTOAHHOC COACPIKAHNC
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BOJBl B TKaHSIX, HO CIIOCOOHOE B TCUEHHE KOPOTKUX IEPHOJOB BpPEMEHHU
BBIJICP)KMBATh CHIIBHOE 00€3BOKMBaHHE (COOTBETCTBYIOIIEe motepe a0 95%
Bozbl) (Liénard et al. 2008; Mishler and Oliver 2009). B nactosiieit padbote Ob11
UCIIOJIBb30BaH Kak OO0BeKT i ucciefaoBanus oTkimka ®CA Ha jgelicTBhe

CTPCCCOBLIX (l)aKTOpOB, MMPCAIIOJIOKHUTCIIbHO aHAJIOTUYHBIX ACTHApPATALIUNA.

11.1.4. Jlepesanucmuoie ouxopacmyujue golcuiue pacmenusl.

JlepeBsiHUCThIE JUKOPACTYIIUE BBICIINE pacTeHus: nuna cepaueBuanas (7ilia
cordata Mill.), psbuna oosikHOBeHHAs (Sorbus aucuparia L.), nBa nomkas (Salix
fragilis L.), xnen octponuctHeiid (Acer platanoides L.), kiien amepukanckuit (4.
negundo L.), 6ospeiiauk (Crataegus sp. L.), enb eBponerickas (Picea abies (L.)
H. Karst), enp rony6as (Picea pungens Engelm.), cocHa oObikHOBeHHas (Pinus
sylvestris L.), nuctBeHHuna cuoupckas (Larix sibirica Ledeb.) n monykycTapHUK
C YaCTUYHO OJ[peBECHEBaOIMMUMH ToOeramu — wmanuHa (Rubus idaeus 1.)B
OCHOBHOM — JIUCTOMAJHbIE (KpOME MBYX BHUIOB €M OJHOTO BHJA COCHBI)
pacTeHHsi CpeIHEeH TMOJOChl, YTO TIO3BOJHMJIO HaM WCCJIEI0BAaTh MPOIECCHI

OCCHHCTO CTapCHU: JINCTHCB.

11.1.5. Jlepessanucmuoie u mpagsaHucmoie KoMHamuwle svicuiue pacmernus. 6oowt (Vicia
faba L.), kumaiicxas kanycma (Brassica chinensis L.), kumatickas posa (Hibiscus
rosa-sinensis)

boObl u kuTaiickas po3a — KIACCUYECKHE OOBEKThl B HCCIICIOBAHUAX
dboToCHHTE3a, MO3BOJIAIONINE padOTaTh KaK C MHTAKTHBIMH JIUCTHSIMH, TaK U C
BbiceukaMu. Kwuralickas kamycta — YyIOOHBIM OOBEKT IS KOMILIEKCHBIX

I/ICCJIC,HOBaHI/Iﬁ, BKJIIOYAIOMUX OLICHKH POCTOBLIX MOKa3aTesIeH.

11.1.5.1 Buowl pooa Tradescantia: T. albiflora, T. fluminensis, T. sillamontana,
T. zebrina, T. navicularis.

Habop 61M3KOpOACTBEHHBIX BHUAOB, «IEPEKPHIBAIOIINX)» MPAKTHUYECKH BECh
JYana3oH BO3MOXKHBIX HKOJIOTMYECKUX MOTPEeOHOCTEN pacTeHHs (B OTHOIIEHUHU
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ceeta). lIpeacraBnsaoT coOoOi ymoOHBIM HAaOOpP MOACIBHBIX OOBEKTOB IS
aHanM3a aJalTHBHOCTH JIAHHBIX BHJIOB M WHIWBHUIyaJIbHOW TUIACTUYHOCTH

pPacTCHUM.

I1.2. Metoasbl cOopa ¥ KyJIbTHBALMHU

11.2.1. Booopocau

Kynbrypa knetok Desmodesmus sp., ICXOJTHO BblIETICHHAsI U3 0€IOMOPCKOTO
ruapouaHoro nonuna Dynamena pumila, Oblna TMOJdy4YeHAa U3 KOJUICKIUU
WUucturyta ¢usnonorun pacrenuit (MOP) wum. KA. Tumwmpsizea PAH.
Kynbrypa xinerox mukpoBogopocinu Chlorella vulgaris IPPAS C-1 taxxe Oblia
noiyueHa u3 koyuiekuuun UOP PAH. O6e kynbTypsl BeipamuBaiu Ha cpeae BG-
11 B CTEKISHHBIX KOJOHHAX (UMIMHAPHI AHAMETPOM 6,6 CM U €MKOCThIO 1,5 1)
OpU TIOCTOSSHHOM OCBEILIEHUWU CBETOJMOJHBIMU JlamMmaMu Oejoro cBeTa
(hoTocuHTeTHYECKH aKTHUBHas paguanms 480 MkMonb (GorToHOB M2c) mpm
temriepatype 27 °C. KynsTypy 6apOoTHpOBaiy BO3IyXOM JIMOO ra30-BO3TYITHON
cmechio ¢ 20% CO,, hopmupyemoit mporpaMMHpPyEMbIM Ta30BbIM CMECUTEIEM
YOIII'C-4 («CoBnab», HoBocubupck), co ckopoctbto 300 Mi/MuH.
MHTEHCUBHOCTh  OCBEIIEHHS KOHTPJIMPOBAJIM C IOMOINBIO  KBAaHTOBOIO
u3meputens LiCor 850 (LiCor, Lincoln, NE, USA).

Kynbrypa wMukpoBomopocneir Lobosphaera incisa Oblia moOdy4YeHa U3
nabopaTopun OHUOTEXHOJOTUM MHUKpoBojgopocied HMHcTutyTa wucciieqoBaHu
nycteiHn uM. JIx. brnaymraitna YhHuBepcuteta ben-I'ypuona (M3pawisb).
Kynbsrusuposanu Ha moauduuuposannoit cpeae BG-11 B konbax Dpnenmeiiepa
B TEPMOCTAaTUPOBAHHON KayalKe IIPU OCBEMIEHHOCTU 50 MKMOIbL GOTOHOB M 2¢’!

u Temneparype ot 0 1o 24 °C.
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11.2.2. Jluwavnuxku

OO6pa3ne! mumaiinuka Peltigera aphthosa (L.) Willd. 6b1111 coOpaHbl ¢ TTIOYBBI
B COCHsKe OenomolHUKEe ¢ oJbXxod B IlogMOCKOBbE B  OKPECTHOCTSX
rocy/1lapcTBeHHOTO 3aka3Huka «buonorunueckas crannusa MI'Y umenn C.H.
CkagoBckoro», okojo cena JlynmuHo. B skcnepuMeHTe  UCIMOJIb30BAIH
CJIeyIollKe TPYIIbl CIOEBUIL: CBEXKECOOpaHHbIE BO3IYIIHO CyXHU€ CIOEBHINA, a
TaKke CJIOEBUIIA, XpAHUBIIKECS B T€YEHUE | ToJ/la MpU KOMHATHOM TeMIepaType.
CrnoeBulla THIATELHO OYMINATU OT CyOcTpaTa W YBIQXKHSUIM IPU KOMHATHOM

TeMIIepaType.

11.2.3. Mox Physcomitrella patens

[IpoToHemsl mxa Physcomitrella patens BbpaliBagd Ha MOIUDUITUPOBAHHON
cpene Knaoma (800 mr/m Ca(NOs;),-4H,0, 250 mr/m MgSO4-7H,0, 125 mkr/a
FeSO4-7H,0, 5 r/n rmoko3bl, ¢ nobaBieHuemM MukposnemeHToB: CuSO4-5H,0,
ZnS04-7H,0O, H3BO;, MnCl,-4H,0, CoCly-6H,O, KI, (NH4),Mo004-2H,0, a
takke 500 Mr/m TaprpaTa aMMOHUS B CHEIMATU3UPOBAHHOM HWHKyOaTope s
pocta pactennii MLR-352H (Panasonic) ¢ 16-yacoBbiM (oTonepuoaomM Mpu
temriepatype 24 °C. Kak s OlleHKHM aKTUBHOCTH (POTOCUCTEMBI 2, TaK W IS
TPAHCKPUIITOMHOTO M TENTUIOMHOIO aHaju3a HCIHOJIb30BAIM IPOTOHEMY B
BO3pAaCTE S5 THEM.

W3 mporonembr mxa Physcomitrella patens BBIIENSINM TPOTOIUIACTOB TI0
Merony (Liu and Vidali 2011) c¢ He3HaYUTEIBHBIMH HW3MEHEHUSMHU.
[IaTumHEeBHBIC HUTH MPOTOHEMBI COOMpAIH IINATENIEM ¢ TTIOBEPXHOCTH arapa u |
I' TKaHU TpoToHeMbI nomemanu B 14 ma 0,5% pacTBopa apuzenassl (Sigma) B
0,48 M mannuTosia. TkaHb MHKYOMpOBaM B TedeHHEe 60 MUH B TEMHOTE MpPH
MOCTOSTHHOM BCTPSIXMBAHHH. 3aTE€M CYCIHEH3HIO (DUIBTPOBAINA YEPe3 CTATBHYIO
ceTky ¢ sueéit 100 MKkM M mpoAoKaid HHKYOaluIo B Ipu3elia3e B TEUCHHE el
15 munyt. [lomydeHHble MPOTOIUIACTHI OCAXAATU IEHTPU(PYTUPOBAHUEM IIPH

100 r B TeueHue 5 MuH U ABaxabl oTMbIBaIH 0,48 M pacTBOpOM MaHHUTOJIA.
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Oo6padoTtka mnporoHemsl 0,025% wu 0,0025% pacTtBOpamu  Jpu3enasbl
IPOBOJMIACH MO AHAJIOTMYHOMY NPOTOKONY. [ISTUAHEBHBIE HUTH MPOTOHEMBI
coOupaly mmareaeM ¢ HTOBEpPXHOCTH arapa u | r TKaHU MPOTOHEMBI TOMEIIATH B
14 M1 0,025 % unum 0,0025% pactBopa npuzenassl (Sigma) B 0,48 M ManHuTONA.
B kadecTBe KOHTpPOJS MBI Takke MHKYyOWpoBasiu TKaHb mpoToHemsl B 0,48 M
maHHuTONa. [locie 4YacoBoil MHKyOamuu TKaHb MPOTOHEMBI NPOMBIBAIA U

IMPOBOANIIN UBMCPCHUA aKTUBHOCTH (I)OTOCI/ITCMBI 2 unu BBIACIIAIN OeJIoK.

11.2.4. Jlepesanucmole sblcuiue pacmenus

W3mepenust MHAYKIUU (QIIyOpECUEHIINH XJIOPO(UIUIa B JIUCTHAX APEBECHBIX
pacTeHU MPOBOJMIM HAa MHTAKTHBIX JIMCTHAX, HE OTHENSAS UX OT PACTEHHs, B
BEUEepHEE BpeMs CYTOK (HE paHee 4eM uepe3 2 4 MOcCie 3aX0jia COJIHIIA, YTOObI
o0ecreunThb aJlanTaluio JIUCTheB K TeMHOTE). 1t mabopaTtopHbIX paboT cpezaiu
JIUCThsSI UJTU 00pas3Iibl BETBEH COOTBETCTBYIOIINX PACTEHH, CTABUIN UX B COCY]I C
BOJOM Ha BpeMs IIPOBEIACHUsA HU3MEpeHud. B 3aBUCMMOCTM OT Xapakrepa
HKCIIEPUMEHTA, U3MEPEHHUsI IPOBOJMIN Ha BHICEUKE M3 JIUCTA, Ha 1LIEJIOM JIUCTE

WJIKW Ha JIUCTC, HC OTI[eJ'IéHHOM OT BCTBHU.

11.2.5. Jlepessanucmole u mpassaHucmovle KOMHAMHbLE BbICUIUE PACMEHUS

Pactenus xwuraiickoii kamyctel (Brassica chinensis L., copt BecHsHka
cenekunn BHUMCCOK) BelpamuBaim Ha MOPHUCTBIX METAIIOKEPAMUYECKUX
TpyOKax C HUCIOJIb30BAaHMEM MHTATeNIbHOro pactBopa YecHokoBa B jgo3e 0.5
HOPMBI ¢ J00aBlieHHEM MHUKpo3JieMeHTOB mo Xoriaay (5 MM KNOs, 2.4 MM
Ca(NOs),, 1.8 MM KH,PO4, 0.8 MM MgSO4x7H,0, 46 mxM H3;BO;, 9 MkM
MnCl,, 0.8 MkM ZnSQOs, 0.3 MkM CuSOy, 0.1 MkM H,Mo00Q4, 25 MkM Ttaptpara
xene3a) npu temneparype 24—26 °C u OTHOCUTENBHON BIaXXHOCTH Bo3ayxa 30—
55%. PacteHus pociu NpU HENMPEPHIBHOM OCBEUIEHWH NPU OJHOM U3 JBYX
ypoBHel 1ioTHOCcTH ToToKa (hoToHOB (III1D) Ha ypoBHe BepxHero jaucta: 400

(391 + 24) mxmons pororoB m2c! mmm 100 (107 + 9) Mxmons poToHoB M2c!
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(manee “HopmanbHas” wu “‘Hu3kas’ III[ID, coorBercTBeHHO). B KauecTBe
MCTOYHUKOB OCBEIIECHUS MCIOIb30BAIU JYTOBYI0 HATPUEBYIO JIAMITY BBICOKOTO
nasnenuss JIHaT-400 co craHmapTHBIM OTpakareiaeM («KOHTPOJIbHASI TPYMIay)
niu cBeTwibHUK (CJl), cocTaBieHHBIN W3 KPACHBIX (Amax = 650 HM) U CHUHUX
(Amax= 470 HM) CBETOOWONOB, C COOTHOIICHWEM KpAacHOW U CHUHEH
COCTABJISIONUX M3Iy4eHus 7:1 mo mioTHocTu motoka (GoToHOB. [l aHanm30B
Opanu 4-i cHU3Y JUCT 15-THEBHBIX paCTCHUM.

Pacrenuss 60008 (Vicia faba L.) BblpamiMBanu U3 CeMAH B IIOYBE IPHU
temneparype 24-26 °C, OTHOCUTENBHOM BIaXHOCTH Bo3ayxa 45-60% wu
€CTECTBEHHOM OCBEIICHHUH. [[JIs1 M3MepeHuil UCTOIb30BaU JIMCThSl WM LIeJIble
pacTeHusl 10 HACTYILJICHUSI [IBETCHHUSI.

Pactenus BeuHO3en€HOTO KycTapHUKa KuTaiickas posa (Hibiscus rosa-
Sinensis) conep’kalu B JIaOOpAaTOPHBIX YCIOBHUSAX Mpu Temmeparype 24-26° C,
BJIAXXHOCTH 45-60% 1 €CTECTBEHHOM OCBELICHUH. {151 n3MepeHnii NCIoab30BaIn
JIUCThS UM BBICEUKH U3 JIUCTHEB.

Pacrenust pona Tradescantia BbIpalluBajii W3 UYEPEHKOB, MOJTYUYCHHBIX M3
['maBuoro Ootanunueckoro cana (I'bC) wum. H.B. I{ununa PAH. Yepenku
pacTeHU# KaKI0ro BUa OBLITN BBICAXKEHBI B IOYBY M YKOPEHEHBI B TEYCHHUE IBYX
HeJlenb. BrnocnencTBum perysisipHO MPOBOAWIM MEPECAAKy U MEPEYKOPEHEHHUE
pacTeHuM Takke dYepeHKaMu. [l u3MepeHHil HUCMOJIb30BAIM MOJHOCTHIO
chopMUpOBaHHBIC JUCThSA, 3-7 JIMCThS OT BepmMHBI MoOera. PacteHus
coJiepXainu U TMPOBOJUIM M3MEpeHUs B opamxkepesx OTaena TPONUYECKUX U
cyorpormnueckux pacrenuit I'bC PAH npu temnepatype 22-25° C, BIaXHOCTH
60-80% 1 cMelIaHHOM OCBEIIEHUH (€CTECTBEHHOE OCBEIICHHE NHTEHCUBHOCTHIO
no  30-40knk  (150-200 Br/M?) ¢ noOaBieHMEM — KPYIJIOCYTOYHOTO
HMCKYCCTBEHHOTO OCBEILICHHS JIFOMUHECLIEHTHBIX JIaMI HMHTEHCUBHOCTHIO 1,5-
2 ki (7,5-10 Br/M?)), a Takxke 1ab0paTOpHBIX YCIOBHAX IIPU TemIeparype 24-
26° C, BnaxHocTH 45-60% ¥ MCKYCCTBEHHOM OCBEIICHUM MHTEHCUBHOCTBIO 10
60 w1 800 mxkMosb GoTOHOB M2¢c! (0003HaYaEMBIX B JAbHENIIIEM KaK HU3KAs U

BBICOKasA MHTCHCHUBHOCTD, COOTBCTCTBCHHO) c 16 4 q)OTOHepI/IO,Z[OM. B kauectBe
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WCTOYHHKA CBETAa WCIOJB30BaIU cBeToauomHisle ocseturean 11299 BVPI150
LED8/WW  (Philips, Hunepnauae) u "YC-90 Maructpane-1I" (00O
"®OKYC", MockoBckas obmactb, Poccus), ocCHameHHBI  OCIBIMH

cBetouoaaMu 1BeToBoi Temrepatrypsl 4750 K (Nichia, Snonus).

11.2.6. Xnoponnacmeul

XJIOpOIJIaCThl M3 JIMCTHEB BBICHIMX PACTEHUW MOJyYadd TOMOTCHU3ALUEH
00pa3ioB TKaHU JucTa B cpene, coaepxkamieit 0,35 M NaCl u 0,05 M Tris—HCl
oybepa mpu pH 8,0 w  mocnemyromum  auddepeHInanTbHEIM
neHTpudyrupoBanueM B Toi ke cpeae (Arnon et al. 1956). Xmoporuractsl,
NOJIydYeHHbIE 3THM METOJOM, B OCHOBHOM OTHOCcWIHMCh K Kkiaccy C 1o
knaccudukanum Xomna (Hall 1972).

Xnoporunactel Mxa Physcomitrella patens BblIensiM U3 MPOTOMIIACTOB IO
Merony, omucanHomy B pabore (CkpumaumkoB u ap. 2009). Ilpororuractsr
pecycieanupoBamun B Oydepe A (50 MM HEPES-KOH, pH 7,5, 330 mM
copoburona, 2 MM DIATA u 0,4 MM denmwimeruicynbporundropuaa) u
¢unbTpoBasi uepe3 MBOMHOW cnoil ¢uibTpytomero Mmartepuana (Miracloth;
Calbiochem Behring Corp., CIIIA). [{e3uHTerpaiuio npoTomiacToB OIEHUBAIH C
MOMOIIIbI0 CBETOBOTO MHUKpOCKomNa. 3areM (uibTpaT LEHTPpUPYTUpOBAIU MPHU
1200 g B TeyeHue 3 MHUH, OCAJOK PECYCIEHAMPOBAIM B HEOOJBLUIOM OOBEME
oydepa A u bpakuunonupoBaiu neHrpudyrupoBanuem mpu 3800 g B Teuenue 10
MUH B cTyneHuarom rpaauente 10-40-85% Percoll (Sigma, CIIIA). MaTakTHBIE
xjoporactel Mexay ciosamu llepkomna 40 u 85% coOupanu, mpombiBamu
oydepom A u nentpudyrupoanu npu 1200 g B TeueHre 3 MUH U UCIIOJIB30BAIH

0Ca0K, COIEPKAIUN XJIOPOIIACTHI.
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I1.3. MoaeaunpoBanue GaKkTOpPOB OKPYKAIOLIEH Cpe/Ibl

11.3.1. Ocsewenue

[ToapoOHO yCIOBHST OCBEIIEHUS, €T0 MHTEHCUBHOCTh U CTICKTPAIbHBIN COCTaB
OIMCAaHbl B pasleliaX, MOCBSIIEHHBIX KYyJIbTUBALIUU COOTBETCTBYIOLIMX BUIOB
pacTeHuil. 37ech JK€ TPUBEICHBI JHUIIL HanbOoJee KpaTKue CBEACHUS 00

HCIIOJIB30BaBIINXCS CIICKTPAX U MHTCHCUBHOCTAX OCBCHICHUA U €0 HCTOYHHKAX.

113.1.1 Humencusnocms oceeujerus

B psAme bsKcnepuMEHTOB C HEKOTOPBIMH KYJIbTypaMU MCIHOJIb30BAJIN
pa3IMYHbIE HHTEHCUBHOCTH OCBEILLECHHUS JJI KyJIbTUBAIIUU PACTEHHI, TEM CaMbIM
BBIBJISIL  QJAnNTallMl0  MHTEPECYIOIIMX  XapaKTepUCTUK  PAacTeHus K
JIOJITOBPEMEHHBIM U3MEHEHHUSIM MHTEHCUBHOCTH OCBELIEHUA. B skcnepumeHTax ¢
KUTAaUCKOM  KamycTOoW ObLI  JIeTalbHO M3y4€H POCT pacTeHH Ipu
uHTeHcuBHOCTAX 100 u 400 MxkMmonb (DOTOHOB M“C’, B 3KCHEPHMEHTax ¢

Pa3IMYHBIMU BUAAMM Tpajeckanmu — 60 u 800 mxmonb GoToHOB M2¢!,

11.3.1.2 CnekmpanvHblil cOCMag 0ceeuyeHusl

3HaueHue CIEKTPAIbHOTO COCTaBa cBeTa Juid (OTOCUHTE3a U POCTa PACTEHHI
OBLIO U3YUYEHO B SKCIIEPUMEHTAX ¢ KUTalCKoW KamycTod. CpaBHUBAIU JEHCTBUE
CBETa, COAEPMKAIIETO TOJIBKO KPAaCHYIO M CHHIOKO KOMIOHEHTHI cBeta (650 HM u
470 HM B cOOTHOILIEHUH 7:1 MO MIOTHOCTH MOTOKa (POTOHOB, CBETOAMOIHBIN
CBETWJIBHMK) M CBE€Ta, CO3/1aBAE€MOI0 JIYrOBOW HATPUEBOM JIAMIIOM BBICOKOIO
napinenust (J{HaT-400) KOTOpBIM YCIOBHO CUWTAeTCsl B arpoOHOMHYECKOU
NPAKTHUKE W BO MHOTHX (PU3MOJOTUYECKUX HCCIIECIOBAHUAX PACTCHUU «OesbIM
CBETOM» (B JIEHCTBUTEIBHOCTH, OH HE SBIISIETCS HENPEPBIBHBIM H3IIyYEHUEM U

00eTHEH HEKOTOPBHIMUA KOMITOHEHTaMH OE€JI0TO CBETA).
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11.3.1.3 Hcmounuxu oceeuienus

B  kadecTBe  WCTOYHHMKOB  OCBEIICHHUS,  HWCIOJH30BABIIUXCS  JJIA
JIOJITOBPEMEHHOTO BO3CHCTBHSI Ha pacTeHue (B TEYCHHE BCErO M 3HAUUTEIHHON
YacTH TEpHoJia poCcTa pacTeHus), B pabore ObUM  HWCTHOJIB30BAHBI
NPEUMYIIECTBEHHO  CBETOAMOAHBIC  CBETUJIBHUKH, COAepXkamue  Oesble
ceeroauoasl (11299 BVP150 LED8/WW, "VC-90 Maructpans-111", u ap.) niu
CMECh CHHHUX W  KpPAacHBIX  CBETOAWOJOB. TaKke  HCIOJh30BATIUCH
JFOMUHECIICHTHBIE JIAMITBI M HATpPHEBBIC JIaMmIbl BbicOKoro aamienus (IHaT-
400).

B kauecTBe MCTOYHHKOB JIEHUCTBYIOIIETO CBETA, OKA3bIBAIOIIETO BO3/EHCTBUE
Ha (OTOCHHTETHUECKUW ammapar JUIIb B TEYCHHWE OTHOCHUTEIHHO KOPOTKOTO
Neprosia M3MEPEHUH (ITUTEIBHOCTHIO TIOpPSAJIKA MHUHYT — JECATKOB MHUHYT),
HCIIOJIB30BAIMCH CBETOIMOABI cuHero (460 uM), romyboro (475 HM), KpacHOTO
(635 um) u nganpHe-kpacHoro cBera (730 HM), a TakKe JIaMIbl HaKaJIUBAHUS C
uHTepdepenronnbiMu cBeTopunpTpamu (650 u 707 um) u 6e3 Hux. B kauecTBe
30HAMPYIOMIETO OCBEUICHUS WCIOJIb30BATM TMPEUMYIIECTBEHHO CBETOIHOIbBI

cuHero cBeta (460 uM), a Taxke OmmkHEeTo HBpakpacHoTo (830 1 875 HM).

11.3.2. Cocmas ammocgepbi

Jlns apantanyu CyClieH3Ud MUKPOBOAOPOCIEH K 3aJaHHOMY COJEpP>KaHHUIO
CO, B okpyxaromeid cpeme 0apOOTHpPOBAIM CYCIIEH3MIO Ta30-BO3AYITHBIMH
cmecsamu (I'BC) ¢ cootBetcTBytomeit noneit CO, B I'BC.

Cyxue TauioMBl JIMIIAMHWKA [OJABEprajid  JEHCTBUIO  aHa’dpOOHOMU
aTMoc(epsl, MOMeIas UX B TUNIACTUKOBYIO KaMepy, 3al0JHEHHYIO Ta3000pa3HbIM
a30TOM IMpu arMocepHOM aaBieHuH. KOHIEHTpanmuioo KHUCIOpoJa B KaMepe
KOHTPOJIUPOBAJIM C TMOMOIIBIO AIEKTPOXUMHUYECKOTO KHUCIOPOJHOTO JaTYMKa
«Oxkcuk 3» (OO0 «Oxconuit», Poccus). Ilokazanuss natdyumka 3amvchIBaId
HEMPEpPhIBHO C TMOMOIIBIO aHajoro-nudpooro mnpeodpazosarens (AL
OpUTHHATILHOW KOHCTPYKIMU. UTOOBI n30exkath muddy3nun Kucaopoaa B Kamepy

U TOJAJIEPKMBATh aHA’pPOOHBIE YCIOBUS B TEUEHHE BCEro Mepuoja oOopaboTkw,
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KaMmepa HEMpEepbIBHO MPOJyBalach razoo0pa3HbIM a30TOM CO CKOpPOCThIO 1-2
MJI/MUH. JITUTENbHOCTh COJAEpkKaHUS TAIJIOMOB B aHa’poOHON artMocdepe
cocTaBisiia 4 AHA, UK ObUT MOBTOPEH ABAX/BI JIS1 KaXI0T0 TaJJIOMa.

[Ipu wusmepeHusax cnekrpoB I[P B JIUCTBSAX BBICIIMX PACTCHUH JIUCT
MOMEIIATHN B KBAapLEBYIO TPYOKY, pacloOKEHHYIO B pE30HATOPE CIIEKTPOMETpa
OIIP, ra3oBblil cOCTaB BHYTPU KOTOPOUM MOAJIEPKUBAIU MOCTOSHHBIM 3a CYET
poJyBa Yepe3 TPyOKy Ta30BbIX CMECeW ¢ pa3HbIMU COOTHOUIEHUSIMU KHCJIOPO/a,
JUOKCUIA YIrJepojla U HelTpaibHOro ra3za (aprona wid as3ota). llpu
UCCIEeIOBAHUSIX  (PIIyOpeclUeHIMH  JIMCTbeB  (QUIyOpUMETp  BMECTe ¢
NPUKPEIUVICHHBIM K HeMY 00pa3lioM MOMEIIalii B IUIACTUKOBYIO KaMepy, BHYTPHU
KOTOpPOW TOJACPKUBAIM TOCTOSHHBIA COCTaB arMocepbl TakkKe 3a Cuer
polyBa 4Yepe3 HEE COOTBETCTBYIOIIMX Ta3oBbIX cMmeced. [loTokm rasos,
IPOAYyBAaEMBbIX uepe3 pe3oHaTop crnekrpoMerpa I1IP unn miacTukoByro Kamepy C
biryopuMeTpoM, pPEryJupoBaId C TMOMOINBIO BEHTHJIEH TOHKOW PETYIMPOBKH,
pPacnoJIOKEHHBIX Ha IMYTH OT ra30BbIX OANIOHOB K M3MEPUTEIHLHOMY MPHUOOPY.
Konnentpamuu O2 u CO2 B KaMmepe KOHTPOJMPOBAIM C TOMOIIBIO
razoananuzatopoB Kiesep-B («/lenbra IIpo», Poccus) u C2000 («Oldhamy,

OpanIus).

11.3.3. Temnepamypuoie 6030eticmaus

[Ipy wu3ydyeHWH BO3AECUCTBUA BBICOKOM TEMIIEPATypbl HA JIMIIAWHUKHU
BO3IyIIHO-CyXH€ cloeBulla BolepkuBain 30 MmuHyT B Tepmoctate npu +70°C,
3areM 30 MUHYT IpH KOMHATHOM TeMIeparype, TAKOW LUK NOBTOpSIM 3 pasa.
Hpyryto 4yactb 00pa3loB MOABEprajd BO3JACHCTBUI0 HU3KUX TEMIEPATYP,
NOMeEIIasi UX B MOPO3WIbHYIO Kamepy Ha -70°C, BblIepKHUBas TO K€ BPEMS, UTO U
B mpeaplayueM ciydae. /i TpeTtbel rpymnibsl 00pa3loB YeperioBaid NEPUOAbI
HarpeBa M oxjaxiaeHus mo ciuenyromieit cxeme: +70°C, +23°C, —70°C, +23°C,
+70°C (xaxnaeiii mepuon mo 30 wmuHyT). Takum oOpaszom, KoneOaHUs

TeMIepaTyphl JAJI OJHOTO U TOTO e o0pasna gocturanu 140 °C.
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11.3.4. Jleeuopamayus

Jlns  mpoToHEeMbl MOWKWUJIOTHApUYECKOTO Mxa Physcomitrella patens
JNETUApaTalMi0 MOJIETMPOBAIN BO3JCUCTBUAMH, NPUBOASIIMMU K HapyLICHUIO
KOHTaKTa KJIETOYHOM CTEHKHM U IUla3MaTU4Yeckod wmemOpanbl. OgHuM U3
BApUAHTOB BO3JIEUCTBUS ObLI OCMOTHYECKUH CTpecc, JUIsl KOTOPOTO paHee ObLIOo
MOKAa3aHO, YTO OH BBI3BIBAET CXOXEE BO3JICUCTBUE HA AKTUBHOCTh
(OTOCHHTETUYECKOr0 amnmnapara, OLEHUBAEMYIO MO HMHIYKUUU (PIIyOpecCleHIUH
xyopodwmiia, ¢ Bo3aencTeueM neruaparanuu (Azzabi et al. 2012). [{ns co3ganus
OCMOTHYECKOIO CTpecca, K cpene HMHKyOaluu TPOTOHEMBI J100ABIISIN
HEUTpalbHbIA MOHOCAaxXapuJi MaHHUTOJN B KoHUeHTpauuu 1,3 M. BozaelictBue
TUMIEPTOHUYECKOM  Cpeabl HAa  KIETKA  MPOTOHEMBI  KOHTPOJIUPOBAIU
MUKpPOCKOIIMYECKH, HaOmofas 1ia3moin3. B kadecTBe aApyroro BapuaHTa
BO3JEHUCTBUS paCCMATPUBAIIA MALICPALIUIO KJIETOYHOW CTEHKH, AJIsI KOTOPOM HAMU
ObIJI0O  TOKa3aHO  (PEHOMEHOJOTUYECKOe  CXOJACTBO C  BO3JICUCTBUEM
ocmoTtudeckoro crtpecca (Wang et al. 2008). C »sroii 1enbl0 MPOTOHEMY
oOpabaTheIBaJI PaCTBOPOM JpH3eia3bl B pa3HbIX pasBeneHusx, ot 0.0025% mo

0.5% (cMm. pazpen 11.2.3. Mox Physcomitrella patens).

I1.4. N3mepuTesibHbIE METOABI

11.4.1. DIIP-cnexmpockonus (P700+, cnunosvie 3010b1)

Hnsa peructpauum metonoM OIIP curHana OKHCIEHHBIX PEaKIMOHHBIX
eHTpoB P700+ B JIUCTHAX BBICHIMX PACTCHUN MOMEIIAIM BBICEUKY W3 JINCTA B
npsIMOYTONBbHBIN pe3oHaTtop OIIP-cnekrpomerpa 3 cm nuamaszoHa (X band)
Varian E-4. Yepes miesnb B TOPILEBOM CTEHKE pe30HATOpa OCBEIIaIM 00pasell,
3anuceiBanu cnektp OIIP curHana wiMm KUHETUKY €ro CBETO3aBUCHUMBIX
U3MEHeHn. B kadecTBe OCBETHUTENS MCIOJIb30BAINA JIAMIy HAKAJIUBAHUSA C

KOHJICHCOPOM, CO3JIal0IIYI0 OCBEIIEHHOCTh Ha TMOBEpPXHOCTH obpasma mg0 350
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B1/M?, a Taxxke uHTEp(EPEHIUOHHBIE CBETOQHUILTPHI, MO3BOJISIOLINE MOTyYHThH
Y3KOTIOJIOCHBIN KPACHBIN (Anqx =650 HM, AA;» =15 HM; nanee — "CBET Aeso") WIn
JTATbHUM KPacHBIN CBET (Anqx =707 HM, AA;2 =15 HM; nanee — "cBeT Ayg7").

TpancmemOpanHyto pa3Hocte pH B xuyoporiactax Ompenessiid 1o
KOHLIEHTPAllMOHHOW  3aBUCUMOCTH  OOpaTUMbIX  (OTOMHIYIIUPOBAHHBIX
m3menennii OIIP-curnana crmHoBort Metkn TEMIIO-amuH, moOaBisgseMor B
CYCHEH3UI0 XJIOPOIUIACTOB B PA3JIMYHBIX KOHIIEHTPALMAX B COOTBETCTBUHU C
MeTooM, onticaHHbIM B pabote (Trubitsin and Tikhonov 2003).

Jna w3mepenust curnana OIIP Ttuposuna Yz ¢otocuctemsr 2 (Tyrl61
cyobeaunuibl D1) konnentpupoBannyto (0,4 mr X /MJ1) CyCHEH3UIO KIIETOK
XJIOpEJUThI TToMena B KBapieByro OIIP-kroBeTy m oOmydanu yepe3 Imienb B
CTEHKE pe30HaTOopa Ja3epHbIMU BembllikaMu ¢ uHTepBajioMm 2 C (Mamedov et al.
1998b). Ucnonw3zoBanu Nd-YAG mnazep Surelite 1-10 ¢ gauHO# BosHBI 4 = 532
HM U IJIOTHOCTBIO DHEPTUU W3IYYCHHS Ha TMOBEPXHOCTH oOpasma B MOMEHT
sereiiku 10 mJDx/cm?. Msmepennss nposogunu Ha DIIP cnektpomerpe 3-cM
nunanazona ELEXSYS ES580 (Bruker, [I'epmanusi) ¢ mpsMOYTOJbHBIM
pezonatopoMm ER 4102ST (Bruker). Momuocts CBY-u3nyuenns cocrapsuia 100
MBT, ammmutyna moaynsiuu — 7 I'c. st kakaoro o6pasua Oblio 3amucaHo 84
IMKJIa peJaKkcallud CUTHajla THUPO3WHA TOCTAEe BO30YKICHHUS, KUHETUKHU

peiaakCcaluu Curaajia ObLIH YCPECOHCHBI.

11.4.2. Onmuueckue memoosi

114.2.1 @nyopumempus, PAM-¢gnyopumempus, mepmontromunecyenyus
dnyopecueHnno GOTOCUHTETUYECKOTO amapaTta JUCTbEB BBICIINX PACTCHUM

U CJOEBUI JIMIIANHUKA PETUCTPUPOBAIM C MOMOIIbK NOpTaTUBHOro PAM-

¢nyopumerpa FluorPen FP100 (Photon System Instruments, UYexus).

dnyopecueHnno Bo30yxaanu cuHUM cBeToM (450-470 HM) U perucTpupoBaIy B

00JIacTH KpacHOTO W JalIbHEro KpacHoro cera (697-750 um). MHTEHCUBHOCTH

JENUCTBYIOLIETO CBeTa cocTaBJIsjia 100 MKMOJIb doronOB-M>-C!,
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Hacelmaromero — 3000 MKMOJIb (I)OTOHOB-M‘z-C‘l. B cnoeBuiax aumaiHuKa
P.aphthosa v3mepsiiii HIyopecleHIUIO allKalIbHbIX YYaCTKOB JIONACTEN, Mepet
M3MEPEHUSAMU CIOCBUIIA YBIAXKHSINA U aIalTUPOBAIN K TEMHOTE B TeueHue 5-10
MuH. s Bcex pactenuit (kpome 7. navicularis) GiyopeclEHIIUIO U3MEPSIIN C
BEpXHEHl (amakcuanbHOW) mnoBepxHocTH Jmcta. Ha mucteax 7. navicularis
U3Mepsr (HITyOpPECIEHITHIO MPEUMYIIIECTBEHHO ¢ HIDKHEH MTOBEPXHOCTH JIUCTA.

Jns  w3Mmepenuss  MmejuieHHOM — wHAYKuMu — uayopecnenimu (MU D)
WCIOJB30BAIM  YCTAHOBKY  OpPUTMHAIBHOM  KOHCTPYKIIMH, BKJIIOYAIONIYIO
UWIMHAPUYECKUM KOpITyce C JepaTeleM JIMCTa W JBYMSl OKHaMM, 4Yepe3
KOTOpbIE MPOBOJAMIIOCH OONMydeHue oOpasna U peructpauus (iayopecueHIuH,
OCBETUTENIBHYIO CHCTEMY Ha OcHOBe auanpoekrtopa JI9TU-55 u crexnsHHOTO
cherodpunpTpa C3C-22 ¢ MAKCUMYMOM PE3yJIbTUPYIOLIETO MPOITyCKaHUs OKOJIO
450 uM wuHTEeHCMBHOCTHIO 50 Br/M? a1 B030ykaeHus (GIyOpecleHIHH,
MPU3MEHHBI MOHOXpomaTop crekTpodoromerpa CD-4 u PoToymMHONKUTETH
DDVY-79 s peructpanuu GayopecleHIIMN Ha IJIMHE BOJHBI 686 HM, YCUIUTENS
u camonucna KCII-4.

W3mepenust TepmomoMmunecteHimu  (TJI) BbIONHSIIM MO METOJUKE,
orcanHoi B pabote (Conuues 1995): ans ctanmapTU3auy Ha4yadbHBIX YCIOBUN
BHauaje oOcCBemaid oO0pasibl Yepe3 HHTeP()EPEeHIMOHHBIN  (UIABTP C
MaKCHMAJIbHBIM TMpornyckaHueM 725 HM (AA = 5 HM) B T€UE€HHE OJTHOH MUHYTHI;
MOCJIE 3TOTO JIUCThSI OXJAXIaud 10 TeMmrepaTypbl Tos; = -30 °C u ocBemanu
MOJIHBIM CHEKTPOM JIaMITbl HaKaJIMBaHUSl B TEUEHHUE TpeX MUHYT. Takoe Bpems
OKCIIO3UIMK OBUIO JOCTATOYHBIM JISI HACHIIIICHUS MHTEHCUBHOCTH BCEX IMHKOB
TJI. TTocne oxnaxnenus oopasna g0 -100 °C ero HarpeBajgu co CKOPOCThIO OKOJIO
30 rpag/mun. Peructpammuio TJI ocymectBmsiiu ¢ momompio DIVY-79,
00J1aJTal0IIETO CIEKTPaIbHON YyBCTBUTEILHOCTHIO B 001acTu 300-830 HM

JI1si OTHOBPEMEHHOTO M3MEpEHUsT MHAYKIHUHU (DIyopecueHIuu Xjaopodusuia
dboTocucTeMbl 2 B peIOKC-TIPEBPAIICHUN PEAKIIMOHHOTO IEHTPa (POTOCUCTEMBI 1,
P700, ucnonw3oBamu crnekrpomerp Dual-PAM-100 (Walz, T'epmanus). s

BO30YXJIeHUsT (DITyOpECIEHIINA HCIOJIB30BAIM TTOCIIEIOBATEILHOCTH CIA0BIX
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UMITYJIbCOB CHHEro CBeTa (Amax = 460 HM), mmurenbHOCThIO MO 30 MKC U
Pa3IMYHON YaCTOTOW B OTCYTCTBHE U B MPUCYTCTBUU JCHCTBYIOIIETO CBETA, YTO
COOTBETCTBOBAIIO cpenHell uHTeHcHBHOCTH OT 0,006 10 3 MKMOJb (POTOHOB M °
¢!, coorsercrBenHo. [l  MHAyLMPOBAaHMSA  MAaKCHMAJbHOTO  BBIXOJA
¢dyopecueHIMN XJIOpOodUIIa HCIONIb30BAIM HACHIIIAIOMINE (MHTEHCUBHOCTHIO
10000 MkMonb (OTOHOB M 2 ¢') MMIYJILCHI KPacHOrO CBETa (Amax = 635 HM,
JUIUTENBHOCTD 0,3 ), MTHTEHCUBHOCThH HETIPEPBHIBHOTO ACHCTBYIONIETO CBETA (Amax
= 635 uM) cocTaBisaa 126 MKMOIb GOTOHOB M 2 ¢, JJii CHHXPOHHOM OLEHKH
M3MEHEHUM cooTHoleHus KkoHueHTpauuii P700 u P700+ peructpupoBanu
pasHocTh K03 duIMeHTOB Tmpomyckanus Jucta npu 830 u 875 HM;
MHTEHCUBHOCTh HM3MEpPUTEIILHOTO CBeTa He mnpeBocxoauina 10 MKMOIb
doronos'm?c!. B kauectBe cBeTa, Hachumawomero Qorocucremy 1,

MCIIOJB30BAIM JadbHUM KpacHbIl cBeT (730 HM) MHTEHCUBHOCTBIO 128 MKMOJIb

doronos m 2 ¢!,

11.4.2.2 CnexmpanvHo-paspeulénnas iyopumempus

Crnektpel  ¢uyopecueHuu  xyuopodwia  ObUIM  TMONYyYEHBI  C
ucrojp30BaHueM crnekrpodayopumerpa CM2203 (Solar, benapycs) tmipu
BO30YKIeHUN (DITyOpECICHIIUN U3TyYCeHUEM CUHETO (Amax = 475 HM, Adipn = 20
uM) ceeroanoga LXHL LB3C (Phillips Lumileds, CIIIA) naTeHCHBHOCTBIO (HA
noBepxHOcTH 0o0pasua) ot 50 o 500 Mxmons Gororos M~ ¢! (13-130 Br m™2).
3anuch KWHETUKU MEJICHHOM (B MHUHYTHOM HHTEpBAJE BPEMEH) WHAYKLIUU
¢dyopecueHM X10poduiia OAHOBPEMEHHO Ha IBYX JJIMHAX BOJH (685 u 740

HM) TaKK€ OCYILECTBIISIACH C TTOMOIIBIO criekTpoduryopumerpa CM2203.

11.4.2.3 Abcopbyuonnas onmudeckas CneKmpoCKONus

Onrtuyeckue CHEKTPBI HOTJIOIIEHUS pacTBOpPOB (9KCTPaKTOB
(OTOCHHTETUYECKUX MUTMEHTOB OPraHMYECKUMHU PACTBOPUTENISIMU, PACTBOPOB
OKpAIlIEHHBIX 30HI0B U Jp.) U3MEPSUIM ¢ OMOIIbIO criekTpodoTomerpa Agilent

Cary 300 (Agilent, CIIIA). Onrtuueckue CHEKTPHI MOTJIOMICHUS CYCIEH3UM
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(MYTHBIX Cpe€Jl) PErMCTPUPOBAIM C IMOMOIIBIO TOTO K€ CHEKTpoPoTOMEeTpa C
unrerpupytomieii chepoit CA-301 (Agilent) nmamerpom 150 Mm, nubo c
ucnonp3oBanueM crekrpodoromerpa Specord 50 plus (Analytik Jena,
['epManusi) ¢ MajibIM pacCTOSTHUEM MEXKIY KIOBETHBIM OTIEICHUEM U
JETEKTOPOM.

Jlis u3MepeHus: M3MEHEHUH ONTUYECKOTO MOTJIOMICHHUS] WM MPOIyCKaHHUs
JUCTHEB BBICIIMX PACTEHHM MHTAKTHBIE PACTEHHs aJanTHUPOBAIM K TEMHOTE B
TeueHue 4-5 4 10 Havama M3MEPEHUH, 3aTeM JHCT OTIACISIM OT PAacTeHHs U
MoABEpPrajiv 00JyYEHUIO CUHUM CBETOM (Amax = 475 HM) UHTEHCUBHOCTHIO 150
MKMOJIb (OTOHOB M2c”! B Teuenue 30 munyT. CHEKTPHI MPOMYCKAHHS JUCTHER
PETUCTPUPOBAIIM B MpoIlecce OOIyUYEHUS U MOCIEAYIONIed TEMHOBOM aianTaiuuu
mucta B auamnazone 400-800 Hm ¢ momomipio cnekrpodoTomerpa Agilent Cary
300 c wunterpupyromeit chepoit CA-301. JleiicTByOIMM U H3MEPUTEIIBHBIM

CBETOM 00JTyyalu aaKkCuaabHyI0 (BEPXHIOI) CTOPOHY JIUCTA.

11.4.2.4 H3zmepenue cnekmpos ompasjiceHust TUCmvbes U paciem KoopoOuHam
yeemuocmu

CrhekTpsl OTpaKeHHUs JIUCTHEB TPAJECKaHIUH, (1), U3MEPSUIH C TOMOIIBIO
criektpodoromeTpa ¢ mnomombio crnekrpodotomerpa Agilent Cary 300 c
unterpupytomein cpepoir CA-301 B gmanazone 380-780 um. W3mepenus
MIPOBOJAMIIN HA IEJNBIX JTUCTHIX, OTACIEHHBIX OT CTEONs UM 0e3 OTAENEHUs OT
cTeOs.

CrHexTpbl OTpaXEHUS JINCTHEB JIPEBECHBIX PACTEHUN M3MEPSIIN C MTOMOIIBIO
noptatuBHOTO criektpodoromerpa PolyPen RP 400 (Photon System Instruments,
Uexwus) B quanazone 380—780 Hm.

Jlis ompeneneHuss KOOPAWHAT I[BETHOCTH BBICEYKH JIMCTA PACCUUTHIBAIN
CIIEKTP OTPaX€HHOT'O CBeTa ¢(A) MpU OCBEIIEHHH O0paslia JTHEBHBIM CBETOM.
Pacnipenenenune sHeprum S(A) B crmekTpe AHEBHOIO CBeTa ObUIO MPHUHITO B

COOTBCTCTBHMU CO CTaHJApPTOM MCX(,HYHapOI[HOﬁ KOMHCCHUHU IIO OCBCIICHHUIO
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(MKO) D¢s (xann u Bermeniku 1978, ¢. 136). Torma pacrnipeneneHue dSHEPTUH
B OTPA)KEHHOM OT JINCTA CBETE:

p(A) =r(d) S(1). (IL.1)

Janee, nis ONMCAaHHUS 3PUTEIIBHOTO BOCIPHUATHS LBETA IMOBEPXHOCTU C
JAHHBIM CHEKTPOM OTPAXXEHHOIO CBE€TAa CPEJHHM YEJIOBEYECKHM TIJ1a30M
(KOTOpBIi B HOMEHKJIAType MKO Ha3bIBACTCS «CTaHAAPTHBIM
KOJIOpUMETpUYeCKUM HaOmomarenem» craggaapra MKO 1931 r1.) Obuim
pacCUMTaHbl TPU LBETOBBIE KOMIIOHEHTBHI Ka)XIOr0 JAaHHOTO 1BeTa: X, Y u Z,
COOTBETCTBYIOIIME, C HEKOTOPOU HOJIEM YCIIOBHOCTH, >KEIITO-CUHEU, 3€JIEHOU U
CUHE-3€JIEHON CHEKTPAJIbHBIM COCTABJISIOIIMM aHAJU3UPYEMOTO M3ITyYEHHUSI.

Pacuer 11BeTOBBIX KOOPAMHAT MPOU3BOIWICS IO (hOpMyJIaM:

X = kj¢ zﬁz Y= kj¢ (Adr  Z= kj¢ zﬁ% k:lmyjswjﬂzpu

(I1.2)

rae ), (D) 4 Z() _ g, @YHKYUU CodMCEeHUs Y8em o8, HA3bIBAEMbIE TAKKE
VOENbHbIMU — KOOPOUHAmMamu yeema, XapaKTEpU3YIOUIUE LBETOBOCIPHUSITHE
«CTaHAapTHOTO KosiopuMerpuyeckoro Haodmoaarens MKO 1931 r.». Tabnuunbie
3HaueHus 3TUX (PpyHKUH, yrBepkaeHHbie MKO, B3aThl u3 pabotsl kanna u
Brimenku ([Ixann u Beimenuku 1978, c¢. 156). Hakonen, u3 koopaunat X, Y u Z,
OMUCHIBAIOUIUX BOCIIPUHUMAEMBbIN 1IBET B LIBETOBOM IpocTpanctse MKO, Obun
paccUYMTaHbl T.H. KOOPJIMHATHI IIBETHOCTH X U V, XapaKTEepHU3ylolme, COOCTBEHHO,
1BeT 00beKTa (B OTIMYME OT KOOpAHWHAT mBeTa X, Y U Z, KOTOpPhIE HApSIy C
IIBETOM XapaKTEPHU3YIOT Takxke U sapkocTh ([xamn u Berimernxku 1978, ¢. 172—
176)):

X Y
_X+Y+Z,y_X+Y+Z_ (I1.3)

11.4.3. Dnexmpounas MuKpoCKonusi
JI71s1 37€KTPOHHO-MUKPOCKOITMYECKOTO MCCIIEI0OBAHUS TANIOMOB JIMIIAHHUKA
(ckaHupyIOMIas JIEKTPOHHAS MUKPOCKOIHS) Opaiy anuKajbHbIe YacTH JIOMAacTel
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tauioMa. OOpasubl (ukcupoBanu B TeueHue 1 yaca B 2,5% ri0TapoBOM
anpaeruae, pactBopeHHom B 0,1M  Na-dpocharnom Oydepe pH 7,2, u
BBIZICP)KMBAIIA Y€TBEPO CYTOK B XoJoamwibHuKe 1pu +4 °C. Tpuxasl mpoMbIBaIn
oydepom o 5-10 munyT. O6€3BOKMBaIM 00pa3libl, MOCIEI0BATEIILHO MOMEIast
ux B 30%, 50%, 70% u 96% coupt, a 3aTeM ABaXIbl B allETOH MO 15 MUHYT.
[Tocne BpicymmBaHusi OOpaslbl HANBUISAIM CMECBIO IUJIATHHA/MATUTAIANA U
MCCJICIOBAJIN € MOMOIIBIO CKAHUPYIOIIETO AJIEKTPOHHOT0 MUKpockona JSM-6380
(JEOL Ltd., SImonus).

OOpa3ibl  MUKPOOPTaHW3MOB  [UJIsi  MPOCBEUYUBAIONICH  AJIEKTPOHHOM
MUKPOCKOTIMM TOTOBWJIM MO cTaHAapTHoMy mnpoTokony (Gorelova et al. 2015):
dbuKkcupoBai TPU KOMHATHOW Temmeparype B TeueHne 30 wmunyT. Jlns
dbukcau ucnonb3zoBaiu 2% pactBop rayrapanpieruna B 0,1 M kakoaunate
Hatpusa (pH 6,8-7,2). 3atem B Teuenue 4 4y npoBoawiIH noct-pukcarmio B 1%
pactBope OsOs B ToM ke Oydepe. OCymIECTBISUIN IETHAPATAIAI0 00pa3IoB B
CepUM BOJHBIX PACTBOPOB 3TaHoNa (A0 OE3BOJAHOrO ATAHOJIA), HACHIIICHHBIX
YpaHWIALIETaTOM, 3aJIMBAIM OOpPAa3Ibl SMOKCHIHONW CMOJIOH. YIbTpaTOHKHUE
cpesbl M3roTaBiuBaiu ¢ mnomoibio yabTpaToma LKB-8800 (LKB, IlIBerus),
MOMEIIAIA Ha MOKPHIThIE (HOPMBAPOM CETKH, OKPAIIMBAIH ITUTPATOM CBHHIIA TIO
Peitnonmpacy (Reynolds 1963) w wuccnegoBamu ¢ TOMOIIBIO  AJIEKTPOHHOTO

mukpockona JEM-1011 (JEOL, Snonus).

11.4.4. Dxempaxyusi u onpedenenue cocmasa NUSMEHMO8 U HCUPHBIX KUCTOM
Memooamu 8biCOKO3IPHEKMUBHOU HCUOKOCMHOU U 2430801 Xpomamozpagpuu

@DOTOCHHTETUYECKNE  THUTMEHTHl W3  JINCTBEB  BBICIIUX  PACTEHUH
skcTparupoBaid 80%-HbIM allETOHOM M3 JIMCTOBOM BBICEUKH [0 WM TIOCIE
JIPYTUX W3MEPECHHM, TMPOBENEHHBIX C JINCTOM, B 3aBUCHUMOCTH OT TIOCTAHOBKH
sKcriepuMeHTa. ONTHYECKWA CIEeKTp TMOTJIOMEHUS JKCTPAaKTa W3MEpPsUId ¢
noMoIiplo  crnekrpoporomerpa Cary-50 («Variany, CIHIA), coaepxaHue
MUTMEHTOB B OKCTPAKTE OMPENEIISII Ha OCHOBAaHWUHM CIIEKTPOB IMOTJIOMICHHS I10

Jluxtentanepy (Lichtenthaler 1987). ®oTtocuHTeTHUECKHE MUTMEHTHI U3 KIETOK
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MHUKpPOBOAOPOCIIEH 3KCcTparupoBaiu no meronay dosya cmechio xjiopodopma ¢
MeTaHoJioM (00béMHOE cooTHouieHue 2:1), comepkanne X1 a U b, a TaKxke
cymmbl kapotuHouaoB (Kap) onpenensiiu B xs10podopMHOI (hpakiimu SKCTpakTa
TaKke MeToA0M ontrudeckoi criekrpodgoromerpun (Wellburn 1994).

CocTaB  KapOTHMHOWJOB  OMNPEAENSINM  METOJIOM  BBICOKOA(()EeKTHUBHOMN
xuakocTHOM xpomarorpaduu (BOXX). Jlns sToro 3aMopoKeHHBIH OCaJoK
KJIETOYHOM CYCHEH3MOHHOM KYJbTYpbl pacTHpaid B alleTOHE, OCAXIAIn
neHTpudyrupoBanreM. CymnepHaTaHT, COAEPKAIIMM 3KCTPAKT XJIOPOPUILIIOB U
KapOTUHOMJIOB U3 KJIETOK MUKPOBOJOPOCIEH, HHKYOupoBanu B TeueHue 30 MuH
npu 0 °C 1 HEmpepbIBHOM MEpEeMEIIUBaHUM ¢ XpoMaTorpauyeckuM COpOEHTOM
Ambersep 900 («Merck», ['epmannst) myis ombinenus xiaopodumia (Larsen and
Christensen 2005). O6paboTaHHbIH TaKUM 00pa30M SKCTPAKT aHATU3UPOBAIIU C
nomotpio xpomarorpada Smartline («Knauer», ['epmanns) ¢ kapoTHHOWITHOMN
koioHkoii  YMC30,  uaeHTH(UKALMIO  OCYHIECTBISIM  HAa  OCHOBE
xpomarorpaduueckux crangaptoB («CaroteNaturey, IlIBelinapus). Onpenensau
COJIEp’KaHMEe KaXKJI0T0 KapOTHHOWJA IO OTHOLIEHUIO K OOIIeMYy COAEepXKaHUIO
KapOTMHOMJIOB, B TOM 4YHCJI€ CyMMapHO€ COJAEp>KaHWE [UTMEHTOB
BHOJIAKCAaHTHHOBOTO 1KMKJa (BA3):

BA3 = Buo + AHT + 3ea. (I11.4)

Koaddunment nesnokcunanuu myna BA3 paccuutsiBanu no ¢popmyre:

DE = (3ea + 0,5 x AnT)/(3ea + AT + Bno). (IL.5)

CocTaB KUPHBIX KHCIOT CYMMAapHbIX JIMIHMJIOB aHAJIM3UPOBAIU METOJOM
ra3oBoil xpomaTtorpaguu U Macc-CIEKTPOMETPUH C HCIOJb30BaHUEM Ta30BOTO
xpomatorpada Agilent 7890A («Agilent Technologiesy», CIIIA), ocHameHHOTO
kanusipHod  kojoHkoit HPSMS UI, coenuHeHHONW C Macc-CeleKTUBHBIM
nerekropom Agilent 5970 («Agilent Technologies»). DKCTpakiuio JIWMHAIOB
npoBoguian cormacHo metomy Pomya (Folch et al. 1957). Ocaxnennyro
KJIETOYHYIO CYCIIEH3UI0O TOMOI€HM3UPOBAIM B CMECH XJIOpO(hOpPM : METAHOI
(2:1) ¢ npenBapuTeNbHBIM OXJAKICHUEM B JKHJIKOM a30Te. BHyTpeHHMIA

craHaapT — 50 MKr maprapuHoBoil KuciaoThl («Sigmay, CIIIA) — nobGasmisiiu B
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OKCTPAKTBl Mepe, TPAHCMETWIMPOBaHUEM. TpaHCMETWIMPOBAHHUE >KUPHBIX
KHCJIOT JIMIUA0B MPOBOIMIN MyTeM MHKyOanuu ¢ 2%-HOW CepHOM KUCIOTOU B
metaHose (Kates 1986). MetusnoBbie 3UpbI KUPHBIX KUCIOT 3KCTParupoBaliud
rekcaHoM. OTHOCHUTENBHOE COJIEP/KaHUE KUPHBIX KUCIIOT ONPEIEIISIN B BECOBBIX

poreHTax (Bec. %) 0T CyMMapHOTO COEPKaHUs B TIPOOeE.

11.4.5. Peookc-mumposarue

OKHCIUTETbHO-BOCCTAHOBUTENILHOE TUTPOBaHUE IUTOXpoMa ¢ (cyt c¢)
OPOBOAMIN B aHA’pOOHBIX YCJOBHUSX M TPU HENPEPHIBHOM MEPEMEIINBAHUU
pacTBOpa B ONTHYECKOH suelike crekrpodoTomerpa Varian “Care 50 (CIIA).
CooTHOLIEHNE OKUCJIEHHOM M BOCCTAHOBJIEHHOW (QOopM Cyt ¢ OmnpeAessyid Mo
CIIEKTpaM morjomieHus (o BeauunuHe Asso-Asse). Cpena cogepxkana 1 MM cyt c,
20 MM Tpuc-HCI 6ydepa (pH 7,5), 10 MM muamunoaypona u 100 mM KCI.
OxuciaeHre WIM BOCCTAaHOBJEHHE Cyt ¢ OCYIIECTBIISUIM IyTeM J0OaBICHUS
pacTtBopa  (deppurnmaHuga  Kaids ~ WIM  ackop0aTa  COOTBETCTBEHHO.
OKHCIUTETbHO-BOCCTAHOBUTENbHBIN ~ TIOTEHIIMAJ ~ pacTBOpa  M3MEpSUIM  C
MOMOIBI0  u3MeputenbHOTO  MatuHoBoro  (Pt)  wm  pedepencHoro
xyopcepedpsinoro  (Ag/AgCl) nanextponoB. IInaTHHOBBIA 2JIEKTPOA TEpe
OKCIIEPUMEHTAMHU  KaJMOpoBaJId  CTaHAApPTHBIM  pactBopom 5 MM
deppo/peppunmannna (1:1) B 1 M KCl (£, = +420 mB, (Clark 1960)).

AHa3poOHOE  OKHUCIUTENbHO-BOCCTAHOBUTEIILHOE THUTPOBAHHWE TeMa da
IUTOXPOMOKCHAa3bI TTpoBoaniau Ha criekrpodoTomerpe Cary 300 Bio (Varian) B
CHEKTPO(OTOMETPHUECKON  sueiike, TMPOIyBAEMOW  aproHOM, TaKXke ¢
UCIoNIb30BaHWEeM mapel  anektpogoB Pt u  Ag/AgCl B mnpucyrcTBumn
OKHUCJIUTEIbHO-BOCCTAHOBUTENBHBIX MeauaTopoB. CTEmneHb BOCCTAHOBIECHHOCTH
remMa a OmnpeNessIv MO Pa3HOCTHBIM CIIEKTPAaM MOIJIOUIEHUs! (BOCCTAaHOBJICHHbBIN
MUHYC  OKHCJICHHBIM) TpU  pa3IWYHBIX  3HAUCHUSAX  OKUCIUTEIHHO-
BOCCTAHOBUTEIBHOIO NOTEHIMANIA 10 U3MEHEHUAM norjomenus AA npu 605 Hm

(c yu€toM KOppeKIuu 0a30BOM JMHHH). 3aBUCUMOCTh AA OT OKHCIUTEIBHO-
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BOCCTAHOBUTCJIbHOI'O IIOTCHIHAAa OIMChIBAJIM Ha OCHOBAHHMHW YpPAaBHCHHA
HCpHCTa C YUYCTOM AHTHUKOOIICPATUBHOTI'O BBaHMOHeﬁCTBHH rema a u pcaokKc-

KO(baKTOpa CuB B X0C UX OKUCJIINTCIIbHO-BOCCTAHOBUTCIILHBIX IMMEPEXOJ0B!

-E, )/59 -E, )/59 -E, )/59

A(E,) L B R Ui U
h =
AAmax 1+ lo(EmaI)'Eh )/59 + lo(EmaI)'Eh )/59 . 105/59 + lo(EmaI)'Eh )/59 . 105/59 . lo(Em(L)_Eh )/59

(IL6)

3nech En 0003HAYACT OKUCIUTEIHLHO-BOCCTAHOBUTEIBLHBIN IMOTEHITHAT CPEIbI,
Em@ ¥ Em@) — cpeAHETOYEUHbIE TOTEHINAIIBI BBICOKO- U HU3KOIOTEHIIMAIbHBIX
NepexoJoB HAa KpPUBOM PEIOKC-TUTPOBAHUS TeMa d, OOYCIOBJICHHBIX
aHTUKOONEPAaTUBHBIM B3aumoeicTBueM rema a u Cug. 3Hauenue AEy, = Engry —
Enqy TOpu  OTOM  XapaKTepu3yeT  BEJIMYMHY  AHTU-KOOIEPATHUBHOIO
B3aumonenctus. [lapametp 6 = Ey(heme a) — En(Cup) XapakTepu3yeT pa3inaue
coOcTBeHHBIX (0€3 B3aMMOAEWCTBUSA) 3HaueHUN £E, O3THUX JOBYX pEIOKC-
ko(akTopoB. Bce 3HaueHUsT OKHMCIUTEIHLHO-BOCCTAHOBUTEIBHBIX MOTEHIIUAIOB
BBIDQKEHbl B MWUIMBOJbBTAX, 3HAMEHATEJM B IIOKA3aTeNsAX HSKCIOHEHT

npeactaBisaroT coboit (kT/e)xIn10 = 59 mB.

11.4.6. pH-mempus, okcumempust 6 pacmeopax, pe2ynsayus cooepxcanus COs, O..

pH cycneHsuii  MUKpOBOIOpOCIEW  HM3MEpsUId  KOMOMHHUPOBAHHBIM
CTEKJISTHHBIM 251eKTpooM ¢ pH-meTpom PB11.1 («Sartoriusy, [lIBeiinapus).

DOTOCHHTETUYECKOE BbIACIEHHE KUCIOpOAa B 00pasliax CyCHEH3UU KIIETOK
BoZiopociieir m3Mmepsuim ¢ momormibio cucteMbl  Chlorolab I (Hansatech
Instruments, BenukoOputanusi) ¢ auckoBbIM 3nekTpoaoMm Kiapka. OO0bem
TepMoperyiupyemMoil kamepel — 10 My, uU3MEpeHUsT BBINOJHSUIM TPU
MIOCTOSSHHOM NEPEMEIIMBAHUU CYCHEH3MM MAarHUTHOM MEIIAJKOW W TP
OCBEILIEHHOM KPAaCHBIM CBETOM (MCTOYHHUK — CBETOJUOIHBIN OCBETTUTENb, Amax =
620 HM).

Perymsiius copepxanusa CO; u Oy B oKpy»Karllei atMocdepe win B cpefe
uHKyOaruu onucana B pazzaene I1.3. «MoaenupoBanue GpakTopoB OKpYyKaroMeh

cpeawiy, moapaszzaen 11.3.2. «CoctaB atmochepbi».
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11.4.7. H3mepenus ckopocmu mpancnupayuu u accumunsiyuu CO, 6 aucme

MHTEeHCUBHOCTh Ta3000MeHa CJIOEBHUIL JHUIIANHUKA U3MEPSUIA MPU MOMOIIU
uHpakpacHoro garuuka yraekucioro raza TCOD-IR (Oldham, ®panums).
CrnoeBuile nomeniaii B MPO3payHyl0 IJIACTUKOBYIO KIOBETYy 00bEMOM 20 M,
IrepMETUYHO COEAMHEHHYI0 C AaTyukoM. KioBeTy B 3aBUCUMOCTH OT LIEJU
JKCIIEpUMEHTa JHOO0 Jepkaaul B TEMHOTe, Ju00 ocBemand. B kauecTBe
MCTOYHHKA OCBEILICHHUS UCIIOJIb30BAJIH JHOMHUHECIIEHTHY O Jamiy
(MHTEHCUBHOCTh CBETa OT 2 10 7 KJIK, 4TO COOTBETCTBYeT npumepHo 50-175
MKMOJIb (POTOHOBM2-¢c™') TMOO CBETOAMOMHBIN CBETUIBHUK, JAIOIIUN OBl CBET
(or 50 mo 110 kiuk, 4YTO COOTBETCTBYeT mpumepHo 1250-2750 MKMOIb
doronos-M?¢c!). [lokazanus AaT4MKa HENPEPHIBHO PETHCTPUPOBAIH C MOMOLIBIO
AIIT Flash-Recorder-SD (ADClab, Poccus), moak/iro4€HHOTO K MepCOHATLHOMY

KOMITBIOTEDY.

11.4.8. Uamepernus ckopocmu pomoghocghopunuposanus u akmusHocmu pakmopa
CF1 & xnoponaacmax

AKTHUBHOCTh UIHUKIHYECKOro QotodochopminpoBanuss B  XJIOPOILIACTax
ONpEeNeNsUIM 10 TpOToKoIy, onucaHHoMy B (I'aBpuinienko u JXuranosa 2003) no
UCTOLICHUIO HEOPTAaHUYECKOTO (ocara B pEeakIIMOHHON Cpeie MPU OCBEIIECHUU
B MPUCYTCTBUH dbenazuHMeToCcybpaTa (OMCO); HEIMKJINYECKOTO
doropochopunmupoBanust — B mnpucyrctBud  KsFe(CN)s.  Brimenennbie
XJIOPOIUIACThl OCBELIAIM B TEYEHUWE 5 MHUH NpPU HHTEHCUBHOCTH cBeTa 1200
MKMOJIb (poToHOB-M ¢!, Conmepxanue Heopranudeckux (ocdaToB Ompenensim
o meroay Jloypu (Lowry et al. 1951). B xauecTBe pa3zoOuuTesi UCIOIL30BaATN
¢ xuopun ammonus NH;Cl B konuentpamuu 102 M. ANMKBOTHI CyCIEH3HH
XJIOPOIUIACTOB, JO0OaBIIEHHBIE B PEAKIMOHHYIO Cpeay BO BCEX OIbITaX,

conepxanu 0,05-0,10 mr Xn. OnTudeckyto MIOTHOCTh 00pa3LoB ONPEAEsIM Ha
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JuiiHe BoOJIHBI 650 HM Ha crnekpooTOMETpHUYeCKOM HMMMYHO(DEPMEHTHOM
ananmuzatope «Yuuran» (ITukon, Poccus).

®ocdataznyto aktuBHOCTh KomIuiekca CF1 AT®-cuHTeTa3bl OIEHUBAIN 110
conepxanuto ocdara B cpene, cojepxkaiieid n3oaupoanubie komriekcol CF1.
st Beigenennst CF1 mo meromy, onucanHomy B paboTte (Strotmann et al. 1973),
aucThs pactupanu npu temmneparype 0—4 ° C B cpene, comepxamei 0,3 M
caxapo3el, 50 MM NaCl, 10 MM Tris-HCl Oydepa mpu pH 8,0 (cpema I).
['oMorenat ¢puibTpoBaiu Yepe3 METKOMOPUCTHINA HEMJIOH M LEHTPUPYTUPOBATU
10 mun mpu 1000g. Ocanok, coaepsKaiiuil XJ0pOIUIACThI, PECYCIIEHANPOBAIN B
cpene, conepxkarieit 0,5 MM Na-EDTA, 50 MM NaCl, 10 MM Tris-HCI 6ydepa
npu pH 8,0 (cpena I1) 1o koHeuyHo# KoHIeHTpanuu xyuopodmmia 0,1-0,2 Mr/mi.
[Tony4yeHHyI0 CyCleH3UI0 CHOBa LIEHTpU(yrupoBanu B TedeHue 10 MuUH mpu
1000g, ocamok nBaxkabl oTMbIBamu cpeaoit Il m pecycnenmupoBanu B cpeje,
comepxamieit 0,5 MM Na,-EDTA, 10 MM Tris-HCI 6ydepa npu pH 8,0 (cpena
IIT). Koneunas xouueHtpamus xjopoduiia cocrapmsuia 0,2 mr/min. CycrneH3uro
MHKYOMpOBaJIM MPH KOMHATHOM TEMIEpaType B TEMHOM Koj0e Ha MarHUTHOMN
Memanke B TedeHue 30 muH., 3ateM rieHTpudyruporaiu 20 mun npu 16000g npu
4° C u oTOMpanu cynepHatant, coaepxkammii CF1.

[lepBruHyr0 OYMCTKY M KOHLeHTpupoBaHue 3kcTpakta CF1 u onpenenenue
akTuBHOCTU AT®a3bl MPOBOIWIN MO METOAY, NpeasiokeHHoMy CTernaHoBOM U
ap. (1978). K HeouuiieHHOMY 3KCTPaKkTy [dOOABISIM TNpU HEMPEPHIBHOM
nepeMenMBaiuy cyibar aMmoHuss B KojuwdectBe 7,83 T comu Ha 30 M
skcTpakta. llocme mnepememmBanuss B TedeHue 30 MHHYT  pacTBOp
nentpudyrupoBanun npu 16000 g B TeueHne 20 MUHYT B OXJIKICHHOMN
nentpudyre (0-4 °C). Ocanok, conepxkamuiit CF1, cycnenauposanu B 3 mi 0,025
M Tris-HCI 6ydepa, pH 8,0 u moasepranu auanusy B TedeHue 12 4 mpOTUB
0,015 M Tpuc-HCl OGydepa, pH 8,0, mpu 0-4 °C nansg mOTHOTO yIATCHHS
cylbdaTa aMMOHHMS U3 pacTBopa Oelka.

Jlia nanpHEeHWIMX M3MepeHuil ucnonb3oBainu dyeteipe odpasna CF1 (0,06 mu,

coaepxamue 6-10 mr CF1). Tpu u3 Hux 106aBisiian B 1 MJI peaKIIMOHHOM CPEJIbI,
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coaepxamein 50 MM Tris-HCI1 6ydepa, pH 8,0, 5 MM AT®D, 10 MM CaCl,, u
HarpeBaiu B TedeHue S5 muH npu 61 °C gns aktuBauuu CF1. B mepBom u3 Hux
aT(as3Hyl0 pEeaKIHI0 OCTAHABIMBAIM Cpa3dy TMOCJIE TMPOLEAyphl AaKTHBAIUH
nobasnennem 0,1 mn 20% TpuxiopykcycHOUW KUciIOThl (oOpaser; 1). Bropoi
oOpa3zer BbAep)UBaiIK nocie aktuBauu npu 61°C B teuenne 10 MunHyT, mocne
Yero peakiuio octaHaBiuBaiu (oOpazer 2). Tpetuil oOpazel oxiaakaand Mmocie
aktuBanuu 10 37 °C, BeAEpXUBAIM B TedeHHe 10 MUHYT, a 3aT€M pEaKIUIo
octanaBnuBaiu (oopasen 3). AKTUBHOCTh (pepmenTa npu 37 °C olleHHBAIU Kak
pa3HoOCTh coniepkanus pocdaToB B oOpasnax 3 u 1. AKTUBHOCTh hepMEHTa MpHU
61 °C omnenuBanM Kak pa3HOCTb cojaepkaHus ¢ocdaroB B obpazmax 2 u 1.
(Jdannbie mo axtuBHOcTH (epmenta CF1, mpencrtaBieHHble U 00CyXaaeMble B
riiaBe 6, moiydeHsl npu temneparype 37°C, ecnu He ykazaHo uHoe). UeTBepThiit
oOpasery ObUT WCHONB30BAH I OMpPENENEHUs OOIIEeT0 CoIepKaHus OeiKa
npenaparax CF1. K obpasmy mobasmsum 1 M 20% TCA, BeiaepKuBamu mpu
4 °C B TeueHue 24 4, 3aTeM KOJMUYECTBO OejKa omnpenessan no merony Jloypu
(Lowry et al. 1951). M'maponusnyto aktuBHOCTH (paktopa CF1 ATd-cunHTa3bI
BBIp@KAJIM B MHUKPOMOJISIX HeopraHumdeckoro ¢ocgara, oOpasyromerocs o
nericteueM 1 mr Oenka B 1 gac.

Onpenenenue coaep:kaHusi MajioHoBoro nuanpiaeruga (MDA) onpenensiiu
criektpodoromeTpruecku mpu 532 M (Janero 1990). AKTUBHOCTH CyNEPOKCH/I-
JUCMYTa3bl U ackopOaT-mepoKCcuaa3bl TaK¥XKe ONpeIesIn
CHeKTpohOTOMETPUUECKU 1o BOCCTaHOBJICHUIO P-HUTPO-CUHETO
TETPa30JIMMXJIOpUIA  CYNEPOKCHJIHBIMU  paJuKajlaMd B [PUCYTCTBUU
pubodnasuna u metnonuna (mpu 560 um; (Giannopolitis and Ries 1977)) u mo

okuciiennto ackopoOara (rpu 290 um; (Nakano and Asada 1981)).

11.4.9. Onmuueckas MUKpoCKonus u no020moeKa Mamepuand

Cpe3pl amuKadbHBIX YYAaCTKOB YBIQXKHEHHBIX Jomacte P. aphthosa

npocMmarpuBaiii B Mukpockon  Axioskop 40 FL. Jlngs onpeneneHus
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KU3HECTIOCOOHOCTU KJETOK Cpe3bl OKpallMBall HEUTPAJbHBIM KpAacHbIM B
koHueHTparuu 1:50000 B Teuenne 10 MuHyT

W3mepennsi aHaTOMUYECKUX XapaKTEPUCTUK JTUCTHEB MPOBOIMIN C TIOMOIIHIO
nudpoBoro doromukpockona Eclipse 901 (Nikon, fAnonust). Jnsa uzmepeHus
pa3MepoB XJIOPOILIACTOB JENalld CPE3bl KUBBIX JTHUCTHEB (0€3 dukcarum), mis
U3MEPEHHUS JPYTUX aHATOMHUYECKUX XapaKTEPUCTUK JTUCTA (TOJIIUHBI JTUCTA WU
ciosg Me3oduilia, pasMepa KIETOK Me30(puilia) TOTOBWIIM CpPEe3bl U3 JIMCTHEB,
00e3BokeHHBIX 80% 3TaHonoM. J{ns KaXa0ro BUAa M YCIOBUN POCTa pacTEHUI
noiydanu ot 10 1o 40 uaMepeHuit TOIMHBI Jucta U Me3oduiia, ot 40 1o 110
U3MEPEHUI pa3MepOB XJIOPOILJIACTOB U KJIETOK.

Jlisa u3ydeHus: aHaTOMUHM TOBEPXHOCTH JIUCTa pacTeHui pona Tradescantia,
BKJIIOYAsl pa3Mepbl U paCIpeesieHHe YCTBUI] MO MOBEPXHOCTH, HUCIOIb30BAIU
JIAKOBBIE PEIUIMKUA, CHATHIE C TOBEPXHOCTH TMOJHOCTBIO C(OPMUPOBAHHBIX
JUCTBEB (OT 3-r0 70 7-TO OT BEPXYUIKU MOOEra) 1mo METOAMKEe, OMUCAHHOU U
ucrnoas3oBaHHOM B padoTax (Volenikova and Tichd 2001; Camargo and Marenco
2011). MuxkpodoTorpaduu pemauK ObUTH CAENaHbl C MOMOIIbIO IU(POBOI
kamepsl Mukpockona Olympus DP30BW ¢ wucnonb3oBaHHEM CBETOBOTO
mukpockona Olympus BX51 (Olympus, Tokuo, Anonus), u nudpoBoit KaMepbl
MVV 3000 (Quasmo, Muausi) ¢ UCHOIB30BAaHUEM CBETOBOI'O MHKPOCKOIA
Bresser Junior (Bresser GmbH, I'epmanust). [y aHanu3a UCIONIb30BAIA YY4ACTKH
MOBEPXHOCTU BONHM3U IEHTPAIBHONW YaCTH JIMCTOBOM TIUIACTUHKH BAQIA OT
KPYIHBIX JKWIOK. Iloje 3penus cocTaBiusio 7,44 MM? NP HCIOJIL30BaHUM
kamepsl MVV 3000 u 0,58 mm? mmu 0,036 MM? IIpHM MCIIOJIB30BAHUM KaMEphI
DP30BW. Taxxe ObUIM TMOJy4€Hbl CHUMKH HEMOCPEACTBEHHO JIMCTOBOM
AMUACPMBI, OTIEIEHHON OT JHMCTA, KOTOPbIE MO3BOJSIOT CYAUTh O IOCTOBEPHOCTH
JAHHBIX, TIOJYYCHHBIX C TOMOIIBIO JIAKOBBIX pEIUIUK. [[7s KonmmuecTBeHHOU
OIICHKA W3y4aeMbIX AaHATOMHUYECKHX TMPU3HAKOB DSMHUAEPMBI HCIIOIH30BaAIN

nporpammy Imagel.
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11.4.9.1 Oyenka ycmobu4HoOU NPOBOOUMOCMU HA OCHOBAHUU OAHHBIX 00
aHamomuu aucma

Y CTBUYHYIO TTPOBOAMMOCTD g5 OLICHUBAIU KaK MTPOBOJUMOCTD TT0 OTHOIIIEHHIO
K BOJISHOMY TMapy, MOJb3YsACh COOTHOIICHUSIMH, TPEJIOKEHHBIMU B paboTe
Parlange and Waggoner (Parlange and Waggoner 1970) u moaudumnmpoBanHbIMU
Gardingen et al. (Gardingen et al. 1989):
PD

RT( d +1n(4a/b)j

mab a

gs =SD

, (I1.7)

rae a, b, d, u SD — nonyaivHa, NOJyIIMPUHA U [IyOMHA YCTHUIIA, @ TAKXKE
IUIOTHOCTh PACIOJIOKEHUS] YCTBUI[ Ha IOBEPXHOCTU JIMCTA; arMochepHoe
nasnenune P = 1.01x10° ITa, abcomoTHas TemMneparypa Bozayxa T, Koapduuuent
auddysun Boasl B Bozayxe D, = 2.14x10° m? ¢!, razosas nocrosnnas R = 8.31
Jix moss 'K, JInst aHanu3sa nmMTepaTypHBIX JAHHBIX OBUIM TAKKE MCIIOIb30BaHbI
IMIUPUYECKUE COOTHOIICHHUS, MToJTydeHHbIe B paboTte (Douhovnikoff et al. 2016):

d =0.125SS, 2a = 0.75SS, 20 =0.15S , (I1.8)

rae SS — nnvHa ycThHUIla.

[IpoBOIMMOCT MEXKKJIETOUYHBIX BO3AYXOHOCHBIX TPOCTPAHCTB JIUCTA Gigs
ObUTa OIICHEHAa Ha OCHOBE MOJIYIMIUPHUYECKOTO COOTHOIICHMS, MOJyUYEHHOTO B
pabote (Syvertsen et al. 1995):

Gias = (Fias) "' = (p/)) Dy (fias)'>° (I1.9)

3nech p = 38.2 MOIAb M? — MOJSpHAs IUIOTHOCTH BO3AyXa, | — TOJIMHA
CJI0S KJIETOK MEXIy YCThHUIIAMHU M KJIETKaMH Me30uilia, fi,s — J0Js1 00bEMa
TKaHW JIUCTA, 3aHSATOM MEXKKJIETOUHBIM BO3JyXOHOCHBIM MPOCTPAHCTBOM. JIyist
eIMHOOOPa3usl BCEX OLEHOK, 37€Ch ObLI MCIOJBb30BaH KO3 duuueHT auddys3uu
Boibl Dy, a He CO, D¢ = 1.55x10° m? ¢!, kak B OpUTMHAJIBHOW paboTe

(Syvertsen et al. 1995).
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IL.5. Metoabl pac4éroB

11.5.1. Pacuém snexmpuueckux 83aumooeticmsuil 8 benxKax

PacueTsl anekTpudyecKkux B3aUMOJICHCTBUIN B Oelkax MPOM3BOJWIN B paMKax
MOJIYKOHTUHYaIbHOU JUAJIEKTPUUYECKON MOJIENH, paccMaTpUBAIOIIel OEIoK Kak
JIUDJIEKTPUYECKYI0 Cpely, B KOTOPYIO TOTPYXEHbl MaplLUaibHbIe 3apsbl,
MPUHAAJICKAIIE OTASIBHBIM aTOMaM Oejka Wi ero kKodaktopoB. Okpyskarorias
OelloK cpefa TakXke paccMaTpuUBalach Kak HENpephIBHAS AUAJIEKTpUYECKas
cpena, omHodaszHas (Boma) win AByxdasHas (Boja W JUMUAHOE OKPY>KEHHE),
colepxaimiasi HMOHbl  JJEKTPOJUTA. DJIEKTPUUYECKUE TMOJs, CO37aBacMble
napuyaJbHbIMU 3apsilaMd B 3TOM Cpefie, PACCUUTHIBAIM Ha OCHOBE YpPaBHEHUS
Ilyaccona-bosbiMana ¢ TpEXMEPHOU CETKOM € PACCTOSIHUEM MEXAY Y3JIaMH OT
0.5 1o 0.7 A. UncnenHoe peleHne MCKaau ¢ MoMolpio rnporpamMm MEAD wu
DelPhi (Nicholls and Honig 1991). Mcnons3oBanm W3BECTHBIE TPEXMEPHBIC
CTPYKTYphl OenkoB u3 0as3bl gaHHbix PDB, s pasmepoB aroMoB Opanu
3HaueHuss paauycoB Ban gep Baanbca mno Ilonunry, mnpusstbie B
napametpuzaiun PARSE (Sitkoff et al. 1994), paanyc Monexysbl pacTBOpUTENS
(Bozbl) mpuHUMany 3a 1,4 A. TlapiuanbsHble 3apsibl aTOMOB OeJika Takxke Opaam
B cooTBercTBUM C mnapamerpusauued PARSE. IlapumaneHbie 3apsabl Ha
IPOTOHUPYEMBIX AMHMHOKHUCIOTHBIX OCTaTKaX M peAoKc-Ko(pakTopax ObLIH
onpeneneHsl merogoM Monte Carlo ¢ ucnonszoBanuem nporpamm Karlsberg
(Hansmann 1997; Rabenstein et al. 1998) u MEAD (Bashford and Karplus 1990)
nipu pH 7.

B pacuérax nmpuHHManu BO BHUMAHUE PA3NUYUE TUIIEKTPUUECKOTO OTKIMKA
cCpelbl Ha BHOBb BBEAEHHBIE B HEE M «IPEACYLIECTBYIOIIME» 3apsibl B
COOTBETCTBUM C QJITOPUTMOM, MpPeMIOKEHHbIM KpHIlITaaukoM ¢  COaBT.
(Krishtalik et al. 1997), yuuTbiBas Kak CTaTHUYECKHH OTKJIMK CpEIbl,
XapaKTepU3yOIIHICs CTaTHYECKUM 3HAYECHUEM JURJIEKTPUYECKON
MPOHUIIAEMOCTHU (&), TAK 3HAYEHUEM, XaPAKTEPHBIM ISl «ONTHYECKUX)» YaCTOT
(&) ONTHYECKYIO TUAIEKTPUICCKYIO MPOHUTIAEMOCTH (&,) JUTsl OesKa MPUHUMAITH

paBHou 2,5, nns Boael — 1,8, CraTudeckue 3HAYCHUSI OAUAJIEKTPUUYECKOU
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IPOHUIIAEMOCTU OEJIKOB OLIEHWBAJIM HAa OCHOBE 3KCIIEPUMEHTAJIbHBIX JAHHBIX U
OPUTMHAJIBHOT'O aJIrOPUTMA, ONIMCAHHOIO B [Ipunoxenun.
Jlis pacu€roB 3HEPrUM peopraHu3alu cpeibl (A) ucmonb3oBamu GopMyIry

(Krishtalik 2011):

1= [0 8p(F )= 0 (3o ) o (IL.10)

rae Ap(7) — u3MeHeHue pacipe/iesieHrs INIOTHOCTH 3apsiia B cpene, o Ap(7),
7) — TOTEHIHAI OJJIEKTPHUYECKOTO OTKIWKA Cpeabl Ha JTO HW3MEHEHHE,
00yCJIOBIICHHBIT eé ONTUYECKOU (3NIEKTPOHHOM)  TUAJIEKTPUUECKOMN
MIPOHUIIAEMOCTBIO &, Ps(Ap(7), ) — TOTEHIIUAJ STIEKTPUUECKOTO OTKJIMKA CPEJIbI
HA 0JTO K€ WU3MEHEHHe, HO OOYCJIOBIICHHBIH €€ TOJHON (CTaTHYeCKOMN)

JTUJIEKTPUUECKON IPOHUIIAEMOCTBIO &s.
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III. T'aaBa 3. Akkaumanus GOTOCHHTETHYECKOI0 ANNAPATAa K HU3KOM
MOJIO2KUTEJILHOM TeMIepaType.

I11.1. AHHOTAIUS IJIABBI!

B n1anHOM riaBe U3710KEHBI pe3ybTaThl UCCIECI0OBAHUN AKKJIMMALUU 3€IEHON
BoJiopociu L. incisa k HU3KOM monoxurtenbHo Temnepatype (0 °C). M3yuensl
u3MeHeHus: aktuBHocth PCA, wunaykuum HOT, wu3meHeHus cocTaBa
(GOTOCUHTETUYECKUX THUIMEHTOB M COJEPKAHUSI KUPHBIX KHUCIOT B KIIETKE.
[TokazaHo, 4TO, HECMOTpPSA HAa YMEPEHHYI0 HWHTEHCHBHOCTH ocBemleHus (50
MKMOJIb ()OTOHOB M2c’!), TeMmepaTypHOE CTPECCOBOE BO3AEHCTBUE MPUBOIUT K
BO3HUKHOBEHUIO YCIIOBUW JJIsi CBETOBOTO cTpecca u uHaykuuu HDT, koropoe
pPa3BHUBAETCS B IIKAJIE BPEMEHU MOPSIIKA HECKOIbKUX CYTOK. [Ipn aTOM nepuony,
B TEUEHHE KOTOPOTO MpOUCXOAUT Haubosee 3ameTHbld poct HOT u maxpenue
aktuBHOCcTH DCA, cOOTBETCTBYET HanOOJiee CYIIECTBEHHBIH POCT KCIPECCUU
TEHOB, KOIUPYIOMMX 3amuTHbeie (ydacTBytomue B wuHaykmmun HDT) OGenku
LhcSR u PsbS Ha ¢done oTHOCHTENBHO ClHaOBIX M3MEHEHUW B COJIEPKAHUU U
COCTaBe 3allUTHBIX KApOTHHOWAOB, U Takke xjopodwmmia. Crpecc-
UHAYLIMpOBaHHasg 3kcrpeccus PsbS B Takom miurensHOM Maciitabe BpeMEH

BIIEpBbIe OOHapykeHa y 3enéHbix Bojopocied (Chlorophyta), 4to MOXeT

! TIp1 MOIrOTOBKE MaHHOM IIIABbI IMCCEPTALMH MCTIOJB30BaHbI CIIEYONIUE My OIMKALIMH, BHINOJHEHHBIE aBTOPOM

JMYHO WM B COAaBTOPCTBE, B KOTOPBIX, coryiacHo I10/105KeHNI0 0 IPUCYKIICHUH YueHbIX crenieneit B MI'Y, otpaxeHsl

OCHOBHBIC PE3yIbTaThl, TOJOKCHHUS U BBIBOJBI HCCIIEI0BAHMUS (B CKOOKAX NPHBEAEH UMIAKT-(DAKTOP KypHaia, 00bEM

nyONMKaLWK B MEYaTHBIX JUCTAX / BKJIaJ aBTOPA B EYATHBIX JIMCTAX):

1.IItymenko B. B., bounapenko I'. H., Bunorpanosa E. H., I'maronesa E. C., Kapmosa O. B., IItymenko O. C.,
Conosuenko A. E., Tpyourun b. B., Uuskynosa O. b., [1In63yxosa K. A., Illepbakos I1. H. JleiicTBre HU3KUX
TTOJIOKUTETIFHBIX TeMITepaTyp Ha (POTOCHHTETHYECKHH anmapaTr MUKpoBogopociu Lobosphaera incisa IPPAS C
2047 // buoxumus. —2021. — T. 86. — Ne 12. — C. 1853-1864. — DOI: 10.31857/S0320972521120095 (WoS JIF 2.8 /
0.75 m.o. / 0.4 m.J1.)

2.IItymenko B. B., bornapenko I'. H., Bunorpanosa E. H., I'maronesa E. C., Kapnosa O. B., IItymenko O. C.,
[Tn63yxoBa K. A., Conosuenko A. E., Jlobakoa E. C. Uaaykiust sxcripeccun pOTO3aIMUTHBIX 0ekoB PsbS u
LhcSR B kierkax 3enénoit MukpoBogopociu Lobosphaera incisa IPPAS C-2047 nox peiictBueM HU3KOM
MOJIOKUTEIbHON Temnepatypsl // buoxumus. —2022. — T. 87. — Ne 12. — C. 2089-2098. — DOI:
10.31857/S0320972522120235 (WoS JIF 2.8 / 0.85 m.u1. / 0.6 m..1.)

3.Ptushenko V.V., Knorre D.D., Glagoleva E.S. The photoprotective protein PsbS from green microalga Lobosphaera
incisa: the amino acid sequence, 3D structure and probable pH-sensitive residues // International Journal of
Molecular Sciences. — 2023. — V. 24. — N 20. — 15060. — DOI: 10.3390/ijms242015060 (WoS JIF 5.6 /1.15 n.n./ 0.9
ILJL.)
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yKa3bIBaTh Ha €ro (oronpoTekTopHyio PpyHkiuio B xjoporiactax Chlorophyta,
paHee paccMaTpHUBAaBIIYIOCS Kak ropa3fo OoJsiee TMO3[HEE MNpPUOOpETEeHHe
doTorpodubix opranm3moB (PsbS akTtMBeH 'y XapoBBIX  BOIOpOCHEH,
MOX000pa3HbIX M COCYyIUCThIX pacTeHuit). I[lpoBenéH ananmusz Qu3MKo-
XUMHUYECKUX CBOMCTB PsbS, onpenensromux ero ¢pu3noIorndecKyto akTHBHOCTb:
BBITIOJIHEH  pacy€éT  3HAYEHWW  KOHCTAHT  KUCJIOTHOW  JUCCOIMAITUHN
NPOTOHUPYEMBIX AMUHOKHUCIOTHBIX OCTAaTKOB, SKCIHOHMPOBAHHBIX B JIIOMEH.
Omnpenenena mnepBUYHAsS W TpPETHYHAs CTPyKTypa Oellka; TOKa3aHO, dYTO,
HECMOTpsI Ha CyUIeCTBEHHbIe oTinuusi PsbS wu3 L. incisa OT romMoJOrHYHOTO
Oelika BBICIIMX PACTEHU IO AaMHHOKHUCIOTHOM IOCJEI0BATENbHOCTH, HUX
MIPOCTPAHCTBEHHBIE CTPYKTYPHI OUCHb Om3ku Apyr K Apyry. [Ipu stom PsbS u3
L. incisa coOAepXUT 3HAYUTEIBHO MEHbIIE MPOTOHUPYEMBIX OCTaTKOB B
HKCIIOHUPOBAHHOW B JIIOMEeH oOnacT, yem PsbS Boicminx pactenmii. Tem He
MeHee, B 000ux Oenkax HMMEIOTCS aMWHOKHUCIOTHBIC OCTaTKH, OOJajaromniue
3HauYeHUSIMU pK, B C1aOOKHCIIOM JMara3oHe, BXHOM i (yHKIUOHUPOBAHUS

PsbS kak unnykropa HOT.

I11.2. UHayKumMs HU3KOTEeMIIepaTypPHO-3aBUCHMOT0 CBeTOBOIO cTpecca B ®CA
L. incisa

11.2.1. Beeoenue

doTocuHTE3UpyIOIINE OpraHU3MBbI XapaKTepU3yIOTCs HAJTUYUEM
b dexTuBHbIX 3alUTHBIX MeXxaHu3MOoB (DCA oT H30BITOYHOTO OCBEIICHHUS.
Baxueitimum mexanusmom 3anmtel @CA 0T CBETOBOro cTpecca sBIsSETCS
TyLIEHUE BO30YXACHHBIX (PopM XJopoduiia ¢ paccessHUEM 3HEPTUU B BHJIE
TeIia, TaKk Has3biBaeMoe HedoToxummuuecke TymieHue Quyopecuenuun (HDT).
KimroueBbiMu  gerepmuHantamu HOT  gBIAOTCA  COCTaB M COAEPIKAHME
NUTMEHTOB, B TEPBYIO O4YEpelb, JIEINOKCHUIWPOBAHHBIX (OPM KCAHTO(DHUILIIOB

(3eakcaHTuHa, 3ea, u motenHa, JIror (Demmig-Adams 1990; Garcia-Plazaola et
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al. 2012)), a Taxxke coxaepxxkanue QotonporekTopHoro ©Oenaka LhcSR,
POJICTBEHHOTO OeNTKaM CBETOCOOMpAOIIEH aHTEHHBI. DTOT OEJIOK MPHUCYTCTBYET
npeuMyIiecTBeHHO y Hu3mux pacteHuit (Peers et al. 2009; Pinnola 2019). V
COCYAMCTBIX PACTEHUH OH 3aMelaeTcs CBOMM (DYHKIIMOHAIBHBIM aHaJOrOM —
oenmkom PsbS, sBmstonumcs kommoneHToMm doTtocuctembl I (DOCII), a y
MIPEACTaBUTENICH TTPOMEKYTOUHBIX Tpynn (HauOoJiee W3yUYEeHHBIM SBISIETCS MOX
Physcomitrella patens) pynxkunonupyroT o6a 6enka (Verhoeven 2014).

H®T cayxur mexanuzmoM «ObicTporo pearupoBanus» ®CA Ha cBETOBOM
ctpecc. Ha Gonee mamTenbHBIX BpeMEHaX B MPOIECC aKKIUMAIMH OpPTaHu3Ma K
U30BITOYHOMY OCBEIICHHIO BKJIIOYAIOTCS M JpyrHe MexaHu3Mbl. K HUM OTHOCST
W3MEHEHUS B COOTHOIIEHUU MTUTMEHT-0EITKOBBIX KOMIUIEKCOB 00erx (poTocucTem
(®CI u OCIl) um (HOTOCHMHTETHUYECKUX aAHTEHHBIX (CBETOCOOMPAIOIINX )
komriekcoB (CCK), a Taxke B obOmiem coaepkannn KoMrmoHeHTOB DCA B
kietke (Bonente et al. 2012; Kouvril et al. 2013). KapotuHouasl, Hapsigy ¢
yagactueM B HOT, cmocoOHBI 1€3aKTHBUPOBATh aKTUBHBIE (POPMBI KHCIOPOAA,
Bo3Hukawmue B ®CA B ycnoBusix u30bITOUHOro ocemieHus (Jorgensen and
Skibsted 1993; Telfer et al. 1994), mostoMy Jis pacTeHUN XapaKTEPHO
YBEIMYCHHUE COJIEP’KaHUS KapOTHHOHWJIOB IO OTHOIICHHUIO K XJIOPODWIITY mpu
JUINTETHbHON aKKJIMMallii K UHTeHCUBHOMY cBeTy (Demmig-Adams and Adams
1996; Solovchenko et al. 2011, 2013; Lichtenthaler et al. 2013; Aburai et al.
2015).

B HeOmarompusATHBIX YCIOBHSX HHU3KOW TeMIlepaTyphl, CHIKAIOIINX
WHTCHCUBHOCTh MPOTEKAHUS META0OJMYECKUX TPOIIECCOB B OpraHW3Me, KOrna
®CA He B COCTOSHHHU MOJHOCTHIO YTHIU3UPOBATH IMOIJIOIIAEMYIO CBETOBYIO
DHEPrHIo, TaKXkKe pa3BUBaeTcs cBeToBoi crpecc M oTBeT PCA Ha Hero (Demmig-
Adams et al. 2012), nanpumep, HakoreHHe 3eakcanTuHa (Zarter et al. 2006a, b),
a Takke crenuduueckas akKIUMAaIMs OpraHu3Ma K HU3KOM TemrepaType, B
NIEPBYIO OYepe/h, CHIDKCHUE BSI3KOCTH MEMOpAHBI 3a CUET JIecaTypariiyl >KUPHBIX

kucioT (JKK) memOpannbix nmununoB (Theocharis et al. 2012; Los et al. 2013).
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B pabore, onucanHoil B JaHHOM pasjelie, Oblja MOCTaBJICHA 1E/b BHIACHUT,
KaKyl0 pOJb HUIPAIOT NEPEUYUCIIEHHBbIE BbINIE MexaHu3Mmbl 3amuTel @CA B
akkauManmu MukpoBogopociu L. incisa IPPAS C-2047 k HU3KOU TemmepaType
3a BpeMeHa MOpSAIKa HECKOJbKUX CYTOK. J[Ji1 3TOro HeoOX0AUMO OBLIO PEUIUTh
ciaeayroue 3anaud: 1) oxapakrepusoBaTh aktuBanuio HOT u u3mMeHeHus
aktuBHocth DCA mukpoBogopocnu L. incisa IPPAS C-2047 B pesynbrare
aKKJIMMaIMM K HU3KOW TeMmIreparype; 2) ONpeleiuTb U3MEHEHUs MUTMEHTHOTO
COCTaBa M COOTHOILIEHUSI COACPKAHHS MUTMEHT-OENKOBBIX KOMIUIEKCOB DCA,
KOTOpble BIUAIOT Ha akTuBHOCTh HDT; 3) oleHUTh M3MEHEHHE AKTUBHOCTHU
3amuTHBIX OenkoB LhcSR, orBercTBeHHBIX 3a MHAYKIMIO HDT; 4) BBIACHUTH
xapakTtepHble n3MeHeHus conaepskanusi HeHachieHHbIX KK (HXKK) B kieTtkax

L. incisa IPPAS C-2047 npu neiicTBUM HU3KON TEMIIEPATYPHI.

11.2.2. Pezynomamui

brimo mokazaHo, YTO OXJaXKIEHWE CYCHEH3MH JI0 OJU3KUX K HYJIO
MOJIOKUTENIBHBIX TEMIIEPATyp MPUBOJIUT K PA3BUTHUIO CBETOBOIO CTpecca M
aktuBamu  HOT  Bo30yxnéHHbIX cocTtosHMl  xjopodumia (Xa) B
(OTOCHHTETUYECKOW aHTEHHE, HAUYMHAs C MEPBBIX CYTOK C Hayajga OXJIaXKICHHS
(puc. III.1). Drta akTuBalus, OAHAKO, PAa3BUBAETCS OTHOCUTEIHHO MEJJIEHHO:
cHIDKeHHne KBaHTOBOTO Beixojaa OCII, F\/F,, TIpOUCXOAUT B T€UEHUE HECKOIBKUX
(4-5) cyrok B 2-2,5 paza (puc. IIl.1,a). OqHOBpeMEHHO MPOUCXOIUT CHUKCHHE
AKTUBHOCTH (DOTOCHHTETHYECKOTO TpaHCcmopTa 3ekTpoHoB (puc. I11.1,6) u poct
TEIJIOBOTO PAaCCeSHUs TOTJIOMEHHON SHEPruM CBeTa B (HOTOCHMHTETUYECKOU
anteHHe (puc. IIl.1,6). Ha Gonee miuTenbHBIX BpeMeHaX HU3KOTEMIIEpaTypHOM
akkauManuu  cHmkeHue akTuBHOCTH DOCII U pocT CKOPOCTH TEMJIOBOIrO
paccesHus 3ameuisitorest. Habmomaembie usmenenus: B @CII u csizanHOM ¢ Hel
AHTEHHE  OTPaXalOT PpPAa3BUTHE CBETOBOIO  CTpecca B  XJOPOIUIACTax
MHKPOBOJIOPOCIEN, O KOTOPOM CBHUAETEIBCTBYET U3MEHEHUE CBETOBBIX KPUBBIX

KBAaHTOBOro BbIXxoja ¢oroxumuyecko peakinuu B DOCII u  ckopoctu

71



(OTOCUHTETUYECKOTO BBIJICICHUSI KUCIOpOAa CYCIEH3UeH KIeToK L. incisa
IPPAS C-2047 npu mepexojie OT MHKyOallMM MPU HOPMAJILHON TeMIlepaType
(25°C) k wupkybauum mnpu 0°C B Tewenne 4 cyrtok (puc. I11.2).
[TonyHackImaroniass ”HTEHCUBHOCTh CBETA, /12, MPU HOPMAJIbHOM TeMIlepaType
cocraBisger okono 100 Mxkmonb (oToHOB MZC!, 4ro BABOE MpEBHINIAET
WHTEHCUBHOCTh OCBELIEHUS, IPU KOTOPOM pacTyT MUKpoBopopociu. OmgHako
IpH HU3KOM TeMnepatype [1, magaer 10 3HadeHuit <10 MkMonb GoToHOB M2c!,
YTO CYIIECTBEHHO HUXE (DAKTUYECKOM OCBEIIEHHOCTH CYCHEH3UU U

COOTBCTCTBYCT YCJIOBHUAM CBCTOBOI'O CTpECCaA.
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Puc. IIL.1. Camxenne aktuBHoctd OCII (@) 1 ckOpocTH (POTOCHHTETHUECKOTO TPAHCIIOPTa
3JICKTPOHOB (6), POCT TEIUIOBOM AMCCHUITAIIMH TOTJIOMEHHON CBETOBOM YHEPTUHU B aHTEHHE (8) 10
Mepe afanTalkuy KyJlIbTypbl OJTHOKJIETOUHBIX Bofopociel L. incisa k Hu3koil remmnepatype (0 °C).
[IpuBeneHsl cpeqHUEe 3HAUYCHUS + CTaHIapTHAs ommobKa cpemHero (n = 3).
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Puc. II1.2. 3aBucuMocTh KBaHTOBOTO BbIxoja hoToxumuueckoi peakmuu B @CII (a) u ckopoctu
(OTOCHHTETHUECKOTO BBIZICTICHUS KHCIopoa (0) cycnen3uent kinetok L. incisa IPPAS C-2047,
uHKyOnpyemoi ipu temneparype 25 °C (kpyru) u 0 °C (TpeyroiapbHUKH) B TeUeHHE 4 CYTOK, OT
MHTEHCUBHOCTHU OcBelleHus. [IpuBeneHs! cpeiHue 3HaUeHUs + CTaHAapTHOE OTKIOHEHHE (n=4).

B xome akximMmanuu KyJabTypbl MHUKPOBOJIOpPOCHEW L. incisa K HU3KOU
TeMIiepaType HaOJt0/1aeTCsd TaK)Ke TMOSBICHUE XapaKTEPHBIX I CBETOBOTO
cTpecca HW3MEHEHHMH NUIMEHTHOTO ammapara: pOCT OOIIero CoAepaHUs
KapOTUHOMJIOB U MX JEATOKCUAMPOBAHHBIX (OPM, POCT OTHOIIEHUS X a/0 u
cHIKeHue obmiero coaepxkanuss Xia (puc. I11.3). OxHako 3aMeTHbIE U3MEHEHUS
ATUX IOKa3aTesied CBETOBOIO HAYMHAIOT MPOSBIATHCA JIMIIb 4yepe3 3-5 CyTok

IIOCJIE Haydaja HHSKOTCMHGpaTypHOﬁ AKKIIMMaluyM, TO €CTb KOorjga YixKeE
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Puc. I11.3. I3menenus conepkanus U coctaBa nUrMeHToB B @CA MUKpOBOAOPOCHH L. incisa B
XoJie aKkiauManuu K Hu3kol temnepatype (0 °C): 1o KapOTHHOMI0B BUOJIAKCAHTUHOBOTO 1IMKJIA,
VAZ, u xoadpduruent aesnokcuaanuu, DE (a), MosipHOE OTHOIIIEHNE COACPKAHUS
KapoTuHOUI0B U xJopodunia, Car/Chl (6), MoIsipHOE OTHOIIIEHUE COJIEPKAHUS XJTIOPOPUILIIOB a U
0 (8), obmiee conepkanue xaopoduiuia Ha enuHuIly cyxoro Beca, Chl/DW (e). 3nadenust Bcex
BEJIMYMH HOPMUPOBAHBI HA COOTBETCTBYIOIINE HAYallbHbIC 3HaUeHUs. [IpuBeneHBI CpeiHre
3HAYCHHUS + CTaHAapTHas omuoKa cpeaHero (n = 3).

X
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5 0 i o Puc. I11.4. VI3amenenus conepkaHus
B : . ' . ' MPHK 3amuthbix 6enkoB PsbS (a) u
b LhcSR (6) B kiteTkax MUKPOBOIOPOCITH
0 6 L. incisa B Xo1€e aKKIIMMAallUX K HU3KOU
; LheSR o
08 _ temneparype (0 °C). [IpuBenen
o & sorapru(M OTHOCUTEIHLHOTO KOJMYECTBA
B MPHK (RQ), cpennue 3HaueHus +
04F ' cTa”aapTHas ommOKka cpennero (n = 3).
0 2 4 6 8 10
Bpewms (cyT.)
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B T0 xe Bpemsi, B mepBble 4 CyTOK HaOJIIOJAETCS POCT DKCIPECCUU T'€HOB
3amuTHBIX OenkoB — LhcSR u PsbS, npuuém nnsa mocienHero oH JAOCTUTaeT
103-10*-kpaTHbIX 3HaYeHUH B TeueHue Bcero sToro nepuoaa (puc. I11.4). Takum
0o0pa3oM, MOXHO YTBEpPXKJaTh, 4YTO cHenuduka OTBETa ICUXPOTOJEPAHTHON
BOJOpocM L. incisa Ha CBETOBOM CTPECC, WHAYLHMPOBAHHBIM ITOHMKEHHEM
TEMIEPATYPbl, TPOSABISETCS B MHAYKUUU npeumymiecTBeHHO LhcSR- u PsbS-
3apucumMoro HOPT Ha nepBoM 3Tame akkKIMManuy, KOTOPBIM JIMIIb I03XKe
JOTOJIHSIETCS PA3BUTUEM IPYTUX XapaKTEPHBIX JJIsI CBETOBOI'O CTPECCA PEAKLUN.

HeoOxoaumMo MOJYEpKHYTh HEOOBIYHO BBICOKYIO MPOAOIKUTEIBHOCTD
MOBBIIIEHHON 3KCIpeccuu reHa PsbS, cocrapistonryto B HalIMX 3KCIIEPUMEHTOB
HECKOJIbKO  CcyTOK. PaHee ObulO W3BECTHO JIMIIbL  KPATKOBPEMEHHOE
(ITUTENBHOCTHIO B YaCOBOM IIKAJIE BpEeMEH) BO3pAaCcTaHHE IKCIpeccuu reHa PsbS
B OTBET Ha CTpPECC y KJIACCHUYECKOTro MojenbHoro oonekra C. reinhardtii, Ha
OCHOBAaHMHU 4YEro Jenajics BBIBOJ O JHIIb BCIOMOraTenbHON ponu PsbS y
3enéHbix Bojgopocneit (Chlorophyta) B LhcSR-3aBucuMoi 3anuTHON peakIvu.
BnepBoie = oOHapyxenuwslii  Hamu y  mpeactaBurenss  Chlorophyta
IPOJOJKUTEIBHBIN  CTpecC-UHAYIIMPOBAHHBIA POCT 3Kcnpeccun reHa PsbS
MO3BOJIICT MPEAINON0XKHUTh, YTO 3TOT OEJOK SIBJSETCS KIIOYEBBIM B 3aIUTHOMN
peakunn @CA Ha cTpecc, HE OrpPaHUYEHHON NMEPEXOAHBIM NEPUOJOM B Hadale
cTpecca.

OAHOBpEMEHHO OBUIO HM3MEPEHO COJEpKaHHUE TPAHCKPUITOB T'€HOB
HEKOTOPBIX JPYruX OENKOB, OTBETCTBEHHbIX 3a akkiaumanuio PCA K HU3KOH
TeMrepaTtype  WIM  HM30BITOYHOMY  OCBEILIEHHIO:  TeHOB  (epMeHTa
BHOJaKcaHTUaednmokcuaasel, VDE, oOecneunBaromieil CHHTE3 3eaKCaHTHHA,
OJIHOTO M3 OCHOBHBIX CBETO3ALIUTHBIX MUIMEHTOB; 3€aKCAHTUHAIOKCUAA3HI,
ZEP, karanusupymomeil oOpaTHYI0 peakiuio, MpeBpallleHue 3€aKCaHTHHA U
aHTEpaKCaHTUHA B CBETOCOOMPAIONIMN MUTMEHT BHOJAKCAaHTHH, H  0-5-
ne3arypassl, DES, oOTBeTCTBEHHOW 3a CHHTE3 apaXWJAOHOBON KHCJOTHI.
[Tocnenuuii hepMEHT BakKeH MOTOMY, YTO 00pa30BaHUE apaxUIOHOBON KHUCIOTHI

ABIIACTCA HE TOJBKO xapaKTepHoﬁ JJIsL HH3KOT€MH€paTypHOﬁ AKKJIMMalln1
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peakuuen Jecarypaluy SKUPHBIX KHCIOT, HO M, BO3MOYKHO, YYacTBYET B
peryisiunn HOT. Tak, npeamnosiaraercsi, 4YTo apaxuaoHOBasi KHUCJIOTA CIYKUT
MOIYJISITOPOM pabOThl MEMOPaHHBIX MUTMEHT-OEIKOBBIX KOMILUIEKCOB 3a CUET
JUNUA-O0ETKOBOrO B3auMOAEHCTBUS. B Hammx skcnepuMeHTax Mbl HaOII0aau
He3HaYuTeabHOE (2-3-KpaTHOE) MOBBIIICHHE YpOBHS 3Kcnpeccun reHa DES.
OnHako B TEUEHHE BCErO HMCCIEJOBAHHOIO MEPHUOJa aKKIMMalMM K HU3KOM
TEMIIepaType CKOJIb-TUOO 3aMETHBIX H3MEHEHUl B YpOBHE JKCIIPECCHM T'eHa

VDE He HaO1r01a10Ch.

II1.3. CTtpykTypa u pusuko-xuMudeckue cBoiictea 0esika PsbS 3enéHoi
Boaopocu L. incisa

Kak Obuto oTMeueHO B 0030pe JIuTepaTyphl, PEICTABICHUE O MEXaHU3ME
PsbS-3aBucumoit mHayknuu HOT cymiecTBEeHHO HM3MEHHIIOCH 3a TOCTEIHEe
JECATWIETHE U B HACTOSIIEE BpPEeMsS 3TOT MEXaHHM3M CBS3BIBACTCS, B KOHEUHOM
UTOTE, C TeHepaleil HeHTPoB TyleHus B porocuHTeTndyeckoil anteHHe (Ruban
and Wilson 2021). OgHako, HE3aBHCUMO OT JeTajed 3TOro MeXaHHW3Ma, OH
WHIYIIUPYETCS 3aKUCICHUEM THJIAKOUTHOTO JIFOMEHA U, CIEA0BaTEIIbHO, 3aBUCUT
OT TPOTOHUPOBAHUS SKCIIOHMPOBAHHBIX B JIIOMEH aMHHOKHCIOTHBIX OCTATKOB
oenka. Ilostromy »sddexkTuBHOCT PsbS-unaynupoBaHHON  3alUTBI  OT
dboTomoBpexaCHNS OYIeT 3aBUCETh OT KOHCTAHT KUCJIOTHOHW muccormaruu (K,)
ATUX TPYIIL. DTO OOCTOSATENBCTBO JieJIaeT BAXKHOM OILICHKY BEJIUYUHBI PK, IS
MPOTOHUPYEMBIX Tpynn Oenka PsbS mis manmpHelimero anaimsa €ro poyid B
dboTonpoTekTOpHOM OTBeTe. |51 TIOJTy4eHHs ATOM OLIEHKHU a) Obljia ompesencHa
AMUHOKHUCJIOTHAS IIOCJIEI0BATEIHLHOCTD PsbS; 0) mo MOJTy4YE€HHOU
MOCJICTIOBATEILHOCTH ObLIa Tpe/IcKa3aHa TpEXMEpHash CTPyKTypa Oenka; B) Ha
OCHOBAaHHUH CTPYKTYpbI ObljIa MOCTPOCHA MOJIEKYJIIPHO-AMHAMUYECKAs MOJICIb, a
Ha OCHOBAaHUHU PE3YyJbTAaTOB MOJCIMPOBAHUS T) MOCTPOCHA AUAJICKTPUYECKAS
MOJIeNTb OeJiKa U BBITIONHEH pacu€T 3HA4eHU pK, MPOTOHUPYEMBIX TPy OeKa

B paMKax MOJYKOHTHHYaJIbHON »JeKkTpocTaTuku. Kpome 3Hauenuit pK,, 3TO
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UCCJIEIOBAHUE TAaKXKE IO3BOJIMJIO HAM CPaBHUTh TNEPBUYHYIO U TPETUUYHYIO
cTpykTypy Oenka PsbS wu3 3enénoit Bomopocnu L. incisa ¢ W3BECTHBIMHU
CTPYKTypaMU TOMOJIOTUYHBIX O€JIKOB M3 JPYTrHX BOAOPOCIEH U BBICIINUX
paCTEHUH.

Ha puc. II1.5 ITOKA3aHO MHOKECTBEHHOE BBIPDABHUBAHNE
nocneaoBarenabHocTell Oenka PsbS uz L. incisa (L.i—PsbS) u detsipex apyrux
BUJIOB 3€JEHBIX BOJOPOCIEH, MPUHAUICKAIUX K TPEM Pa3IMYHBIM Kilaccam
(Botryococcus braunii, Trebouxiophyceae; C. reinhardtii v Haematococcus
lacustris, Chlorophyceae; Micromonas pusilla, Mamiellophyceae), a Taxxe u3
NpEACTaBUTENs BBICIIMX pacTeHuil — mmnuHata (S. oleracea). B cTpyktype
Oenka wumeerca 19 BBICOKOKOHCEPBATHBHBIX YYacCTKOB. JTO 3HAYUTENIBHO
MEHbIIIe, YeM ObLIO BBISBICHO MPU CPaBHEHUHU MoclieqoBaTenbHOCcTe PsbS u3
pa3IMuYHBIX BUIOB BBICIIMX pacTeHHil (Bkitouas Mox Physcomitrella patens),
KOTOpoe TMoKa3biBaeT Hanmuuue 130 BBICOKOKOHCEPBATMBHBIX OCTAaTKOB U3
npubimsutenbHo 200. boiee Toro, KOHCepBaTHUBHBIE OCTAaTKM y Oelka H3
BBICIIMX PACTEHUN DPACIONIOKEHbl KOMMAKTHBIMU (MM J1aXX€ HEMPEPbIBHBIMU)
IpymnmnamMu JUIMHOW 10 23 aMUHOKHUCJIOTHBIX OcTaTKoOB (a.0.) (Fan et al. 2015).
3T0, BEPOSTHO, YKA3bIBAECT HE TOJHKO Ha OOJBIIYIO SBONIOIMOHHYIO JUCTAHIIUIO
MEX/1y BBICIIUMU PACTEHUSIMU U 3€JEHBIMU BOJIOPOCIISIMH, HO M Ha OoJiee HU3KOE
naBiieHue oTOOpa B rpymrme 3eJIEHBIX BOAOPOCIel, obmagaromux Hapsay ¢ PsbS
ero  aHailoroM —  (QorozamutHeiM  Oenkom  LhcSR.  BripaBHuBanue
nocJeIoBaTeIbHOCTEM OENKOB JIBYX BbIOpAaHHBIX BUAOB, L. incisa u S. oleracea,
BRIABIACT 68 WMASHTUYHBIX a.0. u3 210/212 a.0., cocTaBISIOIIMUX OEJIOK
L. incisa / uma S. oleracea, 1.e. MeHee omgHOU TpeTu. bosee Toro, Bce 68 a.0. B
OCHOBHOM pachpeieJieHbl BJIOJIb F€Ha MOOAMHOYKE WJIM Tpynmnam mno 2 uim 3
a.0., ¥ TONBKO 16 a.0. cocpeloTOuYeHBl B TPEX OTHOCUTENIBHO HEOOJBIINX
rpymnax (7, 5 u 4 m0oclieoBaTelibHO pPacCloN0XKeHHbIX a.0.) (puc. IIL.6).
BOJBIIMHCTBO KOHCEPBAaTUBHBIX a.0. PACIOJIOXKEHbI B TMEPBOM W TpeThel
TpancMeMOpannbix crnupanax (TM1, TM3) u B coceiHMX C HMMH YydYacTKax

NeTCJIb, OJOKCIIOHHMPOBAHHBIX B JIOMEH, a TaKXE B KOMIIAKTHOM (5 a.o.)
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KOHCEPBAaTUBHOM y4acTke, npuiieratoiieM kK TM3 co ctoponsl ctpoMsbl. [Toatomy
HEYJIMBUTEIbHO, YTO TMOYTH JBE TPETH COBMNAJAIOIIUX a.0. SBISIOTCS
ruapoPOOHBIMU WIIM HEMOJISIPHBIMU (42 a.0.).; ocTaJbHBIE MPEACTABIAIOT COOOM
10 nonsipHBIX U 16 3apsHKEHHBIX a.0. (9 KATUOHHBIX U 7 AHUOHHBIX).

Jlyist mocTpoeHusI MPOCTPAHCTBEHHOM CTPYKTYPhI XJIOPOTUIACTHOTO OenKka Ha
ocHOBe mnocnenosarenbHOCTH ero MPHK cnemyer yuuTeiBaTh CUTrHaAIbHBIN
NENTU ] XJOPOIUIACTHON JoKanu3anuu Ha N-KOHIIE aMUHOKUCIOTHOM 1enu. s
pPa3TUYHBIX XJIOPOIIACTHBIX OEJTKOB JIJIMHA JTOTO TENTHUIA BapbUPYET B
HIMPOKKX Tipenenax, oT 13 mo 146 a.o., xots Oonbinas ux yactb (>80%) cocTout
u3 30-80 ocratkoB (Zhang and Glaser 2002). dns uccnexyemoro OGenka ajiMHA
CUTHAJIbHOTO MenTuaa Oplia oneHeHa B 41 a.o.

[IpeackazanHas TpexMepHas CTpPyKTypa Oeika, ONTUMHU3UpPOBAaHHAsA C
MOMOIIBI0  MOJICKYJIIPHO-TUHAMHYECKOTO MOJCIMPOBAHUS, OYCHb OJIM3Ka K
ctpyktype PsbS u3 mmmnata (S.0.—PsbS), HecMOTpst Ha 3HAUUTENTHEHYIO PA3HUILY
B WX aMUHOKHUCIIOTHBIX TocienaoBaTeabHOCTAX (puc. II1.7). Oba Genka obiamaroT
YeThIPbMsI TpaHcMeMOpaHHbIMH anbda-criupansimu, TM1-TM4. Coupans TM1
(Val-61—Gly-91) y L.i.—PsbS nemuoro manunsaee (Ha 1-1,5 BuTka), uem y S.0.—
PsbS (Thr-33—Gly-59), apyrue TpancMeMOpaHHBIE CIIUPATH MOYTH OJMHAKOBHI
no pnuHe: TM2, TM3 u TM4 L.i.—PsbS moctpoenst u3 Ile-111—Leu-125, Lys-
175—Thr-198 u Leu-215—Ala-234 coOTBETCTBEHHO, UTO COOTBETCTBYET alib(pa—
criupanbHbiM obnacTsiM TM2-TM4 y S.0.—PsbS: Pro-79—Ile-93, Ser-139—Gly-
163 u Asn-179—Asn-198. TM1 u TM2, a takke TM3 u TM4 coenuHeHBI
MEXAy COOOW OTHOCUTENHbHO KOPOTKMMH YYacTKaMH, SKCIIOHWPOBAaHHBIMHU B
TUJAKOUIHBIA  JIIOMEH, C KOpOoTKoM (2-2,5 BuTKa) anb(da-cimpansio,
pacrionoxkeHHo Mexny TM3 u TM4 u npubnu3uTeabHO TapaiebHOU
MeMOpaHe B oboux Oenkax. Takxke B o6omx Oemkax TM2 m TM3 coenuHeHbI
6omb10i# (0K0J0 50 a.0.) MeTIeH, SKCTOHUPOBAHHON B cTpoMy. CTpyKTypa 3TOH
NeTIM He paspenieHa B CTpyKType S.0.—PsbS, mnonydyenHoir Merogamu

pentrenoBckoit mudpakmuu (kox PDB: 4RI2), uro roBopur o €€ BBICOKOH
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INOABHXXHOCTH.
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Puc. I11.5. BeipaBHuBaHue nocienaoBarenbHocTel 0enka PsbS u3 mmmnara (S. oleracea) n msitu
BUJI0B 3enéHbIX Bogopocieii (Chlorophyta), Bkmtouast L. incisa. [locnenoBatensHocTtu PsbS u3

L. incisa npencka3aHa B 3TOH paboTe, OCTAIBHBIC TIOCIICIOBATEIFHOCTH B3SThI U3 0a3 TaHHBIX
GenBank (https://www.ncbi.nlm.nih.gov/genbank/) u Phytozome (https://phytozome-
next.jgi.doe.gov/). KoHcepBatuBHbBIC a.0. WU a.0. ¢ OIM3KUMHU (HU3HUKO-XUMHUECKIMHU CBONCTBAMH
TIOKa3aHbl 3eJIEHBIM MIPU(PTOM, BHICOKOKOHCEPBATUBHBIE a.0. OTMEYEHBI 3€JICHBIM (DOHOM.
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Puc. II1.6. BeipaBHuBaHue nocneaoBarenbHocTell 6enkoB PsbS u3 L. incisa (L.i.—PsbS) u

S. oleracea (S.0.—PsbS). Hymepanus a.o. nis L.i.—PsbS npuBenena, HaunHasi ¢ IepBoro a.o.
MpeICKa3aHHOTro Oelika (BKIIIoUasi MPeICKa3aHHbIA CUTHATBHBIN TETTH]T XJIOPOTUIACTHOM
nokanuzammu, TP). Jlns S.0.—PsbS npuBenena ycrosiBiasicss Hymepanus a.o. (Ha4uHas ¢ mepBoro
a.0. 3penoro 6enka). [[poToHUpyeMbIe OCTaTKH MOKa3aHbl KPAaCHBIM (aHHOHOTEHHBIE a.0.: Asp, Glu
u Tyr) wnu cuaum mpudTom (kaTuoHOTeHHBIE a.0.: Lys n Arg). KpacHbiMu cTpenkamu ajis 00oux
OeNKOB MOKA3aHbl OCTATKHU TTyTaMaTa, a TAK)Ke OCTAaTKU acnaprarta u nu3nHa L.i.—PsbS,
HaXOJSIINECs B SKCTIOHMPOBAHHOM B JIFOMEH 00acTH Oenka. Taxke MmoKa3aHbl AJIEMEHTHI
BTOPUYHOU CTPYKTYpPBbI 000UX OEIKOB, B IEPBYIO OYEpeIb, TpaHCMeMOpaHHbIe anb(a-criupanu
TM1-TM4.
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L.i.—PsbS conepxxut 42 MOHOTEHHBIX OCTaTKa, BKiItodas 9 Arg, 12 Lys, 4 Tyr,
10 Glu u 7 Asp octaTkoB (37€Ch peub UIET O 3peioM OeJKe; MpeCcKa3aHHBIMI
CUTHAJIbHBIM MENTHJ XJIOPOIUIACTa COJEPKHUT €Ille 7/ MOHOTEHHBIX OCTATKOB: 5
Arg, 1 Lys u 1 His. Hu octatkoB His, Hu Cys, KOTOpbIE TaKKe MOXHO ObLIO ObI
paccMaTpuBaTh Kak KaHIUAATOB Ha poJib ceHCOpoB pH, B 3penom Oenke HET).
JIeBATh M3 HUX PAcIOJIOKEHBI HA JIIOMEHAIBHOU cTOpoHE Oernka: rmyramatsl 101,
195, 87 u 214, acnaprtar 105, tuposun 219, nuszunasl 92, 196, 201 (puc. II11.8).
UeTsIpe rimyTamMara IpeiCTaBISIOT COOOM JBE MOYTH CUMMETpudHbIe apsl: Glu-
87 u Glu-195 pacnosoxeHbl CUMMETPUYHO Ha KOHIAX “BHYTPEHHHX
TpaHcMeMOpaHHbIX criupaiei, TM1 u TM3, kparuaiiiiiee pacCTOsSTHUE MEXKIY UX
aTomamu cocrtasigeT okono 6-7 A. Glu-101 u Glu-214 pacnosoxeHsl BOIU3HU
KOHIIOB “BHEIIHUX~ TpaHCMeMOpaHHbIX crnupaier TM2 u TM4, paccrtosiHue
mexay Humu npesbimaer 27 A. (Glu-101 ckopee pacronoxkeH B TIOMEHAIbHOM
netie, coeguusomedr TM1 ¢ TM2, 4To clerka Hapylaer CHMMETPHUIO
pacnoJioKeHus JTIOMEHAJIbHBIX OCTaTKOB TiyTamata). /IBa octarka nusuHa, Lys-
92 u Lys-201, Takke pacrnoyioxKeHbl CHMMETPUYHO B JIBYX JIFOMEHAJBHBIX METIAX
noutu Mexay Glu-87 u Glu-195 (Ho Ha 4-5 A 6amke K moBepxHOCTH Oeka).
JlBa npyrux ocrtatka, Asp-105 u Lys-196, pacnonoxenst Omuxe k Glu-101 u
Glu-195. Ocrtartok Thpo3uHa, Tyr-219, pacnonoxxen B TM4.

Ocratku Glu-87, -101, -195 u -214 B L.i.—PsbS cooTBeTCTBYIOT ocTaTkam
Glu-55, -69 (oguH M3 IBYX TJIyTamMaToB, CyIIECTBEHHBIX s pH-3aBucHMOro
nepeximodeHus PsbS B Tymamwmit pexxum), -159, -180 B S.0.—PsbS (puc. II1.8).
Glu-173 u3 S.0.—PsbS, KoTOpHIil ABIASETCS OJHUM U3 IBYX pH—4yBCTBUTEIBLHBIX
rIIyTamMaToB 3Toro Oeika, HEe UMEIOT aHanoros B L.i.—PsbS, onnako B L.i.—PsbS
UM TpUOIU3UTENbHO cuMMeTpuueH Asp-105 (B To ke Bpems, B JIOMEHaJIbHON
obmactu S.0.—PsbS octatku acmaprtarta orcytcTByrOT). Lys—92 u Lys-201 B L.i.—
PsbS cootBerctBytor Lys—60 u Lys-164 B S.0.—PsbS, a Lys—196 u Tyr-219 B

L.i.—PsbS e nmeror anaioros B S.0.—PsbS.
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S.oleracea

L.incisa

Puc. II1.7. Tlpenckazannas TpéxmepHas cTpykrypa L.i.—PsbS, cpaBHeHue co cTpyKTypoit S.0.—
PsbS, o6muit Buz. [Tokazansl Toabko nentuaHbie rienu. O003HaYeHBI YeThIPE TpaHCMEMOpaHHbIE
cnupanu (TM1-TM4). ITyHKTHpPHBIH TPSIMOYTOJIBHUK 0003Ha4aeT 0071acTh, MOAPOOHO
noka3anHyto Ha puc. IIL.8.
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L.incisa

S.oleracea

E180

Puc. IIL.8. IIpenckazannas TpéxmepHas cTpykrypa L.i.—PsbS, cpaBHeHue co cTpyKTypoit S.0.—
PsbS, JlromenanpHas o6macTs Oenka, B B0 MeMOpaHsbI () M cO CTOpOHHI JiromeHa (0). Hapsay
C OCHOBHBIMH IEMSIMU (OTMEYEHHBI CMHUM ISt L.i.—PsbS u romy6eim nist S.0.—PsbS) mokazansl
OOKOBBIE 1IETIH HOHHBIX OCTATKOB (packpacka OTAEIbHBIX aTOMOB TOIyObIM, CEphIM, CHHUM U
KpacHbIM TSt L.i.—PsbS u ogHOTOHHOM 0Xpoii A1ist S.0.—PsbS). O603HaueHbl TpaHCMEMOpaHHBIC
cnupanmu (TM1-TM4).
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[lenTpanpHas 4acTh Oenka, pacloJIOKEHHas B MeMOpaHe, COJCP)KUT, B
OCHOBHOM, THIIpo(oOHBIE a.0. [T0o3TOMYy IpH TOCTPOCHUHU SIEKTPOCTATHIECKON
Monmenn  Oenmka 3Ta  00NacTh  XapakTepusyeTcss  Haumbonee  HHU3KOM
JURJIEKTPUUECKON TPOHMUIIAEMOCThIO (¢) BO BcEM 00béMe Oenka (puc. I111.9). B
00JIacTAX, OKPYXEHHBIX TMOJSPHBIMA TOJIOBHBIMH  TPYIIaMH  JIAIIHJIOB,
IUIOTHOCTh TMOJISIPHBIX a.0., @ BMECT€ C HEH W BEIMYMHA & HAMHOTO BBIIIIE.
ObnacTp Oenka, pacrmosoXeHHas: B BOJAHOU (ha3e cO CTOPOHBI CTPOMBI, 3aMETHO
IpeBbIIAeT M0 00bEMY 00JIaCTh, SKCIIOHUPOBAHHYIO B JIFOMEH, MOATOMY BKJIAJ
MOJIIPHBIX M HMOHHBIX a.0. B CYMMapHYyI TIOJSIpH3yeMOCTh Oellka W,
CJIeIOBATENIbHO, B €€ & 3HAYMTENHHO OOJIbIE B CTpOMaJbHOW 4acTu Oenka. B
UTOTE, TUAJIEKTPUYECKasl MPOHULIAEMOCTb 3TOM 00JaCTH TOCTATOYHO BHICOKA, & ~
20. B 1O Xe Bpems, OTHOCHUTEIBHO Malblii 00BbEM THAPOPHIBHBIX TETENb,
COEIMHSIOINX TpaHCMEeMOpaHHbIE CTUPATIM CO CTOPOHBI THIIAKOUIHOTO JTFOMEHA,
HE TIO3BOJISIET CYIIECTBEHHO YBEIWYUTh & Mg O3TOoW ob6mactu. MOXHO
MPEIOJIOKUTh, YTO TAKOW AU3aiH JUAIIEKTPHUECKUX CBOMCTB Oellka HE ClydacH
¥ UMEeT 3HAYCHHE U1 MPaBWIHLHOTO (yHKIMOHWUpOBaHUS Oenka. Tak, HU3Kas
TUDJIEKTPUYECcKasi MPOHUIIAEMOCTh 00JIacTu Oeka, SKCTIOHHPOBAHHOHN B JIFOMEH,
SIBISIETCS HEOOXOJIUMBIM YCIIOBHEM JJiIsi 00€CTIeUeHHUs a) CHIIBHBIX JIOKAJThHBIX
IEKTPUUECKUX TMOJied W 0) BRICOKMX 3HAYCHUH JUAJICKTPUYECKOTO OTKIIUKA
cpeanl. O0a akropa obecrneunBarOT OOIBIIUN CABUT PK, MPOTOHUPYEMBIX a.0.,
KOTOpBI HEOOXOIMM KaK aHHMOHOTEHHBIM a.0. (KOTOpblE NpPEICTaBICHBI B
JIOMEHAIBHON YacTu OejKa, B OCHOBHOM, TJTyTaMaToOM), TaK M KaTHOHOTCHHBIM
a.0. (JTU3MH) A1 JOCTHXKEHUS (PU3NOJIOTHUECKA OCMBICIICHHBIX 3HaUYeHU pK, B

Cc1a00KHUCIION 001aCTH.
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Puc. I11.9. Pacnipenenenne qu3IEKTPUIECKON MPOHUIIAEMOCTH (£) B 00beMe L.i.-PsbS (BuI BIOJIB
munuaHoi MmemOpanbl). [Tokazan qumep PsbS, morpyxennslii B munuaHy0 meMOpany. Obnactu
Oenka ¢ HauMeHbITUM € (0KoJ10 3,0) MmoKa3aHbl KPaCHBIM IIBETOM; 00JIe€ MOJISIpHBIC 00JIaCTH CO
3HaYCHUSIMU € OKOJI0 5, 10 u 20 moka3aHbl XKEeNATbIM, 3€JIEHBIM U CHUHUM COOTBETCTBEHHO. ATOMBI
KHCJIOpO/1a B TIOJISIPHBIX TOJIOBKAX MEMOPAaHHBIX JTUIHUI0B TOKa3aHbl B BUJIE KPacHbBIX chep.

BrInosIHEHHBIE B paMKaxX OMMCAHHOU JUAJIEKTPUYECKOW MOJIEIIH OLUEHKHU PK,
WOHHBIX a.0. B JIOMEHAJILHOM 4yacTh Oenka L.i.-PsbS MO3BOJMIN BBISIBUTHL JBa
OCTaTKa, 3HA4eHUS pK, KOTOPHIX HAXOIATCS B (PU3HOJOTUYECKA OCMBICIECHHOM
nuanasone 5,0-7,0: Glu-87 (pK, 6,75 £0,03) u Lys-196 (pK, 5,81 £0,02). O1un
U3MEHEHHUSI KOPPENUpPYIOT ¢ HaOII0AaeMON MPOCTPAHCTBEHHON CTPYKTYpOi
oenka. Tak, B CTpykType Oenka BUAHO, 4TO OokoBas memb Lys-196 otuactu
MOTpy>eHa B OEJIOK; 3TO JIOJHKHO CIBUTAaTh PABHOBECHE MEXKIY COCTOSHUSIMHU
MPOTOHUPYEMOW TPYIIIBI B CTOPOHY HEHUTPAIbHOTO COCTOSHHUS, T.€. YMEHbIIATh
3HadYeHue pK, , mpuOImKas ero K HeMTpaJbHBIM 3HAYEHUSIM. 3aMETUM, OJHAKO,

YTO MPH MOJIEKYJIAPHO-TUHAMHYECKOM MOJieupoBanuu aumepa PsbS Bo3nukamna
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HEKOTOpas aCUMMETPUS MEXKITY MOHOMEpPAaMH, MPUBOIUBIIAS TAKXKE K PA3INUUAM
B OLIEHECHHBIX 3HAaYCHUSIX PK, M1 OOHOMMEHHBIX TPYNI Pa3HbIX MOHOMEPOB.
OnHako Mbl TpEAIoJiaraeM, 4YTO 3Ta ACUMMETpPUS HMMEET MECTO JIMIIb Ha
OTHOCUTEIBHO  KOPOTKMX  BPEMEHAX, HCHOJIb30BABIIMXCSI  HaMH  IIpU
MOJIEKYJISIPHO-IMHAMUYECKOM MOJeNupoBaHuu (~1 MKC), B TO BpeMs Kak Ha
OONBIIMX BpPEMEHAX, XapaKTEPHBIX [JII MPOTOHHOTO OOMEHA, AaCHUMMETPHS
JOJKHA UCYE3aTh.

Takum o0Opa3om, HECMOTPS HA 3HAYUTENIHHBIC OTIMYUAS B aMUHOKHCIOTHOU
MOCJIEA0BATEILHOCTH OT Oejika BBICIIMX pacTeHuil (mmuHaTta), PsbS 3enénoit
Bojopoci L. incisa oOnagaeT TPaKTUUYECKU HUJCHTHYHOM TpEXMEpHOM
CTPYKTYypoil (B OTHOLIEHWH MNEONTUAHON 1enu). DYHKIMOHAIBHO 3HAYUMBIE
IPOTOHUPYEMBIE a.0. B JIIOMEHAIBHOM 00JIACTH €CTh Y 000MX OEIKOB, IPUUEM Y
Oellka mIMUHATA UMEETCS Topas3ao 0ojee MOITHBINA KIacTep MPOTOHUPYEMBIX a.0.
OpHako cpeau JIIOMEHAIbHBIX HOHOTEHHBIX a.0. PsbS L. incisa taxxke ynaércs
BBIIBUTh JABa a.0., Glu-87 u Lys-196, oGnanmaromme 3HaueHusiMmu pK, B

noaxozsieM nuanazone (pK, 6,75 £0,03 u 5,81 £0,02, cOOTBETCTBEHHO).

111.4. BuiBoasbl

1. Huzkas mnonokuTelbHAash TEMIIEpATypa BbBI3BIBAET CBETOBOWM CTpecC Yy
MICUXPOTOJIEPAHTHON 3€IEHOM MHMKpPOBOAOpOcHu L. incisa, B XOAE€ KOTOPOTO
HAOIOMAeTCsl OTHOCHTEIBHO MenjeHHoe (B wmacmrTabe BpeMEH MOpsaKa
HECKOJIbKUX CYTOK) cHKeHue akTuBHOCTH PCA u unaykuus HOT. B nepuop
HanOoJIee 3HAYUTENBHOTO CHIDKEHUS akTuBHOCTH PCA M pocTa MHTEHCUBHOCTH
TEIJIOBOTO PACCEsHMs] B JHEPrUU TMOTJIOMIEHHOTO cBeTa (mepBble 3-5 CYyTOK
WHKYOAIMu KyJIbTypbl MUKPOBOJOPOCIEH MPH HU3KOW TEeMIIepaType) COCTaB U
coliepkaHue XJopoduuIa U 3aIUTHBIX KapOTUHOUIOB, a TAKKE COOTHOIICHUS

nurMeHT-0enKkoBbIX KoMiuiekcoB DCII, ®CI u BHENIHUX aHTEHH, MPAKTUYECKH
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HE M3MEHSETCS, OJTHAKO MPOWCXOJUT CYHIECTBEHHBIH POCT IKCIPECCHU TEHOB
oenxoB LhcSR u PsbS, orBeTcTBeHHBIX 32 MHAYKIMIO HOT.

2. BmepBble mokazaHa goiaroBpeMeHHas (B MacmuTabe BpeMEH mMOpsiaka
HECKOJIBKMX CYTOK) CTpPECC-MHIYIIMPOBAHHASI AaKTUBAIUS DKCIIPECCHH TeHa
doTozammrHOTO Oenka PsbS y 3enénnix Bomopocneit (Chlorophyta). 3toT 6emox
XapaKTepeH i BBICHIMX pAcTeHW, W paHee ObUla MOKa3aHa JIMIIb €ro
KPaTKOBPEMEHHAsl CTPECC-UHIYIIMPOBAHHAS DKCIIPECCHS Y 3€IEHBIX BOIOPOCIIEH,
YTO JaBaJi0 OCHOBAHME MpENINoJiaraTh JHIIb BCIOMOraTelbHyl0 poiib PsbS B
OTBeTe Ha cTpecc. Hamm maHHbIe TTOKa3bIBaIOT, 4TO PsbS MokeT ObITh OmHUM U3
OCHOBHBIX KOMIIOHEHTOB OTBETa Ha CTPECC Y 3€JEHBIX BOJOPOCTCH.

3. benox PsbS u3 3enénoit Bomopocnu L. incisa CylmecTBEHHO OTIWYAETCS OT
TOMOJIOTUYHOTO  OelKa  BBICIIMX  pPACTEeHWH MO  aMUHOKHCIOTHOMN
MOCNIEAOBATEIBHOCTH, OJHAKO HMMEET OYeHb OJU3KYI0 MPOCTPAHCTBEHHYIO
CTpyKTypy. HecMoTpsi Ha 3HaYMTENBHO MEHBIIEE KOJUYECTBO MPOTOHUPYEMBIX
OCTaTKOB B 9KCTIOHUPOBAHHOU B JIFOMEH 00J1acTH (T.€. T€X, KOTOPHIE OTBEYAIOT 32
¢yukmonupoBanus PsbS kax wunmykropa HOT) y PsbS wuz L. incisa mo
CpPaBHCHHMIO C O€JKOM BBICIIMX pPACTeHUH, B O0OOMX OelKax WMEIOTCS
AMHHOKHCIIOTHBIE OCTAaTKH, oOjajarouiue 3HaueHusMU pK, B (PyHKIHOHAIBHO

BaKHOM CJIa0OKHCIIOM JAHUaIra3oHe.
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IV. TI'aaBa 4. Akkiaumanusa @CA K U3MEHEHHUI0 MHTEHCUBHOCTH OCBEIIeHUSA

IV.1. AHHOTAIUS IJ1aBbI>

B rnaBe omnmcaHo uccienoBaHWe BIUSHUS MHTEHCUBHOCTH OCBEIIEHUS (B
JUana3oHe BpeMEH MHUHYT JI0 HEJEeJdb) Ha MPOTEKAaHHWE CBETOBBIX PpPEAKIUN
dboTOoCHHTE3a, WHIYKIHUIO TEIUIOBOTO pACCESHHUs] HU30BITOYHOW TOTIOMEHHOMN
OPHEPruM CBETA, NUTIMEHTHBIM cOCTaB, (OTOUHIYIIMPOBAHHBIE W3MEHEHUS
CTPYKTYpPHl KJIETKM ¥ aHATOMHUIO JIUCTa BBICIIUX pacTeHuid. (OCHOBHBIE
UCCJIeI0BaHMS ObUIM BBITIOJIHEHBI HA 2-5 MOJIEIBHBIX BUJAX, MPUHAICKALIUX K
onHoMy poay Tradescantia, HO OTHOCSIIMXCA K pPa3HbIM 3KOJIOTHYECKUM
rpymmaM:  TeHeBbiHOCIUBBIM (7. albiflora,  T. fluminensis), = yMEpEHHO
TeHEeBBIHOCIUBBLIM (7. zebrina) m cBetomoOuBsIM pacteHusiMm (1. sillamontana,

T’ navicularis). Bpu1o MPOAHATU3UPOBAHO PA3JINYUE B PEAKIUU MEPEUUCICHHBIX

2 [Ipu HOArOTOBKE JaHHOM INaBbl AUCCEPTALMHU UCIIOIb30BaHbI CIIEAYOIME Iy OIMKALMY, BHITOIHEHHbIE ABTOPOM

JIMYHO WA B COABTOPCTBE, B KOTOPBIX, COrNIACHO [10JI0KEHUIO O PUCYKICHUH YYSHBIX cTeneHeit B MY, oTpakeHbl

OCHOBHEBIC PE3yJIbTATHI, TIOJ0KCHHUS ¥ BEIBOJIBI UCCIICIOBAHNUS (B CKOOKAX MPUBEAEH UMIIAKT-(PAKTOP KypHaIa, 00bEM

nyOJUKALMY B TIEYATHBIX JIMCTAX / BKJIAJl aBTOPA B MEYATHBIX JIUCTAX):

1.Samoilova O.P., Ptushenko V.V., Kuvykin I.V., Kiselev S.A., Ptushenko O.S., Tikhonov A.N. Effects of light
environment on the induction of chlorophyll fluorescence in leaves: A comparative study of Tradescantia species of
different ecotypes // Biosystems. — 2011. — V. 105. — N 1. — P. 41-48. DOI: 10.1016/j.biosystems.2011.03.003 (WoS
JIF 1.6 / 0.5 n.1. / 0.2 m.ui.)

2.Ptushenko V.V., Ptushenko E.A., Samoilova O.P., Tikhonov A.N. Chlorophyll fluorescence in the leaves of
Tradescantia species of different ecological groups: Induction events at different intensities of actinic light //
Biosystems. —2013. - V. 114. =N 2. — P. 85-97. DOI: 10.1016/j.biosystems.2013.08.001 (WoS JIF 1.6 / 0.8 m.71. /
0.4 m.a1.)

3.Ptushenko V.V., Ptushenko O.S., Samoilova O.P., Solovchenko A.E. An exceptional irradiance-induced decrease of
light trapping in two Tradescantia species: an unexpected relationship with the leaf architecture and zeaxanthin-
mediated photoprotection // Biologia Plantarum. — 2016. — V. 60. — N 2. — P. 385-393. — DOI: 10.1007/s10535-016-
0593-7 (WoS JIF 1.5/ 0.56 1. / 0.36 m..1.)

4. TItymenko B.B., ITtymenko O.C., Camoitioa O.I1., ConoBuenko A.E. AHamu3 kaxyierocss He(hOTOXUMHUIECKOTO
TyuieHust (IyopecleHIN XI0poduiia 1 yCTOWYNBOCTH K (DOTOMOBPEKICHHUIO TUCTHEB TPAJICCKAHIIMK HA OCHOBE
CKOPOCTH CBETO3aBUCHUMBIX M3MEHEHMI Mpo3payHocTy // buoxumus. — 2017. — T. 82. — Ne 1. C. 157-166. — DOI:
10.1134/S0006297917010072 (WoS JIF 2.8 / 0.63 m.i. / 0.42 n.a1.)

5.Mishanin V.1, Trubitsin B.V., Patsaeva S.V., Ptushenko V.V., Solovchenko A.E., Tikhonov A.N. Acclimation of
shade-tolerant and light-resistant 7radescantia species to growth light: chlorophyll a fluorescence, electron transport,
and xanthophyll content // Photosynthesis Research. — 2017. — V. 133. N 1-3. P. 87-102. — DOI: 10.1007/s11120-
017-0339-1 (WoS JIF 3.7/ 1.0 m.o1. / 0.17 m.a1.)

6.Ptushenko V.V., Zhigalova T.V., Avercheva O.V., Tikhonov A.N. Three phases of energy-dependent induction of
P700" and Chl a fluorescence in Tradescantia fluminensis leaves // Photosynthesis Research. — 2019. - V. 139. — N 1-
3.—P. 509-522. - DOI: 10.1007/s11120-018-0494-z (WoS JIF 3.7 / 0.88 m.11. / 0.44 n.71.)

7.Ptushenko O.S., Ptushenko V.V. Tradescantia-based models: a powerful looking glass for investigation of
photoacclimation and photoadaptation in plants // Physiologia Plantarum. — 2019. — V. 166. — N 1. — P. 120-133. —
DOI: 10.1111/ppl.12963 (WoS JIF 6.4 / 1.0 i / 0.7 m.u1.)
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XapaKTEPUCTUK HA MHTEHCUBHOCTb OCBEIICHMS y PACTEHUM, MPUHAIISKAIIUX K
pa3HbBIM JKOJOTHYECKMM rpynmnaM. [loka3aHo, 4YTO CKOpPOCTb peakluu Ha
W3MEHEHUS! MHTEHCUBHOCTH OCBEIICHUS BBINIE I CBETOJIOOMBBIX PACTEHUM.
OOHapyXeHbl HMCKIIOYUTEIHHO HWHTEHCHUBHBIE CBETO3aBHUCUMbIE HN3MEHEHHUS
TIOTJIONICHUS CBETA JINCTOM Y W3YUYEHHBIX MOJEIBHBIX BUIOB, 0OYCIOBIICHHBIE
nepepacnpesieiCHHeM  XJIOPOIIaCTOB B KJIETKaX Me30(Ilia; BBICKa3aHbI
NPEANOJIOKEeHUS 00 ONpeAeIoIed poM 3TOr0 MeXaHW3Ma B aJanTalud K
W3MEHEHHUSIM  MHTEHCHUBHOCTM  ocBemieHus.  [IpoaHanu3upoBaHa  poib
CBETO3aBUCUMBIX aHATOMHMYECKMX M ILHUTOJOTHYECKUX TEPECTPOCK JIUCTA,
o0ecreurBarOIMX  BBICOKYIO  A()QPEKTUBHOCTh  MEXaHW3Ma  CHWKEHHS
MOTJIONIEHUS CBETA JIMCTOM MPU MHTEHCHUBHOM OcBelieHuu. [Ipoananu3zupoBana
posib mpoBOAMMOCTU ycThbull s auddysun CO, B obecreyeHUH €ero

JOCTYMHOCTH 7151 POTOCUHTETUUYECKOHN (PUKCAIIUHU B XJIOPOILJIACTAX.

IV.2. Uaayknus u pejgakcanus HeoTOXMMHYECKOT0 TYIIEHUS B JIUCThSIX
TPaJeCKAHIMHU

Jlns aHanm3a pONM WHTCHCHBHOCTH CBETa B aKTUBAUKM (HOTO3AIIUTHBIX
MEXaHU3MOB, JCHUCTBYIOIIMX HAa Pa3HBIX HHTEPBANIAX BPEeMEH (OT MHUHYTHOU
BPEMEHHOW MIKaJbl O BPEMEH, XapaKTepPHBIX JIA BCETO TEepHo/ia OHTOreHe3a
pacTteHus), HaMH OBLI BBIOpAH psJ MOICIBHBIX BHIOB, MPHHAICKANMNX K
omHoMmy ponay Tradescantia, HO OTHOCAIIMXCS K Pa3HBIM JKOJIOTUYECKUM
rpynnam. B Tom uucne, teneBbiHOCHMBBIE BUAbL: 1. albiflora, T. fluminensis,
SBIISIIONIMECS TUIMHYHBIMA OOUTATENSIMA TPOIHYECKUX JIECOB; YMEPEHHO
TEHEBBIHOCIMBBIA BUN 1. zebrina, XapaKTEepHBIH KakK Ui TPOMHYECKHX JIECOB,
TaK W J7s OOJIOTUCTBIX, 3aTOIUIIEMBIX TEPPUTOPHMA, BCTPEYAIOIIMICS Ha
OTKPBITHIX M 3aTEHEHHBIX TEPPUTOPHSX; CBETONOOMBLIC BUABL: 1. sillamontana,
T. navicularis, TUNHAYHBIC [JI1 IYCTBIHb M TMOJYMYCThIHb (cM. puc. IV.1).
Wcnonp3oBanue Takoro HaOoOpa MOJAETBHBIX PACTEHUN TO3BOJWIO HaM

[NpOaHAJIU3HUPOBATE  HAJINM4YHC CHGIII/I(l)I/I‘{eCKI/IX MCXaHM3MOB 3alllUTBI OT
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M30bITOYHOTO OCBEUICHUS, BEIPAOOTAHHBIX B XOJE€ ABOJIOIMOHHOW aJanTaluu K
TEM WIA WHBIM YCIOBUAM oOcBelieHus. OJHOBPEMEHHO, JJis BBISBICHUS
«MHAYIUOETBHBIX»  MEXaHW3MOB  3allUThl, AaKTUBHUPYEMBIX B  XOJe
OHTOTE€HETUYECKOM ajanTalyuy K TeM WIM UHBIM YCIOBUSIM, PACTEHHS KaXKJIOTO
U3 BMJOB OBbLIM BBIPAILEHBI IIPU HM3KOM (60 MxMonb ¢oronos m2c!; LL) un

BBICOKOM MHTEHCUBHOCTH ocBerienus (800 mxmons poronos m~2¢c!; HL).

T. albiflora T. fluminensis

T navicularis T. sillamontana

Puc. I'V.1. ®ororpaduu muctheB 4eThipéX BUOB Tpaaeckanuuu: 1. albiflora, T. fluminensis,
T. sillamontana, T. navicularis

Jnsa nByx u3 monenbHbIX BUAOB 7. fluminensis w T. sillamontana, Obu10
IPOBEJCHO HCCIEAOBAHNE WHIYKIUU TEIUIOBOTO paccesiHUsl U30BITOYHON
NOTJIOUIEHHON PHEPTUU CBETA B 3aBUCUMOCTH OT YCJIOBUN OCBelIeHUs. TerioBoe
paccesiHue SIBISETCS OAHUM U3 Hanboiee 3G (HeKTUBHBIX c1oco00B 3amuThl PCA
OT  MU30BITOYHOIO  OCBEIIEHUS, U  HMEET HECKOJIBKO  MEXaHU3MOB,
o0ecreynBarOMX €ro MHAYKIUIO IpU IOMAJAaHUU PACTEHUS B YCIOBUS
WHTEHCUBHOIO ocBelleHus. Cpean HUX OCHOBHbIE — T.H. 3HepreTudeckoe (pH-
3aBUCHMOE) TYLIEHME M 3€aKCaHTHH-3aBUcUMOe TyueHue. Hecmorps Ha
OJIMHAKOBbIE TMPOSBICHUS, KaXKIbIH M3 MEXaHU3MOB O00JIaJaeT CBOUMU

XapaKTCPHBIMHU BpPEMCHAMM TI'CHCPAIMM IIpyU HWHTCHCHUBHOM OCBCHICHHU U
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penakcaluy TOoclie ero MpeKpameHus. ITO0 00CTOATENbCTBO IMO3BOJUIO HaM
BBISIBUTH BKJIAJbl PA3HBIX MEXAHU3MOB B UHTErpalibHyt0 3auTy @CA U OlIeHUTh
WX POJIb JIJISl PACTEHHUM PA3HBIX KOJIOTHUYECKUX TPYIIIL.

Ha puc.IV.2 u IV.3 nokaszaHbl KMHETMKM pOCTa MO MEpe ajJanTaluu K
nerctBytomeMy cBery (puc.IV.2) m cmama B TemHOTE KO3(duImeHTta
HE(POTOXMMHUYECKOTO TYLICHHUS (IIyOpeCcUeHIMH XJIOpoduilia gnpg, KOTOPBIi
xapakrepu3yeT 3¢P(GEeKTUBHOCTh TEIUIOBOIO pacCesHUs M30BITOYHOM SHEPruu
noryoménnoro ceeta. M3 puc. IV.2 BugHo, uTO CcymecTByeT ObicTpas daza pocta
gnrq (Kopoue 1 MuUH.), KOTOpas XxapakTepHa Kak st Bbicokoit (puc. IV.2a), Tak u
JUI. YMEPEeHHOU (0) M HM3KOM (6) MHTEHCHUBHOCTU JICHCTBYIOIIETO CBETa. JTa
daza oTpakaer oOpa3oBaHWE BHYTPHUTHIIAKOMIHON TpaHncMmemOpanHoit ApH u
BBI3BAHHOTO MM 3HEPreTHYecKoro TyuieHus. B to xe Bpems, y T. sillamontana
IpU BBICOKOM HMHTEHCUBHOCTU OCBewleHUs, a y 1. fluminensis Taxxe WU Tpu
YMEPEHHOM, BO3HUKAET JOMOJHHUTENbHAS (pa3za B POCTE gnpQ, C XapaKTEPHBIM
BpeMeHeM 7-15 muH. Takue BpeMeHa TUTUYHBI JIsl KOHBEPCUHU KCAHTO(MUILIbHBIX
KapOTHHOWJIOB B CBETO3AIUTHBIA TMHWITMEHT 3€aKCAaHTHH W TeHEepaIuu
3€aKCaHTHUH-3aBUCUMOTO TYIICHUS. AHAJOTHYHbIE (ha3bl BBISIBIEHbI HAMH IS

TEMHOBOH peylakcauu gnpeq (puc. IV.3).

[ | Actinic light

Uea T. sillamontana _
R —"_'__'_;:—';-JL—'—?
a ~ ,"__:l-’ 1 |
4 - I < /‘-_" i
B S T +
3F T z"/i“,— - X 2 }
l " T. fluminensis *
2 %
11-A§ ~é Puc. IV.2. Kunetuka renepanuu
0 L& , , , HedoTtoxummudeckoro Tymenus (NPQ) B
3 T fuminensis aJanTUPOBAHHBIX K TEMHOTE JIUCTHX 7.
6 L e SO S S S fluminensis u T. sillamontana, non
2LB : ‘ JIEHCTBUEM MHTCHCUBHOTO, YMEPEHHOTO U
$ c cnaboro ocsemenus (800, 100 u 30
Mcse = . - -
1tag i+t MKMOJIb GOTOHOB M ¢!, manenu a, 6 u s,
oLt . I.sillamontana  : | cooTBeTCTBEHHO). IIpuBeaeHs! cpennue
_ _ 3HAYCHUS + CTaHAapTHas OIIMOKa
6 T. fluminensis ._ _
1L B un paacia s cpeanero (n = 8—12).
i .
ol_d . T. sillamontana J'

0 5 10 15 20
Bpemsa (MuH.)
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T. fluminensis I \ T. sillamontana |

0 60 120 180 240 0 60 120 180 240
Bpewms (MuH.) Bpewms (MuH.)

Puc. I'V.3. Kunetrnka TeMHOBO# penakcanuu HedoToxumuueckoro tymeHus (NPQ) B muctosx 7.
Sfluminensis u T. sillamontana, anantupoBaHHbIX B TeyeHue 20 MuHYyT K uHTeHCUBHOMY (HL) min
crnabomy (LL) oceemenuio (800 u 60 MxkMonb hoToHOB M2 ¢!, cooTBeTcTBEHHO). [IpHBEaCHBI
CpenHue 3HAaYCHUsI + CTaHAapTHAs omnoOka cpeanero (n = 8—12). DkcrepuMeHTaIbHEIE TAHHBIC
annpOKCUMUPOBAHBI TEOPETUYECKUMU KPUBBIMH, BKIIIOUAIOLITUMHU HECKOJIBKO IKCIIOHEHIIUATbHBIX
KOMIIOHEHT: gNPQ = GE X eXp(—t/Te) + gm X exp(—t/tm) + gs % exp(~t/ts) + qvs

Ha puc. IV.4 nokazana 3aBUCHMOCTb aMIUIMTY[IbI MepBOM (a3bl pocTa gnpq
(oTpakaronieil 3HEPreTHYECKOe TYIEHNE) OT HHTEHCUBHOCTH cBeTa (puc. [V.4a),
a Tak)Ke CcyMmMMapHOW amruTyasl obeux (a3 (puc.1V.46). Bugno, uyto
DHEPreTUYECKOE TYIICHUE Pa3BUBACTCS YK€ MPHU HU3KMX MHTCHCUBHOCTSIX CBETA,

. 201
nocturas Haumbonpmmx 3HadeHud mpu 100 MrMomb (OTOHOB M“°CT U
MPaKTUYECKU HE MEHSSACh MpU JajJbHEHIIEeM YBEIMUYEHUH UHTEHCUBHOCTH. B TO
K€ BpeMs 3€aKCAaHTHH-3aBUCUMOE TyIIeHHWE (2 BMECTe C HHUM W CyMMapHbBIN
dborozamuTHBIE  APPEeKT) mnpoAoIKAeT pacTd, JAOCTUTas HACBIIICHUS Y
T. fluminensis npu 200 wmxmomb QororoB m2c!, a y T sillamontana
BEIINYNBASCH HACBIIICHUS BIUIOTH [ MKMOJTh TOHOB M°C.

e asch 0e3 Hachllle 0 o 800 MkmoO OTOHO ¢!
OO6pamiaeT Ha ce0s BHUMaHHUE TOT (PaKT, YTO y CBETOIIOOMBOrO BHJA 3aIIUTHOE
TEIJIOBOE pACCESHWE CBETOBOM OJHEPTUU TIPH YMEPEHHBIX OCBEHIEHHOCTSIX
BBIDAKEHO cllabee, YeM Yy TEHEBBIHOCIMBOIO BUJA, a TPU BBICOKUX

HNHTCHCHUBHOCTAX — HaO60pOT, CHUJIBHEC.
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Avra daza A (nepexonn.) |

3 T. fluminensis

2Rl e

1 | T. sillamontana

a

0 . , , , Puc. IV 4. 3aBucumMocTtsn
0 200 400 600 800 IIPOMEXYTOUYHOTO U CTAIlHOHAPHOTO

- 3HaUCHUH gnpQ HEPOTOXUMUYECKOTO
9nea Maza C (craumona .}l
{ = TyHICHHS (JOCTUTaeMBbIX dyepe3 2 uiu 20

51 o I MUHYT OCBEIICHUS, BEPXHSS M HUKHSIS
6 | T. fluminensis _ Y
" 1 i o 3 TIAHEJTH, COOTBETCTBEHHO) B JIUCTHAX 1.
| i - fluminensis w T. sillamontana ot
3r 4 /?/ WHTCHCUBHOCTH OocBeteHus. [IpuBeneHb
2 CpeJHME 3HAYCHUS + CTaHJAapTHas OLIHOKa

L o s

I " T. sillamontana
1H4"o

O " 1 | . i 1
0 200 400 600 800

[ (Mxmonib poTtoHOB M7 ¢™)

cpennero (n = 8—12).

Ta6ua. I'V.1. XapakrepHble BpeMeHa TEMHOBOU pellakcalliid KOMIOHEHT HE(OTOXUMHUYECKOTO
TymeHus B TUCThX 1. fluminensis u T. sillamontana (cM. TpauKu KHHETUKH M OTIPEICIICHHUE
napaMmeTpoB Ha puc. IV.3).

T.fluminensis T.sillamontana
OcgeménHEOCTh (MKD M2c™!) | 60 800 60 800
e () 48+1 | 58 £1 29+7 | 30+2
™ (MHH.) 281 | 14+1 181 | 10+2
7s (MUH.) - 10836 | 64+5 | 75+ 66
qE 0,26 2,76 0,21 3,45
qm 0,61 0,77 0,45 0,79
gs - 0,16 0,15 0,34
qvs 0,13 0,31 0,06 0,11

[MoguepkuéM, OJHAKO, YTO KOAPGUIMEHT HE(HOTOXUMHUYECKOTO TYIICHHS
¢dyopecueHy Xxjaopopuiia gnpg — HE aAJUTHUBHAS BEIMYMHA, U IMPOCTOE
CONOCTABJCHUE  aMIUIMTYJ  HECKOJBbKMX (a3  WHAYKIUU  TYIICHHS,
OOYyCIIOBJICHHBIX ~ pa3HBIMU IPOLIECCAMH, HE OTpPakaeT JCHCTBUTEIILHOE

COOTHOIIIEHUE UX BKJIaA0B. Tak, Ha puc. V.2 BKIIaJl SJHEPreTUYECKOro TyIIEHHS B
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CyMMapHy10 (OTO3ALIUTHYIO PEAKIUI0 KaKETCs HE3HAYMTEIbHBIM IS 000HMX
BUJIOB (HECKOJBbKO Oonbiuil y 7. fluminensis u meupiiuit y T. sillamontana). B

JENCTBUTENbHOCTH, BKJIAJ pa3HbIX (a3 MyIbTUILTUKATUBEH:

(4, +1)=H(q,- +1), (IV.1)

rne qo — KO3pGUIHUEHT, XapaKTepU3YIOIMHA CyMMapHOE TYIIECHUE,
0OyCIIOBJIEHHOE BCEMHU IMPOLIECCAMH, XapaKTEePHU3YIOMIUMUCA COOCTBEHHBIM
KO2((PHUITMEHTOM ¢ KaXbIii. DTO TIO3BOJISIET HAM, UCX0s U3 puc. [V.2, oreHuTh
KO3 (PUIIMEHT SHEPreTHYecKoro TYIIEHUs ¢g Uil JBYX TpaJeCKaHIUi Mpu
BBICOKOM HHTEHCHUBHOCTHM CB€Ta Kak ¢ ~ 2, a Ko3((UIMEHT 3eaKCaHTHH-
3aBUCUMOTO TylIeHus Kak gz = (4+1)/(2+1) -1 = 0.7 u gz = (5+1)/(2+1) -1 =1
st T. fluminensis w T. sillamontana, cooTBeTCTBEHHO. BIIM3KYyI0 OTIEHKY I g7
(~0.8 mns obowx BHUAOB TPU BBICOKOW HMHTCHCHBHOCTH CBETa) MO3BOJISIET
MOJIYYUTh AHAIW3 KHUHETUKH pellaKCcalMyd TEIUIOBOIO TYUIEHUs  IOCIe
BBIKIIOYEHUS CBeTa, npuBeAéHHOW Ha puc.[V.3. B Tabn. IV.1 npusenens
3HAYEHUS MAPAMETPOB PA3T0KEHUSA KHHETUKH CIIA/A gnpQ ISl KAXKIOTO U3 BUIOB
Ha TpU JKCIOHEHIMAIbHbIE KOMIIOHEHTHl. Hambosiee CyIlIeCTBEHHBIM C TOYKHU
3pEeHMsl aJlanTaluy PacTeHUs] K YCIOBUSM OOWTaHHWS HaM MPEACTaBIACTCS
HaJIM4Me MEJJICHHEE CHaJalolMX KOMIIOHEHT Yy TEHEIOMBOTO BHUIA
T. fluminensis. B ycnoBHAX CHOpaAW4YeCKUX OJMKOB COJHEYHOTO CBETa IMOJ
IIOJIOTOM JIECA, MPUBOJAIINX K PE3KUM U3MEHECHUSIM UHTCHCUBHOCTH OCBECILICHUS,
yKa3aHHOE HaJIM4YMe MEIJICHHO CHaJarolIMX KOMIIOHEHT oOecreyuBaer Ooliee
obicTpyro peaknuio @CA Ha MOBTOPSIONMIUECS OJIMKU W JOJDKHO OOECTIeUMBaTh
OoJsiee HAAEKHYIO 3alUTy PACTEHUIO B JaHHBIX ycioBusx. Tak, Ha puc. IV.5
MOKa3aHo, Kak pacTéT ¢gnpq y OOOMX BHUIOB NpPH BKIIOUEHHUU CBETa IOCIE
JIUTENBHON (24 4) U OTHOCHUTENBHO KOpPOTKOM (1 4) TeMHOBOW amanTainuu.
Bugno, uro y T. fluminensis B TedeHHWE dYaca IIOCJIE€ OCBEIICHHUS emé
COXPAHSIIOTCSI YACTUYHO AKTUBUPOBAHHBIMU MEXAHU3Mbl MHJYKIUU 3allIUTHOTO

TCIIIIOBOI0 pPacCCCAIHUA CBE€TOBOU OHCPruv, 4YTO IIO3BOJISACT en CYIECTBCHHO
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ObICTpee BOCCTAHOBUTH CO3/1aTh BBICOKMH YPOBEHB ¢NpQ, YEM IIOCIE TEPBOTO
MOCJIe BKJIIOUCHHMS (C IJIMTENIbHOW MPEANIeCTBYIONMIEeH aganTalnue k TeMHoTe). B
TO ke BpeMs, 1 T. sillamontana 4acoBasi ajanrtanusi K TEMHOTE YXKe SIBJISIETCS
JIOCTATOYHO JJIMTEJIbHOW, W HaOMroJaeMas KUHETHKAa HWHIYKIHUHU 3allUTHOTO
TEIUIOBOTO PACCESAHUS CBETOBOM SHEPIrUM YXKE MPAKTHYECKH HE OTIMYAETCA

KHHCTUKU JINCTA, aAANTUPOBAHHOI'O K TCMHOTC B TCUHCHHU 24 4,

T. fluminensis | ., a

Puc. I'V.5. KuneTnka reHepaiuu Ha CBETY
(mpu 150 Mxmonb GoToHoB M2 ¢!)
MOCIIEAYIONIEH TEMHOBOM peaKcaiu

6 HE(OTOXMMHUYECKOTO TYIIEHHS B JINCTHAX

T. sillamontana |

T. fluminensis (a) u T. sillamontana (6),
I - aIAITHPOBAHHBIX K TEMHOTE B TeYCHHUE |
2+ O win 24 4 (mepex TEeMHOBOU afanTanuen —
j’z 4h ocgerenre npu 800 MKMOJIb GOTOHOB M2
) | A c¢’!). IIpuBeneHsl cpeHMe 3HAYCHHS +

%\3 12 CTaHJapTHAs OIKUOKa cpeaHero (n = 8—

-~ 12).

I 3 | . :..'“',_l

T30 40 60 90
Bpewms ocBerieHus (MHH.)

Hama UHTEPIpPETALHAL KUHETUKH peilakcanuu gNPQ u eé
MYJIBbTUIKCIIOHEHIIUAIIBHOTO PA3JIOKEHNS TOATBEPKAAIOTCS aHAIIN30M TEMHOBOM
penakcauuu (GIyopecueHIud OTKPBITHIX PEAKIIMOHHBIX LEHTPOB, F, (puc. IV.6).
[Tocne BeIKIIOUEHHS CBETA F, OKa3bIBAETCA HUXKE, YEM O OCBEILLECHHUS, U 3aTEM
BO3pACTaET, MPUONMKAACh K HE3aTyUIEHHOMY YpPOBHIO. OCHOBHBIE M3MEHEHHS
OPOUCXOASIT B MHUHYTHOM IIKalle BpPEMEHU M OOYCIOBJICHBI pPACCESTHUEM
TpancMeMOpanHoi ApH, uTo moaTBepKmIaeTCsi OTCYTCTBUEM JTHUX W3MEHEHHU B
NPUCYTCTBHE pa300UIUTENs (JJaHHbIE HE NPUBEACHBI). AHAIU3 XapaKTEPHBIX
BpeMEH pocrta F, mokas3biBaeT, 4yTo paccessHue ApH npoucxoauTt 3a BpemeHa

nopsinka 50-70 ¢ y T. fluminensis n 30 ¢ y T. sillamontana (puc.1V.76), aro
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OYeHb OJM3KO K BpEeMEHaM, IOJYYeHHbIM U3 MYJIbTUIKCIIOHEHIIUAIHLHOTO
Pa3oKEeHUs] KUHETUKHU peslakcallui gnpq M yKa3aHHBIM B Tabi. [V.1. Benuuuna
OTHOCHUTEJIbHBIX U3MEHEHU I ¢yopeceHmnu nocJie BBIKJTFOUEHHSI
nercTBytomero ceera, AFar/F, , XapakTepu3yeT BeJIWYHMHY OOpa30oBaHHOW Ha
ceery ApH. I'paduk na puc. IV.7a nokassiBaet, uro y 7. fluminensis BeIuuuHa
dotounmymupoBanHor ApH Beime, 4wem 'y T. sillamontana, npum Bcex
WHTEHCHUBHOCTSX OCBEILEHUS, U JIUIb PU HauboJiee BhICOKOM, UCTIOIb30BAHHON
Hamu (800 mxmons (oroHoB MZc!), 06a BHEA AEMOHCTPUPYIOT OIIU3KHE
3HaueHuss ApH. OTu BBIBOJIBI XOpOLIO COTJIACYKOTCS C  pe3yJbTaTaMu,
MOJYYECHHBIMH ITyTEM aHalIM3a KUHETHKUA pOCTa ¢gnpqg U NPHUBEAEHHBIMU Ha

puc. IV.46.

1oL Fu 0‘36.?‘[ - a

0.5

F (otH. en.)

e A

0 120 240 360
— BRAE) T Puc. IV.6. Kuneruka
T : | T. fluminensis ~ ‘ (GOTOMHAYLMPOBAHHBIX U3MEHEHUHN
0.2 k= »_[& T e f A KBAaHTOBOI'O BbIXOJa @HyopecueHuI/H/I
1 s ol sdfamonrana" . xaopoduiuia B TUCThX 1. fluminensis
~ 01FF ] r F, (a, 6, 6) n T. sillamontana (6, 6) ipu
:( min w v
o l Off } yMepeHHO# (a), Hu3KoM (0)
= 0.0 e : : BBICOKOI (6) MHTEHCUBHOCTH
" ¥ 5‘”3@0”?3”3 8 neiictyromtero caeta (100, 30 u 800
~ 0.2 I...‘s ————— MKMOJTb (hOTOHOB M2c™,
T T fuminensis_ oF, | coorsercraero). Ha (6) u (¢)
0.1F Flz F MOKAa3aH TOJILKO MIEPUO TEMHOBOMN
e °| penakcanuu. IIpuBeIeHb THITHYHEIE
0‘0 Y \ 1 . 1 A 1
0 120 240 360 KpHBBIC.

Bpems temuoBol agantauuu (¢)
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a T. fluminensis
-&D 04 B g
- —
= v
u
4 02¢ T. sillamor*-na
0.0 , , ) , , , Puc.1V.7. 3aBucumMocTh
' 200 400 600 800 napamerpoB AFAL/Fo’ (a) v 1112 (0),
XapaKTePU3YIONINX TEMHOBBIC
90l 6 _ : U3MCHCHHS KBAHTOBOTO BBIXO/1a
| T. fluminensis dayopecrieHuu xjiopoduia B
o 601 5 muctbsix T. fluminensis n
o T. sillamontana. IlpuBeneHbl
v 3ol 3 t 3 : x CpeIHME 3HAYEHUs + CTaHAapTHas
¢ " T sillamontana ommbxa cpeanero (n =8-12).
0 I ; I

0 200 400 600 800
I (MmxMomb poTOHOB M7 ™)

Kunetnka u3mMeHeHHd gnpq U @Dpsyp IPH aJIANITAIINK JIACTA K JEHCTBYIOIIEMY
CBETYy MOKET UMETh HEMOHOTOHHBI XapaKTep, YTO OTPakaeT BKIIOUCHHUE psa
Pa3IUYHBIX MEXaHW3MOB PETYJSIUU TPAHCIOPTAa JJIEKTPOHOB W IMPOTOHOB,
cunte3a ATP, dukcammu yriepona u ap. OnHako, B EJIOM, IO MEPE OCBEIIECHUS
0oObIYHO HaOMIONaeTcss pocT 00ouX Mokazarene, gneq U @Ppsn . Ilpu 3TOM
Bo3pactanue @psyp OMPEIEIICTCS KaK aKTHBAIMEH MPOIECCOB, MPUBOAAIIUX K
YCKOpEeHHIO mepeHoca ekTpoHoB 1mo GITI] (Tak HazpiBaeMoe GOTOXUMUYECKOE
TYIICHHUE), TAK U aKTUBAIMEH TEIJIOBOTO PacCesHUS M30BITOYHON YHEPTUU CBETA
(Hedoroxumuyeckoe TymieHue). Takum o0Opa3om, B TpoIecce ajanTaiuioo K
CBETY IIPOUCXOIUT CKOPPEIMPOBAHHBIA POCT 000OUX MapamMeTpoB. B To ke Bpems,
npu W3MEHEHWW WHTEHCUBHOCTH OCBEIICHUS, HaOmomaeTcs oOpaTHas

KOPpEJSLUA MEXK/Ty CTAlIMOHAPHBIMU 3HAYEHUSIMU gnpq U Ppspr. (puc. 1V.8).
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Puc.IV.8. 3aBucuMOCTb CTallMOHAPHBIX 3HAUEHUH (JOocTUTaeMBbIX 1Tocsie 20-MUHYTHOTO
ocgenieHus ) kBaHToBoM s dextuBHOCTH DCIIL, Dpsit, B muctbax 7. fluminensis (1) u

T. sillamontana (2) oT UHTEHCUBHOCTHU cBeTa. [IpuBeIeHbI cpeiHre 3HAYCHUS + CTaH apTHaS
ommoOKa cpenHero (n = 8—12).

PaccmatpuBas akTUBAIMIO 3aIIMTHBIX IPOLECCOB, HEOOXOAUMO MIOMHUTD, YTO
zanmTa @CA OT MOBpEXIEHUS M30BITOYHBIM CBETOM OIpPENENSIeTCs] HE TOJIBKO
HEe(OTOXMMHUECKUM TYIIEHHMEM M TMpolieccaMH, YycuiauBawommmu ero. [lpu
OTCYTCTBHHM  JIpyruX  (KpOM€  BBICOKOH  OCBEHIEHHOCTH)  (DaKTOPOB,
OTPaHMYUBAIOIIUX BO3MOXXHOCTH aCCUMWIALIMU YTIEepoAa pacTeHHEM, HE MEHee
cymecTBeHHy0 poiib B 3amure DCA wurpaer aktuBanusi (POTOXUMUYECKUX
IOPOLECCOB. JTa aKTHUBALlUA BbI3BAHA, IMPEXKIE BCETO, CBETO3aBHCHUMOMN
perynsiuueit nukia KanbBuHa, a Takxke psaa Ipyrux GepMeHTOB, OTBETCTBEHHBIX
3a moTpebJieHne MNPOayKTOB CBeTOBOM (pa3bl dorocuHTe3a (Hampumep, ATO-
cuHTasbl). OnHako no Mepe ocsemieHus Jmcra B @CA, Hapsny ¢ akTUBalMei
(GOTOXMMUYECKHUX TPOIECCOB, MOXKET NPOUCXOJIUTh M 3aMEIJICHUE peaKIHii
nepeHoca 3aekTpoHa. [lo-BuanMMOMy, TakOW BBIBOJ MOXHO CHAENATh M3 HAIIUX
JaHHBIX O TOM, KaK H3MEHSETCS BpEeMsl BOCCTAHOBJICHHUA (Ti,) MEPBUUYHOTO

nonopa ®CI, Py, mo mepe ocserienus nmcta (puc. IV.9, IV.10).
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Bpems nocie ocreleHus (Mc)

Puc. IV.9. [lageHne MHTEHCUBHOCTH
currana OIIP P700+ nmocite BEIKITIOUCHUS
cBera. [IpuBeneHbl THTUYHbBIC
KMHETUYECKUE KPUBBIE B
HOJTYJI0TaprU(PMHUUECKON MIKase JUIs pa3HOU

ITpoaomKUTENbHOCTE OCBEHIEHHS (C)

Puc. IV.10. 3aBUCHUMOCTH BPEMEHH T1/2
MOJTycCIajia MHTeHCUBHOCTU curHana D[P
P700+ nocne BBIKIIOYEHHUS CBETA OT
MPOJIOKUTENILHOCTH TIPEIIECTBYIOLIETO
ocsemienus. [IpuBenens! cpeanme

3HA4YeHUs + CTaHAApTHAs OIINOKa

MPOIOJDKUTEIHHOCTH MPEAIIECTBYIONIETO
cpennero (n = 4-8).

OCBCIICHNA.

B nuctesix T. fluminensis, ananTHpOBaHHBIX K TEMHOTE, BOCCTaHOBIIEHHE P7go"
1ocJie€ KOPOTKOTO (HECKOJIBKO CEKYHJ) OCBEILIEHHUS MPOMCXOAMUT JIOCTATOYHO
OBICTPO, 32 BpEMEHa OKOJIO 5 MC, 4TO 00YCJIOBJIIEHO HAJTMYMEM BOCCTAHOBJICHHBIX
untepmeauatoB B OTL mexagy @OCII u PCI, a Takxke OTCYTCTBHEM
KHHETHYECKHUX OapbepoB Ha IyTH 3JEKTPOHA MEKAy HHUMU U Pro0". Tlo mepe
OCBEILIEHUSI JIUCTa TEHEPHUPYETCS] TPAaHCMEMOpPAHHBIM BHYTPUTHIAKOUIHBIN
NOTEHLMAN, O YéM MOXHO CYAUTh MO pOCTy mapameTrpa AFar/F, KUHETHKU
bayopecueHIMU XJ0poduiia B MOCT-WITIOMUHAIIMOHHBIN niepuof (puc. [V.11;
MCIIOJIb30BAaHUE 3TOTO MapaMeTpa Kak MHANKaTopa TpaHcMeMOpanHoii ApH Ob110
000CHOBaHO BhINIE, cM. puc. [V.6). Obpa3oBanue TpancmeMmOpanHoi ApH wu,

CJICA0BATCIbHO, 3aKHUCIICHUC BHYTPUTHJIAKOWJHOI'O IIPOCTPAHCTBA IIPHUBOAUT K

3aMCAJICHHUIO OKHCJIICHHA IINIACTOXHMHOHOB B b6f-koMmiekce u IEpeHOCa
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anekTpoHoB K OCI B nesnioM. OHako mpu 6oJiee JUIMTEIbHOM OcBelieHuu (bosee
2 MUH.) Mbl HaOJTIOJJAIH OTIOJTHUTENIbHBIN POCT Ty , T.€. 3aMEJIJIEHUE TEMHOBOTO
BocctaHoBieHus Proo” (puc. IV.11), B To Bpems kak BenumumHa ApH gocrturana
CTalMOHAPHOI0 3HAYEHUS B T€UEHUE MPUOIMU3UTENBHO | MUH. U JanbHEHIIero eé
pocta mMbl He Habmoganu. (Poct 11, Ha done moctosincTBa ApH x0pomio BuaeH
Ha puc.IV.12). Mbl npeamonaraeM, 4YTO 3TO MOXET OBITh CBSI3aHO C
NEPEBOCCTAHOBJICHUEM IyJIa SHAOTEHHBIX BOCCTAHOBUTENEH CTPOMBI — JTOHOPOB
3NIEKTpOHA I b6f—Kommiekca, KOTOpOoe MPUBOIUT K BOSHUKHOBEHHUIO MOTOKA

5JIEKTPOHOB K reMam ¢; U bg' u, B urore, k 6okuposanuio Q-uukia (puc. IV.13).
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Puc. IV.12. CooTHOLIEHUE MEXTY
BPEMEHEM 71,2 TIOTyCIaaa
HHTEeHCUBHOCTHU curHajua JIIP P700+
I10CJI€ BBIKJIFOUEHHUSI CBETA U
napamerpa AFar/Fo ¢iayopectieHIm,
M3MEPEHHBIX Ha OJTHOM M TOM JKe
oOpa3iie, mpu pa3Hou
MIPOJOJKUTEITLHOCTH
MPEIIIECTBYIOMIETO OCBEIICHUSI.

Puc. IV.11. ConocraBneHne KNHETUKU
(bOTOMHAYIIMPOBAHHBIX U3MEHEHUN
KBaHTOBOTO BhIXOZa (uryopecieHunu (a) u
3aBucuMocTH napamerpa AFaL/Fo ot
BpeMEHHU OcBelIeHus (6) (CM. onpeerecHue
napameTpoB Ha puc. [V.6). HauansHbie
y4acTKH KpUBBIX (B HHTepBaje BpeMeH ot ()
10 30 ¢) 00enx 3aBUCUMOCTEH TTOKa3aHbl Ha
Bpe3Ke Ha IaHeu (a).
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Puc. I'V.13. Cxema OCHOBHBIX IyTel MepeHoca 3JMeKTpoHa B (POTOCHHTETHUECKON LETH
XJIOPOIUTACTOB B pa3HbIX cOCTOAHUAX DCA: B THCTAX, aJaNTHPOBAHHBIX K TEMHOTE (B TEUCHHE
nepBbIX 3-5 ¢ Mocie Hayana ocBelleHus (a); B X0€ aJanTally K OCBELICHHIO (Yepe3 2 MUHYThI
MOCJIC Havaja OCBEIICHUs; TaHeNb (0); ¥ B CTAIIMOHAPHOM COCTOSIHUU (depe3 4 MUHYTHI 1TOCIIe
Hauvana ocBenieHus (8). Kuneruka crmaga curnana DIIP P700+ B nmuctesx 7. fluminensis (2),
COOTBETCTBYIOIAsA TPEM YKa3aHHBIM MEepHOIaM aJaNTallu JIUCTa K OCBEIIECHUIO.

[IpuBenénnnie Ha puc. [V.6 kpuBble KHHETUKU U3MEHEHUH (PiryopeclieHIIun 1
pacCuMTaHHbIE Ha WX OCHOBAHMM IapaMETpPbl OCHOBAHbI HAa HW3MEPEHUAX
WHTETPATbHON MHTeHCHBHOCTH (iyopecrieHmu. OMHAKO CleayeT YYUTHIBATh,
yro B cnektpe ¢uyopecuenuun ®CA npu KOMHATHOW TeMIiepaType, Kak
IPaBUJIO, COAEPKATCS JIBE MOJIOCHI: KOPOTKOBOJHOBAs C MaKCUMYMOM BOJH3HU
685 HM U JIJTMHHOBOJHOBAS ¢ MAKCUMYMOM BOIM3H 740 HM, TPUYEM 3TU TOJIOCHI

UMEIOT pa3JInyHbIi xapakrep Tywmenus (puc. [V.14).

101



T. sillamontana

a T fluminensis [ 6
HL-akkmumup.
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Puc. IV.14. Crnextpsl uznyuenus guyopecueHmu aucteeB 1. fluminensis (a, 6) u T. sillamontana
(0, ), BeIpamenHbIx npu nHTeHcuBHOM (HL; manenu a, 6) wim cnabom ocBenennu LL (manenu 6,
2). 3aKkpaleHHbIe KPyTHu — CIEKTPHI JIUCTHEB, aIaITHPOBAHHBIX K TeMHOTe («Dark») B Teuenue 15
MHHYT (HOPMHPOBaHBI Ha | TI0 BBICOTE KOPOTKOBOJIHOBOT'O MHKA); OTKPBITHIE KPYTH — CIEKTPHI,
3anMcaHHble cpa3y nocie ocsenieHus (06o3Hadensl «Light»; 6 MmunyT, 400 MKMOIJIB (DOTOHOB

M ¢’'; HOpMHPOBAHBI ¢ UCTIONB30BAHUEM TeX XK€ KO PHUIMEHTOB, YTO M COOTBETCTBYIONINE
«Dark» cniekTpsr).

a O
T fluminensis T. sillamontana
= 1 t=1.0 MuH.
1 t,=0.5 mun. isl
& 10] t,=3.5 MuH.
=) 2

0 2 - 6 8 0 2 4 6 8
Bpewms oceetienus (MUH.)

Puc. IV.15. Kuneruka u3MeHEeHUH COOTHOIICHUS BBICOTHI IMKOB B CIIEKTpe (DIIyopecieHInHy,
Fess/Fr40, B X0J1e ocBeleHus (MHTEHCHBHOCTH 500 MkMonb poToHOB M2 ¢') mucthes T. fluminensis
(a) u T. sillamontana (6), npeaBapUTEIHHO ATANTUPOBAHHBIX K TEMHOTE (B TeueHue 15 MuH).
[TpuBeneHbl TUTHMYHBIE KPUBBIE ISl TUCTHEB, BhIpalleHHbIX pyu nHTeHcuBHOM (HL) nnu cnabom
ocsemienuu (LL). XapakTepHbie BpeMeHa i MOHO- HIIH OMIKCTIOHEHITMAILHOTO Pa3I0KEeHUs
KMHETUKHN yKa3aHbl OKOJIO COOTBETCTBYIOIIUX KPUBBIX.
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[IpuHsATO CUMTAaTh, YTO KOPOTKOBOJIHOBAas MoJjioca («KpacHas MOoJIocay, WU
Fess) mnpunamnexxur Xn a kop-komiuiekca OCII, B TO Bpems Kak
JUTMHHOBOJIHOBAsA («JIalibHSISl KpacHas MOJIOca», UK F740) COAEPIKUT BKIAAbl OT
bayopecueniuu odeunx dorocucrem (Govindjee 2004; Lichtenthaler and Babani
2004). Ilo sroit npuumnne, Tymenue, npoucxosmee B OCII, npuBoaut k Oonee
3aMETHOMY TYILIEHHIO KOPOTKOBOJIHOBOH MOJIOCKI. B uTOre, Mo Mepe OCBEIIECHUS
WU3MEHAETCS COOTHOIIIeHHe MUKOB (puc. I'V.15).

Hapsny ¢ akTuBanumen TEmioBOTO pPacCesiHUs TMOTJIOMIEHHOW CBETOBOU
HHEPrUHr, KOTOPOE SIBISAECTCS TylIEHUEM (DIIyOpPECUEHIIMH B MPSMOM CMBICIE, K
CHIKEHUIO (PIIyOpecCUeHIIMH TaKKe JOJDKHBI MPUBOAUTH IepepachpenesieHue
anTeHHbIX KoMIuiekcoB Mexay PCII m OCI (Tak Ha3biBaeMoe sIBJIICHHE State
transition) W MepepacnpeesieHne XJIOpPOIUIaCTOB B KJIETKax Me3zoduiia,
MPUBOAALIEE K CHUKCHUIO TTOJIONICHU cBeTa TUcTOM. [Ipu 3TOM state transition
JOJDKHO TaKKe MPUBOJUTH K CHIIKEHUIO OTHOMICHUS Fiss/F740, TIOCKONIBKY €My
COOTBETCTBYET MEpepaclpe/ieiieHNe CBETa MEXIy (POTOCUCTEMaMHU B MOJIb3Y
@®CI. Ilepepacnpesnenenne XJIOPOIUIACTOB TAaK)KE MOXKET U3MEHSTh Fgs/Frao
MOCKOJIbKY € M3MEHEHHEM TJIyOMHbl TNPOHUKHOBEHHUS CBETa B JIUCT W
W3MCHEHUEM TIOTJIONMICHUS CBETa JIMCTOM MOXET HU3MEHSThCS peadbcopOorus
¢ryopecueHIH, 3aTparuBaroIas NPeuMyIeCTBEHHO KpacHyto nojocy. OgHako
B JJAHHOM CJIy4ae CJIeIyeT OKUJATh, CKOpEe, YBEIMUYEHUSI OTHOLEHUS Flegs/F7a0.
Hamm naHHble MO3BOJISIIOT MpEAIoiaratb, YTO B HAIMX MOJENBHBIX BHJIAX
U3MEHEHUE OTHOWEHUS  Fegs/F740 CBSI3aHO B OCHOBHOM C IIPOLIECCaMU
cooctBeHHO TymeHus ¢uayopecueHnmu B DOCII, B TO Bpems Kak
nepepacnpeneneane anteHH Mexay OCII u OCI (state transition) u
xsoporutactoB (chloroplast avoidance movement) nmpakTuueckd HE BUIAHBI B €70
KMHETHKE. Takol BBIBOJ BBITEKAET M3 HAIIMX JAHHBIX [0 JEUCTBUIO
pa3o0mmmTensi, KOTOPbId CHUMAJI MPAKTUYECKH BCE CBETO3aBUCHUMBIC M3MEHEHUS
cnektpa (uyopecuenuuu (puc. IV.16). Hapsany c sHepreTHyeckuM TYUIEHUEM,
KOTOPO€ HETOCPEICTBEHHO 3aBUCUT OT BHYTPUTAJIAKOMJAHON TPaHCMEMOpPaHHOM

ApH (unu, Tounee, ot pHin), 36aKCaHTHH-3aBUCUMOE TYILIEHUE TAaKXKE 3aBUCHUT OT
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ApH uepe3 akTHBAIMIO BHOJAKCAHTHUH-IEIMOKCHIa3bl HU3KUMH 3HaYeHUsIMU pH
BHyTpu Tunakonna (pHi,). I[loaTomy o006a wMexaHu3ma TYHICHHS JOJDKHBI
UHTUOMPOBATHCSA N00ABICHUEM PAa300IIMUTENS B JIUCT, UTO Mbl U HaOmomaem. B
TO JK€ BpeMs, Mepepaclpeie]icHHe XJIOPOIUIaCTOB B KIETKE OMpeAesaeTcs
pelenTopaMu CUHEro cBera (JOTOTPONMHAMHU U HE CBS3aHO ¢ reHepanmeit ApH.
[lepepacnpenenenre aHTEHHBIX KOMIUIEKCOB aKTHBHPYETCS BBICOKUM YpPOBHEM
BoccTtaHoBieHHocTH Tyia PQ (Vetoshkina and Borisova-Mubarakshina 2023);
€ro OKHCIIEHHE MOXET OBbITh JUMUTHUPOBAHO TPAHCIOPTOM MPOTOHOB, W,
CJIeIOBATEeNIbHO, BEIMYMHOW TpaHcMeMmOpaHHOW ApH, omHako OHO Takke

JUMUTUPOBAHO OTTOKOM 3JIeKTpoHOB M3 (PITLI, T.e. umeer pH-He3zaBUCUMYIO

KOMITOHEHTY.
o |

sz T fluminensis T sillamontana
5 1.5 1.5
E Dark .?30 Dark A
LR AN Y.
5 ' - fg &
S 05+ © Light =% 05" . Light %
o - by
: ’ A i N
5 U'O —'d’ﬁ L \% D »,—nﬂ-dﬁje ]

L .0 R
650 700 750 800 650 700 750 800
A (am)

Puc. IV.16. Crnextpsl uznyuenus ¢uyopecueHuu aucteeB 7. fluminensis (a) u T. sillamontana
(0), BeIpameHHbIX pu caadbom ocsemienuu (LL), B mpucyTcTBUN pazodmurens (MoneHcuH, 100
MKM). 3akpaltieHHbIe KPYT'H — CIIEKTPHI JINCTHEB, aAalTUPOBaHHbIX K TeMHOTe («Dark») B
TedyeHue 15 MUHYT (HOpMHPOBaHbI Ha | 10 BEICOTE KOPOTKOBOJIHOBOTO ITMKA); OTKPBIThIE KPYTH —
CIEKTpBI, 3alIUCaHHBIE Cpa3y mocie ocBemenus (06o3nauensl «Light»; 6 munyt, 400 MKMOITB
doTtonos M ¢’'; HOpMHUPOBAHEI C HCTIOIB30BAHKUEM TeX ke KOdDPUIIMEHTOB, YTO U
cootBercTByIomue «Darky» criekTpsr).

Kak yxxe ObIO CKa3aHO BBIIIE, CPEIM OCHOBHBIX MEXaHU3MOB 3ammThl ODCA
OT U30BITOYHOTO OCBEIIEHUS — 3€aKCAaHTUH-3aBUCUMOE TYyIICHHE U
DHEPreTUUECKOE TyLIEHUE (T.e. OMpeNeIsIEMOE o0pa3zoBaHHEM
BHYTPUTAJIAKOUTHON TpaHcMeMOpaHHOW ApH), KoTopoe Takxke MOIyIHpyeTcs

HaKOIILICHUEM HWJIHN zxerpaﬂauneﬁ 3eakcaHTHHa. B CBoMO oucpeab, 3CaAKCAHTHH
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oOpasyeTcst 3a BpeMeHa MOpsJIKa MUHYT U3 IMpPEIIIeCTBEHHUKOB (BHOJA- U
aHTEpaKCaHTWHA), MEHee AaKTUBHBIX MWJIM HEAaKTUBHBIX B  OTHOUICHUU
(OTOMPOTEKTOPHBIX CBOWCTB, HO O0JIaJAIOIINE CXOKUM YTIEPOTHBIM KapKacoM
U CHUHTE3HMpYyeMble 3a Oosiee JIMTeNbHbIe BpeMeHa. B cBs3u ¢ 3TuM 0coOeHHOe
3HaueHue A goronporextopHor PyHkumu ®CA mpuobperaroT JUHAMHUKA U
riyOMHAa U3MEHEHHI TMTMEHTHOTO COCcTaBa. Mbl MPOaHAIM3UPOBATIN U3MEHEHHS
nurMeHTHOro coctaBa @CA y JByX BBIOpAaHHBIX HaMU MOJEIBHBIX BHJOB,
T. fluminensis u T. sillamontana, Ha 1ByX MaciTabax BpeMEH: MUHYTHI-IECATKU
MUHYT M JHHU-Henenu. Camo 1o ceOe COMOCTaBIeHHE ATUX JIBYX BHJIOB,
XapaKTEPUBYIOMIUXCSI TPOTUBOIMOJIOKHBIMU IO OCBEUIEHHOCTH €CTECTBEHHBIMU
MECTOOOWTAHMAMH, Ja€T TaKKe IMPEJCTAaBICHHE O TpeTbeM MacmTade

BPCMCHH — 3BOJIOIMOHHOM.

A T fluminensis T sillamontana O T fluminensis 1. sillamontana

* %

(oo |
* ke

(V+A+Z) (%)

DAL DAL DAL DAL DAL DAL

8 T fluminensis T sillamontana 2 T fluminensis T sillamontana
of —— —
LA Hok 10 |
e
30 | -
-y ®
< 20 |
3 $ st
10 [ i @
0 : oL
DAL DAL DAL DAL DAL DAL DAL DAL

Puc. IV.17. CoctaB ocHOBHBIX KapoTUHOHI0B B PCA nuctweB 1. fluminensis u T. sillamontana,
aganTHpoBaHHBIX K TemMHoTe (D) miu k cety (AL; 20 munyT, 800 MKkMOnb GoToHOB M2 ¢!).
[IpuBeneHo cpaBHEHME JIUCTHEB, BHIPAIIEHHBIX TPH nHTeHCUBHOM (HL) 1 cnabom ocBenieHnn
(LL). V — BuoOnakcaHTHH, A — aHTpakcaHTHH, Z — 3eakcaHTuH, fCar — B-kapotun, Lut —

aroTenH, Neo — HeokcanTuH. [IpuBeneHs cpeHue 3HaUeHHs + CTaHAapTHas! OMKOKa cpetHero (n

= 3). KBagpatHeIMu CKOOKaMH IOKa3aHbI TIAPbI CPABHUBACMBIX 3HAYCHUH, 3BE30UYKH YKA3bIBAIOT
YPOBEHb 3HAYMMOCTH OTAN4uil (P) cornacHo f-kputeputo Cteiogenta (*P < 0.10; **P < 0.05;
***¥P<0.01).
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T. fluminensis T. sillamontana
AKKJTUMUD. K:

LL HL LL HL

8+ a
g .| r
> .0
0 :
DAL DAL ! DAL DAL
< 6 I O Puc. IV.18. V3meHeHus coaepiranust
N 4f UTMEHTOB BUOJIAKCAHTUHOBOTO
2t mﬂ E"l ﬁﬁ m (KCaHTO(HUIIOBOTO) IMKJIA IO IeHCTBHEM
. 0= . S ocserieHus (AL; 20 munyT, 800 MKMOJIB
£ 4. B | P DAL BAL ¢ doronos M2 ¢ B mucteax T. sillamontana
= da ) u T. fluminensis, BBIpallICHHBIX TIPU
0 —‘B“AT——? AL T DAL DAL untencuBHoM (HL) u cnaboM ocsenieHun
; (LL). ITpuBeneHsl cpeHre 3HAYCHUS +
< 60+ . 2 CTaHJapTHast omunoOKa cpenHero (n = 3) amus
:7 40+ . BHOJIAKCaHTHUHA (@), 3eaKCcaHTUHA (0),
Q 5l ; I aHTpaKkcaHTHHA (6) 1 K03 Punmenra
ol : i l . JICTIOTIOKCHIAINH (2).
DAL DAL DAL DAL

[Tonyuennsie Hamu pganubie (puc. IV.17, 1V.18) mnokaspiBatoT, 4YTO
MUTMEHTHBIA COCTaB OYEHb OJIM30K Yy 000MX BHIIOB TPACCKAHITNI, HE TIPOSBIISIS
CKOJIb-JIU0O 3aMETHBIX DPa3jIu4Mii, XapaKTepHBIX IJIi T€HE- U CBETOJIOOMBBIX
pacrenui. [lpu amanTanuu pacTeHHl K MHTEHCHBHOMY OCBELIEHHUIO B TEUCHUE
HEJeNb HAONIONAaeTcss O4YeHb HE3HAUYUTEIbHBIH POCT  OTHOCHUTEIBHOTO
colepXxaHusl JoTeuHa M Oojiee 3amMeTHBIM (o 1,5-2 pa3) pocT cyMMapHOTO
ColepX aHUsl KCAaHTO(DHWIIJIOB, CIyXaIllMX IyJOM MPEAIICCTBEHHUKOB ISt
ObICTpOil KOHBEpCHMU B (HOTOMPEOTEKTOPHBIM MUIMEHT 3€aKCaHTUH. Takum
o0pa3oM, «MedJieHHas» (OHTOTEHETHWYEeCKas) KOMIIOHEHTa aJanTalud K
WHTEHCUBHOCTH OCBEIICHUS y 000MX BHJIOB BBIpakeHa ciiabo. B To xe Bpewms,
«OBICTpash KOMIIOHEHTa (B MUHYTHOM IIKaJie) IEMOHCTPUPYET 3aMETHBIN pOCT
COJIep’KaHusl 3€aKCaHTHHA 3a CU€T BHUOJIAKCAHTHHA, YTO B Hambojee ynoOHOM
BH/JIE BBIPAYKAETCS UHIAEKCOM JIE3MOKCUIALINN:

DE=(Z+05A)(Z+A+V), (Iv.2)

(rme V, A u Z— coaepxaHue BHOJIa- aHTEpa- M 3€aKCAHTHHA,

COOTBETCTBEHHO). B Hamiem ciywyae usmenenue DE mupoucxoausio ot ~20%
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1ocJie OTHOCUTENBHO KpaTkoBpeMeHHoM (1 1) agantanuu k TemHote A0 50-60%
nocyie 20-MHUHYTHOTO OCBEIEHUSA. XapaKTepHO, YTO 3aMETHBIX pPa3Iuduil B
peakiuu Ha KpPAaTKOBPEMEHHOE OCBEIIEHHWE KaK MEXIy pacCTCHUSIMU,
BBIPAILICHHBIMU TIPU Pa3HON OCBEIIEHHOCTH, TaK U MEXAY ABYMS BHUAAMU
MpPaKTUYECKH He ObUI0 BbIsBIEHO. HMHBIMM cloBamu, s 00OMX BHUIOB

XapaKTepHa ONpeAesIEHHAs HEITACTUYHOCTh MUTMEHTHOTO cocTaBa @CA.

IV.3. CBeTo3aBucUMOe nepepacnpe/iesieHle XJI0POIIACTOB B KJIETKAaX
Me3o0dpuiia

OTCyTCTBME IJIACTUYHOCTH MUIMEHTHOIO COCTaBa y M3YyYEHHBIX BHJIOB
KOHTPacTUPYeT C MX CIHOCOOHOCTBIO PACTH B OYEHb IIMPOKOM JHarna3oHe
yCIIOBUH OCBelleHUsT U JaéT OCHOBaHME JyMaTh, 4YTO HeoOxoaumas
IUIACTUYHOCTh OOECIEeYMBAETCS JIPYTUMU MEXaHU3MaMu. B CBsI3W C 3TUM MbI
uccienoBaiv 3QPEeKTUBHOCTD U TUIACTUYHOCTH €UIE OJHOTO (POTOMPOTEKTOPHOTO
MEXaHHU3Ma, aKTUBHPYEMOTO B OJIM3KOM K 3€aKCAHTHH-3aBHUCHUMOMY TYILICHHIO
JMara3oHe BPEMEH, a HMEHHO, CBETO3aBUCUMOIO IMEPEPACHPENCICHUS
XJIOPOIUTACTOB B KIIETKax Me3odpwiia. B ornuume OoT cpeapl ¢ OAHOPOIHBIM
pacnpeneseHueM MUTMeHTa, KOMIApPTMEHTAIU3alMsl TJIaBHONO MUTMEHTA JIUCTA,
xJiopouiia, NPUBOJUT K CYIIECTBEHHOM 3aBUCHMMOCTH OOILIEro MOTJIONICHUS
CBETa JHUCTOM B 3aBUCUMOCTH OT PACHPEICICHUS XJIOPOPHILI-COACPKAIIUX
opraHe’ul, XJIOpPOIJIacToB, B kieTke. O0nanas WHAUBUIYaTbHONU MOABUAKHOCTHIO
Y YYBCTBUTEJIBHOCTBIO K CBETY 3a CYET CHUCTEMBI PELIENTOPOB CHUHETO CBETA,
(GOTOTPONMHOB, U XapaKTEPHU3YsCh MOJOKUTEIBHBIM (POTOTAKCUCOM IO
OTHOILIEHUIO K CTa0OMYy CBETY M OTPULIATENBHBIM — K CHJIBHOMY, XJIOPOILIACThI
o0ecreYnBarOT COTJACOBAHHBIN KOJUIGKTHBHBIA OTBET KJIETKM Ha W3MEHEHUS
ocBeniéHHoCTU. [Ipu ciaboM OCBEIIEHUH OHU PACIIPEACIIAIOTCS BIOJb BEpXHEHN
CTOPOHBI ~KJIETKHM, TMapajuieIbHOM TIOBEPXHOCTH JMCTa (Tak Ha3bIBaeMoe
NEPUKIMHAIBHOE PACHOJIOKEHHE), a MPU BBICOKOM WHTEHCHBHOCTU 3aHHMAIOT

MOJIOKEHUE BJOJb BEPTUKAIBHBIX (MEPHIEHIUKYISIPHBIX MOBEPXHOCTH JIMCTA)
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CTEHOK (aHTHKJIMHAIbHOE pacnojiokeHue). [Ipu 3ToM CylecTBeHHO U3MEHSIETCS

onTHYecKas mpo3pavyHocTh JmcTa (puc. [V.19, 1V.20).

0,20
L a
0,15
& 0,10
Puc. IV.19. ¢ — TunuuHbIe COEKTPHI
onTH4ecKoro nporyckanus (1) mucrta
0,05 TpaJieCKaHLUU: J10 ocBetienus (7),
nocsie 30-MHUHYTHOTO OCBEIICHHS (2)
0,00 ' : . : : T4 ¥ [I0CJIE MoCIeay el 60-MUHyTHOR
0.06 N o ,  JaNTaluH B TEMHOTE 3).6—
B 4 1 & CIICKTPAJIbHBIC XapaKTCPUCTUKHU
S 004 . iy ) 4 "-{',;‘7“'-\;-___ 5 "~ M3MCHEHHS NPOITYCKAHNS JTHCTA:
002 TR K & \\| g7 pasHOCTHBIH CIIEKTp «CBET MUHYC
el S - 7 teMHOTa» (AT = TiLight — Tpark) (4),
0,00 , ! f .5 g CTaHJApPTHOE OTKJIOHEHHE
400 500 600 700 COBOKYITHOCTH CIIEKTPOB,
A (1m) MOJYYCHHBIX B XO/I€ OCBEIICHHS
nucta (35), 1 OTHOIIEHUE «CBETOBOT'0)
0,08 - € L 1 «TEMHOBOT0)» CIIEKTPOB
Q@COOI%E npomyckanust TUcTa (T Light/TDark) ().
0,06 @.ﬁ*’*” L 8 6 — KWHETHKAa H3MCHEHUH
B L @ 0 nponyckanus npu 680 HM, Teso, B
0,04 | |£ B, S XOJIe OCBEIICHHS U TIOCIICYIOICH
| & S SN TEMHOBOH ajanTtauuu. BepTukaibHbie
0.02 L T T CTPEJIKH COOTBETCTBYIOT HA4Yaly U
0 20 40 60 80 KOHITY OCBCIIICHUS.

Bpems (Mun.)

Jlnst 060UX M3Yy4YEHHBIX BUJOB TPAJECKAHIIMU MBI MOKa3aJld HAJIUYHUE OYEHb
3HAUYUTENbHBIX CBTO3aBUCUMBIX M3MEHEHUU ONTHYECKOIO MOTJIOIICHHS JIUCTA,
CYIIECTBEHHO TMPEBOCXOMSAIIAX 10 BEJIMYMHE COOTBETCTBYIOIINE HW3MEHEHUS,
XapaKTepHbIE JJI1 BCEX M3YyUEHHBIX K HACTOSIIIEMY BpeMEeHHU pacTeHuid. Tak, nms
OONBIIMHCTBA PACTCHWA W3MEHEHUS ONTHYECKOTO TMPOMYCKAaHUS JHCTa B
MakcumMyMe norjouieHus xjopodumna, Trighd/Tpark, cocTaBisior  10-15%.
PexopacMeHoM 1o 3ToMy mapaMeTpy SIBISIETCS «TJIABHBINY» MOJIETbHBIN OOBEKT B
MHUpe pacTeHull, A. thaliana, nns kKOTOpod nM3MeHEHUS Tiigh/Ipark COCTAaBIIAIOT
okosno 40%. B T1o xe Bpewms, y T. sillamontana mbl HaOMOgANM 2-KpaTHbIE
U3MEHEHUS ONTUYECKOUN MPO3PavyHOCTH, Iiight/ IDark, @ Y 1. fluminensis — no 4-x

KpPaTHBIX.
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_ 004 : 4
E 1 " / -
oo | | 1
0,10 |- : g
0,08 |
5 % %
- 0.06 - / 7 Puc. IV.20. CranuonapHeie
0,04 + / / 3HAYEHHUSI ONTUYECKOTO
0.02 L / / MIPOITYCKaHUS JTUCTHEB
5.6 é % T. fluminensis n T. sillamontana B
’ B TeMHOTE (T Dark, TAHETb @) U TIPU
i ocsermienuu (150 Mkmoub (POTOHOB
23k : M2ct, Tiight, MaBeN b 6), a TAKKE UX
Tz oL 77 7 otHOMICHUS (TLight/ TDark, TTAHETH B).
B i [ ? 7 [TpuBeneHbI cpeHUe 3HAUCHUS £
[ CTaHJapTHas omuOKa cpeaHero (n
i :
6\,\/ @)gy \,\,\/ \g\\/
¥ St
& K &S

2,0
R g

Blue AL  Dark Red AL Dark

Puc. I'V.21. Ceero3zaBucumele
W3MEHEHUs oTpakeHus (R) u
nponyckanus (1) cBera
muctoM 7. fluminensis,
3aIlMCaHHbIe OJTHOBPEMEHHO C
perucrpanmeil KBaHTOBOM

s dexruBHOCTH DCII (DPSIT)
Y MHAYKLIWAU
HE(POTOXUMHUECKOTO
tymenus: (NPQ). Iepuobr
ocsernienust cuauM (Blue AL)
WM KPACHBIM JIEHCTBYIOIUM
ceeroMm (Red AL;
MHTEHCUBHOCTh —

155 MxMonb poTonoB M2c!)
0003Ha4YeHbI CHHUM U

! ! g KpaCHBIM IMIPAMOYTOJIbHUKaAMU
0,0 — = = —— ——— BJIOJIb TOPU3OHTAJIBHBIX OCEH.
0 60 120 180 240 300 360

Bpems (MuH.)

Cronb 3HAYUTENIbHBIE W3MEHEHHs TO3BOJSIOT JAyMaTh, YTO HMMEHHO 3TOT
(bOTONPOTEKTOPHBIN MEXaHU3M 00€CIIeuYnBaeT HEOOXOANMYIO TIACTUIHOCTD JIJIS

JaHHBIX BHUAOB M, KaK CJICACTBUC, BBICOKYIO aJalITUBHOCTL K YCIIOBHUAM POCTA. B
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NOJb3y OJTOM THIIOTE3bl CJIyXaT TakKe Halld JaHHbIE O CIEKTPAJIbHOM
3aBHCHMOCTH  TIOBPSXKIAIOIIETO A(PQPeKTa HMHTEHCHBHOIO OCBEIICHUS Y
T. fluminensis. Tak, Tpu OOJy4CHUHM WHTCHCUBHBIM KpPACHBIM CBETOM, HE
BO30YXIAIONMM  (DOTOTPOINMH-3aBUCUMOTO BHYTPUKJIETOUHOTO TEPEMEIICHUS
XJIOPOILIACTOB, JUCTh 1. fluminensis TpPOSBISUIA TOpa3no OoJiee 3aMETHOE
(GoTOMHTHOMpPOBaHNWE, 4YeM TMPU OCBEIICHHMM CHHHUM CBETOM TOH  XKe

uHTeHCUBHOCTHU (puc. 1V.21).

da
1.0 Puc. IV.22. CooTHOLIEHUE MEXTY
?
_ C fortunei (bOTOMHIYIMPOBAHHBIMU H3MEHEHHUSIMH
i . P.major — 4 oaora
o Ecmassipes” | @ == 2 K03 pHIHEHTa TPOIYCKAaHUS JINCTHEB
z T officinale > o : (TLight/ TDark), BEI3BAHHBIMH
S I @@ pustuatum  AMAEA e e acTIpe e HIEM XTOPOTITACTOB B
= '_!=l.—' H.'Krossa Regal’
=_ 08 F B é_ KJIE€TKE, 1 BOCCTAHOBJICHUEM aKTUBHOCTH
@ | p— i
o 5 “ m;:jgac’fup ) @CII uepe3 1 yac mocie OCBEIIECHHS
0.7 + DAt (Pesu'/ Pesi®) y 10 Buj0B pacrenuii (a),
i a TakKe MKy TLight/TDark U
' P SR S L aAKTUBHOCTHIO 00pa30BaHUs 36aKCAHTHHA
Lo 1,1 12 1,3 14 (Zea) B Xx0/1€ BUOJIAKAaHTUHOBOT'O ITUKJIA
O [igmf - WJIM T€Hepaleil CBETO3aBUCUMOTO
MPOTOHHOT'O TIOTEHIIUAJA B
E ~ 12F . gchimsuum ] xJioporiacrtax 6 BUJOB pacTeHui (0)
o 5 ‘ﬁ-ﬁnaﬂe’m Cunres Zea (mocneHUE 1BE aKTUBHOCTH OIICHEHBI
fas] E L s
e = o 9. (508 nm) TI0 CIIEKTPATBHBIM H3MEHEHHSM JIHCTHCB
s 5 H C.falcatun_ /
& 2 g} Hanmuus ~ B oOmactu 508 u 540 um,
O M.fabaceus @
2 8 et COOTBETCTBEHHO). THTEHCUBHOCTH
wl i oy
H o .. ocseieHus cocrasisiaa 1000 wim 940
3]  oregana "y oo
S B 4r DOpPMUP. NPOTOH. {  Mxmons poronos M ¢! (n1s (a) u (6),
E z _%‘ notexu. (540 1m) COOTBETCTBEHHO). ['paKu MOCTPOCHBI
= < 0 ) Qg A . ; ) 0 JTAHHBIM, IPUBEACHHBIM B paboTax
1.0 12 1,4 1,6 (Koniger and Bollinger 2012) (a) u

(Brugnoli and Bjorkman 1992) (6).

Ligm’f Tl)ark

3amMeTuM, 4TO BBICKA3aHHOE BHIIIE MPEIAOIIOKEHHE 00 ONMPECIISIONeii poin
(GOTOTPONMH-3aBUCUMOTO BHYTPHUKJIETOYHOTO nepepacrnpeaeieHus
XJIOpOIJIacTOB B 00miel QoronporekropHoit Pynkiuuun DCA HaxoauTcs B
HEKOTOPOM NPOTUBOPEUMU C AHAJOTMYHBIMH JAHHBIMUA IO JIPYTMM BBICIIUM
pacTeHHAM, U3BECTHBIM U3 JIUTEPATYphl. Tak, Cyas MO JaHHBIM, IPUBEIEHHBIM B
pabote (Koniger and Bollinger 2012), ne HabnrogaeTcss Kakol-1100 KOppesiuu
MEXTY BeMUYMHON Tright/ TDark, XApAaKTEpPHOM A1 BUAA, U BOCCTAHOBJIEHHEM

aktuBHOCTH DCII nmocne naTEeHCHBHOTO OCBelieHus (puc. 1V.22). 310 nmo3BossieT
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qymMaTh, YTO CBETO3aBUCHUMOE IepepachpesielieHue XJIOPOIUIaCTOB, SBIISISChH
YHUBEpPCAIbHBIM MEXAaHU3MOM B pPACTUTEIIBHOM MHpPE, B TO K€ BpeMs He
SIBJISIETCSI  YHMBEPCAJbHBIM C  TOYKM  3pPEHHSI  €r0  OTHOCHUTEIIbHOMU
doTonporexkTopHoit ponu. Pacrenus poma Tradescantia MOTYT CIIy>XUTb
MOJIETbHBIM OOBEKTOM pACTeHHI, B KOTOPBIX JIaHHBIM MEXaHU3M UIpPaeT

OTIPEIENISOILY O POJIb.

0,80 - 1
e o «f
= 078 -
"= Vv ® | 7 g
&= 076 | @ @ _y 5 @]
SR VO - Vg @
0,74:‘ \V4 __ A4
0.72 + =
LQ 1 P 1 1 1 1 1
6 @ 2 4 6 8 10
£ 8f
LIJQ EL[ghl 'III{ DEDL-LI'R
a
~. v @
2 4L @
= i % &
0 Y L v 1 i 1
2

4 6

Light / TIJL-U'I\
Puc. I'V.23. CootHomenue Mexay GOTOMHIYIUPOBAHHBIMU U3MEHEHHUSIMHU Kod(dpuimeHTa
npornyckaHus JTUCThEB (TLight/ TDark), BRI3BAHHBIMU TEpEpaCIIPEICTICHUEM XIOPOILJIACTOB B KIIETKE, U
aktuBHOCTHIO OCII uepes 1 uac mocne ocemernus (Ppsu'™) y T fluminensis (KpyrH) u
T. sillamontana (TpeyronbHHUKH) (@), a TAKKE MEXKITYy H3MEHEHUSIMHU KOYPPUIHEHTA
nesnokcunanui (DELigh/DEpark) u Gpsii' " (6). THTeHCUBHOCTD OCBEIIEHUS B X0J1€ U3MEPECHUI
cocrasnsna 150 mxmons potonos M2 ¢l [TokazaHa KOppemALHs MeXKIy H3MEHEHUAMH
ONTUYECKOTO NPOIycKaHus TUCThEB (7 Light/ T Dark) U KOIPHUIIEHTA IEIMOKCU AN
(DELigh/DEDark) (8). IlpuBeieHs! JaHHbIe J1s1 paCTeHUH, BhIpallieHHbIX pu cadbom (LL, ceprie
CHUMBOJIBI) WJIM MHTEHCUBHOM ocBerieHuu (HL, 6enpie cuMBOIIBI).

3aMeTUM TaKkkKe, YTO B HAILEM CIy4yae, HA MACCHUBE JINCTHEB PACTEHUM NIBYX
JaHHBIX BUAOB, Mbl HAOMIOAATM TMOJOXKUTEIbHYIO KOPPEISILUI0 MEXKIY
CIIOCOOHOCTBIO ~ KOHKPETHOIO  JIUCTa K  CBETO3aBUCUMOMY  HM3MEHEHHIO
IPO3PAYHOCTH (XapakTepu3yeMoMy 3HAYEHHEM 71igh/IDark) 1 BOCCTAHOBJIEHUEM
aktuBHoctH DCII mocne ocemenus (puc. [V.23). AnanorndHas KOppessius
HAOMIOJAeTCsl TaKkKe U JUIsl  CIHOCOOHOCTM JIMCTAa K  «OHNEPATHBHOMY»
CBETO3aBUCUMOMY  HM3MEHEHHIO  KO3(pUIMEeHTa  AEdMOKCHUAAIMU  MyJia

KCaHTOPWIJIOB TIpu  oOcBemieHuu. B To ke BpeMs, MbI HaOIrOmaIN
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MOJIOKUTENbHYIO KOPPEJSLHMI0 MEXAYy 3(PPEeKTUBHOCTbIO CBETO3aBHUCHUMbIX
u3MeHeHuN npo3padHOCTH  (Trigh/Tpark) M KOX(PGUUIMEHTA JE€IMOKCUIALUN
(DELigh'DEpark) (puc. IV.23), B oTiauuue OT OTpULATENBHONH KOPpENsLUU B
ciaydae, onucanHoMm B pabore (Brugnoli and Bjorkman 1992) (puc. IV.22 6).
MOXHO TPEaNoJIOKUTh, YTO 3TO PA3IUYHE CBS3aHO C PA3JIUYHON CTETICHBIO
B3aMMHOW HBOJIOIMOHHOW OTIANEHHOCTH BHUIOB, CPaBHMBAEMBIX B paboTe
(Brugnoli and Bjorkman 1992), u n1ByX BUAOB TpaJeCKaHIIUH, PACCMATPUBAEMBIX
HaMu. Tak, B TO BpeMs KaK COOTHOIICHHE MEXIy 3(H()EKTUBHOCTHIO NBYX
MEXaHM3MOB 3alllUThI, TodyuyeHHoe B pabore (Brugnoli and Bjorkman 1992),
clelyeT paccMaTpUBaTh KakK 3BOJIOLMOHHYIO aJlallTallii0, B HAILIEM CIy4ae 3TO
COOTHOIIICHHE  BBIPAXKAET, CKOpee, COMIACOBAHHYID  (PH3HUOIIOTHYECKYTO
PEryJsiliMI0 Pa3HbIX MEXAaHU3MOB Y OJMHAKOBBIX WJIH OJU3KOPOACTBEHHBIX

pacTEHUM.

IV.4. AHaToMHn4yeckasi CTPYKTYpa JUCTA KaK (paKkTop, onpeaesasiionimii
3¢ PeKTUBHOCTH MeXaHU3MOB 3aUuThl DCA

HcknrounTenbHo BbICOKUE 3HAYEHUS 1ight/ TDark Y TPAAECKAHLUN CPEIU BCETO
W3YYEHHOTO K HACTOSIIEMY BPEMEHHU PACTHUTEIHHOTO MHpa CTaBSIT BOMPOC 00
aHATOMHUYECKUX/IIUTOJOTUYECKUX MPEANOChUIKAX i 3TON (YHKIIMOHAJIBHOM
0COOCHHOCTH TpajeckaHiui. OYeBHAHO, YTO BO3MOXXHOCTH 3(P(HEKTUBHOTO
U3MEHEHUs] TIOTJIOIIEHHUsST CBETa JIMCTOM 3a CuU€T mepepacrnpeneseHus
XJIOPOIUIACTOB ~ CBSI3aHBI KaK C  aHATOMHUEH  JIUCTa,  OMPEIeTSIoNen
pacnpocTpaHEeHHE CBeTa B JIMCTE (BKJIIOYAsl CBETOPACCESIHUE, YBEINYCHUE
3G (HEKTUBHOTO ONTUYECKOTO MYyTH CBETA U T.N.), TAK U C MPOCTPAHCTBEHHBIMU
OTpaHWYCHUSIMH, HAKIJIAJIbIBAEMBIMU CTPOECHHEM KIIETKH. B camoMm jene, paHee
ObUIO TOKa3aHO, YTO OO0Jee BBICOKUE 3HAYEHUS ILight/Tpark HAONIOHAIOTCA Y
pactenuii ¢ kpynHbiMH (30-50 mxm) kierkamu me3oduiia (Davis et al. 2011)
(puc. IV.24), a Taxxke mpu Oonee menkux xmoporwiactax (Jeong et al. 2002;

Koniger et al. 2008) (puc. IV.25).
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Puc. IV.24. CooTHoIIeHHE MEXTY Pa3MepoM KIETKH U (POTOMHIYLIUPOBAHHBIM U3MEHEHUEM
s dexTrBHOrO K0P (HUIMEHTA MTOTJIONIEHHUS JTUCTa Y Pa3HbIX BUIOB pacTeHU. PucyHoK u3
pab6otsr (Davis et al. 2011).
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B 1O Xe Bpems, HaIIM WCCICIOBAaHWS AaHATOMUU JIMCTa TPaIeCKAHIIUMA
nokazanu, utro Kak 1. fluminensis, Tax wu T. sillamontana 001anamT
OTHOCHUTEIHLHO MEIKUMH KieTkamu (17-25 MKM, B 3aBHCUMOCTH OT BHJa H

ycioBui ocBemenus; puc. I[V.26, IV.27).

a T. fluminensis, HL-grown

N = )

) —»':'_'-_::;_—_——u._l—r—::::_—_r‘{;“ _“‘“-7”“‘"""_] ‘
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Tl CW
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c T. sillamontana, HL-grown
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Puc. IV.26. Anaromudeckoe ctpoeHue muctbeB 1. fluminensis (a, 6) u T. sillamontana (8, 2),
BBIpaNeHHbIX TIpH cadom (LL, 60 Mxmoms poToHoB M2c™) (a, 6) nan untencusaom (HL, 800
MKMonb potonos Mc™!) ocsemenuu (HL) (6, 2). C — kyTtukyna, AJE — ajgakcuasibpHas snuaepma,
AbE — abakcuanpnas sniunepma, M — mezopuin, MC — kietka me3odumia, CW — kinerouHas
crenka, N — sapo, V — Bakyonb, Ch — xnopomnact, Cyt — mutoruiazma, Cr — KpHCTaIbl

OKcCaJjilaTa KaJbIus.
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Puc. IV.27. Anatomunueckue
XapaKTePUCTHUKH JINCTHEB

T. fluminensis n T. sillamontana,
BBIpalIeHHBIX TpH citabom (LL) mm
uHTeHCUBHOM ocBemenuu (HL):
TOJIIHUHA JTUCTA, HY caf (@), TOMIIUHA
me3o¢puna, Hues (0), pasMep KIETKU
Mezoduia, Lvescell (6) U AJTHHA
xJyoporuiacta, Len (2). [IpuBeneHsl
CpeIHUe 3HAUCeHHUS + CTaHAapTHas
omuoOka cpenarero (n = 10-110).
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Puc. IV.28. CootHomienue
AHATOMHYECKUX XaPAKTEPUCTHK JICTHEB
T. fluminensis n T. sillamontana,
BBIpaIeHHbIX npu cnadbom (LL) unun
uHTeHCUBHOM ocBetmenuu (HL):
OTHOIIIEHHE TOJIIUHBI Me30(duiIa K
oOrmieit Tonmuue mucta Hvies /Hi car (@);
OTHOIIICHHE pa3Mepa KIIeTKH Me3oduiia K
Tonmune Me30puIa Luvescei /Hyies (6);
OTHOIIIEHHE JTUHBI XJIOPOILIACTa K
pasmepy Ki1eTku Me30(puiia Lent /LMescel
(8). [IpuBeneHbI CpeTHE 3HAYCHHS +
cTanaapTHas ommbka cpeanero (n = 10—
110).

Pa3mep xjopomiacta Mo OTHOILIEHUIO K KIIETKE Me30(uilia TakKe JOCTATOYHO

Benuk (0.2—0.3; puc. IV.28) u, uro emgé 6osiee yIUBUTEIHHO, YBEIUIUBACTCS TIPU

pocte Ha cimabom cBery. OOpaTiM BHUMaHHE, YTO POCT Ha CJIabOM CBETY

BBI3bIBACT y TpajecKaHuuu 1. fluminensis CylieCTBEHHOE YBEIUYEHUE T1ight/ T Dark

(puc. IV.20). DT paHHbIE MOKa3bIBAIOT, YTO, HApSAYy C «JIEXKaU[UMU Ha
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MOBEPXHOCTU» TE€OMETPUUYECKUMHU XapaKTEepUCTUKAMU KIIETOK Me30(uilia,
3¢ (HEeKTUBHOCTh TMepepacnpeiesieHrs XJIOPOIUIaCTOB B KJIETKE OIMpeesieTcs
Opyrumu, emé He HIACHTUPUIIMPOBAaHHBIMUA MmapaMmeTrpamu. [lo Hamemy
NPEANOJIOKEeHUI0, POJIb TaKWX MapaMeTpOB MOXET HUIpaTh OTHOCHUTENIbHbBIN
00BEM TICHTpATLHON BaKyOJW B KIETKE (¥, CJIEI0BAaTEIbHO, OCTAIOIIMIACS
JOCTYITHBIM XJIOPOIIIaCTaM O0BEM ITUTOTIIA3MBI).

Bomnpoc 00 oTHOCHUTENBHON POM pa3HBIX 3alIUTHBIX MEXAaHU3MOB CBSI3aH HE
TOJIBKO C BEJTMYUHON 00YCIOBIMBAEMOTO MU CHIYKEHHSI CBETOBOTO JaBJICHUS Ha
(OTOCHHTETUYECKYIO aHTEHHY, HO TaKXK€ U CO CKOPOCTHIO UX MHAYKIUHU B JIUCTE
npu OOJyYEeHWHM MHTEHCHBHBIM CBeTOM. Tak, CTeneHb BOCCTAHOBJICHUS
aktuBHOCTH DCII mocne ocBellleHHs] UHTEHCUBHBIM CBETOM, OMpEAeiEHHas Ha
BBIOOpKE U3 JHUCTbeB oaHoro Buaa (7. fluminensis), UMeeT OOpPaTHYIO
KOPPEISIIIUI0 C XapaKTEPHBIM BPEMEHEM TeHepalud HePOTOXUMHUIECKOTO

Tymenus (iayopecueHnun, oLV 2 (puc. IV.29).

1,00
QH 0.95 |
e F
0390 1 L 1 L 1 " 1 " 1 1 " 1 1 1 1
5 10 15 20 25 0,5 1,0 1,5 2,0
T NPQ
7, (mun.) 7, (Muh.)

T
> TpL

(a) v THAYKIUH HEPOTOXUMUYECKOTO TYIICHHUS, rDLNPQ (6) Ipu BKITFOUCHUH CBETA M CTETICHBIO

Puc. IV.29. CooTHONIEHNE MEXKTy BPEMEHEM U3MEHEHUSI ONITUYECKOTO MPOMyCKaHUs JIMCTa

BoccTanoBneHus aktuBHOcTH OCII (R = Ppsi'"/ @psii®) moce ero BekmoueHns (uepes 1 yac

aJanTany K TEMHOTE) B OMyJissuuu JucthbeB 1. fluminensis u T. sillamontana. Ilpsimast nuHus —
rpaduk mmHeiiHoit perpecenu R = A + B 7, "N (A = 0,960+0,017; B =—0,00046+0,00133 mun "'

JUISL CBSI3U MEXAY R 1 ‘[DLT 1 A =0,985+0,014; B=-0,030+0,012 mMun~" 11t cBSI3M Mexay R u

NPQ
oL ).
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Takum o0pazom, ObICTpoe cpabaThiBaHHE CBETOPACCEUBAIOIIETO MEXaHU3Ma
obecnieunBaer OOmbiiyr0o Haaé&kHocTh B 3ammre DPCA 1pu  BKIOYEHUU
MHTEHCHBHOIO oOcBemeHus. OIHAKO OaHHOE BpeMs, TpL W<, XapaKTepPHU3yeT,
NpeXJie BCEro, ObICTPYI0O KOMIOHEHTY MHAYKIMHU (OTO3AIIMTHBIX MEXAHU3MOB
(TO ecTh, TJIABHBIM 00pa30M, CKOPOCTh WHAYKIIUU DHEPTETUYCCKOTO TYIICHUS).
[Ipu sTOM XapakTepHOE BpeMsi U3MEHEHHUsI ONTHYECKOIrO IMOTJIOMICHUS JIUCTA,
tpL’, BBI3BAHHOE IepepaclpeeleHHeM  XJIOPOIIACTOB, KOTOPOE  TaKKe
BapbUPYEeT B BBIOOPKE JHMCTHEB, HE MPOSBISET KOPPEISAIUA C TEMHOBBIM
BocctaHoBieHueM aktuBHocTU DCII (puc. IV.29,a). OTmMeTuM, 4To peub UIET O
CKOpPOCTH MHIYKIIMHU, @ HE CAMOM MEXaHHM3ME€ WJIM €r0 MHTEHCUBHOCTHU. Kak Mbl
OoTMEYaIH paHblIIe, MOJTHOE «OTKJIIOUCHHEY CBETO3aBUCHUMOTO
nepepacnpeiesieHtsi XJ0OpoIulacToB (HAampuMep, MPU OCBEIIEHUH CBETOM, HE
MMEIOIIMM CHHEW CIEKTPaJbHOM KOMIOHEHTHI) MPUBOJUT K 3aMETHOMY
camwkennto  aktuBHoctTH DCII, a HMHTEHCMBHOCTH 3TOr0 MeEXaHW3Ma
(xapakTepuszyemasi BeMUUUHON Tiigh/ Ipark) KOppenupyer ¢ akTuBHOCTbrO PCII

ITOCJIC OCBCIIICHUS.

OTnenpHYIO 3a/a4y MPEACTaBISIET COO0N ONMpeaeIeHne XapaKTePHbIX BPeMEH
UHAYKIUA U PellaKCallid Pa3HbIX (DOTOMPOTEKTOPHBIX MEXAHHW3MOB. Bhilie Mbl
y’K€ OIUCHIBAIM CHOCOOBI OMpeAeTeHUs BPEMEHHU PEelaKCallui dSHEPreTHYECKOro
tymenus (puc. IV.3, IV.6, 1V.7, tabn. IV.1), koTopbie MOTyT OBITH OCHOBAaHbI
Kak Ha ckopoctH pH-3aBucuMON penakcanuu (IIyOpECHEHIUN OTKPBITHIX
PEaKIMOHHBIX IIEHTPOB F0, TaK M Ha OCHOBE pelakcauuu HePOTOXUMHUYECKOTO
TymeHus: gnpq. CBETO3aBHCHMOE MEpepachpeielieHne XJIOpOIUIacTOB B KIIETKE
TaKXKe MOXET OBITh 3apETUCTPUPOBAHO HEMOCPEJACTBEHHO [0 HW3MEHEHHSIM
ONTHUYECKUX CBOWCTB JHCTAa. B TO ke Bpems, HEMOCPEICTBEHHOE H3MEpPEHHe
KUHETUKHA U3MEHEHUI MUTMEHTHOTO COCTaBa JIUCTA 3aTPYIHUTENBHO, TOCKOJIBKY
TpeOyeT paspylIeHHUs JHUCTa Uil aHajdu3a MUTMEHTOB. B CBs3u ¢ 3TUM MBI
OPEJIOKIIA TPOCTYI0 MaTEeMaTHYECKYyI0 MOJIeb, MO3BOJIAIONIYI0 OLIEHUTH

XapaKTCpHOC BpEMs OTOro0 Iponecca, 1 OCHOBAHHYIO Ha aHAJIM3€ KHHCTHUKH
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TeMHOBOM pemakcanuun HOT. Kak Obl10 moKa3aHO BbIIIE, OHA COAEPXKHUT, KaK
MHHUMYM, HECKOJBKO KOMIIOHEHT SKCIIOHCHIIMAJIBHOTO CHajad, MO3TOMY MbI
anmpoKCUMUpPOBaIN €€ (yHKIIMEH BUIA:

gnNePQ = AfXCXp(-(Z- t())/‘[f) + AmXCXp(-(Z- fo)/Tm) + AS, (IV3)

TJie f) — MOMEHT BBIKITIOUEHHUS CBETA, a MHIEKCH f, M U S COOTBETCTBYIOT
ovicTpoii (fast), cpemnert (medium) u MenaeHHoU (slow) KOMIIOHEHTaM craja,
COOTBETCTBEHHO.

Kunetnka W3MEHEHHS ONTUYECKOW MPOHUIIAEMOCTH JHCTa B OTBET Ha
OCBCILICHWE WJIM 3aTEMHEHHE TIPOIIe W MOXET ObITh anmpOKCUMHUpPOBaHA
byHKIIMEH MOHOAKCTIOHEHITMAJILHOTO Criaja:

AT = Axexp(-(t- ty)/7) + B, (Iv.4)

TJI€ fo — MOMEHT BKJIIOUCHHS WJIHM BBIKIIOUCHHS CBETA, T = TpL JJISI KHHECTUKHU
B OTBET Ha OCBEIIECHUE I1OCJI€ TEMHOBOM aJanTaiuy U 7 = T.p JJIS1 KHHETUKHU B
OTBET Ha 3aTEMHEHUE MOCJIE aAANTAIUU K CBETY.

Kunetnka temHoBoi penakcanuu HOT Owina comocraBieHa ¢ BbIBOAaAMU
MPOCTOM MATEMATUYECKON MOJENH, PACCMATPUBAIOLICH KUHETHUKY HEKOTOPOTO
mporecca xo(f) Kak pesyibTaTa OJHOBPEMEHHOTO pa3BEPTHIBAHUSI JBYX
HE3aBUCUMBIX MPOLECCOB, Xi(f) U X2(f), KAKABIA U3 KOTOPHIX MO OTAEIBHOCTH
U3MEHSAET UHTEHCUBHOCTH Xo(f) MO AKCHOHEHIIMAIbHOMY 3aKOHY C XapaKTE€PHBIM

BPCMCHEM 71 UIIN T3:

x1(t) = a1 + ayxexp(-t/ 71), (IV.5)
Xz(t) =a3+ Cl4><CXp(-t/ Tz), (IV6)
xo(t) = x1(2) % x:(0). (aIV.7)

Ecnu xo(f) anmpokcuMHUpYIOT SKCTIOHSHITMATEHON (yHKIIMEH TOTO Ke BUA,

Xo(t) =as+ Cl6><CXp(-t/ T()), (IV8)

TO MOXHO OIIEHUTH 79 KaK (PYHKIUIO 7] U Tp, IPU KAKUX-JTUOO OMpPeaeTIEHHBIX
YCJIOBUSIX aNMpOKCUMAalUKM (HampuMep, MpU MOCTOSHHOM JHana3oHe f, Ha
KOTOPOM  OCYILECTBIISIETCSI anlpOKCUMalus) U TMpU HEKOTOPOM Habope

K02 PHUITEHTOB ai.
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Ecnu B xayecTBe BYX HE3aBHUCUMBIX MPOLECCOB X(f) U X2(f) B 3TON MOJeIu
paccMatpuBath cocTapistomue penakcauu HOT, o0yciioBieHHbIE TEMHOBBIMU
IpoLEecCaMH  DNOKCHUIAUMU 3€aKkcaThHa (g,) M CHWXKEHUS ONTUYECKOH
IPO3paYHOCTH JHUCTa (gip) € XapakTEepHbIMM BpeMEHAMU T, U  TLp,
COOTBETCTBEHHO, a B KaUE€CTBE PE3YJBTHPYIOUIEr0, «CyMMapHOIo» Ipolecca —
CpenHIo KoMIOoHEHTY penakcaund HOT (gm) ¢ XapakTepHbIM BPEMEHEM Ty, TO
JaHHAs MOJIEJb MO3BOJISIET ONMUCATh U3MEHEHUE Tp NPU UBMEHEHUSIX T, U (WJIK)
TLp. MBI paccMOTpenu, Kak OyJeT HU3MEHSTHCS T, B COOTBETCTBUHU C JAHHOMN
MOJENbI0 MPU BAPBUPOBAHUU Trp, B NPEANONOKEHUU, YTO T, OCTAETCSH
HEU3MEHHBIM. 3HaueHue 7, =20 MHUH. IJIs1 MOCTPOEHHUs MOJENU ObUIO BBHIOPAHO
PaBHBIM CpPEJIHEMY 3HAYEHUIO T p, MOJYYEHHOMY HAMU 3KCHEPUMEHTAIILHO; MIPU
PaBHBIX 3HAYEHUSAX Tip U 7, =20 MHH. MOJEJIb MPEICKA3bIBAET 3HAYECHHUE T ,
HaubOonee OnHM3KOe K HaOMI0aeMOMYy B CEpUU MPOAHATM3UPOBAHHBIX HAMHU
o0pa31oB. bl paccunTanbl 3aBUCUMOCTH

Tm :f(TLD) (IV9)

IIPU Pa3HBIX COOTHOILIEHUSX (d2/as) BKIAJOB ¢, U ¢ip B OOIIYI0 KHHETUKY ¢rm.
Jnst kaxaoW W3 MOJETbHBIX 3aBUCUMOCTEH Oblja paccuuTaHa OCTATOYHAs
UCHEpCHs 5%y

$Ee = 2T — 1 "N)?/(n-2) (IV.10)

TOE Ty " — DJKCIEPUMEHTAJIbHO TMOJYYEHHOE JJI1 KOHKPETHOIO JIMCTA
3HAQYEHUE Tm, Tm" ' — PACCUYUTAHHOE HA OCHOBAaHUM JAHHOM MOJEIU U
WU3MEPEHHOTO 7LD, # — YHUCIIO U3MEPEHUN.

Takum 00pa3oM, COOTHOIIEHHE MEXKAY 7p M Tm MOXET OBITh OINHCAHO
MOJIeNblo, TpeacTaBieHHOM ypaBHeHusimu (IV.5-1V.9), B xoropoit 7,
cooTBeTcTByeT 00Omemy Bpemenu penakcarmun HDT 7y (ypaBuenue IV.9) u
ONPENEISIETCS BPEMEHAMU MPOTEKAaHUs TEMHOBBIX IPOLIECCOB ANOKCHAAIUNU
3eaKkcaHTUHA (7] = T,) U YMEHBIIICHHUS ONTHYECKON MPO3PAYHOCTH JIUCTA (T2 = TLp).
Ha puc. IV.30 nokazan rpaduk MoaeapHON (MpeacKa3biBaeMON YpaBHEHUSIMH

(IV.5-1V.9)) 3zaBucumoctd 7, = f(zup) TpPU OAMHAKOBBIX BKJIAaXx 000OWX
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nporeccoB (a1 = a, = az = as = 1), BecbMa OJU3KO COBHAJAOINUN ¢ TpaduKomM
JIMHEWUHOM PETPECCHUH.

CreneHb  COOTBETCTBUA MOJEIM  HAOMIOJaeMOMYy B OKCIIEPUMEHTE
COOTHOIICHUIO MEXIY Tm M TLp MOXHO KOJMYECTBEHHO OLIEHUTH C MOMOIIbIO
ocratouHol jucrepcun s, (ypasuenue IV.10). Ilpu OAMHAKOBBIX BKJIagax
IPOLIECCOB AMOKCUIAINH (¢,) U CHUKEHUS PO3PAYHOCTH JUCTA (¢rp) BETUUMHA
s%x cocraBwia 13,5 MuH.>, B TO BpeMs Kak NP 3aMETHO Pas3IMYaIOIIMXCH
BKJIaJaX ¢, ¥ ¢Lp OHA ObLIa CYIIECTBEHHO Ooubuie: 23,6 MuH.> B ciyuae
onpenensromero Bkaaga ¢, (ax= 10, as= 1) m 38,7mun.? B ciyuae
onpenaenstomero Bkiaaga gip (a2 = 1, as= 10). Kak BumpHO u3 mpuBenéHHOTO
aHalM3a, HAllM JAHHbIE YKa3bIBAlOT HA XapaKTE€pHbIE BpPEMEHA KOHBEPCHUU
3€aKCaHTWHA B BUOJAKCAHTUH 7, ~20 MHH., 1 Ha COMOCTABUMbIEC BKJIAJIbl JIBYX
MEXHHU3MOB,  3€aKCaHTHMH- W  XJIOPOIUIACT-3aBUCUMOTO, B  OOIIyIO

(OTONPOTEKTOPHYIO PEAKIIHIO.
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Puc. IV.30. CooTHOlLIEHNE MEXAY XapaKTEPHBIM BPEMEHEM CPEIHEN KOMIIOHEHTHI pelaKcaluy
Ka)XyIerocs He)OTOXUMHYECKOTO TYLICHUS, Tm, U XapaKTEPHBIM BPEMEHEM N3MEHEHHUS
OIITHYECKOTO HPOIYCKAHHUS, TLp! , B momysauuu mucteeB T, fluminensis u T. sillamontana.
[IyHKTHPHAS NIPAMast INHHS — rpadyK THHEHHOM perpecchn Tm = A + B 71p’ (A =10,3+2,6; B =
0,36 + 0,12). CruromHas TMHHES — rpaduK MOJETbHOM 3aBUCHMOCTH Tm = ATLD’ ),
paccMaTpuBaloUIe KUHETHKY pellaKCalliy KaxXyIierocss HepoTOXMMHUYECKOTO TYIICHUS KaK
pe3ysbTaT OTHOBPEMEHHOTO 00pa30BaHUs 3€aKCaHTHHA U TIepepacipeeIeHUs XIOPOIUTacTOB B
KJIeTKe (oApOoOHOCTH B TEKCTE).
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Puc. I'V.31. MukpodoTtorpaduu abakcruaabHON MTOBEPXHOCTH JINCTHEB YETHIPEX BUIOB
TpaJecKaHIIUH, BBIPALICHHBIX NP cllaboM (a, ¢, e, g) WiIK UHTEHCUBHOM ocBeulenuu (b, d, f, h).
MuxkpodoTorpadun MoIydeHbI ¢ UCTIOIB30BaHUEM MTPO3PAYHBIX JIAKOBBIX OTIIEYATKOB. XOPOIIIO
pa3IMYUMBl YCTHHIIA TETPALIUTHOTO THUITA U OCHOBAHUS TPUXOM Ha MIOBEPXHOCTH HEKOTOPHIX
KJIETOK SMUJAEPMBL. B psizie ciryuaeB Xxopoiro BuiHa (pakTypa MoBEpXHOCTH SMUIEPMBL. (a, b) —

T. fluminensis, (¢, d) — T. sillamontana, (e, f) — T. navicularis, (g, h) — T. zebrina. MacmrabHas
Metka 100 Mxm.

jﬂ?‘. /\('M : "E!a _' -_ .

Puc. IV.32. Muxpodotorpaduu ycreun 7. sillamontana (a) u T. navicularis (b) (BeIpanieHHbIX
npu c1aboM ¥ HHTEHCUBHOM OCBEIICHUU, COOTBETCTBEHHO), MOTY4YCHHBIE HETIOCPEICTBEHHO C
SMHICPMBI, OTJACIEHHON OT JIMcTa (06€3 NCIOIB30BAHMUS JIAKOBBIX OTIIEYATKOB). /laHHbIE CHUMKH
MOKA3bIBAIOT, YTO JIJAKOBBIC OTIIEYATKU JOCTATOYHO XOPOIIO BOMPOU3BOIST OCOOCHHOCTH
aAHATOMUU MTOBEPXHOCTH JIKCTa. MacmTaOHast MeTKa 25 MKM.

Hapsimy ¢ paccMOTpeHHBIMH BBIIIE MEXaHU3MaMH, CYIIECTBEHHYIO POJIb B
3amute @CA OT M3OBITOYHOTO OCBEUICHHUS UTPAIOT MPOIECCHI, aKTUBUPYIOIINE
dotocuntetnueckyro ¢ukcamuto CO, B xyopormactax. CyIiecTBEHHBIM
dakTOpoM, OTpaHNUUBAIOIINUM CKOPOCTh (pukcammu CO,, ABISIETCSA TOCTYITHOCTD
atmocdepHoro CO,, kotopas omnpeznensercs nuddysuein CO, yepe3 rnuaepmy
mucta u  toimry Mesodwmina. [uddysus depes smuaepMmy MPOUCKOIUT
IPEUMYIIIECTBEHHO 4epe3 yCThHIlAa — CIelNHaIbHble OTBEPCTHS B JIHIEPME C
perympyeMbiM MpocBeToM. [IITIOTHOCTh PacToIOKEHUsT YCTHHI] HA TIOBEPXHOCTH
JUCTa U UX pa3Mephl OmMpenessiioT Au¢QGy3nOHHOE CONMPOTHBICHHE MOKPOBOB
JMCTa MMPOHUKHOBEHHUIO Ta3a K (DOTOCHHTE3UPYIOMIUM KIIETKaM. B CBs3M ¢ 3TUM
MBI  BBITIOJHWJIA ~ WCCIICAOBAHWE XapaKTEPUCTUK YCTBUYHOTO  ammapara

HCCKOJIBKMX BHAOB TpaaACCKaHIIMK, W HNX 3aBUCHMOCTH OT YCJIOBHP’I pocTta
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(ocBemenus) pactenuit (puc. IV.31, 1V.32). Kak nokasano Halie ucciie10BaHue,
st Tpaaeckanuuil (1. fluminensis, T. sillamontana, T. zebrina n T. navicularis)
XapaKTEePHBl HMCKIIOYUTENBHO Oonbinmue yctbuna (47-69 MKM) C TpeaebHO
HHM3KOM TIOTHOCTHIO (11-30 MM™2) MX PacIoOKEeHUs MO IOBEPXHOCTH JIUCTA.
O6a moxkazarens OJIM3KH K MPEAETbHBIM 3HAYCHUSM, W3BECTHBIM IS BBICIIIUX

pactenuii B uenaom (puc. [V.33).

80

o))
=]

]
=]

JnrnHa yetbuua (MKM)
e
=

-2
[110THOCTB pacnoOKEeHUs YCTBUL (MM )

Puc. IV.33. Pazmeps! ycThUIl ¥ INIOTHOCTh PacHOJIOKEHUS YCTHUIL HA IOBEPXHOCTH JincTa y 140
BUJIOB U COPTOB PAacCTEHH, OMUCaHHBIX B TUTepatype (u€pHble kpyru). Mcnonb30Banbl 1aHHBIE
pabot (Abrams and Kubiske 1990; Willmer and Fricker 1996; Cao 2000; Lee et al. 2007; Camargo
and Marenco 2011; O’Carrigan et al. 2014; Douhovnikoff et al. 2016). Ha atom e rpaduxe
MOKa3aHbI JAHHBIC TIO YETHIPEM BHJIaM TPaJECKaHIIUN (OTKPBIThIE KPACHBIE KPYTH).

JUiss  OLEHKM YCTBHMYHOM MPOBOJMMOCTH gs MBI  BOCIOJIb30BAIHUCH
TEOPETUYECKUM BBIpAXKCHUEM [UIsI, Zs, MOIydeHHbIM B pabote (Parlange and

Waggoner 1970) u monudunmpoBannbiM (Gardingen et al. 1989):
PD

RT[ d +ln(4a/b)j
mab a

gy =5SD

(IV.11)

rne a, b 1 d— nonynnuHa, NOMYIIUPUHA U TIyOWHA yCThUYHON 1mienu, SD —
IJIOTHOCTh PACIIONOXKEHUS YCTHUI] Ha MOBEPXHOCTU JHCTa, P — armochepHoe
nasnenne (1.01 x 10° Ila), T — Ttemneparypa mmcra, D, — KOd(pPUIHEHT

auddysun 118 MoJeKyn Boabl B Bozayxe (2.14 x 107° m? s!), R — rasosas
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nocrosaHas (8.31 Jx moms ' K'). OrmerMM mnpu 5TOM, 9TO YCTBHYHYIO
POBOJIMMOCTh MOXHO OIICHMBAThH KaK MO OTHOUIEHUIO K Bojie, Tak U K CO,. Mbl
BBIOpANTM TIEPBBIM BapHaHT, MOCKOJBKY OH Yallle BCTPEUYAETCS B JUTEpaType U
MO3BOJISIET MPOILE COMOCTABIIATh HAIIM JAHHBIE C JAaHHBIMU JIPYTUX aBTOPOB.
Camu BenwuwHbBI a, b, 1 d OBLIM OICHEHHI HA OCHOBAHWH HAIIMX HU3MEPEHUI
JUIMHBL  yCThUIAa SS B COOTBETCTBHH C OSMIHUPUYECKUMH  (OpMYyTaMu
(Douhovnikoff et al. 2016):

d=0.125SS, 2a = 0.75S8S, 2b = 0.1S8S. (IV.12)

Takum o00pa3oM, HalIM JaHHBIE TO3BOJISIIOT OLEHUTh XapaKTEPHYIO
YCTBUYHYIO MPOBOAUMOCTb gs [JIi HECKOJbKUX BHUJOB TpaJeCKaHIMN B

_1. OTa BeEIMYHWHA SBIISICTCS JOCTAaTO4YHO

nuanasone 0.26-0.32 momb M? ¢
TANWYHOW 11 BBICIIMX pACTEHUH, OJHAKO COBEPUICHHO HETUNHWYHA €€
HE3aBUCUMOCTh OT YCJIOBHM OCBeIieHus. Tak, uisi OOJBITMHCTBA BHUIOB
pPacTEHUI XapaKTEpPHO CYHIECTBEHHOE (0 3-KpaTHOTr0) YBEJIWYEHUE IIOTHOCTH
YCTBUIl C POCTOM HMHTEHCHBHOCTH OCBEIICHUS, a CJIEAOBATEIbHO, U POCT
YCTBUYHOM NPOBOJAUMOCTH. DBHOJIOTHYECKH CMBICH 3TOM MNOACTPOWKA — B
o0ecreueHrny XJIOPOIJIaCTOB 0oJjiee MHTEHCUMBHBIM MOTOKOM CO; B YCIIOBHUAX
MHTEHCUBHOTO OCBEIIEHHUS, KOI/Aa BBIIIE MOTEHUUAIbHAS CKOPOCTh €ro
bukcarmuun B nwmkine KanpBuHa. Ha mHam B3rimsna, mpudmHa TapaaoKCcabHOMN
HEYYBCTBUTEIBHOCTH YCTBUYHOIO ammnapara TPaAeCKaHUUMHA K WHTEHCHUBHOCTH
OCBENIEHUSI B X0/¢ ero (OpMHUPOBAHUS MOXET OBITH CBsI3aHA CO Crenu(uKoi
aHATOMHUU HUX JIHCThEB. A HMEHHO, I TPAACCKAHIMU XapaKTEepHA TOJICTAs
TUNoJepMa, TO €CTh BOJIOHOCHBIA CJIOW  OecXJIOpOUIUIBHBIX  KJIETOK,
oTnensomux Me30huuT oT ycThHIl. Kak moka3zamu HammM WMCCIeNOBaHWS Ha
T. fluminensis n T. sillamontana, TonMHA TUIIOIEPMBI MOXKET BO3pacTaTh OT 2-X
10 4-KpaTHBIX BEJIMYUH MPU YBEIMYEHUU UHTEHCUBHOCTU OCBEUICHUS, TIOCTUTAs
coTeH MHUKpoMmeTpoB. I[lpu Takoi TosmuHe ciosi KIeTOoK ero auddy3rnoHHOE
COMNPOTHUBIIEHUE BO3PACTAET (2 MPOBOAUMOCTH iy, HAOOOPOT, MANAET) U MOMKET

OKa3bIBaThCS JIMMUTHUPYIOLUIUM 3BEHOM IPHU OMPEICICHUU CKOPOCTH AU(Y3un
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CO; k wierkam wme3zopwuia. CraenaHHbIE HAMH OIICHKM Ha OCHOBaHUH
noxysaMnupudeckoi popmyel (Syvertsen et al. 1995):

Sias = (Tias) ' = (/) Dy, (fias)'>> <0.39 mol m2 s (IV.13)
(t1e fias ~< 20% — 0ObEMHAsS 011 BO3AYIIHBIX MOJOCTENH B 00BEME TUIIOICPMBI,
tonuiuHa runogaepmsl / = 173 mxm 11 1. fluminensis — HL).

Takum o6pazoM, mud¢y3noHHAsT TPOBOAUMOCTH CJOS THUMOAEPMBI MOXKET
OKa3bIBaThCSl CPAaBHUMOW WM JaK€ HIDKE, YeM MPOBOAMMOCTH YCTBHI], YTO
JenaeT — W3JIUIIHEW  PeryNsiui0  yCTBUYHOTO  CONPOTHBICHHS  Kak

HCIIMMUTHUPYIOIICTO 3BCHA.

IV.5. BoiBoabl

1. [na cranmoHapHbix coctossHud @©OCA, xapakTepHbIX Uil Pa3HbIX
WHTEHCUBHOCTEH  JCHCTBYIOIIEr0  OCBENICHMs, HaOJoJaeTcss  oOpaTHas
Koppemsinus ~ Mexnay — kBaHToBoW — dddextuBHOCTEIO DCII  (Dpsy) w
Ko3(ppuneHTOM HEPOTOXMMHUECKOTO TYIICHHUS (IyopecleHInH Xjopoduiia
(gnpQ)-

2. Ilpu ymepeHHBIX WHTEHCHUBHOCTSX OCBEIICHHs TpaHcMeMOpaHHass ApH u
ApH-3aBucumoe HOT (gg) Bblllie y TeHEBBIHOCIUBOTO BUAa y 1. fluminensis, yem
y cBeromobuBoro Bupa 1. sillamontana. llpu »s3tom paccessuue ApH y
T. fluminensis IPOMCXOANT 3a XapaKTepHOe Bpemsl, B 1,5-2 pasa Ooibliiee, 4eM y
T. sillamontana.

3. Jlnsg TEHEBBIHOCIMBBIX BHJIOB XapaKTEPHBI 00Jie€ BHICOKHE 3HAYCHUS
TpaHncmMeMOpanHoi ApH wu Oonee 3ameqjieHHass JAUCCUNALUS, YeM IS
CBETOJIFOOUBBIX.

4. CmocoOHOCTh K TEIUIOBOMY pPACCESHHIO HW30BITOYHON MOTIOMEHHOM

SHEPrHU CBETA IIPU yMEPEHHOM ocBeménnocTH (< 500 MkMonb poToHOB M) B
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OosbllIEH CTENEHW NPOSBISETCS y TEHEBBIHOCIMBBIX BHJIOB, @ NPHU BBICOKOM
OCBEILIEHHOCTH — Y CBETOJIFOOUBBIX.

5. J17s1 TeHEeBBIHOCIMBBIX BUJIOB XapaKTepHBI O0Jiee MeJIEHHbIE aKTUBALUS U
ne3aktuBanuy pH- 1 3eakcaHTHH-3aBUCHMBIX MEXAHU3MOB TEILIOBOTO PacCesHUS
U30BITOYHON MOTJIOMIEHHOM SHEPTUU CBETA MOCJE MPEKPAILEHUsI OCBEILICHUSI.

6. Ilepepacnpenenenne XJIOpPOIIACTOB B KJIETKaXx Me3odwuia obecrednBaet
UCKJIIOYMTEJIbHO HWHTEHCUBHBIE W3MEHEHMs IIOIVIOUICHMS CBETa JMCTOM Yy
U3YYCHHBIX HAMH BHUJOB TPaJEeCKAHLUN M, TO-BUIUMOMY, MPEACTABISET COOOM
OCHOBHOM MEXaHW3M IUIACTUYHOCTH IO OTHOLIEHUI K HU3MEHEHUSIM
MHTEHCUBHOCTHU OCBELLIEHUS Y ITUX PACTEHUM.

7. Ina n3ydeHHBIX HaMM BUIOB TPAJECKAHLIMN XapaKTEpPHA OTHOCHUTEIJIbHAS
HEIUTACTUYHOCTh AHATOMUYECKUX U LUTOJIOTUYECKUX XAPAKTEPUCTUK, CBSI3aHHBIX
¢ (OTOCHHTETHYECKON (PyHKIMEW (TONIIHMHA W CTPYKTypa Me3oduiia JIKCTa,
pa3Mepbl KIETOK Me3ohmuia W XJIOPOIUIACTOB, CTPOEHHE M IUIOTHOCTH
pacnpeneneHus yCTbUYHOrO armapara).

8. YcTbuuHasi NpOBOAMMOCTb, MO-BUAMMOMY, HE SIBJISIETCS JIMMUTHPYIOLUIUM
¢akropom B noctynHoctd CO, ans poTOCHHTE3a pacCMOTPEHHBIX HAMHU BUJOB

TpageCKaHIUN.
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V. I'naBa 5. PoJsib cIeKTPAJILHOTO COCTABA OCBEIllEHHUS B 00ecIieYeHUun
3¢ dexTuBHOCTH padoThl PCA

V.1l. AHHOTAIIUA IJIABBI®

B oroii r1iaBe mpencTtaBieHbl  pe3yJbTAaThl  MCCICHOBAaHUS  BIMUSHUA
CIEKTPAJILHOTO COCTaBa OCBEIIECHUs Ha (OpMHUpPOBaHUE U (DYHKIIMOHUPOBAHUE
®CA, pocT U NPOIYyKTUBHOCTH pacTeHHil. B kadecTBe MOAENBHOrO OOBEKTa
WCIIOJIB30BAIM pacTeHUsl KUTalWcKoil kamyctel (Brassica chinensis). Ilokazana
IHEepreTHUYecKas poJib 3eJIEHOr0 CBETa, OCHOBAHHAS Ha 00ECIIeYeHNH MPOTEKAHUS

(I)OTOCI/IHTCBEI B HU)KHHX CJIOAX MCBO(bI/IJ'IJ'Ia H B JIMCTBAX HMKHUX APYCOB.

V.2. BiausiHHe CHIEKTPAJbHOI0 COCTABA OCBEIEHHUS HA XaPAKTEPUCTHKH
(poToCHHTETHYECKOI'0 annapara

3HaueHue CHEeKTPaIbHOrO cocraBa cBera it ¢yHkiuonupoBanus OCA wu,
KaK CIIEZICTBHE, POCTa U Pa3BUTHsI PACTEHHM, UCCIEIYETCs] TOCTATOYHO JaBHO U
CBSI3BIBACTCS, TIPEXKIIE BCEro, C poiibio (poTopenenTopoB. C MOSBICHUEM HOBBIX
UCTOYHUKOB CBETa CTaj 0oyiee aKkTyalleH M SHEPreTUYeCKui acmekT. bombiioi
00BEM uCCIeOBaHW OBUT BBIMIOJIHEH C OCBEHICHHEM CBETOM B KpacHOMH
CIIEKTpaIbHOW 00JacTu, KoTopoe Hambosiee 3(PGHEKTHBHO C IHEPreTUYECKON

TOYKHU 3PCHMUA.

3 IIpu IIOATOTOBKE MAHHOM IJIABBI IUCCEPTAIMH MCTIONB30BAHBI CIIEAYIONINE ITyOIUKAIIUH, BBIIOJHEHHEIE aBTOPOM

JIMYHO WJIK B COABTOPCTBE, B KOTOPHIX, corjacHo [lonoxeHunio 0 MpucyXaeHuu yueHbix creneHeit B MI'Y, oTpaxkeHsl

OCHOBHbIE PE3YJIbTATHI, OJIOKESHUSI U BHIBOZBI HCCIIEIOBaHHS (B CKOOKaX MPHUBEAEH MMIAKT-(aKTOp KypHaia, 00bEM

MyOIMKALKK B TIEYaTHBIX JIMCTAX / BKJIAJ aBTOPA B MEYATHBIX JIUCTAX):

1. Avercheva O., Berkovich Y., Smolyanina S., Bassarskaya E., Pogosyan S., Ptushenko V., Erokhin A., Zhigalova T.
Biochemical, photosynthetic and productive parameters of Chinese cabbage grown under blue-red LED assembly
designed for space agriculture // Advances in Space Research. —2014. — V. 53. =N 11. - P. 1574-1581. - DOI:
10.1016/j.asr.2014.03.003 (WoS JIF 2.6 / 0.5 m.i1. / 0.13 m.a1.)

2.Ptushenko V.V., Avercheva O.V., Bassarskaya E.M., Berkovich Yu.A., Erokhin A.N., Smolyanina S.O., Zhigalova
T.V. Possible reasons of a decline in growth of Chinese cabbage under a combined narrowband red and blue light in
comparison with illumination by high-pressure sodium lamp // Scientia Horticulturae. — 2015. — V. 194, — P. 267-
277.—DOI: 10.1016/j.scienta.2015.08.021 (WoS JIF 4.3 / 1.3 m.i. / 1.0 m.a1.)
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B kadectBe MOjenu Mbl BBHIOpaM pacTeHUs KUTAWCKOW KamycTwl (Brassica
chinensis L.), ocBenaemMble y3KOMOJOCHBIM CBETOJUOJHBIM HMCTOYHUKOM CBETa
(manmee B Tekcte — CJI wim LED), BrirodaroniuM KpacHbIi W CHUHUI
CIEKTpaJbHBIN JMana3oHbl, JTUOO HATPUEBBIMH JIAMIIAMU BBICOKOTO JaBJICHUS
(IHaT wnu HPSL), conepxaiiuMu 3Ha4UTEIbHYIO JOJIIO CBETA B KENTO-3€IEHOM

obnactu (cM. puc. V.1).

e
[¢)]
1

0 o r
E -
T
z < 2 12F ;E//HPSL
ok s *3
= 2 s
- — i 1ep
o I T -
0 : O 8+ .
5495 3
5@ 8 :
Q8 o :
£ c 4r :
5 o :
= :
O s : '.J\ :
— 0 ol A A [ e

400 500 600 . 700 800
A (HM)

Puc. V.1. Cnexrp m3nydenus Harpueoit samibl (HPSL) u cBetoguonuoro ocserurens (LED).

B HeckonbKHX cepuAx S3KCIEPUMEHTOB ObUIM H3MEpEeHbl Ounouznyeckue,
ouoxumuueckue u ¢usnonornueckue napamerpsl @CA (tabdn. V.1), a Takxe
MopdoMeTpruUYeCKHe MapaMeTpbl KUTAalCKOM KamycTsl (Tabis. V.2) B xoae pocta
IIPU OCBELLEHUU PA3HOTO CHEKTPAIBHOIO COCTaBa (KOHTPOJIbHBIE TOUKHM 15 u 28
nHeit). Ilpu sToM ISl KaXKIOTO CHEKTPaJbHOTO COCTaBa ObUIM BBHITIOJHEHBI
U3MEPEHHS MPU Pa3HbIX MHTEHCUBHOCTSIX ocBemleHus: 100 MKMOiIb (POTOHOB M
¢! (koTopyro manee 3mech OyleM Ha3bIBaTh «HM3KOM MHTEHCHBHOCTBIO») M 400
MKMOJIb (pOTOHOB M2C™! («BBICOKAs MHTEHCHBHOCTBY), @ TAKXKE IIPU M3MEHEHUH
WHTEHCUBHOCTU C HM3KOW Ha BBICOKYIO Ha 13-i 1eHb pocTa, 4TO MO3BOJISLIO
HaOII0/1aTh 32 KpaTKOBpeMEeHHOU (2 mHs) W goJiroBpeMeHHou (15 m 28 nHeit)

amantanueid PCA K HHTEHCUBHOCTH OCBEIICHMUS.
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Tadoauua V.1. [Tapamerpsl (OTOCHHTETHYECKOTO amnmnapaTa paCTeHU KUTAaHCKON KamyCThl
(Brassica chinensis L.), BRIpallleHHBIX O] KPACHO-CUHUM CBETOM CBETOAMOHOTO CBETUIILHUKA
(CH) unu ycII0BHO-O€IIBIM CBETOM HaTPHEBOM JlaMITbl BhICOKOTO aaBienus (JJHaT).

a) 15-nHeBHBIE pacTeHUs

[Tapametp Hctounux MHTEHCUBHOCTD OCBEILICHUS
cBeTa (MKMOITB (hoToHOB M2c!)
100 400 100 — 400
X1, Mr/am? JAHaT 1.49+£0.10 2.10+£0.12 2.07+0.21
CA 1.50+0.11 2.78 £0.26 1.91+0.11
X alb JAHaT 2.69£0.12 2.58+£0.15 3.05+0.26
CH 2.94 +£0.11 2.82+0.20 2.79£0.19
Kap, mr/mm? JAHaT 0.30+0.02 0.44 £0.02 0.41 £0.03
CA 0.31 +£0.02 0.52 +£0.04 0.40+0.03
CxkopocTb JAHaT 163.56 £1.03 | 210.57+£21.45 | 178.66 + 16.45
HELUKJINYECKOTO CH 182.16 £ 17.25 | 188.04 +7.30 189.87 + 6.19
MIEpEHOCca AIEKTPOHOB B
M30JIMPOBAHHBIX
XJIOPOIUIACTAaX, MKMOJIb
K3Fe(CN)g/mr Chl-uac)
ApH B n30J1MpOBaHHBIX JHaT 1.72 +£0.02 1.75+0.15 1.40+0.10
XJIOpPOILIaCcTax CH 1.85+0.22 1.60 +0.10 1.57+0.27
Fy/Fn JAHaT 0.767+0.015 0.801 +0.010 0.797 £ 0.018
CH 0.822+0.011 0.808 = 0.010 0.806 = 0.009
qP JAHaT 1.071 £ 0.053 1.300 + 0.064 1.271 £ 0.058
CH 1.173 £ 0.026 1.441 +0.088 1.333 +£0.107
NPQ JAHaT 0.124 + 0.034 0.444 +0.118 0.293 £ 0.038
CH 0.213 £ 0.007 0.377 £0.038 0.328 +0.059

b) 28-1HEBHBIE pacTeHUs

[TapameTp Hctounnx MHTEHCUBHOCTD OCBEILICHUS
cBeTa (MKMOITB (hoToHOB M2c)
100 400 100 — 400
X1, Mr/am? JAHaT 2.11+£0.25 2.04+0.18 2.23+0.21
CH 1.91£0.16 2.76 £0.22 3.06+0.22
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X alb JHaT 2.27+0.25 2.65+0.19 2.61+0.13
CAa 2.95+0.16 2.78 £0.10 2.82+0.16

Kap, mr/nm? JAHaT 0.36 +0.04 0.38+0.03 0.41 +0.04
Ca 0.35+0.03 0.52+0.04 0.58 £0.05

CkopocTb JAHaT 153.15+17.96 | 170.97+43.69 | 171.17 £25.86

HEIMKJINYECKOTO Ca 147.70 £ 7.58 144.88 £7.59 | 156.27 +16.01

nepeHoca 3JIeKTPOHOB B

U30JIMPOBAHHBIX

XJIOPOIIACTaX, MKMOJTb

K3Fe(CN)s/mr Chl-gac)

ApH B n3011pOoBaHHBIX JAHaT 1.50+0.11 1.97+0.02 1.92 +0.01

XJIOpOIIacTax Ca 2.01+0.20 2.03+0.10 1.66 + 0.05

Fy/Fm JHaT 0.822 +0.005 0.827+0.007 | 0.811+0.016
CAa 0.822+0.017 0.816 £0.018 | 0.805=+0.025

qP JAHaT 1.206 + 0.030 1.235+0.071 1.269 +0.122
CAa 1.112+0.032 1.371 +0.062 1.281 +0.036

NPQ JAHaT 0.210+0.019 0.379+£0.067 | 0.312+0.053
Ca 0.122 +£0.012 0.312+£0.053 | 0.237+0.021

Ta6auua V.2. PocToBble 1 OMOXUMHUYECKUE ITapaMeTphbl paCTeHUI KUTaWCKOM KamycThl (Brassica
chinensis L.), BBIpaIlleHHBIX TI0JT KPACHO-CHHUM CBETOM CBETOAMOIHOTO cBeTribHMKA (LED) nnn
YCIIOBHO-0EJIBIM CBETOM HATPHUEBOH JIaMITbl BBICOKOTO naBneHus (HPSL).

a) 15 -nHeBHBIE pacTeHus

[Tapametp Hctounnx MHTEHCUBHOCTD OCBEILICHUS
cBeTa (MkMonb GoToHOB M2c)
100 400 100 — 400
CeIpoii Bec, JAHaT
5.77+0.08 9.99 +0.48 7.79 +£0.00
OTHOIIICHUE CA
7.14 +0.09 8.20+£0.07 9.16 £ 0.01
mo6eT/KOpeHb
IToGer, oTHOMICHNE JIHaT
55+04 90+1.7 100+ 1.5
CyXOH Bec/ChIpoi Bec, Cl
6.7+ 0.8 9.8+3.8 100+ 1.6
%
Conepxxanue JAHaT 44+1.6 8.1+£3.0 120+1.7
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PacTBOPUMBIX CH 0.7+0.4 23+0.3 1.1+0.1
YTIEBOJIOB, MI/T
CBIPOTO Beca
Honst pacTBOPUMBIX JHaT 76 =7 49 £ 1 53+4
yIJIEBOAOB, %o Ca 369 45+3 28+ 0
Conepxanue JIHaT 0.324 £0.024 0.309+0.013 0.366 +0.012
ckopOata, Mr/r Ca 0.325 £0.004 0.448 £ 0.050 0.548 £ 0.090
CBIPOTO Beca
b) 28-1HEBHBIE pacTeHUs
[TapameTp Hctounuk NHTEeHCHBHOCTH OCBEILICHUS
cBeTa (MKkMonb GoToHOB M2c!)
100 400 100 — 400
CeIpoii Bec, JAHaT
11.38+0.24 8.01 £0.26 11.12+0.12
OTHOIIICHUE Cl
13.85+0.28 11.55+0.21 7.64 +£0.21
mo6eT/KOpeHb
IToGer, oTHOMICHUE JIHaT
6.0+0.5 7.4+0.6 54+0.5
CYXOH Bec/ChIpoii Bec, Ca
56+1.1 8.1+0.8 9.6+12
%
Coneprxanue JAHaT 7.4+0.9 88£1.5 102+1.3
pacTBOPUMBIX CAa 29+04 11.3£2.3 6.1 +0.1
YTJIEBOJIOB, MI/T
CBIPOTO Beca
Jlonst pacTBOPUMBIX JIHaT 76 £4 46 £ 1 68 +3
YTJIEBOJOB, %o CH 702 101 +2 92 +6
Coneprxanue JAHaT 0.412 + 0.004 0.373 £0.070 0.861 +£0.191
ackopbara, Mr/r Ca 0.447 +£0.010 0.440 = 0.076 0.506 + 0.107

CBIPOTO Beca

bri10 mokaszaHo, 4To mpu JIF0OOM OCBENMIEHHOCTH U JUHAMUKE €€ U3MEHECHUS

pacTeHus, AAANTHUPOBAHHBIC K CBCTY KPACHO-CHHCTO CIICKTPAJIBHOI'O COCTaBa

(CH), npakTUuecKd He yCTynaiau (WM OINepeKalii) pacTeHHUs, alallTUPOBAHHBIC

K  KEJITO-3€JIEHOMY

CBETY

(IHaT) mo
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XapaKTepU3yIoIUX «MOTEHIHAIbHYIO» (in Vitro, UMW in vivo TpU 3aJaHHBIX

BHEIIHUX ycloBUsAX) akTuBHOCTh DCA (puc. V.2, V.3).
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Puc. V.2. CpaBHeHUE XapaKTEPUCTUK JINCTHEB KUTAUCKON KaIyCThl, BRIPAILIEHHOMN MO KPACHO-
cuaumu ceetoauoaamu (CJ1) u ycioBHO-0€IpIM CBETOM HATPUEBOU JIAMITHI BBICOKOTO JIaBIICHUS
(IHaT): cooTHOIIEHNE CKOPOCTH HEIMKINYECKOTO TiepeHoca nekTpoHoB (ETR; momydensr Ha
OCHOBaHUWU JaHHBIX 00 MHAYKIHH (PIryopecieHnnn xiopodumia) in vivo (A), akTHBHOCTH
[UKJIMYECKOT0 U HEIMKINIecKoro ¢oTodocdopuaupoBanus (Pi) B M30JUPOBAHHBIX XJIOPOILIACTAX
(b), a Takxke AT®-a3Hast akTHBHOCTH (AcF1) u3oaupoBaHHOTO conpsratomiero gakropa CF1 (B).
[IpencraBnens! qaHHbIC Ha 15 1 ra 28 neHb pocTa pacTeHuit: 1) BRIpaIEHHBIX IPH CIA00M
ocsemennu (100 MKMOJIL (POTOHOB M°C™') B TeueHHE Bcero BpeMeHH pocTa; 2) BHIPALIEHHBIX IPU
c1aboM OCBEIICHUH B TeUCHHE MIEPBBIX 12 qHEH, 3aTeM — MPpU WHTEHCUBHOM ocBerieHuu (400
MKMOITb poTOHOB M2c™!); 1 3) BBIpaIIEHHBIX IPU MHTEHCHBHOM OCBEIIIEHHH B TEUEHHE BCETO
BpPEMEHH pocTa; 0003HAYEHBI YEPHBIMU, CEPHIMU U OEIIBIMU KOJIOHKAMHU, COOTBETCTBEHHO.
3Bé3noukamu Ha naHenu (B) o6o3HaueHb! 3HaUCHUS ACF1, 3HAYMMO PA3IMYAIOIINECs MEXITY
pacTeHHSIMH, BBIPAILIECHHBIMHU MOJT CBETOIMOIHBIMH CBETUJIFHUKAMU U O]l HATPUEBBIMU JIaMITAMH B
cootBeTcTBUU ¢ TecToM Throku (P<0.05).

133



10l 100 mKmone doToHos mic' A 15 L 1 mun. ocseweHns B
’ a-&A L [JeiicTB. cBETOM ///
*___;..;-';"! i g 10L /,"
""E:Q—FQ-*Q_'Q;B_D_O - ' I § //
Pt
eieD o5 A"
—o—HPSL 2
e
1 N 1 3 1 0‘0 S i | N 1 N 1 i 1 i 1 5
10 20 30 0 200 400 600 800 1000
0,8 k- b 0,8 I
- 1100 2 1 MWH. ocBeLleHns
06 - MKMOIb (POTOHOB M~ C 06 . AeiicTs. caeToM
Z _a-5-0-G=0=0=0=0=0=R = F
S 04} A0 Q04
0,2 -— . 0,2 i x\ﬁa
0,0 # A 1 i 1 i ! 0,0 Pl B A G _-I____-?T::%-a__:‘._.
0 10 20 30 0 200 400 600 800 1000

[nWTenbHOCTb OCBELLEHUS
OeACTBYHOLLMM CBETOM (MUH.)

MHTEHCUBHOCTbL OCBELLEHUS
2 -
(MKMOSb hOTOHOB M~ ¢ ')

Puc. V.3. ITapameTpsl HHAYKIMH (HIyOPECICHIIUH XJIOPOPHILIA B IUCTHIX KUTAHCKON KaIyCThl,
BBIPALICHHBIX PY HU3KOH HHTEHCHUBHOCTHU OCBenIeHus. A, b — kuHeTnka poTonHIynnpOBaHHBIX
U3MEHEHU BEIMYMHBI He(POTOXUMHUYECKOTO TyIeHHs, gneq (A) u addextuBHocTH DCIL, Dpsit (Bb)
(urTeHCcHBHOCTH ocBemenus 100 Mkmonb GoTonoB M2c!). B, I' — 3aBucuMocTh 3HaUEHHH gnpQ

(B) 1 @psu (I') or uHTEeHCHMBHOCTH OCBelieHus (rmocie | MUHyThI ocBeneHus ). [IpuBeneHs
CpeIHHE 3HAYCHUS + CTaHJapTHAs OIMMOKa CpeaHero (n = 4).
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Puc. V 4. Ilokazarenu
OKHUCJIUTEIBHOIO CTpecca B JIUCTHIX
KHTalickol KarycTsl. Conepikanue
MajsioHoBoro nuanpaeruaa (MDA B
pacuére Ha ChIpYIO Maccy MoOeroB;
MaHenb A) M aKTUBHOCTB acKopoart-
nepokcuaassl (manens b) u
CYNEepOKCHI-TUMYTa3bl (maHesnb B).
O6o3Ha4yeHUs Te Ke, YTO Ha puc. V.2.



nobermu,
chipoii Bec ()

nodern,
cyxoii Bec (Mr)

1080
KOPHH,
chipoii pec (Mr)

KOPHI,
Cyxoii Bec (Mr)

T 20 Tao T2 ' 280
10 : 11

Puc. V.5. PocToBble noka3zarenu KUTaNCKOM KamycThl. [IpeacTaBiaeHsl JaHHBIE 110 CHIPOU U CyXOHU
Macce 1mooeroB (3e€HbIe U TEMHO-KENTHIC CTOJIONBI, COOTBETCTBEHHO), & TAKXKE CBIPOM M CYXOH
Macce KOpHe# (cepble U KOpUYHEBbIE CTOJIOIbI, COOTBETCTBEHHO). Macchl yKa3zaHbl pSIOM CO
CTOJIOIIAaMH B rpamMMax (JIJIs1 CBIPOTO Beca MOOETOB) WIIM B MIJUTUTPaMMax (B OCTAIBHBIX CITydasx).
PacTenus BeIpalieHbl 0] YCIIOBHO-O€IBIM CBETOM HATPUEBOM JIAMITBI BEICOKOTO JaBJICHUS
(BBEpXY) WM TOJT KPACHO-CUHUM U3JTyYCHHEM CBETOIMOIHBIX CBETUIILHUKOB (BHH3Y). /[Be eBbIC
TPYMIIbI KOJOHOK MPEJICTABISAIOT JaHHBIE TI0 PACTEHUSM, BBIPAILLICHHBIM [TPH HU3KOH, 1BE
LIEHTpaJIbHbIE — IPHU NIEPEMEHHOM, U ABE MPaBble — MPHU BBICOKOW OCBEMIEHHOCTH. 1-51, 3-9 1 5-4
IpyIIbl KOJOHOK COOTBETCTBYIO 15-THEBHBIM pacTeHUsM, 2-51, 4-9 U 6-1 — 28-1HEBHBIM.

Ham ananu3 mokasaTeneit OKUCIUTEIBHOTO CTpecca, KOTOPBIM MOT Obl OBITh
CIPOBOLIMPOBAH BBICOKOW OCBELIEHHOCTHIO, TAKXKE MOKa3al, YTO CBET KPacHO-
CHMHET0 JMamna3oHa B HAIIUX YCIOBUSX HE TMPUBOAWI K  Pa3BUTHIO

okuciurenbHoro crpecca. Tak, CJ/- n J{HaT-akknumMupoBaHHbIE pacTEHUS
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oOnmaganu  ONM3KUMHM  3HAUYEHHUSIMU  COIEP)KAHUSI  CTPECC-MHAYLUPYEMbIX
QHTUOKCHUIAHTHBIX dhepMeHTOB acKopOaTIepOKCH1a3bI (APX) u
cynepokcuaaucmyTasbl (SOD), a Takxke NpoayKTa NEPEKHUCHOIO OKHUCIEHHS
MeMmOpaH MasioHoBoro nuanbiaeruaa (MDA) (puc. V.4).

B 10 xe Bpems, CJl-akkimMupoBaHHblE pacTteHus otctaBaau ot JIHaT-
aKKJIMMUPOBAHHBIX PACTEHHUH KaK B POCTE U MO HAKOIJICHUIO OPTaHMYECKUX
BEILECTB B LIEJIOM (ChIpasi ¥ cyxas Macca Kak HaJ3€MHOM, TaK U MOJI36MHOM YacTh
pacteHusi, puc. V.5), Tak ¥ MO HAKOIUICHUIO 3aMacHBIX M «MOOMIIBHBIX)
OpraHUYECKUX KOMIIOHEHTOB (YIJEBOJOB B IIEJIOM U PAaCTBOPUMBIX YIJIEBOJIOB,

puc. V.6).

A b
15 cyT. 28 cyT.

HPSL d LED [ HPSL LED

20 | ¢ 500 | | 5

Jﬁ ) 400- _
% 300: T :

200

T

=y
4]
I

—_
o
1

(mr / pacTeHue)

ObLwee cofep:kaHue yrnesoaoB

i R | P m 100 ‘
o Il mel || ml
Puc. V.6. O0miee copepkaHue yrieBoOIOB B pACTEHUSX KUTANCKOM KammycThl B Bo3pacte 15 (A) u

28 cytok (b). O603HaueHus e ke, uTo Ha puc. V.2. 3BE3j09KaMU OTMEUYCHBI CTATUCTUICCKU

pasnuuHble 3HaueHus. [IpuBeneHbl cpeiHue 3HaUeHHsI + CTaHJapTHast omuoOKa cpenHero (n = 4—
10).

[lomyyeHHble HaMM JaHHbIE BHOBb BO3BpAIlalOT HAc K BOMPOCY O
COOTHOIIEHUH (POTOCHHTE3a M TMPOJYKTUBHOCTH PACTUTENIBHBIX OPTaHU3MOB.
Takum 00pa3om, TpU OCBEHICHHMHM KPACHO-CUHUM CBETOM MbI HaOI01aeM
CHIDKEHHE MPOAYKTUBHOCTU PACTEHMH, HECMOTPS HAa OTCYTCTBUE KaKUX-THOO
NpU3HAKOB CHIDKEHHA akTUBHOCTH DPCA WM BO3HUKHOBEHHUS CTPECCOBBIX

yCIIOBUHM, KOTOpblE MOTJM OBl MNPUBOAUTH K HU30BITOUHOMY MOTPEOICHUIO
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OpoAYKTOB (orocuHTe3a. Ha Haml B3MAa, JaHHOE NMPOTHBOPEUUE pa3peliaeTcs
y4€TOM  4acTO  HEJOOLIEHMBAEMOIO  O0CTOATENbCTBA —  U3MEHEHHUE
CIIEKTPAJIbHOTO COCTaBa CBETA W IOBBIIICHUM JHEPIETUYECKOM POJIM 3EJIEHOTO
CBETa 10 Mepe MPOHUKHOBEHUS BIIyOb JINCTA U JINCTOBOW KPOHBI B 1iesioM. Tak,
Ha OCHOBaHUM MPOCTON MATEeMAaTUYECKON MOJENM, YYUTHIBAIOIIEH ociabiieHue
CBETA IpPU NPOXOKACHUM YEpPE3 BEPXHUM CJIOM JIMCTHEB, HEMOCPEICTBEHHO
DKCIIOHMPOBAHHBIX MAJAOLIEMy CBETy, MOXHO cJelaTb OLEHKY BKJIaJa
HIDKENeXKAIUX CJIOEB JIMCTREB M POl Oojee TIyOOKO MPOHUKAIOIINUX

CIICKTPAJIbHBIX KOMIIOHCHT. PaCCMOT‘pI/IM 9TOT BOIIPOC HOI[pO6He€.

V.3. Teopernyeckasi OnieHKa BJIUSIHAS B3aUMHOM 3aT€HEHHOCTH JIUCTHEB Ha
0011YI0 (POTOCMHTETHYECKYIO TPOAYKTUBHOCTD PACTEHUS

O0603HaYMM IPOJYKTUBHOCTB JIMCTA Yyepe3 P, A0J110 HE3aTEHEHHOM MOBEPXHOCTH
aucta uepe3 S, MHTEHCUBHOCTh CBETa Ha TOBEPXHOCTH OCBEIIEHHOTO WU
3aTeHEHHOro Jucta uepe3 Ip u [, COOTBETCTBEHHO. B nHMHEHHOM NpUOIMKEHHH,
OyneM mpeamnosiaraTh, YTO MPOJYKTUBHOCTU (B pacy€Te Ha €AUHUILY TUIONIAIN)
3aTeHEHHOW M OCBENMIEHHOW MOBEPXHOCTH JcTa cooTHocsTcs kak P(1h)/P(ly) = (I;-
1p)/(lo- Iep), TIE I, 0003HAYAET CBETOBOM KOMIIEHCAIIMOHHBIM MyHKT (OK. 25 MKMOJIb
doronos-m?-¢c! mna kwuraiickoi kamyctel (Tazawa 1999)). Torma mnonHas
OPOAYKTUBHOCTh P; pacTeHus, y KOTOpPOro H0js S ero IJiolaad JUCThEB

9KCIIOHMPOBaHa CBCTY C MHTCHCUBHOCTBIO [(), paBHaA:

[1 - Icp

B =S-P(l,)+(1-8)-P(1,) = §-P(I,) + (1~ §)- Pl) *—2 (V.1)
IO - [cp

HOCKOJIBKy HHTCHCHUBHOCTL CBCTA ]1, ((OT(bI/IJ'IBTpOBaHHOFO» BBIIICJIC)KAIIINMHA
CJI0AMU JIMCTBEB U JOCTUI'TIIETO 3aTEHEHHOT'O y4dacTKa JIMCTa, 3aBUCUT OT CIICKTpa
magaromero CBe€ra, a CaeaoBaTCiIbHO, U OT HCTOYHHMKA CBE€TA, TO OT HEIO 3aBUCHUT U

I -1
BBIpAXKEHHUE Il—[”", Bxomsmee B popmyny (V.1). O603HaYUM COOTBETCTBYIOITYIO

0 cp

137



JLED _

BEIMUUHY ——— | XapaKTEPHYIO IS KPACHO-CHMHETO CBETOIUOIHOIO OCBEIECHUS

0 cp

HPSL
I —

1

(LED), uepe3 aigp, a BEIUYUHY % | XapaKTEepHYIO i1 CBETa HAaTPUEBOU

0 cp

namrbl (HPSL), depe3 amps.. Torma coOTHOIIEHHE TMOJHBIX MPOIYKTHBHOCTEH

PHPSL PLED
pacteHus ! u (mpu ero oceemenun HPSL- u LED- wuctouynukom,

COOTBETCTBEHHO) MO>KET OBbITh ITPEJICTABIEHO CIIETYIOLIUM 00pa3oM:

P _S-PU)+(A=8)-P(Ly) - pypy, _ S+(1=8)-ypg (V.2)
B S P(I)+(1=8)-P(y) ayy  S+(U=S) @y

[IpriHMMast BO BHUMaHKE, YTO, HE3aBUCUMO OT MCTOYHHKA, CBET B 3aTCHEHHOM
o0ylacTi HaAMHOTO ciiabee TPSIMOTO CBETa, T.e. 00€ BETWYUMHBI Qipp , ampsL « 1,
TIOJTy IHM:

pHPsL 1 1
PéLED z?(S-l_(I_S).aHPSL).(S_(I_S)'aLED)z?(S +S(1_S)'(aHPSL _aLED)):
! (V.3)

:1+A05ﬂ
S

(MBI 371€CH BBEIM 0003HAYCHUE A = Q,py — ) 1p )-

14

1.2}

pi]FRI./P:.EI)

)| TS s S

0.2 0.4 0.6 0.8 1.0

Puc. V.7. Ouenka nojgHoi NpoyKTUBHOCTH PACTEHHS MIPU OCBEUICHUU YCIOBHO-0EIIBIM CBETOM

HaATPHUEBOI JTaMIIBI BEICOKOTO JaBJICHUA P PsL 10 OTHOIICHHUIO K IPOAYKTHUBHOCTHUH IIPHU
t
PHPSL
t

LED
B

OCBEIEHUH KPACHO-CHHHM CBETOM CBETOJMOHOTO cBeTWIbHUKA ( P, , [T Pa3JIMYHBIX

3HauYeHHU K03 durinenta 3ateHeHus (S) B COOTBETCTBUHU C IPOCTON MOJIEIBIO, YIUTHIBAIOIICH
JMIIB OJJHOKPATHOE B3aMMHOE 3aTEHEHHUE JINCTHEB (CM. IOAPOOHOCTH B TEKCTE). 3aITPUXOBAHHAS
00J1aCTh COOTBETCTBYIOT IMANIa30HY OILICHEHHBIX 3HaYeHUN A (cM. ypaBHeHue V.3).
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Ha pHucC. V.7 mnoka3zaHa 3aBUCHUMOCTb OTHOIIICHUS HpO,Z[YKTPIBHOCTCﬁ pacTCHuA

HPSL

W OT MapaMeTpa 3aT€HEHHOCTH S B mpeamnosioxeHuu, 4to Aa = 0.075+0.092
t

(Takoe 3HaueHHWe ObUIO TOJYYEHO Ha OCHOBE aHaliM3a CIEKTPOB ONTHYECKOIO
MPOMYCKaHUS JINCTHEB KUTAUCKOM KaIyCThI; CM. pucC. V.9).

OrnucaHHas MOJiellb TTOKa3bIBAET, UTO C YUETOM B3aMMHOTO 3aTE€HEHUS JINCTHEB,
UCIIOJIB30BaHUE KPACHO-CMHETO CBETa [JOJDKHO TpUBOAUTH K 8-9% motepe
POJYKTUBHOCTH, €CJIH J0JSl HEMOCPEICTBEHHO SKCIIOHUPOBAHHON CBETY JMCTOBOM
noBepxHOCTH S coctaBisgeT 50% Bcel aucTtoBol miomanu, u 35% mpu S = 20%
(puc. V.7).

Hapsiny ¢ daxkTtopomM B3aMMHOIO 3aTEHEHHUSI JIUCTHEB, TAKXKE MOXET HWIrpPaTh
oTpeneNEHHYI0 POJIb paclpeesiecHne WHTCHCUBHOCTH (DOTOCHHTE3a IO TOJIIUHE
JUCTa B CWIYy pPa3IMYHOrO MPOHUKHOBEHUS BIJyOb JIMCTa CBETa Pa3HOIo
CHEKTPaJbHOTO cocTaBa. Tak, pacy€T mpoduis KOJIUYECTBA CBETA, MOTJIOMIEHHOTO
pPa3HBIMHU CIIOSIMU JIUCTA, MOXKET OBITh BBHITIOJHEH Ha OCHOBaHWH Teopuu KyOenku-
Mynka (Kubelka—Munk theory, cm. (Allen and Richardson 1968)) u ucnons3oBan
JUIs OLIEHKU CYMMAapHOM (10 BCEM CIIOSIM) MPOAYKTUBHOCTH JIUCTA MPHU OCBEIICHUHU
CBETOM DAa3JIMYHOr0 CHEKTpaJbHOrOo coctaBa. C y4y€TOM ONTUYECKHX CBOMCTB
JMCTHEB KUTAWCKOW KamyCThl, B HalleM cly4ae 3Ta olueHka 1aét no 15%-ro
pa3inuus B MPOAYKTUBHOCTH JIUCTA MPU OCBEUIEHUU KPACHBIM WJIU 3€JIEHBIM CBETOM
(puc. V.8).

3amMeTuM TakKe, 4TO Y JIMCTheB KUTAWCKOW KaITyCThl HAOI01aIach afanTaius K
KPACHO-CUHEMY  OCBEILIECHMIO, 3aKJIIOYaBIIAsCS B  YBEJIMYEHUU  ONTHUYECKOUN
OPO3pAaYHOCTH  JIUCTa, KOTOopas Morjia Obl  OTYACTH  CKOMIIEHCHPOBATH
HEJIOCTATOYHYI0 OCBEHIEHHOCTh HIWKHHMX CJIOEB JIMCTA M HMKEJIEXKAIIUX JUCTHEB,
BO3ZHMKAIOIYIO0 M3-32 OTCYTCTBHUSI B CIEKTPE OTHOCUTEIBHO JIETKO MPOHUKAIOIIMX
yepe3 JIMUCT CHEKTpalbHbIX KOMmoOHEHT (puc.V.9). Tem He MeHee, naxe 3Ta
ajanTanys HE MO3BOJISIET MOJHOCTHIO M30€XaTh HETaTUBHOTO 3(deKTa 3aTeHEHUS
(npuBenéHuble BbIIE IUQPHI, yuuThiBaroue 3(MQPEKT B3aUMHOIO 3aTECHEHUsS, U
puc. V.7 nonydeHsl ¢ y4€TOM ajanTanuu, 1eMOHCTpupyemon puc. V.9). [lokazanHas
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HaMHM BEPOATHAA DHCPIreTUYCCKad POJib 3€JIEHOT0 CBETAa MOMKET OBIThH CYMMHPOBaHAa

Ha puc. V.10.

Mpamoi (1) n obpatHbii (J)
(paccesHHbIN) NOTOKM cBeTa (OTH. efn.)

Mornowlexnune ceeta (4) U POTOCUMHTETHK-

OnTtu4yeckoe nponyckaHve (7))

yeckana akTuBHocTb (C) (OTH. eql.)

10 -

08

0,6

0,4

02r

0,0

—KC
—=8C

RO

|
0,0

1
0,2

| s 1
0,4 0,6

1
0,8

|
1,0

PaccTtofHue oT BepxHel NOBEpXHOCTM nucTa (oTH.eq,.)

0,4

0,3

0,2
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Puc. V.8. I'pannenTsl
WHTCHCUBHOCTH CBETa BHYTPH
mucta (A) u npopunu
MOTJIOIICHUS CBETA U
(OTOCHMHTETHYECKON aKTUBHOCTH
(b) B MHCTHSIX, OCBEMEHHBIX
3eJIEHBIM U KPACHBIM CBETOM.
['paneHTHl HHTEHCUBHOCTH
najatoiero (/) u paccessuaoro (J)
cBeta ¥ mpod b mortomieHus (A)
kpacHoro (KC) u 3enénoro (3C)
CBETa pacCYMTaHbl HA OCHOBAHHUHU
teopun Kybenku-Mynka (Allen
and Richardson 1968). IIpoduns
(hOTOCHHTETHYECKOH
npoayktuBHOCTH (C) mpeacTaBiIeH
YIPOLEHHON MOJIETIbIO (PepMEHT-
JIMMUTUPOBAHHOU
MPOIYKTUBHOCTH HA OCHOBAHHUH
AKCIIEPUMEHTAIBHBIX JAHHBIX
pabot Hummo (Nishio 2000) u
Opanca u Borensmanna (Evans
and Vogelmann 2003).
3amTpuxoBaHHAS TUIOMIAb 10T
kpuBoil C 1aéT OLIEHKY NOJHOU
MPOAYKTUBHOCTH JIUCTA.

Puc. V.9. Cnextpsl
ONTUYECKOTO MPOMYCKAHUS
JINCTHEB KUTAUCKON
KaIlyCThl, BEIPAIICHHOH MO/
CBETOM CBETOJMOJIHBIX
ceetuibHUKOB (LED) mmm
HatpueBoit tamnsl (HPSL) B
Teuenue 14 nueit npu
HU3KoM oceménHoctH (100
MKMOIb (hoTOHOB M2c™!).
[IpuBeneHs! cpeaHue
3Ha4YCHM + CTaHIapTHas
ommoOka cpemauero (n = 10).



dToCHHTETHYECKA aKTHBHOCTD

KpacHo-cunmii
Y3KOIOIOCHBIH CBET

ITonuxpomarHyeckui
IIHPOKOIIONOCHBIH CBET

Puc. V.10. CxemaTu4Has WUTIOCTPALMS POJIH CIIEKTPATIbHBIX KOMIIOHEHT JKENTO-3eEHON 00JI1acTH
B HoJiepkaHuK 3P PEKTUBHOIO (POTOCUHTE3a B HUKHUX CIIOAX OCBEILEHHBIX JIUCTHEB U B HIDKHUX
sIpycax JIMCTOBOM KPOHBI PACTCHUIA.

V.4. BriBoabl

1. HeobxoaumocTthb Pa3IUYHBIX CHEKTPaTbHBIX KOMITOHEHT
dboTocuHTeTHUECKN aKTUBHOM panuanuu (PAP) nis HopManbHOTO (GOTOCHMHTE3A
W pOCTa pACTeHWs, IMOKa3aHHAs paHee BO MHOTUX paboTaxX, MOXET OBITh
00yCIIOBJIeHa HE TOJIbKO PETyJSITOPHOM, HO W DHEPreTHYecKor (QyHKIHeH
COOTBETCTBYIOIIMX KOMIIOHEHT. Ha OCHOBaHMM BCECTOPOHHETO aHajHn3a
Onopu3NIECKUX, OUOXMMHUYECKUX, (PU3HOJOTHUYECKUX U MOPHOMETPUUECKUX
nokaszarejied JMCTbeB KHUTaWCKoW KamycTel (Brassica chinensis 1.) Hamu
IIOJIyYEHBbl JAaHHBIE, CBUACTEIBCTBYIOIIME O 3aMETHOM JHEPreTUYECKOU PO

KENTO-3eTIEHON CIIEKTPAIIBHON KOMITIOHEHTHI B (DOTOCHHTE3E.
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2. Ilpeanonaraemasi sHepreTUdeckass poJib KENTO-3€JIEHON CHEKTpaIbHON
KOMITOHEHTHhI 00YCJIOBJIEHa €€ MEHBIIMM IMOTJIONIEHHEM XJIOPOPHILIOM M, Kak
ciencTBue, Oonee TyOOKMM MPOHUKHOBEHHEM KakK BIriyOb JIHCTa, TaK U BIIyOb

JINCTOBOM KPOHBI paCTCHHUS B LICJIOM.
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VI. T'nasa 6. YcroiunBocth M 3¢ PeKTUBHOCTH padoThl @CA npu u3sMeHeHUun
ra3oBOro cOCTaBa cpe/bl

VI.1. AHHOTaIUA IJIaBbI*

OTa TrjaBa CONEPKUT OINHCAHUE WCCICIOBAHUM BIUSHUS KOHLICHTPALUU
OCHOBHBIX arMoc(epHbix razoB, CO; u O,, Ha NPOTEKaHHWE CBETOBBIX PEAKIUMN
dotocunte3a u 3amuTHbie peakmmun DCA. [lokazaHo, 4YTO YCTONYHBOCTH
opraHu3Ma K  3aKUCIEHUIO  CpeAbl  MOXET  CIYXUThb  (DaKTopoM,
oOycnoBmuBaronM  ycTouduBOCTh ero MCA K BBICOKOH KOHIIGHTpAIUU
IUMoKcHuaa yriaepoja B cpene. [lomydeHbl KOJWYECTBEHHBIE OLICHKA W3MEHEHUH
aktuBHocTd DOCII u  HeHOTOXMMHUYECKOTO TYUIEHUS TMPU H3MEHEHUSX
cogepxkanusi CO, m O, B cpelme, a Takke BKJIaJa MCEBIOIMKINYECKOTO
TpaHCIOpPTa DJEKTPOHOB B CyMMapHbli (OTOCHUHTETHMYECKHH TpaHCHOPT

9JICKTPOHOB B XJIOpOILJIaCTax.

VI.2. Biansinve KOHIEHTPAUM KHUCJI0POAA U YIJIEKHCJIOI0 ra3a B cpeje Ha
AKTHBHOCTH TPAHCIOPTA 3JIEKTPOHOB M HHAYKIHUIO HE(POTOXMMHUYECKOTO
TYHICHHUs B XJIOPOILIACTAX

4 TIpu MoJroTOBKE JIAHHOM IJIaBbI IMCCEPTALIMM UCTIONB30BAHBI CIIEYIOIIHE Ty OIMKAIMY, BBINOJIHEHHBIE ABTOPOM

JMYHO WM B COAaBTOPCTBE, B KOTOPBIX, coryiacHo I10/105KeHNI0 0 IPUCYKIICHUH YueHbIX crenieneit B MI'Y, otpaxeHsl

OCHOBHBIE PE3YJIBTATHI, TOJIOXKECHUS U BHIBOABI HCCIIEI0BaHMS (B CKOOKaX MPHUBEIEH MMIAKT-(aKTop KypHaia, 00bEM

MyOJIMKaLMK B TIEYaTHBIX JIMCTAX / BKJIAJl aBTOpa B MIEYaTHBIX JINCTAX):

1.IItymenko B.B., ComoBuenko A.E. TonepaHTHOCTh (OTOCHHTETHIESCKOTO arapaTa K 3aKUCICHHIO CPEbl Kak
Bo3MoxHas netepmMuHanTa CO,-ToNepaHTHOCTH CUMOHOTHYECKOH MUKpoBoAopocin Desmodesmus sp. IPPASS-
2014 // bnoxumus. —2016. — V. 81. =N 12. — P. 1849-1856. — DOI: 10.1134/S0006297916120142 (Ptushenko
V.V., Solovchenko A.E. Tolerance of the photosynthetic apparatus to acidification of the growth medium as a
possible determinant of CO,-tolerance of the symbiotic microalga Desmodesmus sp. IPPAS-2014 // Biochemistry
(Moscow). —2016. — V. 81.—N. 12. — P. 1531-1537) (WoS JIF 2.8 / 0.5 m.11. / 0.25 m..11.)

2.Kuvykin I.V., Ptushenko V.V., Vershubskii A.V., Tikhonov A.N. Regulation of electron transport in C3 plant
chloroplasts in situ and in silico: Short-term effects of atmospheric CO» and O, // Biochimica et Biophysica Acta
(BBA)-Bioenergetics. — 2011. —V. 1807. — N 3. — P. 336-347. — DOI: 10.1016/j.bbabio.2010.12.012 (WoS JIF 4.3 /
0.75 m.. / 0.25 m.J1.)

3.Kysbixun U.B., Bepuryockuit A.B., IITymenko B.B., Tuxonos A.H. Kuciopox kak anbTepHaTHBHBIN aKLENTOp B
(DOTOCHHTETHYECKOHN LIENH AIIEKTPOHHOTO TpaHcmopta Cs-pactenuit / buoxumus. — 2008. — T. 73. — Ne 10. —
C. 1329-1343. - DOI: 10.1134/S0006297908100027 (Kuvykin I.V., Vershubskii A.V., Ptushenko V.V., Tikhonov
A.N. Oxygen as an alternative electron acceptor in the photosynthetic electron transport chain of C; plants //
Biochemistry (Moscow). —2008. — V. 73. = N. 10. — P. 1063-1075) (WoS JIF 2.8 / 0.94 m.1. / 0.31 m.J1.)
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Bbb110 uccnenoBaHo KpaTKOBPEMEHHOE (MUHYTBI — JECATKH MUHYT) BIMSHUE
ra3oBOr0 COCTaBa aTMOC(Eepbl UM HAXOMSIICHCS ¢ HEM B paBHOBECUM KHUIKON
Cpelbl Ha TMPOTEKAaHHWE CBETOBBIX peaknuii (OTOCHHTE3a U HUHIYKIUIO
(GOTO3aIIMTHBIX MEXAaHU3MOB (DOTOCUHTETUUECKOTO anmnapara B JIUCThSIX BBICIIHUX
pacTeHUi U KJIETKax MUKPOBOJIOPOCIEH.

Jns anammza cocrosiHuss OCA  peructpupoBanv U3MEHEHHS KBAaHTOBOM
s pexruBHOCTH DCII (Dpsp) U YPHEKTUBHOCTH TEIIIOBOTO PACCESHUS YHEPTUHU
U30BITOYHOTO 3JIEKTPOHHOTO BO30YXKIEHUS B (POTOCHHTETUYECKOW AHTEHHE C
NOMOIIBIO  PEeTrucTpaluu UHAYKUUMU QuyopecueHuuu xjopopumia (UDX;
puc. VI.1), a Takke CKOpocTh mputoka 3JeKTpoHOB K DPCI u orToka oT Heé
nyTém peructpaunu cnekrpoB OIIP oxuciaenHoro nepBuyHoro poHopa OCI

(P70()+; puc. VI2)

- HenpepsIBHBIH qeicTBYOMIMHA CBET (475 HM) .

FD
18— ,
- F.(t)
L 28y
g 2T N s
— 10_ Mo . ',' . <
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Bpewms (c)

Puc. VI.1. CBero3aBucumMble n3MeHeHHs (DyopeciieHInu XiIopoduia B TMCThAX Hibiscus rosa-
sinensis, IpeaJalTUPOBAHHBIX K TeMHOTE (B TeueHHe | uimu 10 MUH., KaKk yKa3aHO Ha PUCYHKE).
BepTukansHbIMu cTpenkaMi 0003HaY€HbI MOMEHTHI BCIIBIIIEK HACHIIIAIONIETO CBETA, I101aBAEMBIX
Ha (hoHE JCHCTBYIOIIETO CBETA.

beimo mokazano, 4To ISl (PYHKITMOHMPOBAHUS (POTOCHHTETUYECKOMN IIeTIH
IIEPEHOCA DJIEKTPOHOB CYLIECTBEHHBIM SIBJISIETCA €€ B3aMMOJCHCTBHUE C
MOJIEKYJIaMH KHUCJIOpPOJia, KAK MUHMMYM, Ha JIByX yYacCTKax: Ha akIENTOPHOU
cropore OCI u mexnay ¢orocuctemamu. Tak, Ha cBeTy i paboTel Beeit DT
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JUMUTUPYIOIIUM SIBJIsieTCs OTTOK 3J5ieKTpoHOB oT DCI. Hamu Obuto mokasaHo,
YTO B aHA’POOHBIX YCIOBUSAX 3TOT OTTOK UYPE3BBIYANHO 3aTPYIHEH, YTO BUIHO IO
coctosiHuio nepBuyHoro oHopa MCII, ocraronierocss IpakTUUECKU MOTHOCTHIO B

BOCCTaHOBJIEHHOM COCTOSIHUM Tpu ocBeleHuu (puc. VI.3; cp. kpusbie 1 u 2).

1
—_—
T

P
(o.e.)]

- 1.0
5
= 1
= L
& 0.5
(=) i
2 0
m
=
=
=
=
O

T v
o, ¥ h beritae oG v B
3240 3270 0 10 60 120 180
MarnutHoe noje (I'c) Bpewms (c)

Puc. V1.2. Crnextpst DIIP nmucra Hibiscus rosa-sinensis, i3MepeHHbIE B TEMHOTE U Ha CBETY (a), U
KUHETUKA CBETO3aBUCUMBIX U3MEHEHMI aMILIUTy bl curHana DIIP Proo" (6). [ocne 1 Mum.
npeajanTaii K 0eJIoMy CBETY 00pa3iibl ObUTH alaliTUPOBaHbI K TeMHOTE B TeueHue 0,5, 1 win 8
MUH., KaK TOKa3aHO Ha PUCYHKE.

Puc. VI.3. Kuneruka
P (OTOMHIYIMPOBAHHBIX W3MEHEHHI
(o.e.) | Beanuuubl curnana JIIP or P700+ B
. JIMCTE KUTANCKON PO3BI,

1,0 azanTupoBaHHOM K TemHoTe (10
MUH) TIOCJIE TIPEIBAPUTEIEHOTO
ocBeleHus: 6enbiM cBeToM (1 MuH).
YcnoBuga amanranuu: 1 —
KOHTPOJBHBIN 00pasell, ad3poOHbIe
ycnoBus ([02] =21%); 2 —
KOHTPOJIBHBIN 00pasell, aHadpoOHbIE
ycnoBus ([02] < 0,5%); 3 —
a’po6ubie ycioBus ([02] =21%),
uHdunpTparus 0,1 MM pacTBopa
- TUYypOHa; 4 — aHAdPOOHBIEC YCIOBUS
0 0.5 1.0 1.5 2.0 ([02] <0,5%), urdunsrpaums 0,1

Bpewmst (MuH) MM pacTBODA TNYDOHA.

0,5
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O TOM, 4YTO HE3HAYWTENIbHAs CTENEHb OKHUCIEHHOCTH P7o9 00ycioBiieHa
MMEHHO CHI)KEHHMEM CKOpOCTH OTTOKa 23iekTpoHoB oT @OCI, a He
runoteTudeckor axktuBaiue npuroka ot OCII, roBoputr TOT (QaxT, YTO NpU
uHruoupoBanun OCII 1nypoHOM Takke HAOJIIOAACTCS CHUKEHNE CTAllMOHAPHON
KoHueHtpanuu Poo" Ha cBety (puc. VI.3; cp. kpuBbie 3 u 4). JIpyroit HCTOUHUK
nputoka 351eKTpoHOB K DCI, menb HUKIMYECKOTO TPAHCHOPTA 3IIEKTPOHOB,
TaK)K€ HE aKTUBHUPYETCS aHA’POOHBIMU YCIOBUSAMH, O YEM TOBOPUT CPABHEHHUE
CKOPOCTH BOCCTAHOBJCHHUSI P700" TpH BBHIKIIOUEHHH CBETAa B JIUCTHIX C
uHrnorpoBanHoit OCII B a’spoOHBIX U aHA3POOHBIX YCIOBUSIX, COOTBETCTBEHHO

(puc. V1.4, BBepxy).

P
—a— KoHTpouib (BO3/1yX)
(0.e.) - DCMU (Bo3yx)
10 DCMU (N,)

1 Mﬂ Puc. V1.4. Bausiuue ra30B0ro

118 150_ e s cocraBa aTMoc(ephl Ha
CTallMOHAPHOE COCPIKaHUE
(0.e.)| Bpews (c) P700+ (cronbupl 1-7 Ha HIDKHEH
1 nanenu). Ha BepxHeil nanenu
NOKa3aHa KHHETHKA
) Boccta”oBieHus P700+ mocie
NpeKpaIleHHs OCBEICHHS B
T . KOHTPOJIBHBIX JTUCTHSIX U B
- ] [ I JUCTBAX, THPUIHTPOBAHHBIX
0.5 | DCMU. Konuentpauus Oz B
IKCIEPUMEHTAX,
COOTBETCTBYIOIIUX CTONOIAM 1,
2,4 u 6, cocrapmnsiia 21%.
—— Konnentpanus CO2 B
1 2 3 |4 5 6 7 SKCIIEPUMEHTAX,
Q,d}} o <. On XCO N \9} - @&\ COOTBETCTBYIOIIUX CTOJIONAM 2 U

QO
XC)OA, oY < QQ}S& S @.q, 5, coctapnsna 1%.
A\

1.0

0.0

[Ipy 3TOM HENOCTATOK KHUCJIOPOJa KaK KOHEYHOrO aKLENTopa 3JEKTPOHOB,
JUMHUTHPYIOIIETO TiepeHoc daekTpoHoB B (GOTL], moxer ObITH OT4aCTH
CKOMITEHCHpOBaH yBenuueHueM konueHtpauuu CO; B cpene (puc. VL.5).
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P700+ (orH.ex.)

1.0

2
3

0.0

0 5

i
Mopenb
350 ppm CO,
x 90 ppm CO,
35 ppm CO,

Oxcnepument (N, +0,)

Puc. VLS. Bousaue atmochepHOro
KHCJIOpO/1a Ha CTallMOHAPHYIO
ammuiutyy curaina OI1P ot
OKHCJIEHHBIX LIeHTpoB P700+ B
mucTbsax Hibiscus rosa-sinensis
(3Be37104KH HA TpaduKe; MPUBEICHBI
CpelHuE 3HAYCHUSI + CTaHAapTHas
ommoOKa cpeqHero, n = 4-7). Ha
rpaduke TaKKe MoKa3aHbl
3aBUCHUMOCTH, TIOJTY4YEHHBIE C
MOMOIIbI0 MAaTEMATUYECKOTO
MOJICTIMPOBAHUS JIJISl PA3IUIHBIX

10 15
[0,] (%)

20

koHueHtpanuii CO2 (Kpyru u
TPEYTOJILHUKHU Ha TpaduKe).

Hpyroii y4acTok, Ha KOTOPOM KHCJIOpoJ MmoayiupyeT padory ¢ITL, ato

y4acTOK MEXIy (oTocucTeMaMu, Mpexkae Bcero, myl ruactoxuHoHoB (PQ). B

TeMHoTe myJl PQ okuclisieTcsi, Kak HaMH MOKa3aHO, C XapaKTEPHbIM BPEMEHEM 5

MHUHYT; 00 3TOM TOBOPUT HM3MEHEHHE T.H. «pabodyero HHTerpansa» KpUBOH

VHYKIWH

bayopecteHIn

xyopoduina,

KOTOPBI  MPONOPLHOHAIEH

daxTryeckoi EMKOCTH IyJa akienTopoB d1ekTpoHoB DCII (puc. VI.6).
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Puc. V1.6. a— OpicTpast KWHETHKA
UHAYKIHH (BIryopecieHnnu
xjopoduiuia B mucthax Hibiscus
rosa-sinensis, ajalTUPOBAHHBIX K
TEMHOTE B HOpMaJbHOU aTMochepe
(B Teuenue 10 MuHyT WK 3 ¢) WK B
atMocdepe azota (B Teuenue 10
MHUHYT). 6— 3aBUCUMOCTh
napameTpoB QuryopectueHu Fn/Fo
U W OoT BpeMEeHH aJanTaiyy JTUCTa K
TEMHOTE B aTMOC(HEPHOM BO3/yXe.



OnHako B aHa’pOOHBIX YCJOBHUSIX 32 PACCMOTPEHHBbIE BpeMeHa (IECSITKU
MUHYT) OKHCIIeHUs myja PQ mpakThyeckd He MPOMCXOAMT, YTO BHUAHO IO
kuHetuke MX®D B 1uCThAX, aJaNTUPOBAHHBIX K TEMHOTE B aHadpPOOHBIX
ycaoBusx (puc. VI.6).

Takum 00pa3oM, HaIMuHUe KUCIOPOJa B CPele OKa3bIBAETCS CYIIECTBEHHBIM
dakropom, onpenensomuM padory DT B mepBblii mepruo OCBELIEHUS JTUCTA
nocjie TEMHOBOM ajanTainuud. AHajdu3 MOJyYEeHHBIX HaMHU JaHHBIX HA OCHOBE
MaTEMaTU4YECKON (IMHAMUYECKOW) MOJEIN MPOLECCOB TPAHCIOPTA 3JEKTPOHOB
nokaszay, 4yto B a’poOHbIx ycinoBusx (20% O;) moTok 31ekTpoHOB Ha O3
coctaByisgeT 10 40% oOT 001Iero moToKa 3JIeKTpoHOB, npoxoasmux yepes DOCI
(Kysbikun u ap. 2008). OTu o1leHKH XOpoIIo cornacytoTcs ¢ qanabiMu (Osmond
and Grace 1995; Miyake and Yokota 2000; Makino et al. 2002), kotopsie
MOKa3aJId, YTO MOTEHUMAIbHBIN BKJIAJ] LIUKJIA «BOJIa—BOAA» SBIISIETCS JOCTATOYHO
BbicokuM. Kakx cnenyer u3 pabotel (Makino et al. 2002), mpu HOpMambHBIX
YCJIOBHSIX BKJIAJ IUKJIA «BOJAAa—BOJa» B MOTOK AyekTpoHOB uepe3 DCI moxer
nocturatb 50%, 4TO CyIIECTBEHHO MPEBBIIAET OUEHKHU JPYTUX UCCIeA0BaTeNeH
(Asada 1999; Peltier and Cournac 2002; Heber 2005).

B wrore, neaspamus OKpy’KarolIed Cpelpl JHCTa NPUBOAUT K MAJEHUIO
KBAHTOBOTO Bbixona poroxumuueckux peakiuii B @CII (Dps;) 1, Kak ciaencTaue,
K HEKOTOPOMY POCTY TEIJIOBOTO PAacCEsHHsI MOTJIOIIEHHON CBETOBOM 3HEpPruw,
KOTOpOE€ XapakTepu3yercs KOIPDUIIMEHTOM HEPOTOXUMUYECKOTO TYIICHUS
bayopecueniuu  xjaopodpumia  (gneg;  puc. VIL7). Dtor addexT, omnHaxo,
HUBeJMpYyeTcs noBblieHreM cozepxkanus CO, B cpene. Tak, npu NOBBIIEHUU
CO; mo ~0.15% (T.e. B HECKOJBKO pa3 BbIlIe aTMOC(HEPHOro CONEp>KaHNsA)
kBaHTOBast ApdexruBHocTh OCII 3amMeTHO BO3pacTaer, a TEIUIOBOE PacCEesiHUE

CHUIKAETCSI, HE3aBUCHUMO OT a’pUpOBaHHOCTH cpeabl (puc. VI.8).
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Puc. V1.7. Biusinue ra3oBoro cocrasa
aTMoc(depbl Ha KWHETUKY U3MEHEHH
napameTpoB (ayopecuenmu Ppsi (@) 1
gneQ (0) B muctesix Hibiscus rosa-sinensis.
JIucT aganTUpoBaIHM K TEMHOTE B TEUCHHE
10 MuHyT B aTMOC(epe OJTHOTO U3
caeayromux coctaBoB: 1) Na ([O2] <0,5%,
[CO2] <0,005%); 2) N2 + O2 ([O2] = 21%);
3) N2 + CO2 ([02] <0,5%, [CO2] = 0,11 +

0,01%); 4) Bo3yx; 5) Boznyx + CO2 ([CO2]

= 0,15 + 0,05%).

PSI1

04

0.3

02
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0.0

EaNTe)
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0.5

0.0
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Bosn. + CO,

1.0
)
1 1 /’! 1 1
0.0 0.1 0.5 1.0
[CO,] (%)

Puc. VI.8. KBa3ucramnuonapHsie
3HAYEHMSI TapAMETPOB
dayopecuenuu Drsi (a) ¥ gneg (0) B
nucteax Hibiscus rosa-sinensis B
3aBUCUMOCTH OT KoHIeHTpauu CO:2 B
BO3/yX€ WU B I€a3pUPOBAHHOMN
armocgepe (N2 + CO»).

VI.3. Biansinue BbICOKOM KOHUEHTPALMH YIJIEKHCJIOI0 ra3a B cpeje Ha

HHIYKIHIO HE(DOTOXUMHUYECKOT0 TYIIEHHUS

Poar CO, B mpoTekaHWM CBETOBBIX peakiuil (OTOCHHTE3a M HHAYKIHUH

3aIIUTHOIO TEIUIOBOIO PACCESIHUS IMOIVIONIEHHOW CBETOBOM 3HEPIHM, KaK YXkKe

OBIJI0O OTMEUYECHO BbIIIC, B LCJIOM, TAKXC OIPCACIIAIaCh €ro Q)YHKIII/IGI\/'I KaK

KOHCYHOT'O aKICITOpPa 3SJICKTPOHOB. B stom OTHOIICHWH, HAa HCCICAOBAHHBIX

HAMH BpeMEHaX TMopsika MHUHYT — naecatkoB MHHYT, CO, u O, Obuiu
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«B3aMMO3aMEHSIEMbD»:  YBEJIMYEHHE  KOHIEHTPAMM  OJHOTO M3  HHUX
KOMITEHCUPOBAJIO 3D (PEeKT CHUKEHUS APYroro, a yaalieHne 000UX Ta30B U3 CPeJIbl
IPUBOAMIIO K JpaMaTHUYECKOMY MAaJEHUIO0 CKOPOCTH MEPEHOCA 3JEKTPOHOB YEPE3
OCI (puc. V1.4, VL.5) u ®CII (puc. VI.8). Onnako npu 3Tom KoHueHTparwus O, B
cpeae usmensiach ot 0 1o 21%, B TO Bpems kak coaepxanune CO, — ot 0 10
1%. OcTtaércs HE A0 KOHIA SCHBIM BOMPOC, HACKOIBKO OBICTPO U 3(P(HEKTUBHO
u3MeHeHus conaepxanusi CO, B aTMoc(epe CKa3bIBalOTCS HA €ro KOHLEHTpAIuu
B XJIOPOILJIACTAX JIUCTA, Kakyio poiib urparor CO, —OydepHble CUCTEMBI IUCTA, U
T.I1.

B cBs3u ¢ atum, neiictBue 0osee Beicokux koHIeHTpanuii CO, Ha ®CA ObL10
M3YUYCHO HAMU Ha KJIETKaX MUKPOBOJOPOCIEH, B KOTOPHIX PEIIEHUE OTMEUEHHbBIX
BOIIPOCOB HE YCJIOXKHEHO YYETOM aHATOMO-()U3MOJIOTHYECKHX OCOOEHHOCTEH
JUCTa, TAKUX KaK COCTOSIHUE YCTBMYHOIO ammapara JIMCTa, MPOBOAMMOCTHIO
BO3JyXOHOCHBIX TKaHEH, CTpyKTypod me3zodpwmmia u ap. Kak ObLIo mokaszaHo
paHee B JMTepaType, C POCTOM KOHUEHTpaluu B cpeae pacTtBOpEHHOro COa,
CKOpPOCTh (POTOCHHTE3a BO3pacTaeT JHIIb B OTHOCUTEIHHO HEOOIBIIOM
nuanazone KoHueHtpaiuii CO; (10 HECKOJbKHX MPOLEHTOB B BO3IYyXE,
YPABHOBEIIEHHOM C CYCHEH3MEW), IOClIe 4YEero HAYMHAETCS YTHETEHUE
dotocunTeTHUecKO aKTUBHOCTH. CO,-TOJEpaHTHBIE BUABI, CIIOCOOHBIE PACTH
IpU SKCTpEeMajbHO BbICOKMX KoHUeHTpauusix CO, (Beime 40%), Takxke ObLIU
oOHapy»XeHbI, XOTs TaKasi CIOCOOHOCTh, MO-BUANMOMY, MAJIO PacIpOCTpPaHEHA B
npupoje (Miyachi et al. 2003). B nHammx skcniepuMenTax Mol uccienoBam COr—
TOJIEpaHTHBIN Bu Desmodesmus sp. ipu koHueHTpauu CO; 20%, 4to 6Ju3K0 K
DKCTPEMAJIbHO BBICOKMM 3HAYEHWSM, YTHETAIOMUM POCT  OOJBIIMHCTBA
BOJIOPOCIJIEH.

Havano wunkyOammu xietok B CO,-o0oraméHHONW cpeae MPUBOIWIO K
HEKOTOpoMy maneHuio kBaHTOBOM 3ddextuBHocT DCI (Dpsy; puc. VI9).
[Tanenue @psy CONPOBOXKAANOCH 3HAYUTENIBHBIM TYyIIEHHEM (IyopeleHIIun
xynopodmia, Kak B ycIoBUAX OTKPHITHIX 1EeHTpoB DCII (F,), Tak U 3aKPBITHIX

(Fm). OnnHako, crycTs HEKOTOpoe BpeMs (B MHUHYTHOM IIIKajie), reHeparus
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TyleHus (IyopecleHIIMN OCTAHABIMBAIACh, U HAUUHAJICS MMOCTENEHHBIN pocT (B
IIKajge JecATKOB MUHYT) F,, Fn u @pgy. Kak ObUIO TIOKa3aHO B HaIIUX
IKCIIEPUMEHTAaX, TylleHue (ayopecueHuun xjopoduiia 0b10 BbizBaHO COs-
3aBUCHUMBIM CHIDKEHMEM pH cpelnbl ¢ XapakTepHbIX UIsi 3TUX BOAOPOCIEHN
HIENTOYHBIX 3HaueHud 1o mpudnusutensHo pH 6.5 (puc. VI.92). CymectBennoe
yBenmuuenue pH-OydepHoit émMKocTH cpeapl HHKyOaluu nepen e€ HachIleHuEeM
CO; cHuMano BCHO ONHWCaHHYIO AUHAMUKy anantauuu PCA Bomopocnenl K
BbICOKOMY ypoBHIO CO,. Ilpu 3TOM Tymienue (iyopecieHnnu KoppeaupoBao ¢
pH cpenpr (puc. VI.10a). bonee toro, aHajgoruuHoe TyiieHue (HIyopecieHIInN
xynopoduiia, kKoppenupytoimiee ¢ pH, HamMu ObLJIO MOJYy4YeHO B OTCYTCTBUU
u30biTounoro CO,, 3a cuér m3meHenuit pH cpempl mHKyOammum Bomopociei

cosstHOM KucnoToit (puc. VI.100).

=
EZ10 mmm--m-u-u—- a
209l et =
E@z L OQ@@)O@DQU
0:8 = — | 1 1 1 [
10 Gme-m-u--m- &
0,9 - ‘\
L
wWosl o l
A L \ it
=7 0,7 s % ra |
- -
0,6 i ' & - Puc. VI.9. Kuneruka
0,5 F =000 W3MEHEHUH KBaHTOBOM
_ s¢ppextuBrOCTH DCII,
15 i 8 Dpsi™/Dpsi” (a),
1,0+ éP MaKCUMaJIbHOW CBETOBOM (0)U
% 0.9 ! TEMHOBOH (8) (uryopecieHIu,
Moy i ¢ a Taxoke pH cpeapl mHKyOanuu
W 0,8+ \g P (2), THIYIIUPOBAHHBIX BHICOKUM
07l 5( j} % - conepxanrem CO; B cpene
| X T nHKyOarmu. YépHBIMU
0,6 @ KBaJIpaTaMH MOKa3aHa
e e S KOHTPOJIBHAS CYCIICH3HS.
10 - 5 e [puBeneHbI CpeIHIEe 3HAUCHUS
Z g [ + CTaHJapTHAas OOk
L A cpennero (n = 3-5).
6 o A A et Sl s

0 10 20 30 40 50 60
Bpewms, MuH.
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Puc. V1.10. 3aBHCUMOCTb CHUKEHMS KBaHTOBOI s dektusHocTH DCII, Ppsi™/Dpsii’, oT
n3MeHeHui pH cpenpl MHKYOauu, MHIYIIUPOBAaHHBIX BEICOKUM cojaepxanueM CO:> B cpene
uHKyOarmu (a) unu nodasnenuem HCI (6). Pa3nuunbie CHMBOIIBI COOTBETCTBYIOT Pa3HBIM CEPHSIM
n3Mepenuii. [Ipsvple TMHUN Ha Bpe3Kax MOKa3bIBAIOT Ipadviku JTMHEHHOU anmpokucMarmu y = 1 +
Bx , rjie y — oTHOCHTeNbHas KBaHTOBas 3(dextuBHOCTs DCII, Ppsi™™/Dpsi’, a x —
smrupudeckas ynkmus pH, 1/(pH-6,1).

[TomuepkuéM, OHAKO, YTO AUHAMHKA TYIIEHUS (PIyOpECIEHIINU, OYEBUIHO,
HE OIPENEeNsIach «IPOCThIM» (PU3NKO-XUMHUUYECKUM MEXaHU3MoM JeicTBus pH.
Tak, magenne pH cpenpl TPOMCXOAMIO 3aMETHO ObICTpee, YeM CHIKEHUE
bayopecueniuu (puc. V1.96). Takxke, nocne camxenus 10 pH 6.5, KHCIOTHOCTH
cpelipl 0oJIblIe HE U3MEHSIACh (B YaCOBOM MHTEpBaJIE BPEMEH), B TO BpPEMs KaK
najzeHne (IyopecleHlnn CMEHSIOCh POCTOM (Ha BOCXOJSIICH BETBH KUHETHKHU
U3MeHeHuu F,, I m @psn KOppensiuus MEXAy OSTUMH BenuunHamu v pH
ucueszana). Takum 006pazom, B TO BpeMsl Kak EPBbIN Meprol aJanTaluy KIETOK K
BbICOKOM KoHLeHTpauuu CO; u o0ycnoBieHHO# et Hu3kuM pH cpensl Moxer
UMETh «YUCTYI0» (PU3UKO-XUMUYECKYI0 KOMIIOHEHTY, B JaJIbHEHIIIEM U3MEHEHUS
xapaktepuctuk ~ ®CA  onpenensroTcss  BHYTPEHHUMH  PETYJISATOPHBIMHU
IIPOLIECCAMHU B KJIETKaX MUKpOBOAOpociel. Ha 3T0 yka3bIBarOT Takke JaHHBIE 110
u3MeHeHusM Fo, Fin 1 @pgir B TEX ke ycnoBusix y kinetok Chlorella vulgaris, nns
KOTOphIX He XapakTepHa CO,-tonepantHocTh. Y C. vulgaris Takxe HaOI01aeTCs

OBICTPOE CHUKEHUE TEPEUYUCIICHHBIX IMapaMeTPOB B Hayaje HHKyOaluu mpH
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BbICOKOW KoHIleHTpanun CO,, OgHaKO TOCIEAYIOUIETO WX pocTa B Clydyae
C. vulgaris HE IPOUCXOUT.

Takum 00paszom, mpu paccMOTpeHUH 3(PGHEKTOB MOBBINICHHS KOHIICHTPAIIUH
CO; HeoOXomMMO, KpOME €ro HEMOCPEICTBEHHOW JIIEKTPOH-aKIEITOPHOM
GyHKIMHM, TakXe ydduThiBaTh ero BiausHue Ha pH cpemsl. B cimyuae
MUKpPOBOAOPOCJIE, HaMu ObUIO TOKa3aHO, 4To Tak Has3biBaemas COs-

TOJICPAHTHOCTD, B I[GI\/'ICTBI/ITCJILHOCTI/I, OnpeaCIACTCA X pH-TOHCpaHTHOCTBIO.

V1.4. BeiBoanl

1. Hapsany ¢ CO,, kuciopoa Urpaer CylmeCTBEHHYIO pOJIb Ha aKUENTOPHOM
yuactke DTLI, ABIsAACH KOHEUHBIM aKLIEITOPOM.

2. VYpanenue o0O0OMX KOHEUHBIX AaKIENTOPOB W3 Cpeldbl MPUBOJUT K
TOPMOXEHUIO  PEaKkUWid NepeHoca  JJIEKTPOHOB  3a  CUET  CHWIKEHUS
HELUUKIINYECKOIO U MCEBIOUUKINYECKOTO TPAHCIIOPTA 3JIEKTPOHOB.

3. MukyOauusi B aHa3pOOHBIX YCIOBUAX MHTUOMPYET TEMHOBOE OKUCIIECHUE
nyna PQ mexny ¢potocuctemamu. XapakTepHoe BpeMs OJMyoKucaeHus myia PQ
B adpOOHBIX YCIOBUSIX B JIMCThSX BBICHIMX PACTEHUN COCTABISIET HECKOJIBKO
MUHYT (110 1aHHBIM XD B OCII u kxunetuku okucnenus P700 B OCI).

4. VYpaneHue KucCIOpoAa HE AKTUBHUPYET UMUKIMYECKUNA TPAHCIOPT
AIIEKTPOHOB.

5. IloBeiienne koHueHtpauuun CO, B uHTEepBane 10 1% OpuBOIUT K pocTy
paboueii addhextuBHOCTH DCII (Dpgyy).

6. bonee Bbicokue koHueHTtpamuu CO, B cpene (mo 20%) mpuBOAAT K
nafeHuto (@pgyp) U TYHMIEHUIO (ITyOPECIEHITNN 3 CUET 3aKUCIICHUSI CPEIIBI.

7. YcroluuBOCTh (OTOCMHTETUYECKUX OPraHU3MOB K MOBBIIICHHBIM
koHUeHTpauusiM CO;, B A€HCTBUTEIBLHOCTH, ONPEIEISIETCS UX YCTOMUMBOCTBIO K

HU3KUM pH.
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VII. T'naBa 7. UHayKuus CBETOBOIO cTpecca u akTUBHOCTHL DCA B pacTeHusiX
B IPUPOAHBIX YCJIOBHUAX, B IPUCYTCTBUHU MOJLJIIOTAHTOB M IK30T€HHbIX
AHTHOKCHUIAHTOB.

VII.1.AHHOTAIIUA TJIABBI®

31ech NpUBEAEHBI PE3yJbTaThl UCCIACAOBAaHUU 3alUTHBIX peakuuii @CA B
OTBET Ha CTPECCOBbIE BO3ACHCTBHS, HE HMEIOIIEH 4YETKOW KiacCHUKaIMM:
Ce30HHBIE (DAKTOPHI B KU3HH JUKOPACTYIIMX PACTEHUH M aHTPOMOTEHHOE
3arpsi3HeHre uX MectooOuTanuit. [IpoBenéH ananmm3 Hambosiee 4acTo
UCIIOJB3YEeMbIX Onoduinueckux mokazateneil cocrosauss DCA, mnokazaHbl
00JIaCTH WX YyBCTBUTEIHLHOCTH K PAa3HBIM CTPECCOBBIM YCIIOBHUSIM, CICITaHbI
pEeKOMEHAAlMM O MPUMEHEHUM Pa3IMYHBIX TMOKa3arenel. B 3Ty ke riaBy
BKJIFOUEHbl JAaHHbIE MO JCHUCTBUIO MPOHUKAKOMIMX AHTUOKCUIAHTOB Ha

ycToitunBocTh @CA 10 OTHOLIEHUIO K CBETOBOMY CTpeECCy.

3 TIpu MOATOTOBKE JAHHOM IIaBbl JUCCEPTALIMK MCIIOIb30BaHbI ClIEIYIOLIUE Ty OIMKALMH, BBIIOJHEHHbIE ABTOPOM

JIMYHO WA B COABTOPCTBE, B KOTOPBIX, COrNIACHO [10JI0KEHUIO O PUCYKICHUH YUSHBIX cTeneHeit B MY, oTpakeHbl

OCHOBHbIE PE3YJIbTATHI, MIOJIOKEHUSI U BHIBOZBI HCCIICIOBaHHS (B CKOOKaX MPHUBEAEH MMIAKT-(PaKTOp KypHaia, 00bEM

nyOaMKALKK B TIEYaTHBIX JIMCTaX / BKJIAJ aBTOPA B MEYATHBIX JIUCTAX):

1.T'mazynoBa C.A., [Itymenko B.B., I'ynap JI.3., KapaBaes B.A., Conane M.K., Tuxonos A.H. Mennennas
naaykawst Guryopecnernnu 1 CO2-00MeH TUCTheB 06000B, 00paboTaHHBIX IKCTpakTOM Reynoutria sachalinensis //
buoduszuka. — 2009. — T. 54. — Ne 3. — C. 492-494. — DOI: 10.1134/S0006350909030154 (Glazunova S.A.,
Ptushenko V.V., Gunar L.E., Karavaev V.A., Solntsev M.K., Tikhonov A.N. Slow fluorescence induction and CO,
exchange in bean plants treated with Reynoutria sachalinensis extract // Biophysics. =V 54. — N. 3. — P. 343-344)
(WoS JIF 0.43 /0.15 n.1. / 0.05 m.1.)

2. IItymenko B.B., KapaBaes B.A., Comnues M.K., Tuxonos A.H. buodusuueckue MeTo b IKOJIOTHYECKOTO
MOHUTOpHHTA. DOTOCHHTETUYECKUE TIOKA3aTENH JINCTHECB JPEBECHBIX PACTCHUI B YCIOBUSAX ropoaa MocCKBEI //
bruodmszuka. —2013. — T. 58. — Ne 2. — C. 313-320. — DOI: 10.1134/S0006350913020152 (Ptushenko V.V.,
Karavaev V.A., Solntsev M.K., Tikhonov A.N. Biophysical methods of ecological monitoring. Photosynthetic
characteristics of tree plants growing in Moscow city // Biophysics. —2013. — V. 58. — N. 2. —P. 228-233) (WoS JIF
0.43/0.5 m.n. / 0.25 m.a1.)

3. IItymenko B.B., [Itymenko O.C., Tuxonos A.H. Uamykius ¢iayopecteHIn , coaepkanne XJIopohuia u
L[BETOBBIC XapAKTEPUCTUKH JIMCTHEB KaK I0KA3aTENU cTapeHusi JOTOCHHTETUYECKOrO arapara JpeBeCHbIX
pacrenwuii // Buoxumust. — 2014. — T. 79. — Ne 3. — C. 338-352. — DOI: 10.1134/S0006297914030122 (Ptushenko
V.V, Ptushenko O.S., Tikhonov A.N. Chlorophyll fluorescence induction, chlorophyll content, and chromaticity
characteristics of leaves as indicators of photosynthetic apparatus senescence in arboreous plants // Biochemistry
(Moscow). —2014. - V. 79. —=N. 3. — P. 260-272) (WoS JIF 2.8 / 0.94 1.;1. / 0.63 m..1.)

4.Ptushenko V. V., Solovchenko A.E., Bychkov A.Y., Chivkunova O.B., Golovin A.V., Gorelova O.A., Ismagulova
T.T., Kulik L.V., Lobakova E.S., Lukyanov A.A., Samoilova R.I., Scherbakov P.N., Selyakh I.O., Semenova L.R.,
Vasilieva S.G., Baulina O.1., Skulachev M. V., Kirpichnikov M.P. Cationic penetrating antioxidants switch off Mn
cluster of photosystem II in situ // Photosynthesis Research. — 2019. — V. 142. — N 2. — P. 229-240. — DOLI:
10.1007/s11120-019-00657-2 (WoS JIF 3.7 / 2.6 n.n. / 1.0 m.J1.)
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VIL.2.MHayKkuusi CBEeTOBOI0 cTpecca u akTUBHOCTh @CA y apeBeCHbIX
PacTEeHHH B OCEHHUI Nepuo

Pactenusim, mpouspacTaroliiM B €CTECTBEHHOW Cpele B CPEIHEW moJoce,
MPUXOIUTCS CTATKUBATHCS C TAKUMHU CTPECCOBBIMH (PAKTOPAMHU, KaK 3arpsS3HEHUE
aTMoc(epsbl U MOYBBI TPOTYKTAMH CTOPaHUS TOIINBA, TEPOUITUAAMHI U APYTUMHU
BEILIECTBAMU CEJIbCKOXO3IMCTBEHHOTO Ha3HayeHUs, U Jip. Takue ¢akTophl, Kak
MpaBUiIO, TUIOXO TMOMAOTCS (popMamM3anuyd MO MPUYUHE OTCYTCTBHUS TOYHBIX
JAHHBIX O CYIIECTBYIONIMX 3arps3HEHUsIX, HEJAOCTATOYHOM pa3paOOTaHHOCTHU
NPOCTBIX U JICHIEBBIX SKCIPECC-METOJOB HX OIEHKH, a TakKXe OOJIbIIOMY
pa3zHooOpasuro nercTByromux BemecTB. C Ipyroil CTOpOHBI, (PU3HOTOTHUYECKOE
coctosinue @CA Moaynupyercs Ce30HHbIMM MU3MEHEHUSIMHU. B 3TO#l cBS3M, IUis
3¢ ()EeKTUBHOTO TNpUMEHEHUS OWODU3MYECKUX TIOKa3aTrened JUIsl  OICHKHU
¢dbusnonoruyeckoro cocrosinusi ®CA B yCIOBHSIX CTPECCOBOTO BO3JEHUCTBUS
HEOOXOJMM  TpeABApUTENbHBI  aHAJM3  €CTECTBEHHOW  M3MEHYMBOCTH
paccMaTpyMBaeMbIX [IOKAa3aTeJIeH, WX CE30HHBIX W3MEHEHUW, a TaKke HX
YYBCTBUTEIBHOCTU B PA3HBIX CTPECCOBBIX yCIOBUSX. C 3TON 1EJIbI0 HAMH ObLI
BBITIOJTHEH Pl pad0T Ha HanboJee pacpOCTPaHEHHBIX BUIAX JPEBECHBIX (JIUTIA,
KJIEH, psOWHA, INCTBEHHUIIA, €J1b, COCHA U JIP.) U CEITbCKOX035UCTBEHHBIX (00OBI)
paCTEHUH.

Tak, Mo HalUM JAaHHBIM JUIS JECATH BUJIOB JPEBECHBIX PACTCHUU CpPEIHEN
MOJIOCHI, BKJIIOYas JIMCTBEHHBIE W XBOWHBIC, 3HAYEHUS MaKCUMAaJIbHOMN

aktuBHoctn DCII, @}, o4yeHb CTaOWIbHBI: O00JaNal0T HE3HAYUTENbHOM

nucnepcueit (SD = 0,012+0,034), cpeqnue 3HaUEHU JIeKAT AJISI pa3HBIX BUJIOB B
nuamazone 0,822-0,855 (puc. VII.1, VIL.2). Ilpu 3TOM JUCThs, HauYHWHAIOIIUE
KENTETh, W BU3yAIbHO OTJIUYHUMbBIE OT OCHOBHOM MAacCChl, NalOT LIUPOKOE

pacnpenenenue @ oT 0 no 0,8 (puc. VIL.2). OgHako 3TO cHUXKeHUE Driy

HaOmomaeTcss (PakTUYECKH JIMIIb T[PU OYEHb CYIIECTBEHHOM CHUXEHUU
coaepxkanus xyjopoduia B mucte (cM. puc. VIL.3a), uHbIMU clioBamMu, 0CTaéTCs
MPAKTUYECKA HEUYBCTBUTEIBHBIM K JErpajaliuu XJIopo(dwina JMcTa B OYEHBb
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IIXPOKOM JHUAIIa30HE €TI0 KOHH@HTpaHHﬁ. B 10 xe BpEMs, B IICpHUOa MAaCCOBOI'0

MOXKEJITEHUs JHUCThEB (B OKTSIOpE) TOT K€ mapameTp CTAaHOBUTCS 3aMETHO

YyBCTBUTEbHEE K JAerpanainuu xuopodmmuia B mucte (puc. VIL.30).

XBOHHLIE
20~ picea abies T
" <opE>=0855:00015 [N
1ol SD=0012 N\
N=60 N
: VAN
" MENNANN
Trrr I LI I LI l L | LI | I
i P pungens N
20— )
| 0,852 +0,0018
0,012
10 = 47
s NS
I N
D Trry I L L LI . LI Iri LI F: L) I
[ Pinus sylvestris
10 0,840 £ 0,003 ]
)
0,016 Q
S T
R
0 NESENA
Tvrrh I LI L I rrrh l Ll L I
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]
10 |- 0,825 + 0,003 )
0,014
27
g
NNN
Dlllllllllllllll llllll
0,65 0,70 0.75 0,80 0,85 0,90

e
@ PsI

NucTeeHHLIE
Salix fragilis _
™)
B 0,835+ 0,002 =]
0,016 N
— 65 R; N
q\‘\ \
NN
i |
rrnri l L L L I LILBLEL) l LI I
Acer platanoides N
B )
| 0,829+ 0,003 )
0,022 ]
L \3
LI l LR L i'-_: LRI l 1 L LB l
Crataegus sp. N
- 0,827+0,004 [R&
0,034 NN
- 59 WANN
]
F&Q \\
.l AR Y R;I
L B l rrra | LI L I L] L l
Rubus idaeus
— 0,828 £ 0,003
0,015
i 23
0.65 0,70 0,75 0,80 0,85 0,90

Puc. VIIL.1. ['ucTorpammel pacripesieieHusl MAaKCUMaJIBHOU (TEMHOAaNTHPOBAHHOM )
sppextuBHOCTH DCIL, Ppsi™™, B TUCTHIX XBOMHBIX M TUCTBEHHBIX JIPEBECHBIX PACTEHUH cpenHei
H0JIOCHI IO JAHHBIM U3MEepeHul B aBrycre. Ha ka0 rucrorpaMme noanucaHbl cpeiHee

3HaueHue @psi™™* U €ro CTaHIapTHAS OMIMOKA, CpeIHEE OTKIOHCHHE BeTHUUHBI Dpsiy

M3MEPEHUM.
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Puc. VIL.2. ['uctorpamMmMmsbl pactipeieieHusl BETMYHNHBI MAaKCUMaIbHOU (TEMHOA A THPOBAHHOM )
spdextuBHocTH DCII, @psi™™, B TUCTHAX IPEBECHBIX PACTEHUHN CPEIHEH MOJIOCHI 110 TaHHBIM
W3MEPEHHI B aBrycTe—ceHTsA0pe: smmna cepanesunnas (7ilia cordata Mill.), psibnHa 0OBIKHOBEHHAS
(Sorbus aucuparia L.). CTon0uamu ¢ IUIOTHOM IITPUXOBKOM NMOKa3aHbI IaHHbIE, TOJTyYEHHBIE 10

JIUCTHAM, HAYMHAIOUIUM XKCJITCTh. Ha K&)KI[Oﬁ TUCTOIrpaMME MMOANUCAHBI CPEIHEC 3HAUCHUC

@psiI™™ 1 ero cTaHIapTHAS OMUOKA, CpeHEe OTKIOHEHNUE BETHIUHBI Dpsii

Ha 3€JICHBIX JUCTHAX (N) 1 obmiee uncio uzmepeHuid (Nan)

0,6

04F

0,21

Puc. VIL.3. 3aBucumocts mapamerpa @Ppsi™™

-'.-_.,‘...'_'_. .- e v--‘--b......
>, 44 S A = I." ®
s ¢ |
« o T. cordata,
‘e aerycr
- '.--
* s aucuparia
’ L]
-
®
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Xn, HMONL/cMm?

miax
PsH

06

04F

0.2}

max

, UACJIO U3MEPECHU I

Xn, HMOAL/cm2

OT COACPpIKaHUA X.HOpO(bI/IJIJIa B JIUCTBAX JIUIIBI

L] -_ L]
.
*s "
L]
W T. cordata,
e okTAGpL
- L}
- -
10 20 30 40

CEepALICBUIHON TI0 JAHHBIM U3MEPEHHH B aBrycTe (ClIeBa) U B TIEPUO]] MACCOBOTO TTOKEITCHUS
JUCTHEB (B OKTAOpE; CIIpaBa)

Br16op npyrux mapameTpoB (Hampumep, Rrq) MO3BOJISIET euié 0osiee MOBBICUTH

YYBCTBUTCIIbHOCTb JaHHBIX (I)HyopecueHTﬂoro aHallu3a K CTCIICHU ACrpaJdallhun

®CA nucta B ocennuid nepuo/ (puc. VIL.4).
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cTauroHapHast 3(p(eKTUBHOCTh
08l o (DCH, (DPSIISt'St', 6 — QNPQSt'St', 3—RFd)
' i OT COIEPIKAHHUS XIOPO(HUILIA B
P JIMCTBSIX JIUITBI CEPIIIEBUIHOM T10
04} G T. cordata, TaHHBIM U3MEPEHHH B IEPHOJ
s OKTROPL MacCOBOT'O TIOXKEITEHHS JTUCTHEB
! of o (OKTSIOpB).
0 10 20 30 40 50

¥n, Hmons/cm?

VIL.3.AHa/Ju3 4YyBCTBUTEJIbHOCTH OMO(PU3MUECKUX TAPAMETPOB JHUCThEB K
AEMCTBHUIO MOJJIIOTAHTOB

Hamm noneITkn BCnoib30BaTh napaMeTp Rrgq A1 oueHku coctosiHuss OCA B
YCJOBHSIX 3arpsi3HeHUs aTMOC(Epbl M MOYBBI MOKA3aJld, YTO B ATOM CJIy4yae OH
TaKX€ MOXET OBITh JOCTATOYHO UYBCTBUTEIBHBIM HHAMKATOPOM. Tak, s
pactrenuii psaOunbl (Sorbus aucuparia), TpOU3pACTAIOIMIUX HA Pa3HBIX
pPacCTOSIHUSIX OT aBTOMAaruCTpaJidi ¢ MHTEHCHUBHBIM JIBDKEHUEM, mapamerp Rpq
CHUCTEMAaTUYECKH U3MEHSJICA MO MEPE YNAJICHHS PACTEHHUs OT aBTOMAarucTpaiu
(cm. puc. VIL.5; nHa puc. VII.56 BMecTO Rpg OTJIOKEH aHAJOTUYHBIA MapameTp

Fvm/Fr = Rpg +1). Ha mepBwiii B3TJsi7, TapajoKCaTbHBIM BBITIISIAT 3HAK
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U3MEHEHUs Rpgy — BO3pacTaHWe MO Mepe NPUOTMKEHUS K HCTOYHHUKY
3arpsi3HEHUs, B TO BPEMSI KaK CTPECCOBBIE YCJIOBUS OJDKHBI MPUBOIAUTH K €T0
camwkennio (Lichtenthaler et al. 1986, 2005; Karavaev et al. 1998; Rohacek
2002). Ognako mapayiiebHO MOJIYUYCHHBIC TaHHBIE MO JAPYTUM OMO(U3NYECKUM
MOKA3aTeNIIM TO3BOJISIOT JaTh OOBSICHEHHE STOMY HEOXHIaHHOMY d(dekTy.
Jluctest pacTeHU BONHM3M aBTOMAruCTPald XapaKTEPHU3YIOTCS OTHOCHUTEIIHHO
KopoTkoi (dazoit cBeto3aBucumoro okucieHuss DOCI (puc. VILL6). Kak
MOKa3bIBAET MAaTEMAaTUUECKOE MOJICIIMPOBAHUE PEAKITNI MEPEHOCa DIICKTPOHOB B
OTL, nmutensHOCTh (a3el okucieHus DPCI ompeaenseTcs HEOOXOIUMOCTHIO
aKTHUBAIIMM PEaKIMid, OTBETCTBEHHBIX 3a HCIOJb30BaHHE IMPOJYKTOB CBETOBOM
da3bl PoToCHHTE3a M aCCUMUJISIINIO yriiepoa (Tpexae Bcero, mukiia KanpeuHa)
¢ HavasioM ocBerieHus nocie agantanuu ®CA k temuote (Kuvykin et al. 2011).
Takum 00pa3oM, JHUCThS pACTEHW BOJWU3M MAaruUCTPAIM XapaKTEPU3YIOTCS
CHIDKEHHON TEMHOBOH Je3akTuBanuen nukia KanpBuHa W/WIM XJIOPOMIACTHBIX
AT®-cuHTa3, 4TO MOXKET OBITh CBA3aHO, HANpPUMEpP, C MPUCYTCTBUEM PEIOKC-
AKTUBHBIX TPUMECEH B BBIXJIONAX aBTOTpPAHCIOpTa (TUAPHUA CEPhI, OKCHIA a30Ta
u np.). llepmanenTHass akTHBUPOBAHHOCTh LMkiIa KanbBUHA MOXET MPUBOIUTH
(mpu ycioBWM, YTO ApPYTrHe BO3IEHCTBUS HeraTuBHOro xapakrepa Ha DCA
HE3HAUUTETbHBI) K POCTY HHTETPATHHOM ACCUMUJISIIIMU YTJEpoja B TECUEHHUE
HECKOJIbKMX MUHYT OCBEUIECHUS JIUCTA, aIalITUPOBAHHOTO K TEMHOTE, B YCIOBUSIX
skcriepuMenTa. [Ipu 3ToM, B nuTepaType ObUta TOKazaHa Koppemsuus Rpq €O
CKOpPOCTBIO accuMWISIIuu yriepoaa jaucteamu, Py (Lichtenthaler et al. 2005),
4YTO OOBSACHAET HAOJI0IaEMYI0 HAMU TEHACHIIMIO U3MEHEHUN Rpq C PACCTOSIHUEM
OT aBTOMAarucTpaiu. 3aMeTUM TaKxke, yTo HaOIogaeMbie 3 (EKThl HE CBA3AHBI C
BO3MOXKHBIMH pPa3IMuUsIMM B 3aT€HEHHOCTH JUCThEB. Tak, B paldoTe Ha
7a00paTOPHBIX PACTCHHUSIX C KOHTPOJIMPYEMBIM OCBEIICHHEM HaMu OBLIO
MOKa3aHO, YTO M3MEHEHUE WHTEHCUBHOCTU OCBEIICHUS MPUBOJUT K M3MEHECHHUIO
COOTHOIIEHUS] KOPOTKO- U  JUIMHHOBOJIHOBOTO MHUKOB  (hJIyOpECICHIIUU
xynopodmwmia B ymcte (cMm. puc. [V.14). Onrako B JaHHOM Cilydae W3MEHEHUS

COOTHOIICHNWA HWHTCHCHBHOCTH IIMKOB (I)J'IyopeCHeHHI/II/I HEC Ha6JHOI[aJ'IOCI>
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(puc. VIL.7). TIlpu »5TOM, OJHaKO, OJM30CTh aBTOMATrUCTpald, HapSAy C
MOJABJICHUEM TEMHOBOW HWHAKTHBAlWMW Iukia KanbBuHA, MOXET BBI3bIBATH
noBpexxnenus DOCA, dYTO MOXKHO  BBISIBUTH [0  POCTY  IUIOMIATU
BbIcOKOoTeMmnepaTypHoro nuka C (60—-80°C) kpuoit TepmoromMmunectenuuu (TJI)
(puc. VII.8). MHTEHCHUBHOCTh 3TOr0 MNHKA SBISETCA TOW XapaKTEPUCTUKOM
cnektpa TJI, koTopas Hambosiee UYYyBCTBUTEIIbHA K  MOBPEXKICHUSIM
dborocunTeTHueckoro ammapara pacrenuit (CosnieB 1989; Johnson and Krieger

1994).

dnyopecueHLus,
OTH. €]l

Puc. VILS. (a) — Kunetnka
MEJICHHON WHAYKIIUU

Bpemsi OCBeLLEHHS, ¢ ¢aryopecueHu xjiopoduiuia B

(6) nucte pssounsl. (0) — 3aBUCHMOCTD
oTHoweHHus Fwm/F1 OT yaleHHOCTH
e 2 T MecTa IPOU3PACTAHUS PACTEHUS OT
E‘E:'E 1 nepeKkpecTka. (B) — 3aBUCHMOCTb
9 napamerpa ti2 OT yJJaJIeHHOCTH
2.0 % MecTa IPOU3PACTaHUs PACTEHMUSL.
Onpenenenue napamerpoB Fm/Fr u
712 1aHO Ha maHenu (a). Ha manemnsix
(0) u (B) mpuBEICHBI CPEIHUE
i (B) 3HA4eHUs + cTaHAapTHas omMOKa
30} cpennero (n = 7-17).
@ 20+
a |
= 10+
O i i 1 5 i 1 i L 1
0 30 60 90

PaccrosiHue R, m
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Puc. VIL.6. (a) — Kunetuku GpoTOMHIYIIUPOBAHHBIX N3MEHEHNH BennunHbl curnana JI1P [
(TpONOPIMOHATBFHOTO KOHIEHTPALUN OKUCIIEHHBIX HEHTPOB P700t) B mUCThAX paOuHBI (S.
aucuparia), Cpe3aHHbIX C PACTEHUHN Ha HKCIIEPUMEHTANIbHBIX MTomaakax Ne 2,4 u 5, ynaneHHbIxX
oT nepekpectka Ha pacctosgaus 30, 70 u 90 M, cooTBeTCTBEHHO. BepTuKanbHbIMU CTpEIKaMu
MOKAa3aHO BKJIIOYCHHE U BRIKIIIOUeHHE Oenoro ceera (bC) mim nanpHero KpacHOTO CBeTa C ITUHOU
BOJTHBI BOSIM3H 707 HM, Bo30Oyxmaroriero npeumyimectBeHHO DCI (4707). (0) — 3aBUCHUMOCTD
KHMHETUYECKOTO MapamMeTpa T B JINCThAX PSOUHBI OT yAaJCHHOCTH MECTA MMPOU3PACTAHUS PACTECHUS
OT mepekpecTka. [IpuBeaeHb! cpeiHre 3HaUEHUS + CTaHAapTHAs omuOKka cpeaHero (n = 9-36).

(a)

% 1.0}
=
)
]
2 Puc. VIL.7. (a) — TUnuuHbIi CHEKTP

St
E (bIyopecIeHIInN JTUCThEB PIOUHBI,
& (6) — 3aBHCHUMOCTh OTHOIIIECHUS
8 p BEJIMYHUH KOPOTKO-

00—F%0 680 720 760 800 JUTMHHOBOJTHOBOTO MHUKOB,
Jlnuna BoAHbL, HM Fes4/F732, OT yIQJIGHHOCTH MeCTa

MPOU3PACTAHUSI PACTCHHS OT
nepekpectka. [IpuBeneHs! cpenHmne
3HA4YeHUs + CTaHAApTHAs OIINOKa
cpennero (n = 6-16).

-
=
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Puc. VIL8. (a) — Tunuuneie

CHEKTPbI TEPMOJIFOMUHECIICHLINN

(TJI) nucTheB pacTeHuil psIOUHBI,

MPOU3PACTABIINUX HA Pa3HOI

yAajneHHOCTH (R) OT nmepekpecTka

(R=10wu 50 m). (6) — 3aBUCUMOCTH

OTHOILIEHUs cBeToCcyMM 1osioc TJI

; Sc/(Sa1+Sa2) ot R. [TpuBeaeHsI

-60 -30 0 30 60 90 . CcpenHue 3HaYEHUs + cTaHgapTHAas
Tosmieparyps, TC ommbKa cpeHero (1 = 4).

HMutencusHocts TJI, oTH. efl.

(6)
1.0}
5 $
u 0.5
%]
0.0 o - .
0 30 60 90

Paccrosinue R, m

VIL4.UHaykuusi CBeTOBOI0 CTPecca B NPUCYTCTBHH K30 €HHbBIX
AHTHOKCUIAHTOB

[TockonBKy CBETOBOM CTpEeCC NPEACTABISET OMACHOCTh JUISI PAacTECHUS
BCJIC/ICTBHE BO3HMKHOBEHHS TNPU HW30BITOYHOM OCBEIICHWW AKTHBHBIX (HOpM
kuciopoaa (ADK) u nmocneayromiero pa3BUTHS OKUCIUTEIBHOTO CTPECca, MbI
NPEINPUHSIIA UCCIICIOBAHUS BO3JIEHCTBUS AaHTHOKCHIAHTOB Ha YCTOHYHMBOCTH
®CA pacreHuil K CBETOBOMY CTpecCy. DKCHEPUMEHTHI OBbLIM TPOBEIACHBI Ha
W30JIMPOBAHHBIX XJIOPOIUIACTAX PACTECHHHA W HAa Pa3lMYHBIX KyJbTypaX KIETOK
mukpoBogopocieit (Chlorella vulgaris, Lobosphaera incisa, Haematococcus
pluvialis) ¥W TOKa3anu CXOAHbIE pe3yiabTaThl. bbulM  MCHOIB30BaHBI

MIPOHUKAIONNE AHTHOKCUIAHTHI (TO €CTh CIMOCOOHBIE JIETKO MPOHUKATH Yepe3
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MeMOpaHbl KJIETKU U OpraHesul), npuHaaiexanme psagy SkQ, B mepByro odepenb
SkQI1, sBisromuiicst TeTpadeHmIpocHOHNEeBBIM MTPOU3BOJIHBIM ITIIACTOXMHOHA
(puc. VIL.9). DxcnepuMeHTsl moka3anu, uyto AeiictBue Sk(QQ 3aBUCHUT HE TOJBKO
OT €ro KOHIIEHTPALIMK B CPeJie, HO OT COOTHOLIEHUs coJepkanus B cpene SkQ u
KJIETOK BOJIOPOCIIEH, MOTOMY BCE KJIIOUEBBIE IKCIEPUMEHTHI OBLTN BBIMOTHEHbI
P CTAaHAAPTU30BAHHBIX KOHILIEHTpAIMIX KJIeTokK. Huxe mMbl OyzemM roBopuTh O
KoHUeHTpauu SkQ kak 00 ompenensitomieM (akTope, OTBIEKasChb OT POJIU
cooTHomeHus SKQ 1 ero « MHUIICHEH.

[Ipu konnentpanuu SkQ B cpene Huxke 1 MkM 3amerHoro BiusiHug SKQ Ha
ycrounBocTh ®CA K BO3ACHCTBUIO M3JIYYEHHS BBICOKOM MHTEHCHUBHOCTH HE
obuto. [lpm konuentpauuu Beime 1 MkM SkQ BO3HHMKaMM OJHOBPEMEHHO
pazHoHamnpaBieHHbie neictBuss Ha OCA. Tak, B HCCIEOBAHUSAX C AHAIOTOM
SkQ, wHe comepxammMm peaokc-Tpynmbl  (xuHOHHOTO Kosbia; CI2TPP,
puc. VIL.9), ObuI0 MOKa3aHO, YTO YYBCTBUTEJIBHOCTH KJIETOK K MHTEHCHBHOMY
OCBEUIEHUIO CylecTBeHHO Bo3pactaet (puc. VII.10), uro MoxkeT ObITh CBS3aHO C
HETaTUBHBIM BO3JIEHCTBHEM JMNOPMIBHOTO KommoHeHTa SkQ Ha CTpyKTypy
dboTocuHTeTUUECKHX MeMOpaH. B To e Bpemsi MOJIHOIIEHHAs MOJIEKYJia areHTa,
coJiepKaliasi U «TPAHCIOPTHYIO» JUNOPUIbHYI0, U aHTHOKCUJAHTHYIO YacTH,
obOecnieunBana yctoduyuBocTh M®CA K WHTEHCUBHOMY CBETY, CPaBHHUMYIO C
koHTpoJieM (puc. VII.10). D10 MOXeT TroBOpUTH O TOM, 4YTO PEIOKC-Tpymma
AHTUOKCHUaHTa OKa3bIBaeT cTabmimsupytomee Bosnericteue Ha @CA.

HccnenoBanre MexaHU3Ma BO3MOXKHOTO cTabuiusupytolero BiausHus SkQ
Ha ®CA BBISIBWIO HaJIMUKE psiia MHTHOMTOPHBIX 3 PekToB SkQ mo oTHOIIEHHIO
k ®CA, a Tounee, k OCII, koTopsie, TeM HE MEeHee, MOTYT npefoxpansaTe PCA B
ueiaoMm ot crpemurensHoro A®K-3zaBucumoro paspyieHus Npu MHTEHCUBHOM
ocelieHuu. Tak, ObIJIO MOKAa3aHO CHUYKEHUE aKTUBHOCTH BBIIEJICHHS KUCIOPOIa
kiaetkamu B mpucytctBuu SkQ (puc. VIL.11). bputo ycraHoBieHo, 4To 3TO
CHUKEHUE KHUCIOPO-BBIICTSAIONIEH aKTUBHOCTH O0YCIIOBJIEHO MHTMOUPOBAHUEM
®CII He Ha akmenTopHOW, a Ha JOHOPHOW CTOPOHE, T.€. MHTUOUPOBAHHEM

BoccTaHoByieHUs mnepBuyHOro aoHopa @OCII P680+ oT BomOpaclICIUISAIONIETO
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komriiekca (BPK). OO sTom cBUIETENbCTBYET BOZHUKHOBEHUE JOJITOXKUBYIIETO
(B cyOCekyHIHOM IIKajge BpeMEHH) CcBeTOMHAyuupyemoro curHaiga OIIP
okucaenHoro tuposuHa D1-Tyr-161 (Yz*) (puc. VII.12), kak Obl70 MOKa3aHO B
(Mamedov et al. 1998a). Nuru6uposanue BPK mnpuBomgutr k HakoIJIEHHUIO
okuciieHHoro nepBuyHoro goHopa OCII P680+, uro BUAHO W3 MOSIBICHUS B
ONTUYECKOM  CIIEKTPE  TMOTJIOLIEHUS  CYCHEH3UH  KIETOK  KOMIIOHEHTHI,
npuHamiexanieit P680+ (puc. VIL.13). [To-Bugumomy, kak P680+ (Butler 1972)
WIN IpyTUE KaTHOH-pagukaibl xaopodpumia (Schweitzer and Brudvig 1997), Tax
u HenocpeactBeHHo SkQ (Evstigneev and Krasnovsky 1948; Livingston and Ke
1950; Bukhov et al. 2003), B3aumoaeicTBys ¢ (OTOCUHTETUYECKON aHTEHHOM,
TymaT Bo30yxaAE€HHbIE (POPMBI XJTOpOPUILIA, YTO MPOSBISAETCS B CYHIECTBEHHOM

TymeHuu uyopecreHun xjaopoduia B mpucytcTBun SkQ.
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Puc. VII.10. Kuneruka (oToBBILBETAaHHS
XJIOpO(pUILIA B KIETKAX KYJIbTYPbI
MuKkpoBojopociu C. vulgaris pu BBICOKOIH
nHTeHcuBHOCTH cBeTa (2000 MKMOITB
¢doroHoB M'zc'l) B KOHTPOJIBHOU CYCIICH3UH

Puc. VIIL.9. Monekyibl
IMPOHUKAIOIINX AHTUOKCUJIAHTOB
SkQ1 u SkQ3 u ux anamor
C12TPP, He umeromuii peokc-
TPYIIIIHI.

(uepHBIC KpyTH), B pucyTcTBre 300 MKM
SkQ1 (kpacHble TPEYTOIBHUKH) WIN €T0
ananora C12TPP, He umeroniero peaokc-
rpynnsl (OTKpbIThIE KBaapaThl). [TokazaHsbl
TUIIMYHBIE KPUBBIE.
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Puc. VIL.11. CBeToBBIC KPHUBBIC BBIJCICHHUS KUCIOPOa KyIbTypoil MukpoBogopociu C. vulgaris B
KOHTPOJILHOM cycnieH3uHu (uepHble Kpyru), B npucyTcTBue 300 MkM SkQ1 (OTKpBITBIE KPYTH).
[Toka3aHbl cpeHUE 3HAUEHUSI + CTAHJAPTHOE OTKJIOHEHHE (7 = 2 AJI1 KOHTPOJIBHOM CYCIEH3UU U 7
=4 g cycnensuu, oopadoranHoit SkQl).

+ SkQ1
3479 c
3479 Tc l
O..."
3485 'c "‘.
M A ...‘ /¢ ’...
e
3488 c 3485Tc ! |
»®
3488 c
KOHTPOIb
3479 Tc
A\M&*‘W\n
BCrbILLKa 1¢c

Puc. VII.12. Kunerrka ucue3HoBeHUs (HOTOMHIYLHPOBAHHOTO (B OTBET Ha BCIIBIIIKY ) CUTHANA
OIIP oxucnennoro Tuposura D1-161 (Yz°*) B cycnien3un kinerok C. vulgaris B mpucyctBun SkQ1
(66epxy) 1 B KOHTpoIE (6Hu3y). Kaxnas kpuas sBISETCS pe3yIbTaTOM YCPEAHEHHUS 10 42 HUKIaM
OTBETA Ha BCHBIIIKY. MarHUTHOE M10JI€ COOTBETCTBYET MOJIOKEHHIO HU3KO- MIIM BBICOKOIIOJIBHOTO
skcrpemymMa (3479 I'c u 3488 I'c, cooTBecTBEHHO) U 3HaYeHHIO g-(hakTopa curHana Yz~ (3485 I'c).
3aBUCUMOCTb aMIUINTY A6l OTBeTa curHana JIIP oT BennuuHsbI oI OKa3aHa CIpaBa u
cootBercTBYyeT curHany DIIP Yz°* (cBepXTOHKasi CTPYKTypa CHUrHaJla He pa3periaeTcst B CUILy
BBICOKUX 3HaYEHUI MOIIHOCTH MUKPOBOJHOBOI'O M3JIy4€HHS U aMILTUTYbl MOAYJIALUN
MarHUTHOTO TOJIsl, UCTIOJIb30BAHHBIX B OKCIIEPUMEHTE IS ITOBBIILIEHUS! YyBCTBUTEIBHOCTH).
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Puc. VII.13. CnexTpbl ONTUYECKOTO MOTJIOMIEHUs CyCclIeH3UH KieTok C. vulgaris KOHTPOJIbHOU
(xpuBas /), B npucyrctBun 300 MxM SkQ1 (kpuBasi 2) 1 uX pa3HOCTh (KpuBas 3, yBEIHUCH
macmra6). [lokasan Taxke curHan BelBeTanus Pego” bleaching spectrum (Witt 1991) (kpusas 4).
[Toxa3zaHbl TUIHYHBIE CLIEKTPHI.

Takum ob6pazom, SkQ oHOBpEMEHHO WHTHOMPYET BBIJEICHUE KHCIOPOJa U
MPENsTCTBYET HAKOIUICHUIO BO30YKIEHHBIX bopm xJjopoduiiia,
B3aMMOJICHCTBUE KOTOPOTO C MOJICKYJISIPHBIM  KHUCJIOPOJOM TMPUBOJIUT K
00pa30BaHUIO CHUHIJIETHOTO KHUCJIOPO/a, OPOXKIAIOIIETO B AAJIbHEHUILIEM IpYyrue
A®K (Krieger-Liszkay 2005). Tem cambiv, SkQ, Hapsgy ¢ OYEBHIHO
HETaTUBHBIM JICUCTBHEM — WHTHOMPOBAHUEM HEIUKINYECKOTO TpaHCIOpTa
AJIIEKTPOHOB B XJIOPOILJIACTAX — TAKXKE OJHOBPEMEHHO CHWKA€T BO3MOKHOCTHU
s obpasoBanus ADK B ®OCA KI€TKM U TOPEMSATCTBYET Pa3BUTHIO
OKUCJIUTENIBHOTO CTpecca. 3JeCh HYXHO NOMYEPKHYTh, YTO MOJABJICHUE
reHepaiun ADK 3a cuér npoHUKAIOMUX aHTUOKCHUAAHTOB psga SkQ Obuio

MOKa3aHo W B paborax napyrux aBTopoB (Samuilov et al. 2019), ognako B
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OMMCAHHBIX CIy4asx OHO OBLJIO CBSI3aHO UMEHHO C JCHCTBUEM aHMOKCHUJIAHTOB Ha
npoueccbl oopazoBanusi ADK B mutoxonapusx. Kpome TOro, B M3yueHHBIX 10
cux Top ciydasx B BozaectBus SkQ Ha pacTeHMS aHTHOKCHIAHTHBIN
(MJIaCTOXMHOHOBBIN) MOJyJb MOJIEKYJbl HE Wrpai OINpeAesionieil poiu
([3robmuckas u ap. 2013; Honrux u np. 2013). B To e Bpems, npeamnonaaraeTcs,
gTo SkQ B TeX K€ KOHIICHTPAIUSIX HE OKa3bIBaeT 3aMeTHOro neiictBus Ha DCI
(CamyunioB u Kucenesckuit 2015). Bo3moxHo, Takoe neiictBue SkQ ymactcs B
JaJIbHEMIIEM HUCIOJIb30BaTh B METOAWYECKHX Leysix sl oTkimroueHuss OCII y
pacTteHuil 0e3 CyUIECTBEHHOTO BiMsHUS Ha Apyrue kommnoHeHThl DCA u 6e3
BBI3BAHHOT'O Pa3BUTHEM OKHUCIHUTENIBHOIO cTpecca ObicTporo noBpexaeHuss GCA
B LIEJIOM.

[Tockonbky doTonpoTekTopHas coctaBistomas AeiictBus SkQ nHa DCA
OTYACTH CBsI3aHA C TYLIEHHEM BO30YXIEHHBIX COCTOSIHMNA XJIOPO(UILIA, MBI
TaK)K€ MOMbBITATUCH MPOAHAIM3UPOBATH BONPOC O JOKAIM3ALUUU LIEHTPA TYLIEHUS
(B poTOocHHTETHYECKOM aHTEeHHE WU B peakimoHHoM 1neHTpe (PILI)) Ha ocHoBe
JaHHBIX O TymeHun (Quyopectiennmu  xjopodwumia. Jlius  3TOro  Mbl
BOCIIOJIB30BAIMCh MPOCTOM MOJIEIBIO pENaKCallui SHEpruer BO30YKIACHHUS B
auntenHe u B PL] u oOmena Mexay HHMMH, TpesiokeHHON ByxoBbiM u p.
(Bukhov et al. 2001). JlanHass Mojenb MOXET OBITH MPEACTaBICHA CXEMOM,

npuBeaéHHON Ha puc. VII.14, u onucana ciaeayromei CucTeMor ypaBHEHUM:

*
% =10 — (kg + k7 + k) [ChI*]+ ky [ P¥]
*
J @ =k, [Chl*] = (ky + kyy + ko + k) )[P*]+ k23a[P+17] (VIL1)
d[P*I" Ea
% =k [P*]—(kyy + ksy +hyya+ky )[PTT]

raie [Chl*] m [P*] o0003HayalOT KOHLEHTPALIMK BO30OYKIEHHBIX MOJEKYJ
xaopodumia B antenne u B PLI, coorBercTBeHHO, a [P ] — KOHIIEHTPALUIO
MEPBUYHBIX MOH-PAJUKAIBHBIX Tap, BO3HHUKAIOMIMX B PE3yJbTaTe pa3/eiICHUs

3apsanoB B PLI.
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OtMetnMm, 4YTO TylieHUue GiayopecleHuu xjaopoduia, oO0yCIOBIECHHOE
KaTUOH-pajaukanoM nepsuyHoro noHopa @CII P680+, B »aToii Moaenu cieayer
OTHECTH K TYIICHHIO BO30YKICHHS B aHTEHHE, TOCKOIbKY B3aumoeicteue Chl*
¢ P680+ momkHO MPUBOAUTH K JOMOJHUTENIbHOMY ujieHy — k12 [P680+][Chl*] B
NEPBOM YpPaBHEHHH, KOTOpPOE TPOSBHUTCS Kak yBenndeHue 3(PGEeKTHBHOTO
3HaueHusa kijz. B TO ke BpeMms, HeNb3sl UCKIIOUMTH B3aumonencteue P680+ ¢
BO30YKJIEHHBIMU MoJIeKydamMu xjopodwmia B PL[ w/wim ¢ nepBUYHBIMH HOH-
paavKaIbHBIMH IMapaMu, 0OpPa30BABIIUMIUCS B PE3yJbTaTe pa3elICHUs 3apsIOB
(Hammpumep, pacrnoioxkeHHbIMU B coceqHux PL{ BayTpu cynepkomiiekcos OCII).
DTa MOJENb MO3BOJISIET PA3IMUUTh TyIIeHHWE B aHTeHHe W B PI[ ¢ momoibio
aHaM3a COOTHONICHHSI MEXIy TylieHuEeM (IyOpECIEHIIMU B OTKPBITHIX (¢o) U
3akpbIThiX PIl (gn). Ha puc. VII.15 nokaszanbl KpuBBIE ¢o— gN, TPEICKa3aHHbBIC
MoJienbl0 byxoBa W JIp. W COOTBETCTBYIOLIHME TYIIEHUIO TOJIBKO B AHTEHHE
(xpuBas 1), Tonbko B PII (kpuBasi 3), wiM ke B YCIOBHUAX, KOTJa BKJIAJ OT
IIEHTPOB TyllleHus1 B anTeHHe U B PLl ogunakoB (kpuBas 2). Ha aToT ke rpaduk
HAHECEHbl  JKCIEPUMEHTAJbHBIE TOYKH, COOTBETCTBYIOIIME  Pa3JIUYHBIM
koHneHTparusaM SkQ1 win BocctanoButeneir P680+, mobaBieHHbIX Ha ¢oHE
SkQ1 wu cHmwkarommx HAOIOmMaeMoe TyIIeHHWe. Pe3ynbTaThl COMOCTaBICHUS
TEOPETUYECKUX KPHUBBIX U SKCIIEPUMEHTAIbHBIX JTaHHBIX NOKa3bIBatoT, 4T0 HOT,
UHIYIIUPOBAHHOE  J00aBJIEHHEM B  KYJbTYpPy KJIETOK IPOHUKAIOIIETO
aaTuokcuaanTa SkQ1, ckopee, pa3BUBaeTCs Kak 3a CYET TYIICHUS B AHTCHHE, TaK
1 B PII, npuuém ux BKIIaAbl MOTYT 3aBHUCETh OT MHTEHCUBHOCTU TylIEHMs. Tak,
Mpu HEOOJIBIIIOW MHTEHCUBHOCTU TYIIEHHUS BCE OHO MPOUCXOJIUT, MO-BUIUMOMY,
B aHreHHe. [lpu yBelIMYeHMHM €ro HMHTEHCUBHOCTH 34 CYET YBEIWYCHUS
koHneHTparuu SkQ1 B cpene kK TylieHHIO J00aBISIETCS W KOMIIOHEHTA,

npuHanexamas PLI.
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Chl*

ground state

Puc. VII.14. Cxema nepeHoca HeMTpanbHOTO BO30YkaeHHS U d5iekTpoHa B DCII,
paccmatpuBaeMasi B Mmonienu byxosa u ap. (Bukhov et al. 2001). Mcnonp30Bana cxema U3 cTaThu

(Bukhov et al. 2001).
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Puc. VIL.15. Tymenue dayopectienniuu oTKpeIThIX PLI, go, B cpaBHEHUH ¢ TylIeHHEM
¢aryopecueniyu 3akpreIThix PLI, gn. 3aBUCHMOCTH pacCUUTaHbI B COOTBETCTBUU C MOIeNbi0 byxoBa
u ap. (Bukhov et al. 2001): 1—rymenue Tonbpko B aHTeHHE (k2, = k3, = 0), 2—TyIlIeHUE B aHTCHHE

u B PII, xapakrepusymoieecs 0IMHAKOBBIMU KOHCTaHTaMU (ki1z/k2; = 1, k3, = 0), 3— Tymenue
tostbKO B PII (k2o/k3, = 1, k1, = 0). Touku Ha rpaduke COOTBETCTBYIOT HHANBUAYTbHBIM
u3MepeHusM QuryopecreHnuu kietok C. vulgaris, oopadborannbix SkQ1 B pa3muaHbIX

KOHIOCHTpAUAX.
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VI1.5.BuiBOABI:

1. Iloka3zaHo, 4TO TOKa3aTeNM, XapaKTEPU3YIOIIUE KUHETUKY MPOLIECCOB B
®CA, Oonee 4YYyBCTBUTENbHBl K JIEWCTBUIO CTPECCOBBIX (DAKTOPOB, YEM
CTallMOHApHbIE XapaKTEepUCTUKU. B TO ke Bpems, BHIOOP ONTUMAIBHOIO
nokaszatess, Xxapakrepusytoiero gpusnonorudyeckoe cocrosinue ®CA, 3aBUCUT OT
psaa ycioBuil (B IEpBYIO OYepenb, JI BBICIIUX PACTEHUI CPeIHEN MOIoCh —
OT CE30Ha).

2. C ucnonb3oBaHUEM OTOOpPAaHHBIX MOKa3aTeNeill MPOBEIEHBI UCCIIEIOBAHUS
OCA BBICHIMX pACTECHUM B YCIOBHUSAX 3arpsi3HCHUN OKPYXKAIOLIEH Cpelbl
BBIXJIOIIAMH aBTOTPAHCIOPTA, BBICKA3aHO NPEANOJIOKEHUE O POJU PEAOKC-
AKTUBHBIX KOMIIOHETOB IOJUIFOTAHTOB B MOAYJSILMM AaKTUBHOCTH LIMKJA
KanpBuHa w/unum Jpyrux peakuuid, OTBETCTBEHHBIX 3a HUCIOJb30BaHUE
IPOAYKTOB CBETOBOM (ha3bl GOTOCUHTE3A.

3. Iloka3aH MEXaHHU3M JIEUCTBUSA NPOHUKAKOUIMX aHTHOKCHIAHTOB Ha DCA un
NPEMIOKEHO UX HCIOJIb30BAHHE B KauyecTBE «MATKHX» HHruomtopoB PCII B

HN3YUYCHHUU (1)0TOCI/IHT€3& OOHOKJICTOYHBIX (I)OTOCI/IHTGTI/I‘leCKI/IX OpraHuismax.
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VIII. I'naBa 8. UHaykuusi He()OTOXUMHUYECKOTO TYIIEHUS U YCTOMYNUBOCTD
(poTOCHHTETHYECKOI'0 ANNAPATA K CTPECCOBBIM BO3ACHCTBUAM Y
NMOMKHJIOTUAPHYECKHUX PacTeHU

VIII.1. AHHOTALMS TJIaBbI®

Ha wmonensHOM o00OBEKTE Physcomitrella patens Hamu OBUTH W3YUYEHBI
coctosaust ®CA, mozaenupyomue AeUUIUT BIArd U AETUIpATAIUIO KJIETOK
NOUKWIOTUAPUYECKUX PACTEHUM, TaKHUE KaK COJIEBOM CTpecC W Mallepaius
KJIIETOYHOM CTeHKU. Iloka3aHO BO3HMKHOBEHHME HHTEHCUBHOTO TYIICHHS
bayopelnieHIIMM B OTBET Ha BO3JCHCTBUME JAHHBIX CTPECCOBBIX (HaKTOPOB.
BrickazaHo mnpeanosioKeHue O POJM HAPYIICHUS KOHTAKTa IJIa3Maj€MMBbl C
KJICTOYHOM CTEHKOW B MHAYIMPOBaHUU 3aTylieHHOTO cocTtosiHug OCA. Takxe B
9Ty TJIABYy BKJIIOYEHBI JaHHBIC TIO M3MEHECHHSIM (DYHKIIMOHAILHONW aKTUBHOCTH
OCA TpEXKOMIOHEHTHOTO JMIaHuKa Peltigera aphthosa (L.) Willd. B
YCIOBUSIX, UMUTHPYIOIINX yCJIOBHS KOCMHYECKOTO nonéra (B
HETEPMOCTATUPYEMOM 30HE KOCMHUYECKOM CTAHIMHU), TMOJYUYECHHBIE B PaMKax

HpCIIHOJ'IéTHOFO HUCIIBITaHUA.

¢ IIpyu OArOTOBKE JAHHOM ITIaBbI UCCEPTALMH HCIIONb30BaHbI CIEAYIONINE ITyOIUKALUH, BEIIOIHEHHBIE aBTOPOM

JIMYHO WJIK B COABTOPCTBE, B KOTOPBIX, COrNIACHO [10JI0KEHUIO O PUCYKICHUH YYSHBIX cTeneHeit B MY, oTpakeHbl

OCHOBHbIE PE3YJIbTATHI, TOJIOKESHUSI U BHIBOZbBI HCCIIEIOBaHUS (B CKOOKaX MPHUBEAEH MMIAKT-(PaKTOP KypHaia, 00bEM

nyOaMKALKK B TIEYaTHBIX JIMCTaX / BKJIAJ aBTOPA B MEYATHBIX JIUCTaX):

1.Dyakov M., Insarova I., Kharabadze D., Ptushenko V., Shtaer O. Influence of extreme ambient temperatures and
anaerobic conditions on Peltigera aphthosa (L.) Willd. viability // Life Sciences in Space Research. —2015. - V. 7. —
P. 66-72. — DOI: 10.1016/j.1ssr.2015.10.002 (WoS JIF 2.5/ 0.44 1. / 0.3 n.i1.)

2.Fesenko I.A., Arapidi G.P., Skripnikov A.Yu, Alexeev D.G., Kostryukova E.S., Manolov A.I., Altukhov L.A.,
Khazigaleeva R.A., Seredina A.V., Kovalchuk S.I., Ziganshin R.H., Zgoda V.G., Novikova S.E., Semashko T.A.,
Slizhikova D.K., Ptushenko V.V., Gorbachev A., Govorun V.M., Ivanov V.T. Specific pools of endogenous
peptides are present in gametophore, protonema, and protoplast cells of the moss Physcomitrella patens // BMC plant
biology. —2015.— V. 15. - 87. — DOI: 10.1186/s12870-015-0468-7 (WoS JIF 5.3 / 1.0 m.in. / 0.07 m.Jj1.)

3.Fesenko I., Seredina A., Arapidi G., Ptushenko V., Urban A., Butenko I., Kovalchuk S., Babalyan K., Knyazev A.,
Khazigaleeva R., Pushkova E., Anikanov N., Ivanov V., Govorun V. The Physcomitrella patens chloroplast
proteome changes in response to protoplastation // Frontiers in Plant Science. — 2016. — V. 7. — 1661. DOLI:
10.3389/fpls.2016.01661 (WoS JIF 5.6 / 1.2 m.i. / 0.1 m.u1.)
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VIII.2. HNupyxkuusa HOT y P. patens B 0TBET HA MallePALUIO KJIETOYHOU
CTEHKH

Crneundukoii  MHOTMX  MNOWKWJIOTHJIPUYECKUX  OpPraHU3MOB  SIBJISIETCS
WHTEHCHUBHOE TYyIICHHE (IyOPECICHIINK, BO3HUKAIOIIEE B KJIETKAaX B OTBET Ha
ob6e3BoxxuBanue (Heber et al. 2006a; Nabe et al. 2007; Fukuda et al. 2008;
Garcia-Plazaola et al. 2012). M3BecTHO Takke, 4TO aHAJOTMYHOE TYIIICHHUE
MOXXET BO3HHUKATh B XJIOPOIUTACTaX MOUKMJIOTHAPUYECKAX OPTAaHU3MOB TAKKE B
OTBET Ha ocMOTHYeCKH cTpecc (Azzabi et al. 2012; Gao et al. 2014). Mexanuzm
3TOr0 TYIICHHS N0 KOHIIA HE SICEH; M3BECTHO, YTO OH BKJIIOYAET y pPa3HBIX
OpPraHU3MOB OINOCPEIOBAHHYIO JETHApATAIIe aKTHUBAIMIO BHOJIAKCAHTHHOBOIO
nukia (Fernandez-Marin et al. 2011), Psbs- u LHCSR-3aBucumsie nytu (Peers et
al. 2009), koH(popMalMOHHBIE MEPECTPONKU MUTMEHT-OEIKOBBIX KOMIIIEKCOB
(Heber 2008). Jlnsa P. patens moka3aHO HaJW4Yue OJHOBPEMEHHO NBYX IyTeEH,
Psbs-3aBucumoro, xapakrepHoro jyuis Beiciux pactenuid, 1 LHCSR-3aBucumoro,
TunnaHOTO 1151 Bogopocnen (Gerotto et al. 2012). XapakTepHoit 0COOEHHOCTHIO
JAHHOTO TUIA TYIIEHUs (DIyOpPECUEHIIMU SBISETCSA TO, YTO OHO MHIYIUPYETCS B
yCTOMYMBBIX K 00e3BokuBaHHUIO (desiccation-tolerant) pacTeHHAX CTPECCOBBHIMU

YCJIIOBUSAMHA (O6€3BO)KI/IBaHI/IeM 501041 HJ'IaSMOJ'II/ISOM) HE3aBHUCHUMO OT OCBCIICHUA.

JInsi mposICHEHMsSI CBSI3M MEXIY CBETO- U JIETUIpaTallMOHHO-3aBUCHUMbBIM
TyleHreM (GIyopecleHIIMM HaMU ObLUIHA MPOBEEHBI UCCIEIOBAHUS B MOJIEIIbHOMN
CUCTEME, UMUTHPYIOIICH 00€3BOKMBAHUE: HA TPOTOHEME MOWKIIIOTHIPUIECKOTO
Mxa P. patens, TOJIBEPrHyTON IUIa3MOJIM3Yy WM K€ Mallepalii KJIETOYHbBIX
CTEHOK. Mariepanusi gocTuraiach 3a cu€r oOpabOTKM TPUOHBIM HKCTPAKTOM
npaizenazor. Ilpm dsTomM  crmemunm  Kak 32 (PU3HMOJOTHYECKUMU U
onoxumudeckumu u3MeHeHussMu  DCA  (aktuBHOocTh DCII, conmepkanue
xjiopoduiia), Tak ¥ 3a U3MEHEHHEM KoJinuecTBeHHOro cocraBa 0enkoB @CA (c

MMOMOIIbIO MACC-CIICKTPOMETPUICCKOT O aHaJ'II/ISa).
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B knetkax mnpoToHeMBl, TOABEPrHYTOM 0OpabOTKe paiizena3oil, Mbl
HaOMIOQIM  TOCTENEHHOE  TNajeHue  (OTOCHHTETHUECKOW  aKTUBHOCTHU
(puc. VIIL.1), compoBoxnaBieecss CHWKEHUEM (TylIeHHeM) (IIyopecleHIH
xynopoduina (puc. VIIL.2). Otu GyHKIMOHAIBHBIE U3MEHEHUSI KOPPEIUPYIOT C
HAOMI0JaeMbIM HAMHU CHIDKEHHEM TPEACTABICHHOCTH MPAKTHUYECKH BCEX
komrioHeHTOB OTI[ (tabmn. VIIL.1). Tak, comepxkanue ocHoBHBIX OenkoB DCI
(psaA u psaB) cumxaercst 10 30 pa3, 4TO JOJKHO IPUBOAUTH K CYLIECTBEHHOMY
UHTUOMPOBAHUIO peakiuii mepeHoca dnekTtpoHoB B OTL. CuHmxenue
npeactaBieHHocTH 6enkoB komiiekcoB OCII u LHC He cTonb 3HauuTEIbHO (OT
2 no 13 nmo pa3HbIM OenKaM), OJIHAKO OHO TaK)Ke€ MMEET MECTO. YUHUThIBasi, 4TO
komiutiekcsl @CII u LHC — 3T0 ocHOBHBIE copepxkaline XI0poPuiLT KOMILIEKCHI
OTH, patoume BKJIAJ B PErUCTPUPYEMYIO NMPU (U3HOJOTUYECKHUX YCIOBHUSAX
¢dyopecueHIMIO XJI0poduisia pacCTeHU, WX CHIDKEHHE JOJKHO NMPUBOAUTH K
TyHIEHUIO (IIyOpecUeHINH, KOTopoe Mbl M HabmomaeMm. [lpu stom crnenyer
o0paTuTh BHHUMAaHHE, YTO B TPOTOIJIACTAX NPAKTUYECKH HE CHHUKAETCS
coliepkaHue O€JKOB, OTBETCTBEHHBIX 3a 3alIUTHOE TyIIEHHE (IyOpecLEeHIIUU
xjaopobunina y P.patens, PsbS um LHCSR. Takum o6pa3zom, Ha ¢oHe
ONpeAeNEHHOTO0 CHIKEHUS (POTOCHHTETUYECKOM aKTUBHOCTH, CBETO3AIUTHBIC
¢ysaxmn OCA moaaepKUBalOTCS Ha HEM3MEHHOM YPOBHE, YTO COOTBETCTBYET

O)I(H,Z[aGMOfI CTPAaTCTrun pCaKun paCTCHUA Ha CTPECC.
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MaKCHUMalbHOH kBaHToBOM 3¢ dpextusHocTH OCII (TeMHOAAANTUPOBAHHOMN; Pmax’ >1) B KIETKaX
npoToHeMbl P. patens ipu o0paboTke pacTBopoM apaitzenassl (0,5%, 0,025% u 0,0025%); (8)
CBETOBAs KPUBasi CKOPOCTU HELMKINYECKOTO MEPEHOCA HIIEKTPOHOB B KJIETKAX MPOTOHEMBI P.
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Puc. VIIIL.2. Kunetuka Tymenus ¢uyopecueHIMI IPOTOHEMBI P.patens, OJBEPTrHYTON
BO3zIeHicTBHIO apu3enas3bl. [1o ocu opauHAT — Fim, THTEHCUBHOCTD ()IIyOPECIICHIIHH,
COOTBETCTBYIOIAs HYJIEBOMY KBAHTOBOMY BBIXOY (DOTOXMMHUYECKOTO pa3ieieHHs 3apsii0B.
[Iporonema nukyouposana B 0,48 M manHuTONIE. UNCTIa OKOJIO KPUBBIX YKA3bIBAIOT

KOHIIEHTpaLuIo Apu3einasbl. [IpuBenenHs cpennue 3HaueHus + CTaHJapTHBIE OIIMOKU CpeaHero (1
=6-14).
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Taba. VIII.1. CHmwkeHue coaepkaHus OCJIKOB, Yy4YacTBYIOIIMX B CBETOBBIX PEAKITUAX

¢dorocunTesa, B xytoporiactax P.patens B pe3ysibTaTe Malepayi MpOTOHEMBI.

Bbenox CHuxeHue coliepKaHust
OCI, cy6. A 27
OCI, cy6. B 36
OCI, cyo6. C 2,4
OCIIL cy6. A (D1) 6,7

®CII, cy6. B (CP47) 6,2

@CII, cy6. C (CP43) 14

@CII, cy6. D (D2) 12
CCK @CI (Lhca$) 2,4
CCK @©CII (CP26) 2,8
CCKII (Lheb1.4) 2,5
CCKII (Lhebl.5) 3,6
AT®-cunrasa, CF1-o 2,3
AT®-cunraza, CF1- 2,0
PsbS 23
LheSR1 1,7
LhcSR2 1,1

Ha wmam B3mmsia, ©HabOmogaeMas HaMH  KapTUHA — Pa3BUTHS  TYIICHHS
dayopecueHIIMM B KJEeTKax P. patens, MOJABEPraeMbIX Mallepalli, MOJTHOCTHIO
COOTBETCTBYET KapTHUHE, HaOmogaeMoil B ciydyae OO€3BOKHUBAHUS WJIU
ocmoTuyeckoro  ctpecca  (puc. VIIL.3). Ham  kaxercs  pa3symMHbBIM
MPEANOJIOKEHUE, YTO AT BHUIBI CTpecca, B JACHCTBUTEIBHOCTH, UHAYLUPYIOT
3alllUTHBIE OTBETHI HA HHUX, HE MPOCTO (HEHOMEHOJIOTHYECKH COBIAJAIOINE
MeXIy co00#, HO UMEToIIe O0ImMii MexaHu3M (TI0 KpaiiHel Mepe, B HEKOTOPOi
4acTH). JTO MPEANOI0KEHNE BRIMJISAUT Pa3yMHBIM TakXKe B CBSI3U C OOLTHOCTHIO
MPOIIECCOB, MPUBOASAIIMX K 3alyCKy 3TUX MEXAaHHU3MOB: BO BCEX TPEX Clydasx
IPOUCXOIUT W3MEHEHUE B3aMMOJICUCTBHUSI MEMOpPAHBI C KJIETOYHOM CTEHKON —

JacTUYHaA IMOTCpsA KOHTAKTa MCXKAY HHMMH, U3BMCHCHHC TYPrOpHOI'O JaBJICHHA.
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Kak Obuto mokazano Hamu (puc. VIIL.2, VIII.3), HexkoTopoe (XOTsI W MeHee
3aMETHOE) TyIIeHUuEe (QIIyOpECICHIINE HAaYMHACT MPOSBIATHCS B TPOTOHEME
P. patens yxe mnpu AOCTATOYHO HUBKUX KOHUEHTPALMAX Jpaif3enasbl, He
BBI3BIBAIOIINX BU3YAIILHO HAOIIOAAEMON Malepalui, OJHAKO BBI3BIBAIOIINX
HEKOTOpBIN oTBeT KieTtouHoro nentugoma (Fesenko et al. 2015). Ham kaxercs,
YTO MPOLECC Mallepallii, TAKUM 00pa3oM, MOXKET pacCMaTpUBaThCS Kak yao0Has
MOJIeTTb  OO€3BOKMBAHUS, JAlOIIas  BO3MOXHOCTh  JOCTATOYHO  TOHKO
KOJIMYECTBEHHO  PEryJUpOBaTh  HMHTEHCHUBHOCTb  JIAHHOTO  CTPECCOBOTO
Bo3aeiicTBUs. OTMETHM, Ha JAHHBIH MOMEHT WMEETCS JIMIIb OTpaHWYCHHBIN

HAaO0Op JaHHBIX 00 H3MEHEHUsX MpoTeoMa P. patens B xone 00€3BOKHUBAHUS

(Wang et al. 2009; Cui et al. 2012).
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VIIL3. YcroituuBocth ©PCA numaiinuka Peltigera aphthosa x
BO3/1€iICTBHIO CTPECCOBBIX (PAKTOPOB, MOJAEJNPYIOIIUX YCIOBUA KOCMUYECKOT0
moJIéTa

B otnuuue ot Beicuiux pacrenuii, ®CA NoMKUIOTHAPUYECKUX PACTCHUM, U,
NpEeXJIe BCEro, JUIIAHHUKOB, XapaKTEPHU3YeTCs MCKIOYUTEIBHO BBICOKOMN
YCTOMYHBOCTHIO K CTPECCOBBIM BO3JEHUCTBUSAM JHOOOW MPUPOABI. Y CTOHYUBOCTH
OCA numaiHUKOB OOYCJIOBJI€HA UX CUMOMOTHYECKOW MPUPOJOH, MOCKOJBKY
(GOTOOMOHTHl  JUIIANHUKOB  (dyKapuOTHYECKHE 3€JEHBIE BOAOPOCITH WM
MAaHOOAKTEPHUH), BCTpEUAIOIIMECs B CBOOOJHOXKHBYILEM BHUAE, KaK MPaBUIIO,
00J1aJ1al0T MEHBIIIEH YCTOMUYMBOCTHIO K CTPECCOBBIM BO3JEUCTBUSAM. HecMoTps
Ha TO, YTO 3Ta OCOOEHHOCTh JIMIIAWHUKOB JaBHO HCCIEAyeTcsl (Tak, MEepBbIE
UCCJIeIOBAHUS TEPMOYCTOMYMBOCTH JIMIIIAWHUKOB ObLIN BBIMOJHEHBI B 1950-X IT.
cm., Hampumep, (Lange 1953; MacFarlane and Kershaw 1978; Larson 1987;
Pisani et al. 2007)), 10 HacTOAIIEr0 BpEMEHU MPAKTUYECKH HE OBLIO M3YyYECHO
BO3JICICTBHUE PE3KUX HEOJHOKPATHBIX MEPEINAT0B TEMIIEPATYP, @ TAKKE ra30BOro
cocTaBa cpefipl Ha (PM3HOJIOTHYECKHE TTapaMeTphl JTUIIAWHUKOB. B cBsI3U ¢ 3TUM,
UCCJIEIOBAHUE  BJIMSIHUS ~ OECKUCIOPOJAHOW  Cpeiabl U MHOTOKPATHOTO
MOBBILICHHSI/TIOHMKEHHS TEMITEpaTypbl, BKItodas nepenaasl ot +70 °C mo -70°C
Ha ra3z000MeH, napaMmeTpbl bayopecrieHIuu u Mopdooruto
TPEXKOMIIOHEHTHOTO JumaiHuka Peltigera aphthosa (L.) Willd. 6suio
BBITIOJTHEHO HAMU B Ka4€CTBE MPEANOJIETHOTO UCIBITAHUS KaK MOJIENb YCIOBUH,
XapaKTEePHBIX IJI1 KOCMUYECKOTO MOJIETA.

MpbI nokazaiiu, 4To MOBTOPSIOIIMICS HarpeB cioesuil A0 70° C He nmpuBOAUT
K CHIDKCHHIO HU Jbpixanus, HH ¢otocuHte3a (puc. VIIL.4A). 3amernm, 4Tto
JbIXaHWE JMIIaiHUKa OO0YCIOBJIEHO, B TEPBYIO O4Yepellb, MHUKOOHMOHTOM,
COCTaBIISIFOIIMM OCHOBHYIO MAacCy CIJIO€BHINA, B TO BpeMsi Kak (OTOCHHTE3
00yCIJIOBJIEH UCKIIOYUTENbHO PoToOnOHTOM. Takum 00pa3oM, Hallld JAHHBIE 110
ra3000MeHy CJIO€BHILA YKa3bIBAIOT HA COXPAHHOCTh (PYHKIUN KaK MHUKO-, TaK U
¢orobuonta. Kpome razooOMeHa, Mbl TaKKe PETUCTPUPOBAIUA HWHAYKIIHIO

bayopecueHmu xjaopoduiuia u e€ Tymenne metogqoMm PAM-diayopumerpun, 4To
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COXpaHHOCTh (OTOCHUHTETUYECKHX (PYHKIUN TMOCie

(puc. VIIL.4B).

TAKKC IIOATBECPAHIIO

TeMIlepaTypHOH 00paboTKu N3menenus BCEX
KOHTPOJIMPOBABILIMXCS TMOKa3aTelell B pe3yibTaTe BO3JAEHUCTBUS KaXIOro U3
UCCJIEIOBAHHBIX TEMIIEPATYpHBIX PEXKUMOB U aHa’poOHU03a NPHUBEACHBI B
tabn. VIIL.2. JlanHbIe AIEKTPOHHONW MUKPOCKOIUHU TO3BOJIIIA 3aKIIOYUTh, YTO
yKa3aHHBbIE BapUAHTHI 00OPaOOTKU CIOCBUIN HE BHI3BIBAIOT TAK)KE HAPYIICHUN Ha
MOPGOJIOTHYECKOM yPOBHE (KAKMX-THOO TOBPEKISHUM (DOTOCHHTE3UPYIOITUX
KJIETOK WM HApyMIeHWH WX CBS3M C MUKOOMOHTOM HE Habmomaercs;
puc. VIILS). Yto xe kacaeTcss yCTOMUMBOCTH (DYHKIIMOHATBHON aKTUBHOCTH, TO
OHAa OKa3bIBAE€TCSd XapaKTepHa HE TOJIBKO JJII DHEPreTHUYECKUX MPOILECCOB
(poTocuHTE3, ABIXaHWE), HO W ISl pOCTAa JUIIAWHUKA B IIEJIOM. DTO BUIHO U3
TOr0, YTO B CJIOCBHUIIE MOcCJe 0o0paboTKKM HabOrogaeTcs oOpa3oBaHUE HOBBIX

JIOYEPHUX KJIETOK POoTOOMOHTA (TaKk Ha3bIBaeMBIX aBTOCTIOp; puc. VIILS).

a 'azoobmen CO,

Puc. VIII1.4. Bausiaue TpéXxkpaTHOU

[co,]
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(6)— ObicTpas (aza uHAYKIMH (pIyopecieHInH Xinopodpuia TaiaoMa (B auamnazoHe ot 10 Mkc 1o 2
¢). (8)— KMHETHKA MeJICHHON MHAYKIMHU dayopectieHiuu xiopodmuia (ot 0 o 10 MunyT) npu
UMITYJIbCHO-MO/TyJIMPOBAHHOM OCBEIIEHHH. 3BE3/I04KH MOKA3bIBAIOT MOMEHTHI BKITIOUECHHS
HACHIIIAIONINX CBETOBBIX UMITYJILCOB. Ha maHensix B u C moka3aHbl OCHOBHBIC TApaMETPBI

UHIYKIUH (DIIyopecieHInd XJIo0popuiia.

178



Taba. VIIL.2. Bausiaue ctpeccoBbIX (aKTOPOB HA BIXaTeNbHBIC U (HOTOCHHTETHYECKUE
napaMmeTpsl TaioMa JuinaiHuka P. aphthosa. [IpencTaBieHbl OTHOIICHUS YKA3aHHBIX
MapaMeTpoB B SKCIIEPUMEHTE 110 OTHOIICHUIO KOHTPOITO (cpennee 3Hadenne + SE; n = 4-
18). 3Be3moukamMu OTMEUCHBI 3HAUYCHUSI, 3HAYUTEIHFHO OTJIMYAIOIINECS OT SIUHUIIBI B
COOTBETCTBUH C KPUTEPHEM 3HAKOBBIX PAHTOB Y MIIKOKCOHA Wi t-kKpuTeprueM CThlo/ieHTa

(P<0.05).
AHaspobuo3 | Harpes 3amopaxuBanue | Harpes-
3aMOpaKMBaHue
Jlpixanue 0.94+0.22 1.36+0.22% | — —
®otocuntes | 0.99+0.05 1.0940.17 | — —
Drsnt 1.00£0.16 0.77£0.15* | 1.18+0.18 1.01+0.30
Vy 1.0620.14 1.2740.17* | 1.21£0.16* 0.91+0.09
qr 1.03+0.24 0.76+0.25 | 1.0340.20 0.78+0.18*
Fvm/Fwe 0.98+0.03 0.93+0.06 | 0.90+0.16 0.90+0.13

Puc. VIIL.5. BogopocneBslii cioii Tauioma P. aphthosa, ckanupyroias 3JIeKTpOHHAsS
MUKPOCKOIHUS. (a) — KOHTPOJIb; (6) - mocie TpéxkpaTHoro 3amopaxuBanus pH -70 °C (g) — mocie
nonepemMeHHoro Bo3aeicTBus Beicokux (+70 °C) n Huskux (-70 °C) temmepartyp. (2) - mociue
TpEXKpaTHOTO BO3AeHCcTBU BhICOKOH (+70 °C) Temnepatypbl. MacmtaOHas meTka 10 MKM.
Crtpenkamu Moka3aHbl KJIETKH BOJIOPOCIIEH, IBOWHBIMH CTPEJIKaMU MTOKa3aHbl HOBbIE IOUEPHUE
KJIETKH (2yTOCIIOPHI).

179



VII1.4. BriBoabI

1. Ilpennoxkena yaoOHAs MOJENTh CTPecca, BBI3BAHHOTO O0E3BOKHMBAHUEM
(meruaparanueil) KJIETOK MOUKUIOTHIPUUYCKUX OPraHM3MOB, HCIOJIb3YHOIIas
(bepMeHT-3aBUCUMYIO Mallepaliio KJIETOYHbIX CTeHOK. llokazaHo pa3BuTHE
3HAUYUTENILHOTO TyIIeHUs (IyopecueHuun XxJopopuina B MalepupyeMbIX
KJIETKAaX, AaHaJOTMYHOE PAa3BUTUIO TYWIEHUS TPU  IJIA3MOJUTHYECKOM
BO3/JECHCTBUU HA HUX.

2. IlokazaHo, 4To TylIeHHEe (iayopecueHurMd Xxjopouia B KIETKax,
MOJIBEP)KEHHBIX  Mallepaluu KJIETOYHBIX CTEHOK, COIPOBOXKAACTCS
CYLIECTBEHHBIM CHMXEHHEM OCHOBHBIX XJOPOPHILI-coAepkKamux OeaKOoB:
cyobeauaun; OCI (psaA u psaB), @CII u LHC He cToab 3HauuTenbHO (OT 2 110
30-KpaTHOTO CHIDKEHHSI 1O pa3HbIM Oelikam), B TO BpeMsl KaK COJEp)KaHHe
O€JIKOB, OTBETCTBEHHBIX 32 3allIUTHOE TyIlIeHHE (PIIyopecleHlnH XJIopopuiia y
P. patens, PsbS u LHCSR, B wMmalnepupyeMbIX KIETKax TMPAKTUYECKU He
CHIDKAaeTcsa. BpICka3zaHO TMpEAnosioKeHWe, YTO MMEHHO Takas KapTUHa
U3MEHEHUH B MpOTEOME KIETOK MOWKWIOTHIPUYECKUX OpPraHU3MOB MOMKET
OTBEYaTh 3a BBICOKYIO 3(pPexkTuBHOCTh MexaHH3Ma 3amuTel PCA B yCIOBUAX
JEeruipaTaluu, TPOSBISIONIETOCS B 3HAYMTENBHOM TYHIEHUH (GIyOpecleHIIUU
xJjiopoduria.

3. B pamkax npeanos€THOro MCIbITaHus MpoBeAeHo uccienoBanue OCA, a
Takke (YHKUMOHAIBHOM AaKTUBHOCTHU U  MOP(]OJIOTUYECKUX H3MEHEHUH
CJIOCBHINA B IIEJIOM TPEXKOMIIOHEHTHOTO JmmaiHuka Peltigera aphthosa (L.)
Willd. B ycnoBusiX, HUMUTUPYIOIIUX YCJIOBUS KOCMHYECKOTro rmoséra (B
HETEPMOCTATUPYEMOM 30HE KOCMUYECKOM CTAHIMM WM Ha MOBEPXHOCTHU
maHetel  (Mapca)). Ilokazana ycroiiuuBocth ®OCA aeruapatupoBaHHOTO
cinoeBuiia P. aphthosa 1O OTHOIIEHUIO K OSKCTPEMalbHBIM 3HAUYECHUSIM

temnepatypsl (+70 u —70 °C) u pe3kum KoaeGaHrIM TeMIEPaTyPhl MEXKIY HUMHU.
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IX. T'aaBa9. 3akjiodyeHue M BbIBOIbI

IX.1. 3akaouenune

Konctpykuuss ®CA  coorBeTcTByeT OajmaHcy MeXAy HEOOXOIWMOCTBIO
MOJIy4€HHUSI BO3MOXKHO OOJIbIIIE CBETOBOM SHEPIUU U 3aILUTON OT €€ n30biTKa. Kakum
00pa3oM pa3IMyYHbIE PACTUTENbHBIE OPTaHU3MbI B Pa3HBIX YCIOBHUSX HaXOMAT MYTb
mexay stumu  «Cummion u Xapubaoin», SBISETCS MPEIMETOM IUCCEPTALUH.
Pe3ynbTaThl mpencTaBieHHON paOOThl CBUACTEIHCTBYIOT, YTO MEXAHU3MBbI 3aIIUTHI
OCA, akTUBUpYEMBIE B YCIOBHUSAX MHTCHCHUBHOI'O OCBEILECHUS, aKTUBUPYIOTCS TAKXKE
B YCJIOBHSIX CTPECCOB PA3IM4YHON IIPUPOJBL, UTPasi POJb «IIEPBOIO SIIEIOHA» 3aAIUTHI
OCA. MexaHu3Mbl 3aIIUTHI, crieUpUIECcKUe 1151 KOHKPETHBIX CTPECCOBBIX YCIOBHIA,
BKJIFOYAIOTCS Ha 0Oojiee MO3AHMX JTalax aKKIMMallud PacTeHHs K CTPECCOBBIM
YCIOBHSIM, B TO € BpeMs HE MCKJIIOYas pa3BUTUE MEIJIEHHO HWHAYLUPYEMBIX
OTBETOB PAcTEHUs] Ha CBETOBOM crpecc. IIpu 3TOM, HECMOTpPsI HA YHUBEPCAIBHOCTD
cpelu pacTeHUi OoJibIIMHCTBA MeXaHn3MoB 3amuTel ®CA OT CBETOBOIO cTpecca
(Pinnola 2019; Demmig-Adams et al. 2020), pa3nuyHbIE BUIBI MOTYT UCIIOIL30BAThH
pa3Hble «CTpaTeTUW» pealu3ali BCEro Habopa HMEIOLIMXCS B PacHOpsSKEHUU
pacTeHMsl aJanTHBHBIX (AKKJIMMALMOHHBIX) MEXaHHW3MOB. PasnuuHble cTpaTeruu
MOTYT TPOSIBIISITECS Kak B aKIEHTaX Ha pa3Hble MEXaHU3Mbl C OJIM3KUMU
BPEMEHHbIMHU XapaKTEPUCTUKAMU, TAK U B OTHOCUTEIBHON PO OBICTPO U MEAJIEHHO
MHAYLHPYEMBIX MEXaHU3MOB. Tak, Ha mpumepe pacteHuil pona Iradescantia Hamu
Obula TMOKa3aHa BO3MOXXHOCTb OTHOCHUTEJIBHO CJIa0OW UyBCTBUTEJIBHOCTH K
MHTEHCUBHOCTM  OCBEILLEHUS COCTaBa 3alIUTHBIX KApOTHMHOMAOB Ha (OHE
BbICOKOA((DEKTUBHOTO MEXaHMU3Ma CHIDKEHHUSI CBeTOBOM Harpy3ku Ha @CA 3a cuér
nepepacnpeesieHuss XJIOpoIUIacTOB B KieTkax me3zodwiia. Ha sToil ke rpymnme
pacTeHUid HamMu OBUIO TOKa3aHO, YTO IUIOTHOCTb PACHOJOXKEHUS YCThUI[ Ha
MOBEPXHOCTH JHCTA, onpeaesstomas 1octynHocts CO, s @CA u, cienoBarenbHo,

PHUCK pa3BUTHUA CBETOBOro CTpeCCa, WM IIpU IOTOM ABJIAOMIAACA MCIJICHHO
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U3MEHAIOIEHCS  XapaKTEpUCTUKOM, MOXET ObITh  MaJlOUyBCTBUTEJIBHON K
VU3MEHEHUSM MHTEHCUBHOCTH CBETA, IPU TOM YTO OCHOBHAs PETYJSILUS YCTBUYHOU
IPOBOJAMMOCTH O0ECIEYMBACTCS 3HAUUTENBHO Oosiee OBICTPO HHAYLUPYEMOIt
peryJisiiMer WHPUHBI YCTBUYHOW WIETW. Y OJHOKIETOYHOW 3€JIEHOM BOJOPOCIIH
L. incisa B X0Jie¢ CBETOBOT'O CTpeCCa, MHAYLUPOBAHHOTO MOHWKEHUEM TEMIIEPATYPHI,
B MepBylo ouepenb aktuBupyetcs 3ammra OCA, cBszanHas ¢ Oenkamu PsbS u
LhcSR, u nunib cycTsi HECKOJIBKO JHEN aKTUBUPYIOTCS APYTUE MEXaHU3MBbI 3alUThI
®CA (cBsizaHHBIE C MUTMEHTHBIM COCTABOM U CTEXHOMETpHUEN (POTOCMHTETUUYECKUX
oenkoBbix kKomuiekcoB @CA). Ilpu 3ToM B HacTosel paboTe BIEpPBbIE MMOKa3aHA
JOJITOBPEMEHHAsT MHIYKIUS dKcnpeccun reHa PsbS B oTBeT Ha cTpecc y 3en€HbIX
BOJOPOCJICH, YTO NMaéT OCHOBAHHUS IEPECMOTPETh POJIb ITOTO OenKka y JaHHOU
I'pyIIIBl OPTaHU3MOB.

[Tockonbky psig Hanbosiee OBICTPO MHAYLHMPYEMBIX 3alIUTHBIX 0TBETOB PCA Ha
n30BITOYHOE  OCBEIIEHHWE  (DHEPro3aBUCMMOE  HE(POTOXMMHUYECKOE  TYIICHHE
BO30YXKIEHUsI B (POTOCMHTETMUECKOM aHTEHHE, MNEepecTporKa CBETOCOOMPAOIINX
AaHTCHH, AaKTUBalUs JESMOKCHAAIMU TyJia KCAaHTO(DUIUIOB)  aKTUBUPYIOTCS
u3MeHeHussMu pH cpeapl M peoKC-COCTOSSHUM KOMIIOHEHT LENH 3JIEKTPOHHOTO
TpaHCIIOPTa, 3TUM TpolieccaM ObUIO yAENEeHO BHUMaHUE B HacToswe padote. bouio
NoKa3aHo, 4yTo MoseKybl CO; n O,, NpUCYTCTBYIOIIUE B CPEAE, MOTYT aKTUBUPOBATh
npoueccsl HEe(POTOXMMHUYECKOIO TYLIEHHs, MOAYJIMPYST MHTEHCHUBHOCTb ITOTOKOB
3JIEKTPOHOB B (DOTOCHMHTETUUECKOW 3IEKTPOH-TPAHCHOPTHOM Iienu uinu pH cpenpl.
bbuin M3y4eHbl U3MEHEHUsI CKOPOCTEW NEpEeHOca AIEKTPOHA B (POTOCMHTETUUYECKOM
DJIEKTPOH-TPAHCIIOPTHON LIENH, OIpEAesieMble T'€Hepaluueil TpaHCMEMOPaHHOIO
IPOTOHHOTO MOTEHUMalda B THJIAKOWJAX W HM3MEHEHUEM PEIOKC-COCTOSHHUS
KOMITOHEHTOB 1ieny, 1o Mepe akkimMmanuu @CA Kk HHTEHCUBHOMY OCBELIEHUIO.

Hapsiny ¢ MexaHuW3mamu, 3aTpardBarOIIMMH HEMOCPEICTBEHHO KOMIIOHEHTBI
®CA, B pacTeHHMH CYUIECTBYET LEJbId P MEXaHU3MOB, OINPEHEISIONINX
(OTOCHHTE3 JMCTa M PACTEHUS B LEJIOM KaK TPEXMEPHOM CTPYKTypbl. OgHUM U3
TaKMX MEXaHU3MOB CIIy)KUT CBETO3aBHCHMOE IEpEpACHPENEICHUE XJIOPOIUIACTOB B

KJICTKax M€30(1)I/IJ'IJIa JHUCTa, 06CCH€‘II/IBaIOHICC MaKCHUMAaJIbHBIN 3aXBaT OHEPIruu CBCTa
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pu c1adoM OCBEIICHUH U 00Jiee paBHOMEpPHOE paclpe/ielieHue CBETOBOW Harpy3Ku
Ha OCA B pa3HbIX yyacTKax JIMCTAa M JIMCTOBOW CHUCTEMbI — IPU HHTEHCHUBHOM
OCBEILIEHNHU. 3aKOHOMEPHOCTH MHIYKIMH U MPOSIBICHUS ACHCTBUSA 3TOIO0 MEXaHU3MA
OBLIIM M3Y4YeHBI B HACTOAIIEH paboTe U MOKa3aHa €ro B3aMMOCBSI3b C 0COOCHHOCTAMU
CTPYKTYPBbI KJIETKH Me30(UiuIa u poib B psay Mexann3moB 3amuTel ODCA.

C GyHKOMOHMPOBAaHMEM JIHCTa KaK MPOCTPAHCTBEHHO pachpenenéHHON
TpEXMEPHON (POTOCUHTETUYECKON CTPYKTYpPhI CBSI3aH BONPOC O (POTOCHHTETUUECKOI
AKTUBHOCTH W 3HAYEHUU HJs (POTOCHHTE3a pPAa3HBIX CIEKTPaJbHBIX KOMIIOHEHT
(OTOCUHTETUYECKH AaKTUBHOW paauanuu. Tak, OAHOW M3 [daBHUX NpoOsieM B
NOHUMAHUU aJanTUBHOM mpupoasl xapakrepuctuk DOCA sBngercs mnpobiema
«IpoBaJia» B CHEKTPE MOTJOMEHUS (OTOCUHTETUYECKUX MHUTMEHTOB BBICHIMX
pactenuil (xjaopodwia @ 1 6 U KAPOTUHOUJIOB) B 3€JEHO-KENTON 00JIaCTH CHEKTpa
(Nishio 2000). I[IpeamomokeHre O TOM, YTO CBET ITOTO JUAINA30HA MOXKET OBIThH
noJyie3eH s (POTOCHMHTE3a B TIYyOOKHX CIIOSIX JIUCTA, A0 KOTOPBIX JTOXOAUT MAajo
CBETa KPAaCHOTO M CHHEr0 JMana3oHoB, ObLUIO BhICKa3aHO B KOHIE 1990-x — Hauase
2000-x rr. Ha OCHOBE Pacy€TOB W JKCIEPUMEHTAJBHBIX JAHHBIX 00 ONTUYECKUX
cBorictBax ymmcTa (Evans and Vogelmann 2003; Terashima et al. 2009). B nactosiei
paboTe 3Ta poJib CBETa 3eNEHO-KENTON 00JacTH crieKTpa ObLla BIEPBBIE MOKa3aHa

9KCIICPUMCHTAJIBLHO.

IX.2. BuiBoasbl

[ToxazaHbl BO3MOKHBIE CTpaTeTUH peanu3aluuu (OTO3AMMUTHOTO MOTEHIHMANA Y
OKCUTE€HHBIX (OTOTPO(QHBIX OPraHW3MOB U3 Pa3HbIX CHUCTEMAaTHYECKUX M
HKOJIOTUYECKUX TPYIIIL.

IToka3aHo, 4TO PU HAJIMYUH 3ALIUTHBIX MEXAHU3MOB C Pa3JIMYHBIMUA XapPAKTEPHBIMU
BpEMEHAMH OTKJIMKA HHIYKIUS 3(PPEKTUBHBIX MexaHu3MoB akkiaumannu DPCA k

CTPCCCOBBIM YCIIOBUAM C Ooiee KOPOTKUMHU BpPEMCHAMHU MOKCT o0ecIieunBaTh

183



DKOJIOTHYECKYIO IJIACTUYHOCTh BBICHIMX PACTEHHI NMPU OTHOCUTEIBHO HEBBICOKOM
CTENEHU UHAYKIIMU MEXaHU3MOB ¢ 00Jie€ MEJICHHBIM OTKIMKOM.

[Toka3aHa coxpaHSIOWAsACd B TEUEHHWE HECKOJBKHX CYTOK CTPECC-UHIYLIMPOBAaHHAS
aKTUBAIMs HKCIpeccuu reHa ¢otozammrtHoro Oenka PsbS y 3enénbix Bogopocneit
(Chlorophyta), compoBoxnaromasics WHAYKIHEH HE()OTOXUMUYECKOTO TYIICHHUS
(HOT). IlonydeHnsl OIEHKHM Juamna3oHa 3HaueHW! pH TuiIakoWaHOTrO JIIOMEHa, B
KOTOpPOM aKTUBHUpYyeTcsi (oTrompoTeKkTopHasi akTUBHOCTh PsbS. Pazpaboran wu
BAJUAUPOBAH  AJNTOPUTM  MOJYMAaKpPOCKOIMMYECKOTO  pacyéra  OKHUCIHMTENbHO-
BOCCTAHOBUTEIBHBIX M KHUCIOTHO-OCHOBHBIX CBOMCTB Oe€JKa, YUYWUTHIBAIOIIUNA €ro
JTUBJIEKTPUYECKYI0 HEOJHOPOIHOCTD, ITO3BOJIMBIINMI CAEIATh 3TH OLICHKH.
OKCHEPUMEHTAIIBHO IIOKAa3aHO, YTO CBET B JKENTO-3€JEHOM JMAaNa3oOHE CIIEKTpa
BOXEH I MPOAYKTUBHOCTH pPACTEHHUsS, IIOCKOJIbKY cjabee MOrJIoniaeTcs
XJIOpO(UILIOM U 00€CTIeYBaAET YHEPTHe aCCUMHIIISIIMOHHBIE TKAaHU BO BCEM 00BEME
JIUCTA U PACTEHUS B LIEJIOM.

[TokazaHo, yTo BbicoKas 3pPexTuBHOCTh hoTo3anmuThl PCA y MONKUIOTUIPUIECKUX
OpPTaHU3MOB, CIIOCOOHBIX MEPEHOCUTh 3HAYUTENbHBIN HEIOCTAaTOK BOJBI 0€3 MOoTepu
KU3HECTIOCOOHOCTH,  MOXET  00ecneuuBaThCsi  CYIIECTBEHHBIM  CHU)KEHUEM
conepxkanusa OCIl u ®CI Ha PoHe HE3HAUUTENHHBIX U3MEHEHHUU YPOBHS OEJIKOB
KOHTponupyromux HOT.

[Toka3zaHo (Ha mpuMepe CUMOMOTHYECKON 3eIE€HONH MUKpPOBOJopociau Desmodesmus
Sp.), 4TO YCTOMUYMBOCTh OPTaHU3Ma K 3aKHUCICHHUIO CPEAbl MOXKET CIIYKUTh (PAKTOPOM,
o0ycioBiuBaroIMM ycTOHYMBOCTh ero @CA K BBICOKOW KOHLIEHTpAIlMU JAHOKCHUIA
yriiepoza B Cpeze.

[Toka3aHo, 4TO MPOHMKAIOIINE AHTHOKCHUAAHTHI HA OCHOBE IutacToxuHOHa (SkQ)
unruoupyor @OCIl Ha JOHOPHOM yyacTKe, BbI3bIBas TYIIEHHUE BO30YXKIEHUS B

(POTOCHHTETHYECKON aHTCHHE C yYaCTUEM JOJITOXKHBYINETr0 KaTuoHa Pego .
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X. IIpuaoxeHue. AJITOPUTM NMOCTPOEHUS IMIJIEKTPUIECKOH Mo/1esIu 0eJIKa U
pacuyéTa 3JIeKTpUYeCKHX B3aUMOAeCTBHI B 0eske

X.1. AHHOTAIHUA IJIABBI’

B »r1o0l riaBe ommcaH OPUTHMHAJIBHBIM AJTOPUTM PACUE€Ta OKHUCIUTEIBHO-
BOCCTAHOBUTEIBHBIX U  KHUCJIOTHO-OCHOBHBIX CBOMCTB  TIpymnm  O€JIKOB,
HEoOXomuMBIX i1 aHamm3a (QyHkiuonupoBanus DOCA Ha MOJIEKYJISIPHOM
ypoBHe. [lokazana HEOOXOIUMOCTh y4€Ta AMAJICKTPUYECKONW HEOTHOPOIHOCTH
Oenka, TmpemIoXkeH cmocod e€  omMcaHMs ~HAa  OCHOBE  JIAHHBIX

PEHTIE€HOCTPYKTYPHOI'O aHAJIU3a.

X.2. Oco0eHHOCTH AJTOPUTMA M YUYMThIBAeMble MM CBOICTBA 0€JIKOB

B peanuzanmu 3amutHbeIX MexaHn3MOB (DCA CylIeCTBEHHYIO pOJb WUIPArOT
pPENOKC-B3aUMOAECHCTBUA  (HAlIpUMEpP, B PErysIUMM aKTUBHOCTH MHOTIHX
dbepMeHTOB, 3a CUET B3aUMOACHCTBUSL PEIOKC-KOPAKTOPOB JIPYT C APYTOM U C
KOMIIOHEHTaMU UIIYHTUPYIOUIMX W PETYJSATOPHBIX IyTed, U T.I.), a TaKkKe
IPOTOH-JOHOPHBIE TPYMIBl OENKOB (Kak B IMpoLeccax TPaHCIOpTa MPOTOHOB,
COMNPSHKEHHOTO ¢ (POTOCUHTETUUECKUM TPAHCTIOPTOM DJIEKTPOHOB, TaK U B CIIy4ae

peakiui, perynupyeMbix BennuuHod pH cpenwi). s mMomenupoBaHusi 3THUX

7 I1pu IIOATOTOBKE MAHHOM IJIaBBI IUCCEPTAIMH MCTIONB30BAHBI CIEAYIONINE TyOIMKAIIUH, BBIIOJHCHHEIE aBTOPOM

JIMYHO WJIK B COABTOPCTBE, B KOTOPHIX, corjacHo [lonoxeHunio 0 IpucyXAeHuHu yueHbix creneHeit B MI'Y, oTpaxkeHsl

OCHOBHbIE PE3YJIbTATHI, IOJIOKEHUSI U BHIBOZBI HCCIIEIOBaHHS (B CKOOKaX MPHUBEAEH MMIAKT-(PaKTOp KypHaia, 00bEM

nyOaMKALKK B TIEYaTHBIX JIMCTaX / BKJIAJ aBTOPA B MEYATHBIX JIUCTAX):

1.Ptushenko V.V., Cherepanov D.A., Krishtalik L.I., Semenov A.Yu. Semi-continuum electrostatic calculations of
redox potentials in photosystem I // Photosynthesis Research. — 2008. — V. 97. — P. 55-74. — DOI 10.1007/s11120-
008-9309-y (WoS JIF 3.7/ 1.25 m.n. / 0.63 m.a1.)

2.Ptushenko V.V., Cherepanov D.A., Krishtalik L.I. Electrostatics of the photosynthetic bacterial reaction center.
Protonation of Glu L 212 and Asp L 213 — a new method of calculation // Biochimica et Biophysica Acta (BBA)—
Bioenergetics. — 2015. — V. 1847. = N 12. — P. 1495-1508. — DOI: 10.1016/j.bbabi0.2015.07.010 (WoS JIF 4.3 / 1.5
. / 0.75 m.a.)

3.Ptushenko V.V., Krishtalik L.I. Reorganization energies of the electron transfer reactions involving quinones in the
reaction center of Rhodobacter sphaeroides // Photosynthesis Research. —2018. — V. 138. - N 2. —P. 167-175. —
DOI: 10.1007/s11120-018-0560-6 (WoS JIF 3.7/ 0.56 m.1. / 0.23 n..1.)
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MEXaHU3MOB in silico, a Takxe AJid NPaBUILHON HHTEPIIPETAlUU MOJy4aeMbIX
HKCIIEPUMEHTAILHBIX TAHHBIX, HEOOXOIUMBI CBEACHUS O PEAOKC- WIIM KUCIOTHO-
OCHOBHBIX CBOMCTBaxX OEJIKOB, YYaCTBYIOUIMX B pPEAM3alUU PACCMATPUBAEMBIX
MEXaHU3MOB, O 3HAUEHHUAX CBOOOIHOW PHEPTrUU COOTBETCTBYIOIIUX PEAKIUM, U
T.I. B CBSI3U ¢ 3TUM MBI NPeANPUHSIIN Pa3pabOTKy aJrOpUTMa IJi OLIEHKH 3THX
BEJIMYMH HA OCHOBE CYLIECTBYIOIIMX K HACTOSIIEMY BpPEMEHH JAHHBIX O
TPEXMEPHOU CTPYKTYpe psaia GOTOCUHTETUYECKUX OEJIKOB.

BinsiHne O€nKkOBOro OKpYKEHHMsI Ha KHUCJIOTHO-OCHOBHBIE WM PEIOKC-
CBOMCTBa (DYHKIMOHAJIBHBIX TPYII MOXET OBITh OMHCAHO Haubosiee MPOCTHIM
crnoco0OM B paMKax KOHTHMHYaJbHOW 3JIEKTpocTaTudeckod wmoaenu. OHo
BKIIIOYAET B ce0s DJIEKTPUYECKOE TOJe, CO3/1aBaeMO€ 3apsDKCHHBIMH U
NOJIIPHBIMU TPYINIaMHu Oesika B 00JIACTH pacIoNIOXKEHUs: KOopaKTopa, a TaKkKe
U3MEHEHUE 3HEPrUHU IHUAJIEKTPUUYECKOTO OTKJIMKA cpenbl (aHamor BopHOBCKOH
PHEPruM  coJbBaTaMM A KUAKUX — pactBopureneil).  [loreHuman
AIEKTPUUECKOTO TOJISL ONPEACIISIETCS PACTIOIOKEHUEM B O€JIKE aTOMOB, HECYIIIUX
napHyaibHble 3JEKTPUYECKHUE 3apsiibl, W PACCUUTHIBAETCS C ITOMOILIBIO
ypaBHeHusi Ilyaccona-bonbimana, a bBopHoBCckast sHeprus cosbBaTalluu
OTIpeeIIAeTCS AUAICKTPUUECKON MPOHUIIAEMOCThIO OETTKOBOTO OKpYskeHus. J[is

pacu€ra usmenenus pK, nporonupyemon rpynmsl XHpo:

XHG) =X\ +Hyy (X.1)

prot prot

YKa3aHHbIC HaMHM CJIaracMbIC YUYUTBIBAIOTCA B ABYX ClIaraCMbIX —— JHCPIUAX

nepeHoca MPOTOHUPOBAHHOM U IETTPOTOHUPOBAHHOU (popM:

2.3RTpK™

ot = 2.3RTpK . — AGYyr (w = p)+ AGY (w— p) (X.2)
(Ins pemoKc-rpymi ypaBHEHHE aHAIOTHYHO (X.2), TOJBKO BMECTO 3HEPIHid
nepeHoca MPOTOHUPOBAHHOW U JenpoToHupoBaHHON GopMm XH u X comepkut
SHEPIUM IIEPEHOCA BOCCTAHOBIEHHOM M OKMCIEHHON (opm, X 1 X°¥),

OnHako 3TOT TPAJAWLMOHHBIM MOAXOJ, B JIEUCTBUTEIBHOCTHU, HE MPUMEHUM

AJIs1 BOAHBIX PACTBOPOB, IOCKOJIBKY HC YUYHUTBLIBACT Pa3pbiB BOAOPOAHBIX CBHBCﬁ,
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KOTOpBIE Tpymma oOpa3yeT ¢ BOAOW. BmecTe ¢ Tem, Kak MbI MOKa3ajiu, ATOT
ekt MoKeT ObITh BeChbMa BelUK (10 HeckoJbkux eauuuil pH). UToOsl yuecThb
€r0, MBI MPEIOKUIN MOAX0 ], KOMOMHUPYIOIIMHI IEKTPOCTATUYECKUA PACUET U
UCTIOJIb30BaHUE IKCIIEPUMEHTAIBHBIX JaHHBIX M0 SHEPTUSAM TIEPEHOCA OCHOBHBIX
MIPOTOH-JOHOPHBIX TPYNI OEJIKOB MEXIy BOJOW W OPTaHWMYECKHM alpPOTOHHBIM
pactBoputeneM. lIpennokeHHass HaMU TIONMPaBKa BBITISIUT  CIEIYIONTAM
obpazom:

prot

+AGY (w— 5)= AGY (W — 5)+ AG ;s — AGY. (w—> ')+ 2.3RTApK,,

2.3RTpK ), =23RTpK,, — AGY (w— p)+AGT (w— p) (X.3)

IJle TIepBbIe TPHU ClIaraeMbleé — 3TO TPAJUIIMOHHO yYUTHIBAEMBIE KOMITOHEHTHI,
4eTBEPTOE M MsATOE (C MHACKCAaMU el) — MOoIpaBKu, KOTOPhIE TAK)KE MOTYT OBbITh
paccyWTaHbl  DJEKTPOCTATHUECKH, a  TMOCJIEeIHWEe TPU  MOTYT  OBITh
HETIOCPEICTBEHHO TMOTYYEeHBl WJIM BBIBEJCHBI M3 IKCIEPUMEHTAIBHBIX JaHHBIX:

AG,, s — DHEprus BONOpPOJHOW cBsa3u Tpymnsl XH ¢ Monekynamu
pactBoputens, AGY.(w—s) — DHeprus II€peHOCa IIPOTOHA M3 BOJALI B

COOTBETCTBYIOIIMM pacTBOpUTENb, AG,, ¢, ApKs — pazHoctb pK, rpynmsl B

BOJIE U allpOTOHHOM pacTtBopuTesie. PaccmaTpuBaeMble peakiuy U yYUTbIBAEMbIE
KOMIOHEHThI YHEPTUM MEPEHOCA CXEeMAaTUYHO MOKa3aHbl Ha puc. X.l. 3HaueHus
COOTBETCTBYIOILLIUX IIOIIPABOK JU1SL OCHOBHBIX IIPOTOH-AOHOPHBIX
AMUHOKHCIIOTHBIX OCTaTKOB O€JiKka, pAcCYMTAHHBIX HAMH, TPUBEICHHI B

Tabm. X.1.

Water Solvent Medium Protein
1 I I

o —)AG;H( W= s) &G;(r;} (s =>m)—AGy, 4 AG;;,IH (m—p)

OH; XH-S XH XH
LT pKy 1T pKs

L ] - ~irel ¢ 3 ;u.'.('f .
X-HOH _A.G.Y.(h;s)) X AGy" (s = m) X AG." (m — p) X
+ +

. AG: Aw—5)
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Puc. X.1. Cxema tpéxatanmHoro pacuéra BenuunHbl pK rpynmsl: [) mepeHoc rpymibl U3 BOJIbI B
AnPOTOHHBIN PacTBOPUTEIND, 3aTeM 1) mepeHoc B BooOpakaeMyto apoOTOHHYIO Cpely, He
00pa3ymoIIy0 BOIOPOIHBIX CBS3€H ¢ paCTBOPEHHBIM BelecTBOM, 3ateM [1I) mepenoc B 6enok.

Ta6auna X.1. KomnoHeHTsl mompaBku Ha 0Opa3oBaHUE BOJOPOAHBIX CBs3el, KJ[K/Moib

(AM® — mumerundopmamua, AH — aneToruTpmn).

CoenuHeHMe 5,7xApKs AGy+" AGxH.s AAG!™ AGhp. ApKh b,
CH3COOH B IM® 36,2 -28,3 -21 -4,5 39 6,8
CH3;COOH B AH 95,8 +31,8 -14,5 -4,5 45 7,9
ImH" B IM® -3,6 -28,3 -34 +3,4 -5,9 -1
C;H/NH;" B AH 433 +31,8 -21 +3,9 -5,6 -1

Bropas 0COOEHHOCTb NPENIOKEHHOTO HaMM aJIropurMa pacuéra —
UCIIOJIb30BaHUE PA3HBIX AMDJIEKTPUUECKUX KOHCTAHT JUISl ABYX HPHUHLUIIUAIBHO

Pa3HBIX COCTABJISIOIIUNX dHEPTHHU IEpeHoca AG™ (w — p): M3MEHEHMs SHEPTHUH 3a

CYET B3aUMOJICHCTBUSL C CYIIECTBYIOIIMM B O€JKE 3JEKTPUYECKUM IIOJIEM U
M3MEHEHHUS SHEPTUU JUAJIEKTPUUECKOTO OTKIIMKA cpefibl. ClielyeT UMETh B BUIY,
YTO 3T JABE KOMIIOHEHTHI UMEIOT MIPUHLIHUIHNAIBHO Pa3HYIO IPUPOY: BHECEHUE B
Cpedy OJJIEKTPUYECKOrO 3apsia, CBA3AHHOTO C PacCMATPUBAEMOM TIpYyIIIOH,
BBI3BIBAET OTKJIMK BCEX KOMIIOHEHT TMOJISIPU3ANMH CPEIbl, YTO MOXKET OBITh
aJICKBaTHO ONIMCAHO BEJIIMYMHOW CTATUYECKON TUAIIEKTPUUECKON MPOHULIAEMOCTH
cpenpl, &. B TO Ke Bpemda, I pacyéra JIIEKTPUYECKOrO IOTEHIMANa,
CO37]aBa€MOIo B 3aJJaHHON 00JacTU Oenka ero 3apsHKEHHBIMH M TOJISIPHBIMU
rPyHIIaMH CJIEAYET UCIOIb30BATh ONTHYECKYIO MPOHUIAEMOCTh CPEAbL, €, B TOM
cly4ae, €ciau i pacu€ToB UCIHOJB3YyETCsl TpeXMepHas CTpYKTypa Oenka,
NOJIydeHHasi MPU TOM K€ 3apsAJIOBOM COCTOSIHUU KodakTtopa/rpynmsl. [losicHum
3TO HA MpPUMEpE MOTEHIMANA, CO3/1aBaEMOr0 OJTHUM 3apsLKEHHBIM aTOMOM OellKa.
[lone, co3maBaeMO€ aTOMOM, YAaCTUYHO JKPAHUPYETCS CpPENoW, NPUYEM B
DKPAaHHPOBKE YYaCTBYIOT KaK 3JICKTPOHHAS KOMIIOHEHTA IOJSPU3ALMHU CPEJIbI,

Tak U atoMHas. IHpIMM cjiOBaMM, IOTEHIIMAJI, CO3JaBaeMbIii aTOMOM B JIaHHOMU
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TOYKE, KOMIIEHCUPYETCA MOTEHIMalaMu IPYTMX aTOMOB Cpelbl, U CymMMa HX
BKJIaJIOB (@ TakKe BKJaJa CaMoOro aToma) B JIaHHBIA MOTEHIMAT YYUTHIBACTCS
MHOXHTeNeM 1/e; . OnHaKo, eciim HaM M3BECTHA TpEXMEpHasi CTPYKTypa Oeka,
TO MOTEHLKAJ, CO3/1aBAEMbI Ka)IbIM aTOMOM, OyJleT y4TE€H B SBHOM BHJIE MPHU
pacd€Tax CyMMapHOTO MOTEHITMAaIa OT BCEX 3apsDKCHHBIX aTOMOB Oenka. HpiMu
CIIOBaMH, aTOMHAs TMOJspHU3anus OelKa aBTOMATHYECKH YYHUTHIBACTCS MPHU
pacué€re CyMMapHOro »JJIEKTPUYECKOTO IOTEHIMana, CO3JaBa€MOI0 BCEMH
aTomamu Oenka. B To ke Bpems, 3JeKTpOHHAs TOJSpPU3AlMs HE OTpakeHa B
TPEXMEPHOU CTPYKTYypE, U €€ SKpaHUPYIOIIee AEHCTBUE HE MOXKET ObITh YUTEHO B
aBHOM Buzae. lloatomy €€ cregyer yuWuThIBaTh BBEIEHUEM ONTHYECKOU
IPOHULIAEMOCTH CPEABbl, &, KOTOpas KaK pa3 M OTpPaxaeT »>JIEKTPOHHYIO
nossipusanuio. Hackonbko 00Jblyt0 OMMOKY JAET MOAXOJ], HE YUUTHIBAIOIIUN
TOT0 OOCTOSATEIBCTBA M WCIOJB3YIOMIMA CTATHYECKYIO UAICKTPUIECCKYIO

MPOHUIIAEMOCTb & IS pacuéra 00erx KOMIOHEHT, BUAHO U3 Tabm. X.2.

Tadoauua X.2. Pacu€r craHmapTHBIX peIoKC-IOTEHIIMAOB Keme30-cepHbIX (FesS4) kmactepon
B O®CI u B pacTBOpUMBIX (EeppelOKCHHAX Ha OCHOBE TPAAULMOHHOIO Moaxona (¢

MCII0JIb30BaHUEM €IMHCTBEHHOM TUAIEKTPUYECKON KOHCTAHTHI € = 4).

Brxutan
Kodaxrop En JIuprekTpudeckuii | BHyTPpUOEIIKOBOTO En En
B IM®D* OTKJIMK CpEIb AIEKTPUIECKOTO | (pacuér.) (exp)
OJIst
Fe4Ss-xmmacrepsl
Fx -1,345  |-1,370 +1,255 -1,460 -0.705+-0,650
Fa -1,345  |-1,115 +0,910 -1,550 -0.540+-0,440
Fb -1,345  |-0.980 +0,885 -1,440 -0.590+-0,465
®Deppenoecunsl (6=5.5)
A. vinelandii -1,345  |-0.700 +0,630 -1,415 -0.640
C. acidiurici -1,345 |-0.615 +0,760 -1,200 -0.435

* - OTHOCHTEJIHO CTAHIAPTHOT'O BOJOPOIHOIO 3JICKTPOIa

Tpetuil NpPEMIOKEHHBIM HaMHM 3JIEMEHT QIropurMa pacuéra — YUET
JTUDJIEKTPUUECKON HEOAHOPOAHOCTU OelKa, 4TO MPOSABIAETCS B UCIOJB30BAHUU
HEOJHOPOJHOTO pacnpeneneHus & B Oenke. J(uanekrpuueckas HEOAHOPOAHOCTD

Ocnka OblLla IMOKa3aHa B JUTCPATYpPEC OKCICPHUMCHTAJIbHO, B YaCTHOCTH, C
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WCIIOJIb30BAaHUEM MeToJia MpsiMoil anekTpomerpun (Semenov et al. 2003). Ha
npumepe OCI Hamu OblTa MOKa3aHa KOPPESLUS MEXKIYy TpaHCMEMOpaHHBIM
npoduiieM 3KCIEPUMEHTATBHO ONPEAeICHHOW BEIMYHMHBI & W NPOdUIeM
pacnpezielieHdss aTOMOB TMOJSIPHBIX Tpynn (KUciopoda M a3zora) B Oenke

(puc. X.2).
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Puc. X.2. IIpocTpancTBEHHOE pacnpeeieHHe 3HAUYCHU N TOJIIPHOCTH U TUAJIEKTPUUYECKON
nponunaemoct B @CI. a — pacnpeneneHne aToMOB KUCIOPOAa B a30Ta MOJISIPHBIX OOKOBBIX
1eneil aMHHOKHUCIIOTHBIX OCTATKOB Oellka (KpacHbIe IIAPUKH) U MOJIEKYJ KpUcTaIorpadguueckoi
BOIbI (cuHUe mapuku). [lokazaHo Takke pacrnosiokeHue penokc-kodaxropo OCI. 6 —
pacnpenenenrue cpeaHeit moaspHOCTH Oenka (CUHSS KpuBasi) U 9PPEKTUBHON TUIIEKTPUICCKOM
poHHIIaeMocTH (KpacHas kpuBas) Bosib ocu OCI (meprniennukynspHoit MemoOpane). OTKpBIThIC
KPYTH BIOJH OCH a0CIHCC YKA3bIBAIOT pacioyiokeHne kodaktopos. [lomspHOCTE onpeaeneHa Kak
JI0IS1 «TIOJISIPHBIXY» aTOMOB B CIIO€ TONMIMHOM 4A | mapaineabHOM MIOCKOCTH MeMOPAHEL.
JmsnexkTpudeckasi MPOHUIIAEMOCTh ONPE/IEICHa Ha OCHOBE SKCTIEPUMEHTAIBHBIX JAHHBIX MPSIMOM
anexktpomerpun (Semenov et al. 2003).

OCHOBBIBasICh Ha JaHHOW KOPPETSIUH, MBI TMOCTPOWIH ajJTOPUTM pacuéra
pacnpeneneHuss TUANCKTPUYECKON TMPOHUIIAEMOCTH B O€JKe Ha OCHOBAaHUU
pacnpeeie s MOJPHBIX TPYII B HEM, TIOTYy4aeMOT0 U3 TaHHBIX O TPEXMEPHOU
CTPYKType. AJNrOpuTM OCHOBAaH Ha OJMIHMPUYECKOW 3aBUCHUMOCTH MEXKITY
MOJIIPHOCTBI0O W TPOHUIIAEMOCTBIO0, TOJYYSHHOU Ui (POTOCHHTETHYECKOTO
OaktepuanbHoro peakuuonHoro ueHtpa (BPIl) w3 Rhodobacter sphaeroides
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(puc. X.3). IIpoctpanctBeHHoe pacmnpeaenenue & B BPIl  moxkazano

MICEBJOIBETOM Ha puc. X.4.

& ryi

i’
41 Puc. X.3. PenoMeHOIIOTHYECKAS

3aBUCHMOCTb CTaTUYECKOU
TUDJIEKTPUIECKON TPOHUIIAEMOCTH
(¢) oT cpeaHEl OJNIPHOCTH yJacTKa
oenka. [TonsspHOCTH OBLITA OIICHEHA
KaK CpeHss BEJTMYMHA 110 00J1acTH,
JUIsL KOTOPOH CpeIHss
TMDJICKTPUIECKast IPOHUIIAEMOCTh
ObLIa OLIEHEHA Ha OCHOBE
IKCIEPUMEHTATIBHBIX JAHHBIX 110
IPSIMOMY 3JIEKTPOTEHE3Y.

Puc. X.4. IIpocTpaHcTBEHHOE pacTpeeIeHHE CTATHYECKON TUAIEKTPUUECKON TPOHUIIAEMOCTH B
(hOTOCHHTETHYECKOM OaKTEPHAIIBHOM PEaKIIMOHHOM IieHTpe. CTpYyKTypa mojiy4eHa u3 6a3bl
nauHbIX pdb (kox 2GNU (Wadsten et al. 2006)). KpacHbiM 11BeTOM OTMedeHa Hanbomee
ruapodoOHas 06macTs (¢ < 4), kEnThiM (4 < ¢ <7.5) u 3enéupM (7.5 < ¢ < 15) mokazansl 6011€€
ruipouiIbHbIe 001aCTH, CHHUM pacKpalleHbl Hanbouee ruapoduiabHbie obnactu (& > 15).
TOHKMMU TUHUSIMH TIOKa3aHbl AMUHOKHCIIOTHBIE OCTATKH O€JIKa, IMapOCTePIKHEBBIMUA MOJICIISIMU
BBIJICJIEHBI PEJOKC-KO(DAKTOPHI.
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X.3. IIpumeHeHme ajgropurma aJjs aHaau3a xapaxkrepuctuk @CI pacrenunii u
(pOTOCHHTETHYECKOTO0 PEAKIMOHHOI0 HEHTPA NYPNYPHBIX 0aKTepuid

Vcnosnp30BaHue JAHHOTO TOAXOJA IO3BOJIMIIO HAaM pACCUHUTaTh PEIIOKC-
MOTEHIIMAJIBl BCeX KO(paKTOpOB Iienu nepeHoca 3iaektponoB OCI, mans psma u3
KOTOPBIX HAa TOT MOMEHT HE HMEJIOCh HAJIEXHBIX SKCIICPUMEHTAIBHBIX HIIH
pacuéTHpIX naHHBIX (cM. Ta6i. X.3). Kpome Toro, HaMm yaajioch Mokaszarh poJb
xjopoduia,

TCCHOI'O PAaCIIOJIOKCHUA

JBYX  aKIENTOPHBIX  MOJEKYII
PacnoJIOKEHHBIX B HEMOCPEICTBEHHOM OJM30CTH OT MEPBUYHOrO J10HOpa Prgo.
Hmess mopupuHOBBIE KOJBIA, PACIONOKEHHBIE MapajljieIbHO APYT APYTy M
HE3HAYUTENBbHO MEpeKphIBatoLIrecs (T.€., BEpOSITHO, UMEIOIIUE CONPSKEHHBIE TT-
AJIEKTPOHHBIE CTPYKTYpHI), 3TH ABE MOJEKYJIbl 00pa3yloT mnapy (B Kaxaouh u3
BetBell OCI, A u B) u npeanonoxutensHo (QyHKIHOHUPYIOT Kak €IMHBIN
nepBUYHBIN akienTop (puc. X.5). O6 3ToM TOBOPAT HAIIIM JIaHHBIE IO CBOOOTHOM
HHEPIrUM TMEPBUYHOTO pa3lieNieHUsl 3apsA/0B, PACCUUTAHHON B MPEIIONIOKEHUU
(GYHKIIMOHUPOBAHUS 3TUX MOJEKYJ XJIopopuiia Mo OTAEILHOCTH WIH B opme

TUMepa.

Tab6auna X.3. Pacuér craHmapTHBIX peAoKC-NOTeHIUaNnoB Bcex KodaktopoB @OCI u
pacTBOPUMBIX (EpPEIOKCHHOB C HCIIOJIb30BAHHEM MHOTOCIOWHON AMAJICKTPUUECKON MOJAETH

Oenka U OTJIEIbHBIM PACCMOTPEHUEM MOJIS IEPMaHEHTHBIX 3apsiIOB OemKa.

3apspkeH
HbIE | 3apspKeH
Hwon. | Ilepma- | am.ocT. HBIE
otk |HeHTHBIE | (D, E, K, | Kodak- En En
Kodaxrop En Cpeanl | 3apsibl R) TOPBI (pabo- | (paBHO- Em
B /IMD* (Estat) (Eopt) (Estat) (Estat) gui) | BeCHBIN) | (9KCIL)

P00
Chl1A +0.535 +0.297 [-0.242 |-0.011 |-0.036 +0.544
Chl1B +0.535 +0.273 [-0.171 ]-0.023 |-0.034 +0.580
Dimer? +0.449 |+0.449 |+0.45
Ao(A)
Chl2A -1.160 -0.353 [-0.020 [+0.013 |+0.104 -1.416 -1.29
ChI3A -1.160 -0.369 |+0.117 |+0.179 |-0.038 -1.271
Dimer -1.228 -1.07
Ao(B)
Chl2B -1.160 -0.362 [-0.040 |+0.041 |+0.076 -1.445 -1.29
Chl3B -1.160 -0.375 |+0.111 |+0.162 |-0.052 -1.314
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Dimer? -1.268 -1.07
Al(AaB)

PQ(A) -0.800 -0.410 [+0.290 |+0.436 |-0.188 -0.671 -0.81
PQ(B) -0.800 -0.411 |+0.246 |+0.342 |-0.220 -0.844 <-0.7
FeSa-clusters

Fx -1.345 -0.941 |+1.302 |+0.493 |-0.094 -0.585 -0.654 |-0.70
Fa -1.345 -0.700 |+1.642 |+0.098 |-0.174 -0.479 -0.481 |-0.54
Fb -1.345 -0.726 |+1.613 |+0.035 |-0.116 -0.539 -0.585 |-0.59
Ferredoxins (¢=5.5)

A. vinelandii -1.345 -0.441 [+1.328 |[-0.096 |[-0.095 -0.649 -0.649 |-0.64
C. acidiurici -1.345 -0.382 |[+1.424 |-0.082 |-0.072 -0.457 -0.457 |-043

* - OTHOCHUTEJILHO CTaHAAPTHOT'O BOAOPOAHOTO BJICKTpOJaa

HIS AﬁS?% META688 £\

XA “% )
#—._ - Xn3A ~.3.9 A
‘\.__ 3|6 A \\‘8‘:\7 A

~¢_‘=T/ Xn2A
Xn1B @ HOH 1

HIS B660 (\ ASN B591 ;

NN <
P700 A,

Puc. X.5. B3aumHoe pacnoioxeHne MoJeKy XJIOpopHuIa B AUMEPAX, COCTABIISIIOIINX
nepBuyHbIi 10HOp P700 (Xn1A n Xi1B) u nepBudHbIi akiienTop 1eKkTpoHoB AOA (Xm2A/Xn3A)
@OCI B BeTBU 4 penokc KopakTopoB. OTMEUEHBI aKCHAIBHBIE JIUTaH bl IEHTPAJIbHBIX aTOMOB Mg
MOJIEKYJI XJI0pOodMIIa U PACCTOSHUS MEXY MIOCKOCTAMU NOP(GHUPUHOBBIX KOJIEI] U aToMaMu Mg

C WCcnonb30BaHMEM ONMCAHHOIO BBILIE I[OAX0Jd, HAMU TaKXKe ObUIM
paccuuTaHbl KpUBbIE OTIoLIeHHs IpoToHOB BPL B 3aBUcHMOCTH OT 3apsa0BOro
COCTOSIHUSI XMHOHOB (pHc. X.6), MO3BOJIMBIINE NOATBEPAUTH MPEINOIOKEHUE O
norjouieHuu  npotoHoB  BPLl B cocrosiHMM ¢ Tak ~ Ha3bIBAEMbIM
«IPOKCUMAJIBHBIMY»  (MJIM  «KOHTaKTHBIM») pacIoIOKeHueM XHHOHA Qg B

PCAKIIMOHHOM HCHTPCE.
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« 1,0 AOOR OO
e o L
e 051 &1\
o E i \ \
2 \ \
= l C)\ Puc. X.6. BausiHue o1HOKpaTHOTO
00k \; 3apsHKEHHs] XMHOHA Ha
e L MPOTOHHUPOBAHUE OEJIKa M MOTJIONICHUE
IIPOTOHOB U3 CPEIbL, IIPH YCIOBUU
1,0 L, Q ANEKTPUYECKU B3aUMOACHCTBYIOLINX
2 i o Glu-L212 u Asp-L213 (mukuii THI).
T S p [ Q Cepble KpUBBIE U CUMBOJIBI
=S B , COOTBETCTBYIOT 00OUM HEHTpaTbHBIM
8 ) 0.5 i aL A XAHOHAM, KPACHBIE U 3€JEHBIC —
~ i [ 5 )
o B - \ / 3apspkeHHOMY QA nin QB,
= i IA \/ COOTBETCTBEHHO. KpyrH
0.0 AN A cootserctByOT Glu-L212,
I S S - - TpeyrojbHUKH — Asp-L213.
2 4 6 8 10 12
pH
3Hauenust  cBoOOmHBIX  dSHepruii  (AG) mepeHoca  JJNEKTPOHA B

(POTOCMHTETUYECKOM KOMIUIEKCE MEXIy peIoKC-KopakTopamMu, Hapsaxy C
OpyrMMH (paKTOpaMu, ONPEAEIISIOT CKOPOCTh IepeHoca 3eKTpoHa. [Ipu stom
TEMIEPATypHass 3aBUCHUMOCTb KOHCTAHTbI CKOPOCTH IIEPEHOCA OIpPENEsIeTcs,
Hapany ¢ AG, Takke BEIMYMHOM SHEpruu peopranuzauuu Oenka A. B tex
Clydasix, KOrJa A OMpeNensercs >JeKTPUUECKOW Mossipu3anuei Oenka v He
CONEPXKUT  3HAYUTENBHBIX  KOMIIOHEHT  <JIOKAJIBHOW»  peopraHu3anuu
(HenuaIIeKTpUYecKas: KOMIIOHEHTA), OHAa MOXKET OBbITh paccuuTaHa TaKXKe B

paMKax KOHTHHYAJIBHOU JTUIJIEKTPHYECKON MOIEIIH:
1 N RN
2= [(0y(80(7).7) =05 (A7) F)olF)ar - (X.4)
14

Ucnonw3yss Hamr mOAXOM, MBI OIEHWIM 3HAYCHHS A IS psAfa peakiui
nepeHoca aiekTpoHa B ¢portocuHTeTnueckom BPII. Hamm nanaeie naroT ropasmno
Jy4lllee COrjacue C MUMEIOUIMMHUCS HKCHEPUMEHTAIbHBIMA [TaHHBIMH, YEM
pesynabTaThl  pacuéTtoB  0e3  yuéra

HEOJHOPOAHOTO  PACIPEeIICHUS

JTUAJIEKTpUUEcKOoi mpoHuriaeMoct (tadm. X.4). B To e Bpems, cpaBHEHUE
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HallKuX JaHHBIX C JKCICPHMCHTOM BLIABJIACT IMPHUHOUIIMAJIBHBIC OTPAaHUYCHHA

KOHTI/IHyaHBHOﬁ I[PIG)JIGKTpPI‘I@CKOﬁ MOJACIN MW  YKa3bIBaCT

Ha HaJIW4HC

HeAMdIeKTpuUueckoil peopranuzanuu B bPL[ B peakuuu pexoMOuHaIuuM 3apsiioB

P - QB‘i .

Taoauna X.4. CpaBHEHUE PACCUUTAHHBIX U SKCIIEPUMEHTAIBHBIX 3HAYECHUN SHEPT UM
peopranuzaiuu A (3B), a Taxke SKCIEPUMEHTAIBHO MOTYYEHHBIX 3HAYCHHH MaKCUMAaJIbHOH (TIpu
AG = - ) KoHCTaHTHI ckopocTH k (¢™!) mpu Temnepatype 293-298 K

Peaknus Areop B Areop B | Asen Jnamazon Ccpliku Ha
OJHOPOJ. | HEOHHOP. | (9KCIe- | KOHCTaHT IKCIIEPUMEHTAJIbHBIC
Oenxe, Oenke, | puM.) peakuyuu ku | paboThI
e =4 &, ~Var. MaKCHUMAaIIbHOE
3Ha4eHwue, k,
(mpu AG = -A)
Qa -Qp |0.53 0.88 0.93 3*10* - 3*10%; | (Li et al. 2000a)
57108
Bph™ - 0.37 0.54 0.60 10°—10% 10° | (Gunner and Dutton
Qa 1989)
P -Qa |0.47 0.74 0.82-0.9 | 5-11; (12) | (Ortega et al. 1996)
5-11; 11 | (Allen et al. 1998)
4—-20; 40 | (Schmid and Labahn
2000)
P"-Qp |0.50 0.77 1.3-1.5 [0.02-1; 11 | (Allen etal. 1998)
0.04—-1; 40 | (Schmid and Labahn

2000)

195




X.4. BbIBOALI:

1. IlpennoxeH anropuTM pacd€ra KUCJIOTHO-OCHOBHBIX M PEIOKC-CBOMCTB
Oenmka, a TaKXKe OJHEPruil peopraHus3alii, B paMKaX KOHTUHYaJIbHOMN
AJIEKTPOCTATUYECKOM MOJIEIM, OCHOBAaHHBIM Ha a) Y4Y€Te HEOJHOPOJHOIO
pacnpeneneHnss CTaTUYECKOM JUAJIEKTPUYECKOM IPOHMULIAEMOCTH & , O)
VCMOJIb30BaHUH ONTUYECKOW IUAIEKTPUUECKOW MPOHULIAEMOCTH &, I pacyéra
pacrnpeneNneHnss IEKTPUYECKOro IMOTeHLuana B Oelke, U B) ydé€Te SHEpPruu
pa3ppiBa BOJOPOJHBIX CBA3€H MpPU HUCHOJIB30BAHUM MOJEIBHBIX (B BOJHOM
pacTBOpe) KHUCIOTHO-OCHOBHBIX CBOWCTB MPOTOH-TOHOPHBIX IPymN OeiKa.

2. PaccumraHbl CpeAHETOYEYHBIC 3HAYECHMSI PEIOKC-IIOTCHIMANIOB BCEX
penokc-kodakropos DCI.

3. BbIckazaHO TMpEeANoNOKEHHE O (PYHKIMOHUPOBAHUU IEPBUYHOIO
akuenTopa snexkTpona B OCI B popme «pbIxsioro» gumepa xjaopoduia.

4. Paccuutanbsl pH-3aBucuMocTu mnoriyomenus nporoHoB B bPII, nokazana
HEOOXOJUMOCTh PACIOJIOKEHUST BTOPUYHOIO XMHOHA (Qp) B NMPOKCUMAIbHOM
IIOJIOKEHUH.

5. OueHeHbl 3HA4YEHUs] HSHEPrUM peopraHu3zauuu A s psjAa  peakuuu
nepeHoca IeKTpoHa B porocuHTeTHueckoM bPII, noka3aHo BeposiTHOE HaIu4uue
HeAMdIeKTpUuecKkoil peopranu3anuu B bPL[ B peakuuu pexomMOuHaIuuM 3apsiioB
P™ - Qg", moKka3aHbl MNPUHIMIIHATIBHBIE OrPAHUYCHUS KOHTHHYAIbHOM

JTUADIICKTPUUECKON MOJICIIH.

196



10.

11.

XI. Jlurepartypa

Axynunkuna /B, bonsiueBuesa FOB, Enanckas B, u ap. (2015)
Accornuanus CBeTOMHIYIHpyeMbIX cTpeccoBbix OenkoB HI1A/HIIB ¢

TpUMepaMu ¥ MOHOMepaMH (POTOCUCTEMBI | B KIIETKaX [IHAHOOAKTEPUN
Synechocystis PCC. buoxumus 80:1522—-1531

bakeesa JIE, bapckos B, Eropos MB, u ap. (2008) IIpousBoaHoe
IUTACTOXWHOHA, aJJpeCOBAHHOE B MUTOXOHJIPHH, KaK CPEICTBO, IPEPHIBAIOIIEE
nporpamMmy craperus 2. Tepamnus HEKOTOPBIX CTapUECKHUX MaTOJOTHH,
OTOCPEIOBAaHHBIX AKTUBHBIMU (hOpMaMU KHCIIOpoa (CepAeUHON apuTMuH,
uHpapKTa MHOKapAa, UIIEMHUH [TOYKH U WHCYJIbTA TOJIOBHO. bruoxumust

73:1607-1621

["aBpunenko BO, XKuranosa TB (2003) bonbioit npakTUKyM Mo
dboTtocuntely. Akagemusi, MockBa

[NoBunxu, Opt AP, Yutmapi /[ (1987) @otocuntes: B 2 1. Mup, Mocksa
Hoxann J1, Bermenku I' (1978) LiBeT B Hayke u TexHuke. Mup, MockBa

Jzroo6unckas EB, Monenko UD, Kucenesckuii b, u np. (2013)
MuTOXOHIpHATEHO-aPEeCOBAaHHBIC KATHOHBI 3aMEISIIOT CTAPSHHUE U THOEIb
auctbeB Arabidopsis thaliana, yBenuuuBaroT BereTallmOHHBIN NEPUOJT U

YIyUIIalOT CTPYKTYPY ypoxas mieHuisl Triticum aestivum. buoxumus
78:92-99

Honrux FOU, Crenanoa AIO, Tpycosa CB, u ap. (2013) Ctumynsius
Mop@oreHesa B KyJIbType TKaHEH pacTeHUI MOJ] IeCTBUEM aHTHOKCUAAHTa
SkQ1. ®uzuonorus pacrenuit 60:747

Hcaes HK, Crenpmamyk EB, Crenemamyk HH, u ap. (2013) Crapenue
TOJIOBHOTO MO3r'a I MUTOXOHJIPHAIbHO-aJPECOBAHHBIE AaHTUOKCHUIAHTHI
kimacca SkQ. buoxumus 78:391-397

Kysbikun VB, Bepuryockuit AB, [Itymenko BB, Tuxonos AH (2008)
Kucnopon kak anpTepHATUBHBIN aKIIeNTOp B (POTOCMHTETUYECKON LIENTH
ANEKTpOHHOTO TpaHcnopTta C3-pacrennid. buoxumus 73:1329-1343

Owmaposa E, Auronenko O (2014) MarubupoBanue OKUCIUTEITLHOTO
reMOJIN3a SPUTPOLIUTOB MUTOXOHIPHAIIBHO HATIPABICHHBIMH
aHTHOKcHIaHTaMM ceMeicTBa SkQ. buoxumus 79:187—195

[TnotHukoB EXO, CunaueB JIH, fukayckac CC, u ap. (2012) Hactuunoe
pazobmuienne npixanus u GpochopunrpoBaHns Kak OAMH U3 TyTEeH peann3anuu
He(DPO-1 HEUPOTIPOTEKTOPHOTO IEHCTBUS MPOHUKAIOIINX KATHOHOB
cemeiictBa SkQ. buoxumus 77:1240-1250

197



12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

[Itymenko BB, ConoBuenko AE (2016) TonepantHOCTb
(OTOCMHTETUYECKOTO anmapaTa K 3aKUCICHHIO CPEbl KaK BO3MOXKHAs
netepmuHanTa CO 2-TOIEPaHTHOCTH CUMOMOTUYECKOW MUKPOBOIOPOCIIH
Desmodesmus sp. [IPPAS-2014. buoxumus 81:1849—-1856

Py6un Ab (2004) buodwuszuka. T. 2: buodusuka KI€TOUHBIX MPOLIECCOB.
N3narensctBO MockoBckoro ynusecurera : Hayka, Mocksa

Camywiios B, Kucenesckuii JI (2015) JleficTBre KaTHOHHOTO TIACTOXHWHOHA
SkQ1 Ha 3IEeKTPOHTPAHCTIOPTHBIE PEAKIIMK B XJIOPOIUIACTAX U MUTOXOHAPUSIX
13 IPOPOCTKOB ropoxa. buoxumus 80:489-496

CxpunnukoB A, [Tonskos H, Tomuesa E, u ap. (2009) ITporeomHblil aHam3
mxa Physcomitrella patens (Hedw.) BSG. buoxumust 74:593—-606

Comnnuie M (1995) Biusinue criekTpaabHOTO COCTaBa JICMCTBYIOIIETO CBETA
Ha TePMOJIIOMHHECIISHIIHNIO JUCTheB 0000B mpu 40-70° C. buoduszuxa 40:417

Connues M (1989) O npupoje nosiockl TEPMOJIIOMUHECIIEHIIUN
dotocunTeTHueckux 00bexToB mpu 40-80 C. KypHan Gpusndeckoin XUMUH
63:1959

ConoBuenko AE, Mepznsik MH (2010) Ontrueckoe 3KpaHU3upOBaHUE KaK
doTozamuTHBIN MexaHu3M pacTeHuit. A-Jlutepa, Mocksa

IOpuna H, Moxkeposa /I, Onqunnoa M (2013) Cetounayuupyemseie
ctpeccoBbie Oenku iactus hotorpodoB. Gusnonorus pacrennii 60:611

Abrams MD, Kubiske ME (1990) Leaf structural characteristics of 31
hardwood and conifer tree species in central Wisconsin: influence of light
regime and shade-tolerance rank. For Ecol Manage 31:245-253

Aburai N, Sumida D, Abe K (2015) Effect of light level and salinity on the
composition and accumulation of free and ester-type carotenoids in the aerial
microalga Scenedesmus sp.(Chlorophyceae). Algal Res 8:30-36

Alboresi A, Gerotto C, Giacometti GM, et al (2010) Physcomitrella patens
mutants affected on heat dissipation clarify the evolution of photoprotection
mechanisms upon land colonization. Proc Natl Acad Sci 107:11128-11133

Allen JP, Williams JC, Graige MS, et al (1998) Free energy dependence of the
direct charge recombination from the primary and secondary quinones in
reaction centers from Rhodobacter sphaeroides. Photosynth Res 55:227-233

Allen WA, Richardson AJ (1968) Interaction of light with a plant canopy.
JOSA 58:1023-1028

Amarnath K, Bennett DIG, Schneider AR, Fleming GR (2016) Multiscale
model of light harvesting by photosystem II in plants. Proc Natl Acad Sci

113:1156-1161
198



26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

Anderson JM, Andersson B (1988) The dynamic photosynthetic membrane
and regulation of solar energy conversion. Trends Biochem Sci 13:351-355

Antonenko YN, Khailova LS, Knorre DA, et al (2013) Penetrating cations
enhance uncoupling activity of anionic protonophores in mitochondria. PLoS
One 8:¢61902

Anwaruzzaman M, Chin BL, Li X-P, et al (2004) Genomic analysis of mutants
affecting xanthophyll biosynthesis and regulation of photosynthetic light
harvesting in Chlamydomonas reinhardtii. Photosynth Res 82:265-276

Apel K, Hirt H (2004) Reactive oxygen species: metabolism, oxidative stress,
and signal transduction. Annu Rev Plant Biol 55:373-399

Arnon DI, Allen MB, Whatley FR (1956) Photosynthesis by isolated
chloroplasts IV. General concept and comparison of three photochemical
reactions. Biochim Biophys Acta 20:449-461

Asada K (1999) The water-water cycle in chloroplasts: scavenging of active
oxygens and dissipation of excess photons. Annu Rev Plant Biol 50:601-639

Aspinall-O’Dea M, Wentworth M, Pascal A, et al (2002a) The PsbS subunit of
photosystem II binds zeaxanthin and activates it for non-photochemical
fluorescence quenching. Proc Natl Acad Sci USA 99:16331-16335

Aspinall-O’Dea M, Wentworth M, Pascal A, et al (2002b) In vitro
reconstitution of the activated zeaxanthin state associated with energy
dissipation in plants. Proc Natl Acad Sci 99:16331-16335

Azzabi G, Pinnola A, Betterle N, et al (2012) Enhancement of non-
photochemical quenching in the bryophyte Physcomitrella patens during
acclimation to salt and osmotic stress. Plant cell Physiol 53:1815-1825

Babushkin LN (1955) The phototactic action spectrum of chloroplasts. In:
Doklady Akad. Nauk SSSR. pp 333-335

Bashford D (2004) Macroscopic electrostatic models for protonation states in
proteins. Front Biosci 9:1082—-1099

Bashford D, Karplus M (1990) pKa’s of ionizable groups in proteins: atomic
detail from a continuum electrostatic model. Biochemistry 29:10219-10225

Beck J, Lohscheider JN, Albert S, et al (2017) Small One-Helix Proteins are
essential for photosynthesis in Arabidopsis. Front Plant Sci 8:

Bergantino E, Segalla A, Brunetta A, et al (2003) Light-and pH-dependent

structural changes in the PsbS subunit of photosystem II. Proc Natl Acad Sci

100:15265-15270

Bock G, Haupt W (1961) Die Chloroplastendrehung bei Mougeotia: III. Die
199



41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

51.

Frage der Lokalisierung des Hellrot-Dunkelrot-Pigmentsystems in der Zelle.
Planta 57:518-530

Bohm JA (1856) Beitrdge zur ndheren Kenntniss des Chlorophylls.
Sitzungsberichte der kais Akad der Wissenschaften, Math Cl Bd. XXI1:479—
498

Bonente G, Howes BD, Caffarri S, et al (2008a) Interactions between the
photosystem II subunit PsbS and xanthophylls studied in vivo and in vitro. J
Biol Chem 283:8434-8445

Bonente G, Passarini F, Cazzaniga S, et al (2008b) The occurrence of the psbS
gene product in Chlamydomonas reinhardtii and in other photosynthetic

organisms and its correlation with energy quenching. Photochem Photobiol
84:1359-1370

Bonente G, Pippa S, Castellano S, et al (2012) Acclimation of
Chlamydomonas reinhardtii to different growth irradiances. J Biol Chem
287:5833-5847

Bruce D, Samson G, Carpenter C (1997) The origins of nonphotochemical
quenching of chlorophyll fluorescence in photosynthesis. Direct quenching by
P680+ in photosystem II enriched membranes at low pH. Biochemistry
36:749-755

Brugnoli E, Bjorkman O (1992) Chloroplast movements in leaves: influence
on chlorophyll fluorescence and measurements of light-induced absorbance
changes related to ApH and zeaxanthin formation. Photosynth Res 32:23-35

Bukhov NG, Heber U, Wiese C, Shuvalov VA (2001) Energy dissipation in
photosynthesis: does the quenching of chlorophyll fluorescence originate from
antenna complexes of photosystem II or from the reaction center? Planta
212:749-758

Bukhov NG, Sridharan G, Egorova EA, Carpentier R (2003) Interaction of
exogenous quinones with membranes of higher plant chloroplasts: modulation
of quinone capacities as photochemical and non-photochemical quenchers of

energy in Photosystem II during light--dark transitions. Biochim Biophys Acta
(BBA)-Bioenergetics 1604:115-123

Butler WL (1972) On the primary nature of fluorescence yield changes
associated with photosynthesis. Proc Natl Acad Sci 69:3420-3422

Camargo MAB, Marenco RA (2011) Density, size and distribution of stomata
in 35 rainforest tree species in Central Amazonia. Acta Amaz 41:205-212

Cao K-F (2000) Leaf anatomy and chlorophyll content of 12 woody species in
contrasting light conditions in a Bornean heath forest. Can J Bot 78:1245—
1253

200



52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

Casazza AP, Rossini S, Rosso MG, Soave C (2005) Mutational and expression
analysis of ELIP1 and ELIP2 in Arabidopsis thaliana. Plant Mol Biol 58:41—
51

Clark WM (1960) Oxidation-reduction potentials of organic systems. Williams
and Wilkins, Baltimore, MD

Colombo M, Suorsa M, Rossi F, et al (2016) Photosynthesis Control: An
underrated short-term regulatory mechanism essential for plant viability. Plant
Signal Behav 11:€1165382

Correa-Galvis V, Redekop P, Guan K, et al (2016) Photosystem II subunit
PsbS is involved in the induction of LHCSR protein-dependent energy
dissipation in Chlamydomonas reinhardtii. J Biol Chem 291:17478—17487

Croce R, Van Amerongen H (2014) Natural strategies for photosynthetic light
harvesting. Nat Chem Biol 10:492-501

Cui S, Hu J, Guo S, et al (2012) Proteome analysis of Physcomitrella patens
exposed to progressive dehydration and rehydration. J Exp Bot 63:711-726

Curien G, Flori S, Villanova V, et al (2016) The water to water cycles in
microalgae. Plant Cell Physiol 57:1354—1363

Daskalakis V, Papadatos S, Kleinekathoefer U (2019) Fine tuning of the
photosystem II major antenna mobility within the thylakoid membrane of
higher plants. Biochim Biophys Acta (BBA)-Biomembranes 1861:183059

Davis PA, Caylor S, Whippo CW, Hangarter RP (2011) Changes in leaf
optical properties associated with light-dependent chloroplast movements.
Plant Cell Environ 34:2047-2059

Davis PA, Hangarter RP (2012) Chloroplast movement provides
photoprotection to plants by redistributing PSII damage within leaves.
Photosynth Res 112:153-161

Demmig-Adams B (1990) Carotenoids and photoprotection in plants: a role
for the xanthophyll zeaxanthin. Biochim Biophys Acta (BBA)-Bioenergetics
1020:1-24

Demmig-Adams B, Adams WWI (1996) Chlorophyll and carotenoid
composition in leaves of Euonymus kiautschovicus acclimated to different
degrees of light stress in the field. Funct Plant Biol 23:649—659

Demmig-Adams B, Cohu CM, Muller O, Adams 11T WW (2012) Modulation
of photosynthetic energy conversion efficiency in nature: from seconds to
seasons. Photosynth Res 113:75-88

Demmig-Adams B, Koh S-C, Cohu CM, et al (2014) Non-photochemical

fluorescence quenching in contrasting plant species and environments. In:
201



66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

7.

78.

Non-Photochemical Quenching and Energy Dissipation in Plants, Algae and
Cyanobacteria. Springer, pp 531-552

Demmig-Adams B, Muller O, Stewart JJ, et al (2015) Chloroplast thylakoid
structure in evergreen leaves employing strong thermal energy dissipation. J
Photochem Photobiol B Biol 152:357-366

Demmig-Adams B, Stewart JJ, Lopez-Pozo M, et al (2020) Zeaxanthin, a
molecule for photoprotection in many different environments. Molecules
25:5825

Dmitrieva VA, Tyutereva E V, Voitsekhovskaja O V (2020) Singlet oxygen in
plants: Generation, detection, and signaling roles. Int J Mol Sci 21:3237

Dominici P, Caffarri S, Armenante F, et al (2002) Biochemical properties of
the PsbS subunit of photosystem II either purified from chloroplast or
recombinant. J Biol Chem 277:22750-22758

Douhovnikoff V, Taylor SH, Hazelton ELG, et al (2016) Maximal stomatal
conductance to water and plasticity in stomatal traits differ between native and
invasive introduced lineages of Phragmites australis in North America. AoB
Plants 8:plw006

Edreva A (2005) Generation and scavenging of reactive oxygen species in
chloroplasts: a submolecular approach. Agric Ecosyst Environ 106:119-133

Erickson E, Wakao S, Niyogi KK (2015) Light stress and photoprotection in
Chlamydomonas reinhardtii. Plant J 82:449-465

Evans JR, Vogelmann TC (2003) Profiles of 14C fixation through spinach
leaves in relation to light absorption and photosynthetic capacity. Plant Cell
Environ 26:547-560

Evstigneev VB, Krasnovsky AA (1948) Quenching of fluorescence of
magnesium phthalocyanine and chlorophyll by foreign molecules. In: Dokl
AN SSSR. pp 623626

Fan M, Li M, Liu Z, et al (2015) Crystal structures of the PsbS protein
essential for photoprotection in plants. Nat Struct Mol Biol 22:729-735

Fernandez-Marin B, Balaguer L, Esteban R, et al (2009) Dark induction of the
photoprotective xanthophyll cycle in response to dehydration. J Plant Physiol
166:1734-1744

Fernandez-Marin B, Holzinger A, Garcia-Plazaola JI (2016) Photosynthetic
strategies of desiccation-tolerant organisms. Handb Photosynth 719-737

Fernandez-Marin B, Miguez F, Becerril JM, Garcia-Plazaola JI (2011)
Dehydration-mediated activation of the xanthophyll cycle in darkness: is it

related to desiccation tolerance? Planta 234:579
202



79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

Fesenko IA, Arapidi GP, Skripnikov AY, et al (2015) Specific pools of
endogenous peptides are present in gametophore, protonema, and protoplast
cells of the moss Physcomitrella patens. BMC Plant Biol 15:.
https://doi.org/10.1186/s12870-015-0468-7

Fischer-Arnold G (1963) Untersuchungen iiber die Chloroplastenbewegung
beiVaucheria sessilis. Protoplasma 56:495-520

Folch J, Lees M, Stanley GHS (1957) A simple method for the isolation and
purification of total lipides from animal tissues. J Biol Chem 226:497-509

Frank B (1871) Uber lichtwirts sich bewegende Chlorophyllkérer. Bot Ztg
29:209

Fukuda S, Yamakawa R, Hirai M, et al (2008) Mechanisms to avoid
photoinhibition in a desiccation-tolerant cyanobacterium, Nostoc commune.
Plant cell Physiol 49:488—-492

Funk C, Schroeder WP, Napiwotzki A, et al (1995) The PSII-S protein of
higher plants: a new type of pigment-binding protein. Biochemistry 34:11133—
11141

Galston AW, Baker RS (1949) Studies on the physiology of light action. II.
The photodynamic action of riboflavin. Am J Bot 773-780

Gao S, Pinnola A, Zhou L, et al (2022) Light-harvesting complex stress-
related proteins play crucial roles in the acclimation of physcomitrella patens
under fluctuating light conditions. Photosynth Res 151:1-10

Gao S, Zheng Z, Gu W, et al (2014) Photosystem I shows a higher tolerance to
sorbitol-induced osmotic stress than photosystem II in the intertidal macro-
algae Ulva prolifera (Chlorophyta). Physiol Plant 152:380-388

Garc\’\ia-Plazaola JI, Matsubara S, Osmond CB (2007) The lutein epoxide
cycle in higher plants: its relationships to other xanthophyll cycles and
possible functions. Funct Plant Biol 34:759-773

Garcia-Plazaola JI, Esteban R, Fernandez-Marin B, et al (2012) Thermal
energy dissipation and xanthophyll cycles beyond the Arabidopsis model.
Photosynth Res 113:89-103

Gardingen PR, Jeffree CE, Grace J (1989) Variation in stomatal aperture in
leaves of Avena fatua L. observed by low-temperature scanning electron
microscopy. Plant Cell Environ 12:887-898

Georgescu RE, Alexov EG, Gunner MR (2002) Combining conformational

flexibility and continuum electrostatics for calculating pKas in proteins.
Biophys J 83:1731-1748

Gerotto C, Alboresi A, Giacometti GM, et al (2012) Coexistence of plant and
203



93.

94.

95.

96.

97.

98.

99.

100.

101.

102.

103.
104.

105.

algal energy dissipation mechanisms in the moss Physcomitrella patens. New
Phytol 196:763—-773

Gerotto C, Alboresi A, Meneghesso A, et al (2016) Flavodiiron proteins act as

safety valve for electrons in Physcomitrella patens. Proc Natl Acad Sci
201606685

Giannopolitis CN, Ries SK (1977) Superoxide dismutases 1. Occurrence in
higher plants. Plant Physiol 59:309-314

Gilmore AM (1997) Mechanistic aspects of xanthophyll cycle-dependent
photoprotection in higher plant chloroplasts and leaves. Physiol Plant 99:197—
209

Giovagnetti V, Ruban A V (2018) The evolution of the photoprotective
antenna proteins in oxygenic photosynthetic eukaryotes. Biochem Soc Trans
46:1263-1277

Goh C-H, Ko S-M, Koh S, et al (2012) Photosynthesis and environments:
photoinhibition and repair mechanisms in plants. J Plant Biol 55:93-101

Gorelova O, Baulina O, Solovchenko A, et al (2015) Coordinated
rearrangements of assimilatory and storage cell compartments in a nitrogen-
starving symbiotic chlorophyte cultivated under high light. Arch Microbiol
197:181-195

Gotoh E, Suetsugu N, Yamori W, et al (2018) Chloroplast accumulation
response enhances leaf photosynthesis and plant biomass production. Plant
Physiol 178:1358—-1369

Govindjee (2004) Chlorophyll a fluorescence: a bit of basics and history. In:
Chlorophyll a fluorescence: a signature of photosynthesis. Springer, pp 141

Guarnetti Prandi I, Slama V, Pecorilla C, et al (2022) Structure of the stress-
related LHCSR1 complex determined by an integrated computational strategy.
Commun Biol 5:1-10

Gunner MR, Dutton PL (1989) Temperature and-. DELTA. G. degree.
dependence of the electron transfer from BPh. cntdot.-to QA in reaction center

protein from Rhodobacter sphaeroides with different quinones as QA. J Am
Chem Soc 111:3400-3412

Hall DO (1972) Nomenclature for isolated chloroplasts. Nature 235:125-126

Hansmann UHE (1997) Parallel tempering algorithm for conformational
studies of biological molecules. Chem Phys Lett 281:140—-150

Haupt W (1966) Phototaxis in plants. In: International review of cytology.
Elsevier, pp 267-299

204



106. Havaux M (1992) Stress tolerance of photosystem II in vivo antagonistic
effects of water, heat, and photoinhibition stresses. Plant Physiol 100:424—-432

107. Heber U (2005) Irrungen, Wirrungen? The Mehler reaction in relation to
cyclic electron transport in C3 plants. In: Discoveries in Photosynthesis.
Springer, pp 551-559

108. Heber U (2008) Photoprotection of green plants: a mechanism of ultra-fast
thermal energy dissipation in desiccated lichens. Planta 228:641-650

109. Heber U, Azarkovich M, Shuvalov V (2007) Activation of mechanisms of
photoprotection by desiccation and by light: poikilohydric photoautotrophs. J
Exp Bot 58:2745-2759

110. Heber U, Bilger W, Shuvalov VA (2006a) Thermal energy dissipation in
reaction centres and in the antenna of photosystem II protects desiccated
poikilohydric mosses against photo-oxidation. J Exp Bot 57:2993-3006

111. Heber U, Lange OL, Shuvalov VA (2006b) Conservation and dissipation of
light energy as complementary processes: homoiohydric and poikilohydric
autotrophs. J Exp Bot 57:1211-1223

112. Heber U, Shuvalov VA (2005) Photochemical reactions of chlorophyll in
dehydrated photosystem II: two chlorophyll forms (680 and 700 nm).
Photosynth Res 84:85-91

113. Heber U, Soni V, Strasser RJ (2011) Photoprotection of reaction centers:
thermal dissipation of absorbed light energy vs charge separation in lichens.
Physiol Plant 142:65-78

114. Higa T, Wada M (2016) Chloroplast avoidance movement is not functional in
plants grown under strong sunlight. Plant Cell Environ 39:871-882

115. Holt NE, Zigmantas D, Valkunas L, et al (2005) Carotenoid cation formation
and the regulation of photosynthetic light harvesting. Science (80- ) 307:433—
436

116. Honig B, Nicholls A (1995) Classical electrostatics in biology and chemistry.
Science (80-) 268:1144-1149

117. Huala E, Oeller PW, Liscum E, et al (1997) Arabidopsis NPH1: a protein
kinase with a putative redox-sensing domain. Science (80- ) 278:2120-2123

118. Huang W, Zhang S-B, Cao K-F (2010) The different effects of chilling stress
under moderate light intensity on photosystem II compared with photosystem I
and subsequent recovery in tropical tree species. Photosynth Res 103:175-182

119. Idi A, Md Nor MH, Abdul Wahab MF, Ibrahim Z (2015) Photosynthetic
bacteria: an eco-friendly and cheap tool for bioremediation. Rev Environ Sci

Bio/Technology 14:271-285
205



120.

121.

122.

123.

124.

125.

126.

127.

128.

129.

130.

131.

132.

133.

Ishishita K, Higa T, Tanaka H, et al (2020) Phototropin2 Contributes to the
Chloroplast Avoidance Response at the Chloroplast-Plasma Membrane
Interface. Plant Physiol 183:304-316

Ivanov AG, Hurry V, Sane P V, et al (2008) Reaction centre quenching of
excess light energy and photoprotection of photosystem II. J Plant Biol 51:85

Jahns P, Holzwarth AR (2012) The role of the xanthophyll cycle and of lutein
in photoprotection of photosystem II. Biochim Biophys Acta (BBA)-
Bioenergetics 1817:182—193

Janero DR (1990) Malondialdehyde and thiobarbituric acid-reactivity as

diagnostic indices of lipid peroxidation and peroxidative tissue injury. Free
Radic Biol Med 9:515-540

Jansson S, Andersson J, Kim SJ, Jackowski G (2000) An Arabidopsis thaliana
protein homologous to cyanobacterial high-light-inducible proteins. Plant Mol
Biol 42:345-351

Jeong WJ, Park Y-I, Suh K, et al (2002) A large population of small
chloroplasts in tobacco leaf cells allows more effective chloroplast movement
than a few enlarged chloroplasts. Plant Physiol 129:112—121

Jha D, Jain V, Sharma B, et al (2017) Microalgae-based pharmaceuticals and
nutraceuticals: an emerging field with immense market potential.
ChemBioEng Rev 4:257-272

Johnson G, Krieger A (1994) Thermoluminescence as a probe of Photosystem
IT in intact leaves: Non-photochemical fluorescence quenching in peas grown
in an intermittent light regime. Photosynth Res 41:371-379

Johnson MP, Ruban A V (2011) Restoration of rapidly reversible
photoprotective energy dissipation in the absence of PsbS protein by enhanced
$ASpH. J Biol Chem 286:19973—-19981

Jargensen K, Skibsted LH (1993) Carotenoid scavenging of radicals.
Zeitschrift f{ii}r Leb und Forsch 196:423-429

Kana R, Kotabova E, Kopecna J, et al (2016) Violaxanthin inhibits
nonphotochemical quenching in light-harvesting antenna of Chromera velia.
FEBS Lett 590:1076-1085

Karavaev VA, Polyakova IB, Solntsev MK, Yurina TP (1998) Effect of
various chemical agents on photosynthesis studied by the method of
fluorescence induction. J Lumin 76:335-338

Kasahara M, Kagawa T, Oikawa K, et al (2002) Chloroplast avoidance
movement reduces photodamage in plants. Nature 420:829-832

Kates M (1986) Techniques of lipidology; isolation, analysis and identification
206



134.

135.

136.

137.

138.

139.

140.

141.

142.

143.

144.

145.

146.

of lipids. Lab Tech Biochem Mol Biol 3:

Khorobrykh S, Havurinne V, Mattila H, Tyystjarvi E (2020) Oxygen and ROS
in photosynthesis. Plants 9:91

Kim J, Ahn J, Bong H, et al (2020) ACTIN2 Functions in Chloroplast
Photorelocation Movement in Arabidopsis thaliana. J Plant Biol 1-11

King G, Lee FS, Warshel A (1991) Microscopic simulations of macroscopic
dielectric constants of solvated proteins. J Chem Phys 95:4366-4377

Kleine T, Nigele T, Neuhaus HE, et al (2021) Acclimation in plants--the
Green Hub consortium. Plant J 106:23—40

Kong S-G, Wada M (2016) Molecular basis of chloroplast photorelocation
movement. J Plant Res 129:159-166

Kong S-G, Wada M (2014) Recent advances in understanding the molecular
mechanism of chloroplast photorelocation movement. Biochim Biophys Acta
(BBA)-Bioenergetics 1837:522-530

Koniger M, Bollinger N (2012) Chloroplast movement behavior varies widely
among species and does not correlate with high light stress tolerance. Planta
236:411-426

Koniger M, Delamaide JA, Marlow ED, Harris GC (2008) Arabidopsis
thaliana leaves with altered chloroplast numbers and chloroplast movement
exhibit impaired adjustments to both low and high light. J Exp Bot 59:2285—
2297

Kouvril R, Wientjes E, Bultema JB, et al (2013) High-light vs. low-light:
Effect of light acclimation on photosystem Il composition and organization in
Arabidopsis thaliana. Biochim Biophys Acta (BBA)-Bioenergetics 1827:411—
419. https://doi.org/10.1016/j.bbabi0.2012.12.003

Krieger-Liszkay A (2005) Singlet oxygen production in photosynthesis. J Exp
Bot 56:337-346

Krishnan-Schmieden M, Konold PE, Kennis JTM, Pandit A (2021) The
molecular pH-response mechanism of the plant light-stress sensor PsbS. Nat
Commun 12:2291

Krishtalik LI (2011) The medium reorganization energy for the charge transfer
reactions in proteins. Biochim Biophys Acta (BBA)-Bioenergetics 1807:1444—
1456

Krishtalik LI, Kuznetsov AM, Mertz EL (1997) Electrostatics of proteins:
description in terms of two dielectric constants simultaneously. Proteins Struct
Funct Bioinforma 28:174—182

207



147. Kuvykin I V, Ptushenko V V, Vershubskii A V, Tikhonov AN (2011)
Regulation of electron transport in C 3 plant chloroplasts in situ and in silico:
short-term effects of atmospheric CO 2 and O 2. Biochim Biophys Acta
(BBA)-Bioenergetics 1807:336-347

148. Lange OL (1953) Hitze-und Trockenresistenz der Flechten in Beziehung zu
threr Verbreitung. Flora oder Allg Bot Zeitung 140:39-97

149. Larsen E, Christensen LP (2005) Simple saponification method for the
quantitative determination of carotenoids in green vegetables. J Agric Food
Chem 53:6598-6602

150. Larson DW (1987) The absorption and release of water by lichens. Bibl
Lichenol 25:1-360

151. Lechowski Z (1973) The action spectrum in chloroplast translocation in
multilayer leaf cells. Acta Soc Bot Pol 42:461-472

152. Lee S-H, Tewari RK, Hahn E-J, Pack K-Y (2007) Photon flux density and
light quality induce changes in growth, stomatal development, photosynthesis
and transpiration of Withania somnifera (L.) Dunal. plantlets. Plant Cell
Tissue Organ Cult 90:141-151

153. LiJ, Takahashi E, Gunner MR (2000a) -DGAB and pH Dependence of the
Electron Transfer from P+QA-QB to P+QAQB- in Rhodobacter sphaeroides
Reaction Centers. Biochemistry 39:7445-7454

154. Li X-P, BjoErkman O, Shih C, et al (2000b) A pigment-binding protein
essential for regulation of photosynthetic light harvesting. Nature 403:391-395

155. Li X-P, Miiller-Moul¢ P, Gilmore AM, Niyogi KK (2002) PsbS-dependent
enhancement of feedback de-excitation protects photosystem II from
photoinhibition. Proc Natl Acad Sci 99:15222-15227

156. Lichtenthaler HK (1987) [34] Chlorophylls and carotenoids: Pigments of
photosynthetic biomembranes. Methods Enzymol 148:350-382

157. Lichtenthaler HK, Babani F (2004) Light adaptation and senescence of the
photosynthetic apparatus. Changes in pigment composition, chlorophyll
fluorescence parameters and photosynthetic activity. In: Chlorophyll a
Fluorescence. Springer, pp 713-736

158. Lichtenthaler HK, Babani F, Navratil M, Buschmann C (2013) Chlorophyll
fluorescence kinetics, photosynthetic activity, and pigment composition of
blue-shade and half-shade leaves as compared to sun and shade leaves of
different trees. Photosynth Res 117:355-366

159. Lichtenthaler HK, Buschmann C, Knapp M (2005) How to correctly
determine the different chlorophyll fluorescence parameters and the

208



160.

l161.

162.

163.

164.

165.

166.

167.

168.

169.

170.

171.

172.

chlorophyll fluorescence decrease ratio RFd of leaves with the PAM
fluorometer. Photosynthetica 43:379-393

Lichtenthaler HK, Buschmann C, Rinderle U, Schmuck G (1986) Application
of chlorophyll fluorescence in ecophysiology. Radiat Environ Biophys
25:297-308

Liénard D, Durambur G, Kiefer-Meyer M-C, et al (2008) Water transport by
aquaporins in the extant plant Physcomitrella patens. Plant Physiol 146:1207—
1218

Liu Y-C, Vidali L (2011) Efficient polyethylene glycol (PEG) mediated
transformation of the moss Physcomitrella patens. JoVE (Journal Vis Exp
e2560

Liu YF, Qi MF, Li TL (2012) Photosynthesis, photoinhibition, and antioxidant
system in tomato leaves stressed by low night temperature and their
subsequent recovery. Plant Sci 196:8-17

Livingston R, Ke C-L (1950) Quenching of the fluorescence of chlorophyll a
solutions1. J] Am Chem Soc 72:909-915

Lohr M, Wilhelm C (1999) Algae displaying the diadinoxanthin cycle also
possess the violaxanthin cycle. Proc Natl Acad Sci 96:8784-8789

Los DA, Mironov KS, Allakhverdiev SI (2013) Regulatory role of membrane
fluidity in gene expression and physiological functions. Photosynth Res
116:489-509

Lowry OH, Rosebrough NJ, Farr AL, et al (1951) Protein measurement with
the Folin phenol reagent. J biol chem 193:265-275

MacFarlane JD, Kershaw KA (1978) Thermal sensitivity in lichens. Science
(80-)201:739-741

Makino A, Miyake C, Yokota A (2002) Physiological functions of the water--
water cycle (Mehler reaction) and the cyclic electron flow around PSI in rice
leaves. Plant Cell Physiol 43:1017-1026

Mamedov F, Sayre RT, Styring S (1998a) Involvement of histidine 190 on the
D1 protein in electron/proton transfer reactions on the donor side of
photosystem II. Biochemistry 37:14245-14256

Mamedov MD, Gourovskaya KN, Vassiliev IR, et al (1998b) Electrogenicity
accompanies photoreduction of the iron-sulfur clusters FA and FB in
photosystem 1. FEBS Lett 431:219-223

Miller R, Wu G, Deshpande RR, et al (2010) Changes in transcript abundance
in Chlamydomonas reinhardtii following nitrogen deprivation predict

diversion of metabolism. Plant Physiol 154:1737-1752
209



173.

174.

175.

176.

177.

178.

179.

180.

181.

182.

183.

184.

185.

186.

Mishler BD, Oliver MJ (2009) Putting Physcomitrella patens on the tree of
life: the evolution and ecology of mosses. Annu Plant Rev Vol 36 Moss
Physcomitrella patens 36:1-15

Mishra Y, Jankdnpda HJ, Kiss AZ, et al (2012) Arabidopsis plants grown in
the field and climate chambers significantly differ in leaf morphology and
photosystem components. BMC Plant Biol 12:6

Miyachi S, Iwasaki I, Shiraiwa Y (2003) Historical perspective on microalgal
and cyanobacterial acclimation to low-and extremely high-CO 2 conditions.
Photosynth Res 77:139-153

Miyake C, Yokota A (2000) Determination of the rate of photoreduction of O2
in the water-water cycle in watermelon leaves and enhancement of the rate by
limitation of photosynthesis. Plant Cell Physiol 41:335-343

Moy A, Le S, Verhoeven A (2015) Different strategies for photoprotection
during autumn senescence in maple and oak. Physiol Plant 155:205-216

Miiller P, Li X-P, Niyogi KK (2001) Non-photochemical quenching. A
response to excess light energy. Plant Physiol 125:1558-1566

Nabe H, Funabiki R, Kashino Y, et al (2007) Responses to desiccation stress
in bryophytes and an important role of dithiothreitol-insensitive non-

photochemical quenching against photoinhibition in dehydrated states. Plant
cell Physiol 48:1548—-1557

Nakano Y, Asada K (1981) Hydrogen peroxide is scavenged by ascorbate-
specific peroxidase in spinach chloroplasts. Plant Cell Physiol 22:867-880

Nawrocki WJ, Santabarbara S, Mosebach L, et al (2016) State transitions
redistribute rather than dissipate energy between the two photosystems in
Chlamydomonas. Nat plants 2:16031

Neto MCL, Carvalho FEL, Souza GM, Silveira JAG (2021) Understanding
photosynthesis in a spatial--temporal multiscale: The need for a systemic view.
Theor Exp Plant Physiol 33:113—-124

Nicholls A, Honig B (1991) A rapid finite difference algorithm, utilizing
successive over-relaxation to solve the Poisson--Boltzmann equation. J
Comput Chem 12:435-445

Nishio JN (2000) Why are higher plants green? Evolution of the higher plant
photosynthetic pigment complement. Plant Cell Environ 23:539-548

Nishiyama Y, Murata N (2014) Revised scheme for the mechanism of
photoinhibition and its application to enhance the abiotic stress tolerance of
the photosynthetic machinery. Appl Microbiol Biotechnol 98:8777-8796

Niyogi KK, Truong TB (2013) Evolution of flexible non-photochemical
210



187.

188.

189.

190.

191.

192.

193.

194.

195.

196.

197.

198.

199.

quenching mechanisms that regulate light harvesting in oxygenic
photosynthesis. Curr Opin Plant Biol 16:307-314

O’Carrigan A, Hinde E, Lu N, et al (2014) Effects of light irradiance on
stomatal regulation and growth of tomato. Environ Exp Bot 98:65-73

Ortega JM, Mathis P, Williams JC, Allen JP (1996) Temperature dependence
of the reorganization energy for charge recombination in the reaction center
from Rhodobacter sphaeroides. Biochemistry 35:3354-3361

Osborne BA, Raven JA (1986) Light absorption by plants and its implications
for photosynthesis. Biol Rev 61:1-60

Osmond CB, Grace SC (1995) Perspectives on photoinhibition and
photorespiration in the field: quintessential inefficiencies of the light and dark
reactions of photosynthesis? J Exp Bot 46:1351-1362

Papazyan A, Warshel A (1997) Continuum and dipole-lattice models of
solvation. J Phys Chem B 101:11254—-11264

Park S, Steen CJ, Lyska D, et al (2019) Chlorophyll--carotenoid excitation
energy transfer and charge transfer in Nannochloropsis oceanica for the
regulation of photosynthesis. Proc Natl Acad Sci 116:3385-3390

Parlange J-Y, Waggoner PE (1970) Stomatal dimensions and resistance to
diffusion. Plant Physiol 46:337-342

Pascal AA, Liu Z, Broess K, et al (2005) Molecular basis of photoprotection
and control of photosynthetic light-harvesting. Nature 436:134—137

Paschenko VZ, Churin AA, Gorokhov V V, et al (2016) The efficiency of
non-photochemical fluorescence quenching by cation radicals in photosystem
IT reaction centers. Photosynth Res 130:325-333

Peers G, Truong TB, Ostendorf E, et al (2009) An ancient light-harvesting
protein is critical for the regulation of algal photosynthesis. Nature 462:518—
521

Peltier G, Cournac L (2002) Chlororespiration. Annu Rev Plant Biol 53:523—
550

Pfiindel EE, Latouche G, Meister A, Cerovic ZG (2018) Linking chloroplast
relocation to different responses of photosynthesis to blue and red radiation in

low and high light-acclimated leaves of Arabidopsis thaliana (L.). Photosynth
Res 137:105-128

Pinnola A (2019) The rise and fall of Light-Harvesting Complex Stress-
Related proteins as photoprotection agents during evolution. J Exp Bot
70:5527-5535

211



200.

201.

202.

203.

204.

205.

206.

207.

208.

2009.

210.

211.

212.

Pinnola A, Staleva-Musto H, Capaldi S, et al (2016) Electron transfer between
carotenoid and chlorophyll contributes to quenching in the LHCSR1 protein

from Physcomitrella patens. Biochim Biophys Acta (BBA)-Bioenergetics
1857:1870-1878

Pisani T, Paoli L, Gaggi C, et al (2007) Effects of high temperature on
epiphytic lichens: issues for consideration in a changing climate scenario.
Plant Biosyst 141:164—169

Portis Jr AR, Li C, Wang D, Salvucci ME (2008) Regulation of Rubisco
activase and its interaction with Rubisco. J Exp Bot 59:1597-1604

Rabenstein B, Ullmann GM, Knapp E-W (1998) Energetics of electron-
transfer and protonation reactions of the quinones in the photosynthetic
reaction center of Rhodopseudomonas viridis. Biochemistry 37:2488-2495

Rensing SA, Lang D, Zimmer AD, et al (2008) The Physcomitrella genome
reveals evolutionary insights into the conquest of land by plants. Science (80- )
319:64-69

Reynolds ES (1963) The use of lead citrate at high pH as an electron-opaque
stain in electron microscopy. J Cell Biol 17:208

Rohacek K (2002) Chlorophyll fluorescence parameters: the definitions,
photosynthetic meaning, and mutual relationships. Photosynthetica 40:13-29

Rossini S, Casazza AP, Engelmann ECM, et al (2006) Suppression of both
ELIP1 and ELIP2 in Arabidopsis does not affect tolerance to photoinhibition
and photooxidative stress. Plant Physiol 141:1264—-1273

Ruban A V (2016) Nonphotochemical chlorophyll fluorescence quenching:
mechanism and effectiveness in protecting plants from photodamage. Plant
Physiol 170:1903—-1916

Ruban A V, Wilson S (2021) The mechanism of non-photochemical
quenching in plants: localization and driving forces. Plant Cell Physiol
62:1063-1072

Samuilov VD, Kiselevsky DB, Oleskin A V (2019) Mitochondria-targeted
quinones suppress the generation of reactive oxygen species, programmed cell
death and senescence in plants. Mitochondrion 46:164—171

Sane PV, Ivanov AG, Hurry V, et al (2003) Changes in the redox potential of
primary and secondary electron-accepting quinones in photosystem II confer

increased resistance to photoinhibition in low-temperature-acclimated
Arabidopsis. Plant Physiol 132:2144-2151

Sayed OH, El-Shahed AM (2000) Growth, photosynthesis and circadian
patterns in Chlorella vulgaris (Chlorophyta) in response to growth

212



213.

214.

215.

216.

217.

218.

219.

220.

221.

222.

223.

224.

225.

temperature. Cryptogam Algol 21:283-290

Schaefer M, Van Vlijmen HWT, Karplus M (1998) Electrostatic contributions
to molecular free energies in solution. Adv Protein Chem 51:1-58

Schmid R, Labahn A (2000) Temperature and free energy dependence of the
direct charge recombination rate from the secondary quinone in bacterial
reaction centers from Rhodobacter sphaeroides. J Phys Chem B 104:2928—
2936

Schweitzer RH, Brudvig GW (1997) Fluorescence quenching by chlorophyll
cations in photosystem II. Biochemistry 36:11351-11359

Semenov AY, Mamedov MD, Chamorovsky SK (2003) Photoelectric studies
of the transmembrane charge transfer reactions in photosystem I pigment-
protein complexes. FEBS Lett 553:223-228

Senn G (1908) Die Gestalts-und Lagever{d}nderung der Pflanzen-
Chromatophoren: mit einer Beilage: Die Lichtbrechung der lebenden
Pflanzenzelle. W. Engelmann

Sharma P, Jha AB, Dubey RS, Pessarakli M (2012) Reactive oxygen species,
oxidative damage, and antioxidative defense mechanism in plants under
stressful conditions. J Bot 2012:

Simonson T (2001) Macromolecular electrostatics: continuum models and
their growing pains. Curr Opin Struct Biol 11:243-252

Simonson T (2003) Electrostatics and dynamics of proteins. Reports Prog
Phys 66:737

Sirikhachornkit A, Niyogi KK (2010) Antioxidants and photo-oxidative stress
responses in plants and algae. In: The Chloroplast. Springer, pp 379-396

Sitkoff D, Sharp KA, Honig B (1994) Accurate calculation of hydration free
energies using macroscopic solvent models. J Phys Chem 98:1978-1988

Skulachev M V, Antonenko YN, Anisimov VN, et al (2011) Mitochondrial-
targeted plastoquinone derivatives. Effect on senescence and acute age-related
pathologies. Curr Drug Targets 12:800-826

Solovchenko A, Gorelova O, Selyakh I, et al (2015) A novel CO2-tolerant
symbiotic Desmodesmus (Chlorophyceae, Desmodesmaceae): Acclimation to
and performance at a high carbon dioxide level. Algal Res 11:399-410

Solovchenko A, Khozin-Goldberg I, Recht L, Boussiba S (2011) Stress-

induced changes in optical properties, pigment and fatty acid content of

Nannochloropsis sp.: implications for non-destructive assay of total fatty
acids. Mar Biotechnol 13:527-535

213



226.

227.

228.

229.

230.

231.

232.

233.

234.

235.

236.

237.

238.

Solovchenko A, Solovchenko O, Khozin-Goldberg 1, et al (2013) Probing the
effects of high-light stress on pigment and lipid metabolism in nitrogen-
starving microalgae by measuring chlorophyll fluorescence transients: studies

with a $A$5 desaturase mutant of Parietochloris incisa (Chlorophyta,
Trebouxiophyceae). Algal Res 2:175-182

Strenkert D, Schmollinger S, Gallaher SD, et al (2019) Multiomics resolution
of molecular events during a day in the life of Chlamydomonas. Proc Natl
Acad Sci 116:2374-2383

Strotmann H, Hesse H, Edelmann K (1973) Quantitative determination of
coupling factor CF1 of chloroplasts. Biochim Biophys Acta (BBA)-
Bioenergetics 314:202-210

Suetsugu N, Higa T, Wada M (2016) Ferns, mosses, and liverworts as model
systems for light-mediated chloroplast movements. Plant Cell Environ 1-10.
https://doi.org/10.1111/pce.12867

Suetsugu N, Wada M (2008) Chloroplast photorelocation movement. Plant
Cell Monogr 235-266

Sveshnikov D, Ensminger I, Ivanov AG, et al (2006) Excitation energy
partitioning and quenching during cold acclimation in Scots pine. Tree Physiol
26:325-336

Syvertsen JP, Lloyd J, McConchie C, et al (1995) On the relationship between
leaf anatomy and CO2 diffusion through the mesophyll of hypostomatous
leaves. Plant Cell Environ 18:149-157

Sztatelman O, Waloszek A, Katarzyna Bana$ A, Gabrys H (2010)
Photoprotective function of chloroplast avoidance movement:< 1> In vivo</i>
chlorophyll fluorescence study. J Plant Physiol 167:709-716

Tazawa S (1999) Effects of various radiant sources on plant growth (Part 1).
JAPAN Agric Res Q 33:163-176

Telfer A, Dhami S, Bishop SM, et al (1994) Beta-carotene quenches singlet
oxygen formed by isolated photosystem II reaction c enters. Biochemistry
33:14469-14474

Terashima I, Fujita T, Inoue T, et al (2009) Green light drives leaf
photosynthesis more efficiently than red light in strong white light: revisiting
the enigmatic question of why leaves are green. Plant cell Physiol 50:684—697

Theocharis A, Clément C, Barka EA (2012) Physiological and molecular
changes in plants grown at low temperatures. Planta 235:1091-1105

Thornton LE, Keren N, Ohad I, Pakrasi HB (2005) Physcomitrella patens and
Ceratodon purpureus, mosses as model organisms in photosynthesis studies.

214



239.

240.

241.

242.

243.

244,

245.

246.

247.

248.

249.

250.

251.

252.

Photosynth Res 83:87-96

Tibiletti T, Auroy P, Peltier G, Caffarri S (2016) Chlamydomonas reinhardtii
PsbS protein is functional and accumulates rapidly and transiently under high
light. Plant Physiol 171:2717-2730

Tikhonov AN (2013) pH-Dependent regulation of electron transport and ATP
synthesis in chloroplasts. Photosynth Res 116:511-534

Trubitsin B V, Tikhonov AN (2003) Determination of a transmembrane pH

difference in chloroplasts with a spin label tempamine. J Magn Reson
163:257-269

Verhoeven A (2014) Sustained energy dissipation in winter evergreens. New
Phytol 201:57-65

Vetoshkina D V, Borisova-Mubarakshina MM (2023) Reversible protein
phosphorylation in higher plants: focus on state transitions. Biophys Rev
15:1079-1093

Volenikova M, Ticha I (2001) Insertion profiles in stomatal density and sizes
in Nicotiana tabacum L. plantlets. Biol Plant 44:161-165

Wadsten P, Wohri AB, Snijder A, et al (2006) Lipidic sponge phase
crystallization of membrane proteins. J Mol Biol 364:44-53

Walla PJ, Holleboom C-P, Fleming GR (2014) Electronic Carotenoid-
Chlorophyll Interactions Regulating Photosynthetic Light Harvesting of
Higher Plants and Green Algae. In: Non-Photochemical Quenching and
Energy Dissipation in Plants, Algae and Cyanobacteria. Springer, pp 229243

Wang X, Liu Y, Yang P (2012) Proteomic studies of the abiotic stresses
response in model moss--Physcomitrella patens. Front Plant Sci 3:258

Wang X, Yang P, Gao Q, et al (2008) Proteomic analysis of the response to
high-salinity stress in Physcomitrella patens. Planta 228:167—177

Wang X, Yang P, Zhang X, et al (2009) Proteomic analysis of the cold stress
response in the moss, Physcomitrella patens. Proteomics 9:4529-4538

Wang Y, Stessman DJ, Spalding MH (2015) The CO2 concentrating
mechanism and photosynthetic carbon assimilation in limiting CO2: how
Chlamydomonas works against the gradient. Plant J 82:429-448

Warshel A, Papazyan A (1998) Electrostatic effects in macromolecules:
fundamental concepts and practical modeling. Curr Opin Struct Biol 8:211—
217

Wellburn AR (1994) The spectral determination of chlorophylls a and b, as
well as total carotenoids, using various solvents with spectrophotometers of

215



253.

254.
255.

256.

257.

258.

259.

260.

261.

262.

263.

264.

265.

different resolution. J Plant Physiol 144:307-313

Wientjes E, van Amerongen H, Croce R (2013) Quantum yield of charge
separation in photosystem II: functional effect of changes in the antenna size
upon light acclimation. J Phys Chem B 117:11200-11208

Willmer C, Fricker M (1996) Stomata. Springer Science & Business Media

Witt HT (1991) Functional mechanism of water splitting photosynthesis.
Photosynth Res 29:55-77

Xiong B, Zhang W, Chen L, et al (2014) Effects of Pb (?) exposure on
Chlorella protothecoides and Chlorella vulgaris growth, malondialdehyde, and
photosynthesis-related gene transcription. Environ Toxicol 29:1346—-1354

Xu'Y, Fu X (2022) Reprogramming of plant central metabolism in response to
abiotic stresses: A metabolomics view. Int J Mol Sci 23:5716

Zarter C, Adams WW, Ebbert V, et al (2006a) Winter acclimation of PsbS and
related proteins in the evergreen Arctostaphylos uva-ursi as influenced by
altitude and light environment. Plant Cell Environ 29:869—-878

Zarter CR, Adams WW, Ebbert V, et al (2006b) Winter down-regulation of
intrinsic photosynthetic capacity coupled with up-regulation of Elip-like

proteins and persistent energy dissipation in a subalpine forest. New Phytol
172:272-282

Zhang H, Zhang GY, Wen XB, Others (2014) Effects of pH on the
photosynthesis, growth and lipid production of Chlorella sp. XQ-200419
38:1084-1091

Zhang X-P, Glaser E (2002) Interaction of plant mitochondrial and chloroplast
signal peptides with the Hsp70 molecular chaperone. Trends Plant Sci 7:14-21

Zones JM, Blaby IK, Merchant SS, Umen JG (2015) High-resolution profiling
of a synchronized diurnal transcriptome from Chlamydomonas reinhardtii
reveals continuous cell and metabolic differentiation. Plant Cell 27:2743-2769

Zurzycki J (1962) The action spectrum for the light depended movements of
chloroplasts in Lemna trisulca L. Acta Soc Bot Pol 31:489-538

Zurzycki J (1967) Properties and localization of the photoreceptor active in
displacements of chloroplasts in Funaria hygrometrica. I. Action spectrum.
Acta Soc Bot Pol 36:133—-142

Zurzycki J (1955) Chloroplasts arrangement as a factor in photosynthesis.
Acta Soc Bot Pol 24:27-63

216



XII. Chnmcok crareii Mo TemMe IMCCePTALMHU
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