YYEHBIE 3AIl

WCKU GU3UMUECKOTO dAKYJIbTETA MOCKOBCKOTO YHUBEPCHUTETA Ne 1, 2610701 (2026)
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[Tpouecchl nepeHoca 3Hepruu BO30OYKIEHHOTO COCTOSIHUS MUIMEHTOB NpH (DOTOCHHTE3e W MepeHoca
3/1eKTPOHOB M0 (DOTOCHHTETHUYECKOH 3JIeKTPOH-TPAHCIOPTHOH LenH, OylyuH LeHTPaJbHbIMM Mpolecca-
MH 1peo6pa3oBaHUsl SHEPTUU CBeTa B XUMHUYECKYIO SHEPrHI0 OPraHMUeCKHX BelLleCTB KJETKH, B TO JKe
BpeMsi TadAT B cebe OOJBLIYIO NOTEHLHaNbHYIO ONACHOCTb A5l opraHu3mMa. HedoToxumnueckoe TyleHHe
(HDT) B036yKAEHHBIX COCTOSIHUE XJOpPO(HU/INA — OAHH H3 OCHOBHBIX MEXaHM3MOB 3alUThl (DOTOCHH-
TeTHYeCKOro arnmaparta OT ONAacHOI0 BO3NeHCTBMS M30bITOUHOH cBeTOBOH Hepruu. OCHOBHEIMH KOMIIO-
HEHTaMH MOJIeKyJsIpHOH opraHuzauuu Mexanuama HPT saB/sI0TCS KHUCIOPOL-COfeprKalle KaDOTHHOULbI
KCAaHTO(MUIIBL, a TaKkxke OeJKH — KOMIIOHeHT (orocucteMbl 2 PsbhS u ero anasor y Bomopocseil 6esox
LhcSR/LHCX. Panee cuntanocs, uto 6esok PsbS xapakrepes JiMiib AJisi BHICIIMX PACTEHHH, B TO Bpe-
Msl KaK y BOLOPOCJEH OH, eCJH M SKCIIPeCCHpyeTCsl, TO He UrpaeT CKOJb-au60 3ameTHOH posnu B HOPT.
[Tosxe nosiBUMKCH JaHHbIe, KOTOPble MHTEPIPeTHPOBATUCh KaK CBHIETEJNbCTBO BCIOMOraTe/bHOH pPOJH
PsbS B nepexonnbix mpoueccax. OnHako HefaBHO HJIsI OJHOTO W3 BHIOB 3€/NEHBIX BOLOPOC/EH HaMU
Obl/1a T10Ka3aHa J0JIrOBPeMeHHas CTpecc-WHAYyLMPOBaHHas SKCIpeccHsi reHa 3Toro 6eska. B Hacrosiel
paboTe Mbl NPeANPHHSIN NOMBITKY PAaCLIMPUTb KPYT aHA/NU3UPYeMbIX BHJOB M [10Ka3aTh, UTO JOJrOBpe-
MeHHasl CTpecc-UHAYLUPOBaHHAs SKCIIPeccHs 9Toro 6eska, yKasblBalollash Ha ero 3allUTHble (yHKIHH,
MOKeT OBIThb LIMPOKO pacrnpocTpaHeHa cpeiu 3e/€HeIX Bomopocsell. Takxke Oblia M3ydyeHa BapuadeJb-
HOCTb NEePBUYHON CTPYKTYPhl 9TOr0o Ge/lKa Y 3eJIEHbIX BOLOPOCJIEH, KOTOpasi, B CBOIO Ouepellb, CUUTAETCS
AHTUKOppeJHpYIoLLell ¢ BaKHOCTbIO (DYHKUHUH OeJsika [/ OpraHusma.

PACS: 33.50.?%. 87.15.Qt. 87.15.ht. 87.16.Tb. YIK: 577.355, 577.115.3.
KitoueBble ciioBa: (poTocHHTe3, (OTONPOEKTOPHbIE MeXaHH3Mbl, HeOTOXHMHUecKoe TyluieHue, Gesox PsbS, senénele
BOJIOPOCJIH.
BBEJAEHHE 3. pasjiesieHHe 3apsiioB B PEAKIMOHHOM LIeHTpe —

®doTOCHHTE3 — OMH U3 KJaCCHYeCKHX MPUMEPOB Bax-
HeHINX OUOJIOTHUECKUX SIBJIEHUH, PEN0CTABMSAIOIUX LU~
poKoe moJie /151 U3yueHUs (PU3UUECKUX MIPOLECCoB, Jexka-
KX B UX ocHoBe. C ()M3HUeCKOH TOUKH 3peHust (POTOCHH-
Te3 MOXKHO 0XapaKTepH30BaTb Kak Ipeobpa3oBaHue dHep-
THH CBeTa B JHEPTHI0, 3aMacéHHYH B XHMHYECKHX CBS-

351X OPraHHYeCKUX COeJHHEeHWH, C NPOMeXKYTOUHBIM 3ITa- 4
oM NpeoOpa3oBaHHus €€ B 3JeKTPOXUMHUUECKYI0 SHEPTHIo,
CBSI3aHHYIO C reHepalueld PasHOCTH 3JEKTPOXHMHUECKHX
MOTEHLUAN0B Ha JUNUIHOH MeMOpaHe. Becb 3TOT mpouecc
MOXKHO Pa3[e/MTh Ha HECKOJBbKO KJIOUeBBIX CTaluH:
l. morJyolleHHe KBaHTOB cCBeTa (DOTOCHHTETHYECKH-
MM MUTMEHTaMH, OPraHW30BaHHBIMU B CTPYKTYPHO-
(hyHKLHOHA/bHble €IUHHULBl — KOMIIOHEHTBI (pOTO-
CUHTeTHYeCKOH aHTeHHBI; 5
2. mepeHocC 3HePruu Bo3OyKAeHUs MeX1y MUIrMeHTaMH
Pas/IMUHBIX aHTEHHBIX KOMIIJIEKCOB K PEaKIIHOHHOMY
LEeHTPY;
6
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(oTOXHMHUeCKasi peaklHsi IepeHoca 3JeKTPOHa
C TaKk Ha3blBAEMOrO [EPBUYHOrO [OHOpA 3JIEK-
TpoHa (mumepa (Gakrtepuo)xsopoduiia) Ha O6JH3
PACIIOJIOKEHHYIO MOJIEKYJTy MEPBUYHOTO aKLENTo-
pa (mosekysna (6akTepuo)xaopoduina uau (6akre-
pHo)peohuTrHa);

. Cepud TMEepeHOoCOB 3JIEKTPOHa MexXAYy MOoJeKyJia-

MH  (pemokc-Ko(akTopaMH, HMEILIMMH pas3Jjnd-
HYI0 XHMHYECKYI0 [PHUPOAY) B TaK Ha3blBaeMOH
(DOTOCUHTETUYECKOH 3JIEKTPOH-TPAHCIIOPTHOH Lle-
nu (pITLL) ¢ obpasoBaHHEeM B KOHEUHOM HTOre
CHUJIbHBIX BOCCTAHOBHTeJEH (MOJIEKYJ], CIOCOOHBIX
K OKHCJIUTEJbHO-BOCCTAHOBHUTE/IbHBIM TPeBpalleHH-
M M 00/IaJAIIAX HU3KHM CTaHIAPTHBIM pPEeLOKC-
[OTEHLHAJIOM);

. COTPSKEHHBIHA C MEPEHOCOM 3JEKTPOHOB TPaHCMEM-

OpaHHBIH MepeHoC MPOTOHOB, MPUBOASALIUH K obpa-
30BaHHIO TPAaHCMEMOPaHHOH pPa3HOCTH 3JEKTPOXHU-
MHUYECKMX NoTeHuuanos (AuH™T);

. o6pa3oBaHue MaKpO3PrUUeCcKUX CoelMHeHUH

(To ecTh XHUMHUECKHX COeIMHEHHH, XapaKTepH-
3yomuxcs OOJMBUIMM [0 MOIYJI0 OTPULATEbHBIM
U3MeHeHHeM CBOOOMHON SHEPruH Mpu THAPOJIH3E) 3a
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CUéT MCIOJb30BAHUS SHEPrHH, CBSI3aHHOH C TpaHC-
MeMOpaHHOH Pa3HOCTbIO  3JIEKTPOXUMHUYECKHUX
MOTEeHLIHaJIOB;

7. MCTOJIb30BaHHEe O00PA30BaHHBIX HAa MpPeAbIAYLIUX
JTanax CHJbHBIX BOCCTAHOBUTeJEH W MaKpOdPru-
YeCKUX COeJIMHEeHHUH IJ/1s MpeBpalleHus (acCUMMIIs-
[IMH) HEOPTaHWYeCKOro COeIMHeHH s, AUOKCHAA yTile-
poza, B opraHudecKue coenrHenus (puc. 1).

Puc. 1. CxemaTnuHoe H3006pakeHHe OLHOTO U3 (DOTOCHHTETHYe-
CKHX MHUTMeHT-0e/KOBbIX cynepkoMiiekcoB, CaSaMala, BKiIO-
YaloLIero IBa KOMIUIeKca (pOTOCHCTeMbl 2 (MOKa3aHbl KPaCHBIM
1BeTOM, 00603HaueHbl GykBaMd C), B KOTOpPOH OCYIIECTBJISIETCS
(hoTOXHUMHUECKAsH peaKLUs Pa3fe/ieHHsl 3apsiioB, U OKPY2KaIOLIUX
eé aHTeHHbIX KoMIIeKcoB (Masbie anTeHHbl CP26 u CP29, 6oJib-
mwue anteddsl LHCII; o603HayeHa TOIbKO MOJOBHHA U3 CHUMMeET-
PUUHO pACIOJIOXKEeHHbIX KOMIJIEKCOB; MOKAa3aHbl 3eJIEHBbIM LiBe-
TOM). BHYTpH aHTEHHBIX KOMIJIEKCOB U KOMIJIEKCOB (DOTOCHUCTE-
Mbl 2 MOKa3aHbl MOJIEKYJbl XJIOPO(HUIA (3€JEHBIM LBETOM —
XJOpPOo(UI a, GUPIO30BBIM LIBETOM — XJIOpOduJI b, mpeacras-
JISIIOIMe COOOH JIBe HECKOJIbKO pa3J/Hualolluecs XHMHUecKHue
U CrekTpasbHble (hOPMBI XJ0podusma). 3a OCHOBY CXeMbl B3si-
Thl JaHHble KPHO3JEKTPOHHOH MHKPOCKOMMH O CTPYKType CyIep-
KOMIJIeKca U3 3eséHoll Bojopocau Chlamydomonas reinhardtii
(xon pdb: 6KAD [1])

B uesnom, no mepe mepexoma oT NpeablAylLIero 3Tama
U3 ONHCAHHBIX BbllIe K MOCJAENYIOIEMY, XapaKTepHas Bpe-
MeHHasi LIKaJja Mpolecca CTAaHOBUTCS BCE GoJiee NJIUTENb-
Ho#. Tak, ec/iu mepeHOC SHEPrUM TOMVIOIEHHOTO KBaHTa
cBeTa B (POTOCHHTETHYECKHUX aHTEHHAX 3aHUMaeT MopsaKa
10712-1071%¢ [2-4], a pasnenenue 3apsn0B — MOPsaKa
10~ 13-10"" ¢ [2, 3, 5, 6], To mocaenyOLKe CTANUU Tle-
peHoca 3JeKTpoHa 3aHUMaIOT BCé GoJiee U Gosiee AJIUTeNb-
Hble BpeMeHa 10 Mepe MPOXOXKIEeHHS 3JeKTPOHA 10 LEeMNH
nepeHocurkos — ot 1071°-107%¢ mo 1073-10"2c¢ [7].
B To xe Bpemsi, 6HOXHMHUECKHE PEAKIUHU ACCUMHUISLNN
OUOKCHAA YIylepofia 3aHUMaloT elé OoJibliee BpeMs, IO-
psnka 107'-1c [8]; ecan ke ydecTb, 4TO OHH, B CBOIO
o4epelb, KOHTPOJHUPYIOTCS ellé 6oJjiee MelJeHHBIMH TPO-
neccaMu Au(p@y3un cy6CTpaToB peaklMH, TO OYEBHIHO,

Y3Pd 2026

YTO XapaKTepHOe BpeMsi KOHEUHBIX CTaAWH BCEro nporec-
Ca OKa3blBaeTCs Ha MHOTO NOPSIAKOB OOJibllle, YeM HauaJb-
HBIX. DTO COOTHOLIEHHE NPUBOIUT K TOMY, UTO, (haKTHUe-
CKH, 3(D(PEeKTUBHOCTb KOHEYHBIX CTAaAUU OMNpeensieT CKO-
pocTh U 3(P(PEKTUBHOCTb BCEro Ipouecca (POTOCHHTe3a.
B cBolo ouepenb, OHa oOmpelessieTcsl YCJAOBUAMH CPebl
W 3aBHCHMBIMHM OT HHX (PH3HOJIOTHUECKHMH IMPOLECCAMH,
NPOTEKAIUIUMH B PaCTEHHUH B LieJIoM. Tak, ycnoBus 3acy-
XH, TIPOSIBJISIIOILMECS B HU3KOM COJep>KaHHH BJard B MOU-
Be M/WJH BO3/yXe, MPUBOIST, KaK MPABHJO, K 3aKPBITHIO
YCTBHULL B JIMCTbSIX BBICIIMX PACTeHHUH AJis 9KOHOMMH BJa-
rd. OnHaKO 3TO OrpaHUYHMBaeT MOCTYIJIEHHE B JIUCT M3
aTMoc(epsl AMOKCHAA YIJepoia, U CTajlo ObTb, U CKO-
pocTb peakuUui ero accumuasauuu. K nono6usiM xe orpa-
HUUEHUSIM MOXKET TIPUBOAUTE U TIOHHIKEHHE TeMIepaTyphl,
NP KOTOPOM TaJaeT CKOPOCTb OMOXMMHYECKHX peakluH,
U leficTBHe OOJBIIMHCTBA APYTHX CTPECCOBBIX (DAKTOPOB.

MexaHU3MBI 3alUThbI qJOTOCPlHTeTqueCKOI‘O anmnapara

B sroli curyaunmu (oToCHMHTEeTHYeCKHH ammapat pac-
terust (PCA) okasbiBaeTCst HCKJIOUHUTEJBHO YSI3BHM, I10-
CKOJIbKY MPH TAKMX CTPECCOBBIX YCJOBUSX, €CJIH MOTJIOLIe-
HUe cBeTa OCTaéTcs Ha TOM 2Ke YPOBHE, YTO U B HOPMaJlb-
HBIX YCJIOBHSIX, BO3HHKaeT AucOanaHC Mex1y o0pas3oBa-
HUEM M Jle3aKTHBalUeld BO3OYXIEHHBIX COCTOSIHHUH MoJie-
KyJl (DOTOCHHTETHYECKHUX NIUTMEHTOB, MPUBOASIINN K yBe-
JUYEHHIO 3((EKTUBHOIO BpPeMEHM HX KH3HU. ToT xXe
nucbanaHc OyneT BO3HHMKATb W NPHU YyBeJMYEHHH HHTEH-
CHBHOCTH CBeTa. B CBOW ouepenb, yBesJHYeHHe BPEMEHH
’KHU3HHU 3JIeKTPOHHO-BO30YKAEHHOTO COCTOSIHUS MPUBOIUT
K POCTY BEpPOATHOCTH MOOOYHBIX peakLUHi, B TOM YHC-
Jle ¥ CBSI3aHHBIX C reHepauueld aKTUBHBIX (OPM KHCJO-
pona (APK). To ke camoe MOXKHO CKas3aThb H TPO JIHC-
6asnaHc MeXX1y BOCCTAHOBJIEHMEM W OKHCJEHHEM peloKC-
kodakTopoB (pITLL, npuBoAAILIMI K YBEJHUEHHIO BpEMEHH
JKU3HH PEaKLHOHHOCIOCOOHBIX BOCCTAHOBJIEHHBIX COCTOS-
Hu# u, B urtore, renepanun APK. ITostomy mist Gesonac-
HOTO OCYLIeCTBJeHUS] (POTOCHHTE3a B peaslbHbIX, (JIYKTY-
UPYIOLIUX YCJOBHSX OKPY2KalOLLeH cpefibl pacTeHHe H0JIXK-
HO o6sagaTb 'MOKOH CUCTEMOH perysslud T0TOKa 3Hep-
TMH Ha HayajbHOM 3Tale BCero mnpouecca, B (OTOCHH-
TeTH4YecKol aHTeHHe. /1 pelleHUs TOH 3ajaud pacre-
HUE HCIIONb3yeT pas/jUyHble MEXaHU3MBbl, peasndyeMble Ha
pa3HbIX YPOBHSAX €ro OpraHMU3allH U XapaKTepH3yIlnecs
pasHbIMH XapaKTePHBIMU BpeMeHaMH U 3(D()eKTHBHOCTbIO.
Tak, BblClIMe pacTeHusi, 00/afaiolIMe CJAO0XKHOH JHCTO-
cTebe/IbHOH CTPYKTYPOH, CIOCOOHBI U3MEHATb KOJTUYECTBO
TOTJIOIaeMOF UMH SHEPIUH CBETa 32 CUET U3MEHEHHUs OpH-
eHTalUM JHUCTbeB, a Ha OoJiee NJUTENbHBIX BpeMeHaX —
3a cuér o06pa3oBaHMsl IKPAHUPYIOIUX TUTMEHTOB H/HJH
onyuenusi [9]. XsopornacTel B PACTHTEJbHBIX KJETKAX
00/1aflaloT MOABHIKHOCTBIO, ¥ WX IepeMelleHHe B Ipeje-
Jlax KJeTKHM TakxkKe CII0OCOOHO U3MeHATb €€ a(h(eKTHBHOE
ontuyeckoe noryouieHue [10-12]. [lpu pauTesbHBIX U3-
MEHEHHsIX XapaKTePHOH OCBEIIEHHOCTH B XJOPOIJIacTax
MEeHSIeTCSl COCTaB U COLEPKAHHe MUTMEHTOB, UTO TaKxKe
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nosBoJsier agantupoBatb PCA K M3MEHHBIIMMCS YCJIO-
Busivm [13, 14]. HakoHel, ogHUM M3 caMbIX ObICTPBIX Me-
XaHU3MoB, obecneunBaromux 3amuty PCA or usbdbITKa
CBeTa, sIBJISeTCS TaK HasblBaeMoe He(DOTOXHUMHUECKOE TY-
menne (HOT) Bo3OyKIEHHBIX COCTOSTHUH MOJIEKYJ XJIO-
podusia B POTOCHHTETHUYECKOH aHTeHHe [15-17]. Mox-
HO ckas3aTb, 4To HO®T — opuH M3 T1aBHBIX MeXaHM3MOB
3alUThl (POTOCHHTETHYECKOrO annapaTa OKCHIeHHBIX (o-
TOTPO(PHBIX OPraHW3MOB OT OMACHOTO A€HCTBUS MOTJIOWEH-
HOW H30OBITOUHOH, TO €CTb He HCIOJb30BAHHOH CBETOBOH
9HEepruH, UMeloLIUics y Oonbliell 4acTH OKCUTeHHBIX (ho-
TOTPO(HBIX OPTaHU3MOB (TO €CTb OCYILIECTBJSIOLIHUX MPO-
necc (POTOCHHTE3a C BblAeJEHHEM MOJIEKYJNSPHOIO KHCJIO-
pona).

B cBowo ouepenb, HOT npencrasisier co6oit cOBOKYTI-
HOCTb LIeJIOr0 Habopa 3aLUTHBIX MEXaHU3MOB, TaKxKe NeH-
CTBYIOILIMX Ha Pa3HbIX BPEMEHaX U C pa3HOH 3(deKTHBHO-
ctoio [18, 19]. OObeaunsieT e 3TH MeXaHU3Mbl TO, 4TO
BCE OHH COKPAIAIT BpeMsi KH3HH BO3OYKIEHHOTO CO-
crosiuusi xsopousna (Xu). Cpenu Hux HaubGosiee OBICT-
PO MHAYLHPYEMBIM (M peJIaKCHPYIOIIUM) sIBJSIETCS dHep-
rosasucuMoe Tyuenue (qE), KoTopoe akTuBHpyeTcs 06pa-
soBanveM ApH™T Ha mMemOpaHe CyOXJOPOIMIACTHBIX KOM-
NMapTMEHTOB — THJIAKOMIOB, a TOUHee — 3aKHUCJEHHEM
BHYTPUTHJIAKOUHOTO MPOCTPAHCTBA (JIIOMeHa), TMPOUCXO-
namero npu odpasosanuun ApH™' [20]. K nacrosuemy
BpPeMEHH H3BECTHO, YTO €r0 OCHOBHBIMH MOJIEKYJ/ISIPHBIMH
KOMIIOHEeHTaM# cJayxar KaporuHouns (Kap) us rpymmbt
NIe3TIOKCHIMPOBAHHBIX KCAHTO(HIIIOB (3€aKCAaHTHH U JIO-
TEUH y pacTeHHU OypblX, 3eJEHBIX M XapOBBIX BOLOPOC-
Jiedl M y Ha3eMHBbIX pPacTeHHH; AMATOKCAHTHH Yy IHATOMO-
BbIX, TanNTO(GUTOBBIX U NHHOPUTOBBIX Bomopocseit [21]),
BKJIIOYEHHbIE B CIeLUasbHble 3alUTHBIE OMOXUMHUECKHE
LUMKJIBl — BHUOJAKCAHTUHOBHIH [22], NHaIHMHOKCAHTHHO-
Bell [23] ¥ HekoTOpbie MeHee pPaclpoCTPaHEHHBIE [MK-
abl (24, 25].

Yuactue 3TUX mnurmeHToB B npouecce HPT csiza-
HO C MX CYLIECTBEHHBIM (POTO(MU3UUYECKHUM OTIUYHEM OT
OCHOBHOT'O CBETOCOOMPAIOIIETO (DOTOCHHTETHUECKOTO IHT-
MeHTa — XJopoduiana (Xua). B To BpeMs KaK BpeMs KH3-
HH BO30YXKIEHHOTO cocTosiHUsl XJ (MMeITCsl B BHAY €ro
HauboJiee NONTOXKUBYIOIINE, HU3KOJEXKAIINe BO3OYKIEH-
Hble coctosiHus Qx u Qy) cocraBisieT mopsiika 2-3 HC
B pactBope [26] u 0.5-1.2 HC B (OTOCHHTETHUECKOH aH-
TeHHe [27], XapakTepHoe BpeMsi H3HHU BO30OYXKAEHHO-
ro cocrosiuusi Kap Bapbupyer (B 3aBucumoctd ot Kap
U oT pactBoputesisi) B auanazone ot 110 mo 180 dc nas
CIIEKTPasIbHO-Pa3pelIéHHOr0 BTOPOro BO30OYKAEHHOIO CO-
crosinust S2 [28-30] u ot 8.5 mo 37 nc Aas CrneKTpasbHO
HeHabJrogaemoro cocrosinust S1 [29, 30]. dto osuHauaer,
YTO €CJIM €CTb BO3MOXKHOCTb IlepelaBaTh BO30OyKAEHHE OT
MoJsieKy1 X1 (POTOCHUHTETHYECKOH aHTeHHBl K MOJIeKyJaM
Kap, To 370 cospacT ucKIOUNTENBHO 3(DPEKTUBHBIH CTOK
9HEPrUH 3JEeKTPOHHO-BO3OYKIEHHBIX COCTOSSHUH B TeIJIO-
BOH pe3epByap.

CylecTBYIOT pa3/iHuHble MPEACTaBAEHHUS O KOHKpeET-
HoM (porodhusrueckom/hoToxumMuueckom Mexanusme Kap-
saBucumoro HOT B ¢orocuHTeTHUecKOl aHTeHHe (mpen-
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noJiaraeTcsi, YTo 3TH MEXAHHU3MBI MOTYT ObITh Pa3/JUYHBIMH
B pas3HBIX aHTEHHBIX KOMILIeKcax). B cooTBeTcTBUM ¢ 0f-
HUM M3 HUX, IPOMCXOLUT IIEPEHOC IHEPTUH BO3OYKAEHHS
¢ Xn Ha Kap ¢ mocienyroimum 6bICTPeIM Ge3bI31ydaTeb-
HbIM nepexonom Kap* B ocHoBHOe cocrosinue [31]:

Xa* + Kap > Xn + Kap* > Xa + Kap

Jlpyro#i MeXxaHH3M, CONPSKEHHBIH C TepPeHOCOM 3apsiza,
npenrnosaraetT o6pa3oBaHue JeM0KaIH30BaHHOIO BO30YXK-
nEHHOTO cocTosinusl numepa Xua-Kap, (Xa-Kap)*, koro-
poe B cyOnuKoceKyHAHOM auana3oHe BpeméH (0.1-1 mc)
pesiakCHpyeT B COCTOSIHHE C pasleséHHbIMH 3apsilaMy,
(Xn-Kap+), a 3arem 3a BpemeHa mnopsaka 150 nc me-
PEXOMUT B OCHOBHOE COCTOSIHHE MyTEM PEKOMOWHALMU 3a-

pstnos [32, 33]:
(Xn-Kap)* > (Xa-Kap+) > (Xn-Kap)

DoTONPOTEKTOPHBIE OEJTKH

OueBUAHO, UTO AJS MCIOJb30BAHUS JIIOOOr0 M3 3THUX
KaHaJIOB CTOKA HEPTHH M3 aHTEHHbl B 3aLIUTHBIX LeJAX
HeoOXOAMMO YMeTb DEryJHpoBaTb 3TOT KaHaJ, BKJUas
€ro JIMIIb NPU U30BITKE CBETA WJM B CTPECCOBBIX YCJIO-
BUSIX W BBHIKJIOYas B HOPMaJ/bHBIX YCJOBHSX, 4TOObl He
CHHXKAaTb 3(P(EKTHBHOCTb (POTOCHHTe3a. Takas peryiss-
usl MOXkeT ObITb obOecrieueHa ydyactueM Oenkos. [losto-
My, Hapsily ¢ MoJieKyjaaMu Kap, K MOJIeKy/IsipHBIM KOMIIO-
HeHtaMm H®T rtakxke oTHocATCS creuuasbHble GeNKH —
KOMIIOHEHTbl aHTEHHOH CHUCTeMBl. ¥ OOJbLIMHCTBA TPy
BOLOPOCJeH M y MOXO0OOPa3HBIX TaKUM OeJKOM SBJseT-
csl KOMIIOHEeHT aHTeHHbl LheSR, umeromuil 6oJiblioe cxXom-
CTBO C «HACTOSILIMMH» aHTEHHbIMH OejiKaMH H3 CceMeH-
crBa Lheb1-Lheb6, Kak mo aMHHOKHCJIOTHOH MOCJ/e10Ba-
TEJBHOCTH, TaK M IO COAEPXKAHWIO MUTMeHTOB [34, 35].
Y xapoBbIX Bomopocsell U BBICIIMX (Ha3eMHbIX) pacTeHHiH
3Ty POJib BBIMOJHSIET KOMIOHEHT (oTocucTeMbl 2 (PC2),
PsbS [36]. B nocsennue ropbl 6bLIO MOKa3aHO, UTO 3TOT
6esoK Takxe paboTaeT B OTBETe Ha CTpPecC y 3eJEHBbIX
Bomopocneit [37-40].

[TapamokcanbHbiM 06pa3om, 6esok PsbS, 6ynyuu Henpe-
meHHbIM KoMrOoHeHTOM PCA u yuyactaukom HDT y Beex
BBICLIMX PAcTEeHUH M 3e/EHBIX BOAOPOCJeH, U NpUHalJe-
ka, kak U LhcSR, k cymepcemeficTBY aHTEHHBIX OENKOB,
B OTJIMUHE OT Hero He comepKuT nurmedTos [41, 42]. Io-
sToMy B ciaydae PsbS rosopsit o kocBenHoM H®PT: PsbS
He SIBJSIeTCS CaM LEeHTPOM CTOKa 3HEPrHH 3JEKTPOHHOrOo
BO30YKIEeHHUS, HO MepeK/iouyaeT APyrue aHTEHHble KOM-
IJIEKCHI B TyLIAlllee COCTOSIHHUE.

Bblllle Mbl yMOMSIHYJM O pacrnpocTpaHéHHOCTH PsbS-
3aBHCHMOTO TYIIEHHS B MHpe pacTeHHH (BKJiouas BOLO-
pocau). [osaroe Bpemsi PsbS cumrascsi crneunduyecknm
6esKOM BBICILIMX PacTeHWH M XapoBbiX Bojopocned. Kpu-
TepUSIMM NPUCYTCTBUS OesiKa B KJETKe W ero ydacTus
B (PU3MOJIOTHUECKUX IIpOLeccax sBJASIOTCS BO3MOXKHOCTb
IETEeKTUPOBaTh caM 0eJsioK (Hampumep, ¢ MOMOLIBIO CIie-
nuduyeckux aHtutes) au6o ero MPHK, Hamuuue xoto-
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poil B KJIETKe OTpa)kaeT 3IKCIPECCHI0 reHa 3Toro Oed-
kKa. B caydae 6enkoB, y4acTBYIOLIMX B TOH HJHM HHOH
3aLIUTHOH peakLUMH opraHu3Ma, HabgiogaeTcss TaK Hasbl-
Baemasi muddepeHIHaNbHAS JKCIIPECCHSs], MPOSIBJASIOLIAS-
cs B Bo3pactanuu copepxkanus MPHK B orBer Ha ne#-
CTBHe CTpeccoBbIX (pakTopoB. B ciyuae ¢ 6enkom PsbS,
B 3esénbix Bomopocsx (Chlorophyta) o6Hapyskusanu ro-
MOJIOTHYHbIe €My TeHbl elllé C MOMEHTa TOsIBJIEHHUs Iep-
BBIX JJaHHBIX O T€HOMax 3TUX opraHu3moB B Hauaje 2000-
X ronoB [43, 44]; omHako He ynaBajoCh HH HabJOAATDH
nuddepeHLIHaNbHYI0 SKCIIPECCHI0 STUX F€HOB B OTBET Ha
CTpeCcCOBbIe YCJIOBHSI, HH OOHApPYKHUTh caM OeJIOK C HC-
NoJb30BaHKUeM clrieluduueckux antutes. Ilostomy nosa-
ranu, 4yto B MexaHusme H®T y 3enéHbix Bogopoc/eit 3T0T
0eJIOK He Yy4yacTBYeT, HJIM K& €ro poJib HeCyIleCTBeH-
Ha [36, 44]. Jluwb B 2016 . BuepBbie Oblia 3aperucTpu-
pOBaHa CTPeCC-HHAYLHPOBAHHAS 3IKCIPECCHS IeHa 3TOro
6esika U 0OHapy»KeH caM OeJIOK B KJIeTKaX OJHOKJEeTOUHOH
senénoit Bomopocau Chlamydomonas reinhardtii [38]. On-
HAKO 3Ta 3Kcrpeccust (KaK U CyILIeCTBOBAHHE CaMOro OeJi-
Ka) OBIIM OYeHb KPaTKOBPEMEHHBI, MOPsiaKa HeCKOJbKHX
4acoB, B CBSI3W C 4eM aBTOPbl 3TUX pabOT LeJasd BHIBOL
0 BCIIOMOTaTeJIbHOH POJIK 3TOTO OeJiKa B MepPexXOmHBIH Te-
PHOM B CaMOM HayaJie «BKJIFOUEHHS» CTPECCOBBIX YCJOBHH.
B 2022 r. Ham ypmanoch 3aperMcTpUpoOBaTh JOJTOBPEMEH-
HYIO CTpPecC-HHIYLHPOBAaHHYIO AH((pepeHLHalbHyI0 IKC-
npeccuio reda PsbS y 1pyroil ofHOKJIETOYHON 3eJIEHOH BO-
nopocsu Lobosphaera incisa B oTBeT Ha BO3/eiCTBUE HU3-
KO moJioxkuTe ibHOU Temmnepatypsl [40]. Tak, mbl mokasa-
JIM, 4TO XOJIONOBOH CTpeccC BBI3bIBA€T 3HAUYMTeJbHOE (10
103-10* pas) Bospactanue sxcmpeccuu PsbS, mpoposxa-
[olleecss B TeYeHHe HECKOJNbKHUX (UYeThIpEX- MSATH) CYTOK,
4YTO CPaBHHUMO C AMHAMHUKOH MU3MeHEHHH 3Kcnpeccuu Oei-
Ka OCHOBHOro orBeTcTBeHHOro 3a H®PT Genka 3enéHbIX
Bozopocseil, LheSR, u npu 3TOM 3HaUMTE/IBHO TPEBOCXO-
JIUT WX 1o abcomoTHOU BeauuuHe (mas LheSR xapakrep-
Hble M3MEHEHUs YPOBHS 3KCIIPECCHH Ha [Ba-TPH MOpPsIKA
MeHbIlle, T.e. HaxoasiTCcst B paone 10). DTo mosBoJsieT me-
pecmoTpeTb posib PsbS B crpecc-unnyuupoannom HPT
y 3e/EHBIX BOLOPOC/EH W IMPEeANOJOXKHUTb, 4TO 3TOT Oe-
JIOK CTaJl OCHOBHBIM, a He BCIIOMOTraTe/IbHbIM, Y4aCTHHKOM
sawmntHO peakunr P@CA B 0TBET Ha CTPeCCOBOE BO3IEH-
CTBHME HAMHOTO PaHbllle B 3BOJIOLUOHHON UCTOPUH pacTe-
HUMH, 4eM CUUTaJNOoCh paHee.

OnHako CyIIeCTBEHHBIM MPENsSTCTBHEM [Jis TaKOro
06001I1eHHsT SIBJISIETCS 9KOJOrHYecKass 0COGeHHOCTb BOLO-
pocnu Lobosphaera incisa IPPAS C-2047: sto ncuxporto-
JIEpAaHTHBIE OpraHu3M (T.e. CIIOCOOHBINH TE€PEHOCHTb HH3-
KHe TEeMIepaTyphbl), U HEJb3sl UCKJIOUUTb, YTO HabJroAa-
emasi HaMH JMHaMHKa 3kcrnpeccud PsbS mpu neiictBuu
HM3KOH TeMIepaTypbl CBsi3aHa JIMIIb C 3TOH €€ 3KOJIOTH-
YeCcKOH 0COOEHHOCTBIO U He XapaKTepHa I/ BCEro OTHea
Chlorophyta B uesom. B cBfi3u ¢ 3THM Mbl IPOBEJNH MOUCK
NOJITOBpPeMeHHOH 3Kcnpeccurt PsbS y HeckosbKUX apyrux
BUJIOB 3eJIEHBIX BOJOPOCJEH, a TaKKe MpOaHaJIH3HPOBaJH
MMEIOIHeCs] HA CErONHSIIHUN [eHb HAHHBIE O CTPYKTYpe
romoJioroB PsbS y npencrasuteneit ornena Chlorophyta.
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1. METOJbI
YcioBus KylbTHBALMH

CyCreH3MOHHBIE  KYJIbTYPBl ~ ONHOKJETOYHBIX  3eJ1é-
HbIX Bomopocse# Lobosphaera incisa IPPAS C-2047
u Desmodesmus sp. IPPAS S-2014 6blin KyJabTHBHPOBA-
HBl B CTEKJSIHHBIX KoJoHHax o0bémom 0,7 o mpu 25-26°C
Y HenpepblBHOW aspauuu (PUAbTPOBAHHBIM aTMOC(EPHBIM
BO3/lyXOM; MOTOK My3bIPbKOB BO31yXa, M0laBaeMbli CO THA
KOJIOHHBI, 00ecleyuBas OILHOBPEMEHHO IepeMelllBaHue
cycnensun. OcBelleHne 06ecneuruBaIoCh CBETONUOIHBIMH
naHesnsiMu Ha ocHoBe cBeropuonos SMD 2835 (Arlight,
Poccusi), mamomux HedTpasbHbIH Oesblif CBET MHTEHCHB-
HocThio 50 MKMoJielt poToHos M~2c”!. Korma ontuueckas
MJIOTHOCTDb cycreHsuu pocturaa 0.4-0.5, cycnensus Oblia
oxaaxjeHa jo 0°C. Cucrema oxJaXKAeHHUs MpPeACTaBJsiia
co00H 3MeeBHK, MOTPY>KEHHBIH B CYCIEH3UI0 U MOAKJIO-
YEHHBIM K LUPKY/IALMOHHOMY TepMmocTatry. [lanee KjieTkKH
Obl1 MHKyOHpoBaHbl npu Temneparype 0°C B TeuyeHHe
CJIEYIOIHX O CYTOK.

Hanucanue npaiimepoB K reny psbs

Bblnu BbIOpaHbl KOAMPYIOLME 110C/e10BaATEbHOCTH re-
Ha psbs U3 TPEX MoIesNbHBIX BUIOB 3€JEHBIX BOLOPOCHEH:
C. reinhardtii, Dunaliella salina, Volvox carteri (Homepa
B 6ase jmaHHbIX phytozome.org: Cre01.g016750_4532.1,
Dusal.0048s00033.1, Vocar.0007s0069.1). bBsin mpose-
IEH TMOUCK JIOKaJbHOTO BbIPABHUBAHHS KaxKIOH H3 3THX
TPEX MOCJ/IeN0BATENBHOCTEH C TOCJAEN0BATENbHOCTBIO Te-
HOMa BOJOPOCJ/IH, NMpHHAM/IeXKalleld K TOMY Ke Pody, 4To
uccaenyembiit 06bekt, Desmodesmus armatus (GenBank
ID: VIIQ02000737.1). Bce Tpu reHa oGHApyKHUJH CXO-
JKHe yduaCcTKH B omHOB u Toi ke oo6gactu (LOCUS
VIIQ02000737, 80000-81000). ITtoT yuyacTOK BMeCTe
C OKpyXallKUMH ero yuyactkamu mno 4500 Hyk./. ObL1
BBIPE3aH M3 MOCJEN0BaTeNbHOCTH reHoMa Desmodesmus
armatus ¥ Obl1 B JaJbHEHIIeM HCMOJb30BaH MAJS TPO-
uefypbl TMOPUIHOH COOPKM TreHOMa C TOMOILbI0 MPo-
rpaMmmbl POLCA B KayecTBe HETOUHOTO IJMHHOTO uTe-
HUS C KOPOTKMMH YTeHWsiMH reHoMa Desmodesmus sp.
[PPAS S-2014. [dns mosy4eHHOH B pesysbTaTe 3TOTO
N0CJ/IeIOBATe/NbHOCTH ObLI0O MPOBEAEHO MpefcKa3aHue Co-
Jlep:Kalluxcsd B Hell T'eHOB C IOMOLLBIO OHJIAHH cepBHCa
Augustus (https://bioinf.uni- greifswald.de/augustus/).
[TpenckasanHblil reH, o6HAPYKHUBAIIMKA CXOACTBO C KO-
JOUPYIOLIMMHU MOC/I€A0BATENBHOCTAMHU TPEX YKA3aHHBIX BbI-
e MOJAEJbHBIX BHAOB, paccMaTpuBajcs Kak reH psbs
Desmodesmus sp. IPPAS S-2014 u 6bl1 HCIOJIb30BaH 117151
nox6opa npaimepoB. Deiiu BbGpaHbl 1Be Maphl mpakimMe-
POB: B OIHOH M3 HUX MpaliMepbl OblJIM PaCIOOXKeHbl B pas-
HBIX (COCEIHHX) 9K30HAX, B IPYrod — OIUH U3 MpaiMepoB
nepecekas rpaHULy ABYX 3K30HOB.
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Boigenenne PHK u konuuectsennas ITIP

O6mwas PHK Oblna BbizeseHa M3 KJETOK C MOMOLILbIO
na6opa HiPure Total RNA (Magen Biotech, Kura#) u nc-
nosb3oBaHa njsi cuHTesa kKJHK c momouibio pesepra-
3bl Mint (Evrogen, Poccus) B coOTBETCTBHM C MPOTO-
KOJIaMH TIpou3BopuTesell. KosndecTBeHHYyI0 MoJMMepas-
HYIO LEMHYyI0 peakiuio B peanbHoMm Bpemenu ([1LIP-PB)
[POBOAMUJM C HKCIOJIb30BaHHEM pa3pabOTaHHBIX MpaiiMe-
poB u Hatopa qPCRmix-HS SYBR (Evrogen) B coor-
BETCTBUU C PEKOMEHIALUSIMH NPOU3BOAUTENS] HA TepPMO-
uuksepe LightCycler 96 (Roche, [seituapusi/Tepmanusi).
DKCMPEeCCHI0 TeHa-MHUILIEeHH PaCCUMTBHIBAIN OTHOCHUTENBHO
TOH, KoTopas Oblia 3a(UKCHpPOBaHA B KJeTKax Mepel
OXJIaK[IEHHEM; B KaueCcTBE SHIOTEHHOTO KOHTPOJISI HC-
[10J1b30BAJIM TPAHCKPHUIITHI F€HA aKTHHA, SIBJISIIOLIETOCS TaK
Ha3bIBaeMbIM «€HOM JOMAlIHEero X03sHCTBa».

PoToxuMnyecKkass aKTUBHOCTb (DOTOCUCTEMBI 2

DOTOXUMHUYECKYIO aKTUBHOCTb (POTOCUCTEMBI 2 U3MEPS-
JIM C TIOMOLLBIO (pJ1yOpHMeTpa XJOPO(UJIIa C aMIIUTYIHO-
umnyabcHol Mmonpyasined FluorPen FP 100 (Photon
Systems Instruments, Yexus). [lepen usmepeHusiMu KJe-
TOYHYIO CYCIIEH3HIO MOMeLlaJd B KBapLeBylO KIOBETY
W BBIIEPXKHMBA/JIM B TEMHOM MeCTe B TeueHHe 5 MHUH MpH
remneparype 25 unu 0°C (n/st 06pasuoB 10 Hava a oxJa-
KIEHUS WM MHKYOMPOBaHHBIX NPH HU3KOH TeMIepary-
pe, COOTBETCTBEHHO). 3aTeM MPOBOAMJH TaK Ha3blBaeMblil
JIP-Tect, TO ecTb H3MepsIM HM3MEHEHHUS HHTEerpasjbHON
(JIyopecleHIIMH CYyCIIeH3UH B CeKYHIHOM IManasoHe Bpe-
MeHH B OTBET Ha HelpepbiBHOE OCBeLlleHHe Y3KONOJNOCHbIM
CUHUM CBeTOM (Amax = 470 uM, AXj/ ~ 20 HM) HH-
tencuBHocTbI0 1000 MEMoMb doToHoB M~2c™!. B Kauectse
OLEeHKH (DOTOXMMHUUECKOH aKTUBHOCTH (POTOCUCTEMBI 2 HC-
M0J1b30Ba/IM XapaKTEPUCTHKY TOJyUeHHOH KPUBOH (Jyo-
pecuenuu Fv/Fm (cMm. puc. 2) [45].

2. PE3VYJIbTATBI U OBCY2KJIEHUE

Huskas KoHCepBaTMBHOCTb MEPBHYHON CTPYKTYphI OejKa
PsbS

Bornpoc 0 KOHCEPBATUBHOCTH TIE€PBHYHOH CTPYKTYPHI
Gesxka (T.e. 0 CTeneHH e€ pas3/iMUMsl y Pa3HBIX OpraHu3-
MOB) CBsi3aH C BOIPOCOM O (DYHKLHH OeJiKa U eé BaKHO-
cThio sl opraHusama. Kaxk mpasuio, GesikH, BBIMOJHSIO-
1ide KPUTHYeCKHe 115 KJAeTKH (QYHKLHH, BBICOKO KOHCEp-
BaTuBHBI. CyiectBeHHas poab HOT B 3amwure opraHusma
OT BBI3BAHHOTO MHTEHCHUBHBIM OCBEILEHHEM WJIH APYTHMH
CTPECCOBBIMH (DAKTOpaMM MOBPEXKAEHUS NAET OCHOBAHUS
npennosarath BbICOKMH ypOBEeHb KOHCEPBATHUBHOCTH 0ei-
KoB, yuactByomux B HOT, B Tom uucsne PsbS. Onnako
paHee HaMH ObLIO MOKa3aHo [46], uTo passuure mepBUU-
HOH CTPYKTYpBl 3TOTO 6esika y NpeacTaBHTes el 3eJEHbIX

Y3Pd 2026
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Puc. 2. XapakrepHasi 3aBUCHMOCTb BeJHUHHBI (DJyOpeCcLEeHLNH
(F) xnopodunna mpy HempepsIBHOM OCBEIIEHHH CYCIIeH3HH BOJO-
pocJiefl, alaNTHPOBAHHBEIX K TEMHOTE, OT BpeMeHH (f). OTMedeHb!
BeJIMUMHBI MakcuMaJ/pHOH (Fm) u nepemenHoll h1yopecLeHUnH
(Fv); ux otHowenune, Fv/Fm, paBHO KBaHTOBOH 3()(eKTHBHOCTH
¢otocuctembl 2 [45]

Bomopocnieil (Lobosphaera incisa) u BbICIIMX pacTeHH#H
(mmuuar, Spinacia oleracea) oueHb CylecTBEHHO (HIeH-
THUYHOCTb [BYX [OCJIEOBATEJbHOCTEE COCTABJ/ISIET MeHee
33%). B cBs3u ¢ 3TUM BO3HHKaeT BOIPOC O KOHCepBa-
THBHOCTH OeJ/ika XOTs Obl B 39BOJIIOLHOHHO OoJiee OJH3-
KHX APYT K OPYTy rpynnax pOTOCHHTETHYECKUX OPraHu3-
MOB — CpPEeIH OTHEJbHBIX KJIACCOB 3€JEHBIX BOLOPOCHEH
(Chlorophyta) u mMexay HUMH.

Cpenu ony6/IMKOBaHHBIX aHHOTHPOBAHHBIX T€HOMOB 3€-
JEHBIX Bomopocaed reH Oenka PsbS onucan y 20
BUJIOB, MPUCYTCTBYIOIIMX B 0aszax paHHbix GenBank
u Phytozome. 3tu BuUgbl OTHOCATCS K MATH KJjac-
cam: Chlorophyceae, Trebouxiophyceae, Ulvophyceae,
Mamiellophyceae u Chloropicophyceae. Kak Hykneotua-
Hasl [OCJIeOBATEIbHOCTh ['€HA, TAK U aMHHOKUCJIOTHAs
MOCJIeI0BaTeNbHOCTh caMoro 6ejika PsbS okaszanuch upes-
BBIUAFHO BapuabesibHbl: MHOXKEeCTBEHHOE BbIpaBHUBaHHE
Bcex OOHapyKeHHbIX 6eskoB PsbS mo amuHOKHCIOTHOH
[0CJIEI0BATEbHOCTH 0OHAPYKHUBAET EIHUHHUHbBIE COBMAE-
HUs, COCTaBjsiolue He Gosee 2% BCeX aMHUHOKHCJOT-
HbIX OCTaTKOB. Jlaxe B mpenesax OTHEJbHBIX KJacCOB
N0JISl COBMANAIOIINX aMHHOKHCJIOTHBIX OCTATKOB COCTaB-
asier Bcero 22% y Trebouxiophyceae u ne Gosee 10%
y Chlorophyceae. (st cpaBHeHHS 3aMeTHM, UYTO CXO[-
CTBO aKTHHA [/ TeX XKe BUAOB cocTaBJsieT 78% MpH MHO-
’KeCTBEHHOM BbIPABHHBAHHM BCEX I0CJEI0BaTebHOCTEH
Gesika 115 TOro ke Habopa BUAOB kJjacca Chlorophyceae
u 10 96% npu nomapHom cpaBHeHHH BnoB). [Ipu momap-
HoM cpaBHeHMH Lobosphaera incisa ¢ riaBHOH Mognesb-
Ho# Bomopocsbio Chlamydomonas reinhardtii mokaseiBaer
npumepro 50%-Hoe cxonctBo (puc. 3).

Takasi BapuabesbHOCTb 0€JiKa, B MOCJEI0BATENIbHOCTH
KOTOPOTrO0 OTCYTCTBYIOT KOHCEPBATHBHBIE B Mpelesax [a-
e KJacca JOCTaTOUHO IJHHHBIE KOHCEepPBAaTHBHBIE Y4acT-
KH MPaKTHYeCKH HCKJ/0UaeT BO3MOXKHOCTb HCCJIEN0BAHHUS
ero nug@epeHHaNbHON IKCIPECCUU Y BUIOB, TOJHBIN Te-
HOM KOTOPBIX HEH3BECTEH.
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22 27 27
25 27 29
24 30 29
28 30 28
24 27 27
26 28 27 25 26
28 28 26 23 27
25 27 26 23 24
25 27 26 23 24
25
25
28

39 40 34 36 38
25 26 42 41 40 43 43 41
25 26 40 41 39 46 40 39

Trebouxiophyceae
Chlorophyceae
Chlorophyceae
Ulvophyceae
Mamiellophyceae
Chloropicophyceae

(Chlamydomonadales)
(Sphaeropleales)

57 56 50 58 100
51 52 48 51 57 100
53 53 53 59 57
51 50 50 51
51 49 50 53
27 29 23 28 28

53 100

51 59 100

51 59 100

31 31 30 100
29 30 29 28 27 31100
36 29

37 55 100

Puc. 3. Marpuua nonapHelX CpaBHeHUH MIEHTHYHOCTH aMHHOKHCJ/IOTHBIX NOCJefoBaTeIbHOCTel Geska PsbS Bogopociiedi, mpunane-
Kamux K otaeay Chlorophyta (B KaxKnoit siuefike yKasaH NpOLEHT HIEHTHYHOCTH IJI51 ABYX COOTBETCTBYIOLIMX BHIOB). McnosbayoTes
TNI0CJIeI0BATENBHOCTH, NpeacTaBaeHHble B 6a3ax naHHbiXx NCBI u phytozome.org. Bunbl, npuHaniexaiiye K ofHOMY Kjaccy (a Tak-
JKe 3HA4YeHHs] MAEHTHYHOCTH UX GeskoB PsbS) o6o3HaueHbl OHHM U TeM Ke LBeTOM (/s BOLOPOCJEH, NMpUHALJIEXKALIMX Kaaccy
Chlorophyceae, Takxe oTaenbHO BhiaeeHbl ABa nopsiaka: Chlamydomonadales u Sphaeropleales)

Crpecc-uHayuypoBaHHas aKcnpeccus Geaka PsbS
y Desmodesmus sp. IPPAS S-2014
u L. incisa IPPAS C-2047

Mbl  nccienoBanv  HMMeOIIMHACH B HalleH  KoJlJIek-
UM [ITaMM 3eJE8HOH MHuKpoBomopocau Desmodesmus
sp. IPPAS S-2014 (xsnacc Chlorophyceae, mnopsinok
Sphaeropleales, cemeiicTBo Scenedesmaceae), BOCIOJb-
30BaBLIMCh MMewIIMMHCs B 06asze paHHbXx GenBank re-
HOMHBIMM JQHHBIMH [/ HECKOJbKHX IITaAMMOB poja
Desmodesmus 1 npoBefisi CeKBeHUPOBaHHE HA HEOOJBIIY IO
ray0UHy reHoMmMa DaHHOro mmramma (cMm. pasmen Merto-
nbl). Miamepenus nmokasasu, uto comepkanre MPHK Geska
PsbS Bospactaer B (1,340,3)?10° pa3s uepe3 5 cyToK HUH-
Kybaluu npu HU3Ko# Temmepatype. ¥ L. incisa IPPAS C-
2047 MpOUCXONUT POCT YPOBHS IKCIPECCHH B CPeIHEM Ha
6mu3Kyl0 BeauuuHy, ~ 1.0 x 103, omHako B pesyabTaTax
MPUBEIEHHBIX 3[1eCb M3MEPEHHH comepKascsi 3HAUUTeNb-
HbIH pasz6poc, or 0,2 x 10% no 5.0 x 10® (HecummeTpHuy-
HOCTb AMAana3oHa CBsi3aHa C JIOrapu(MHUUECKUM XapakTe-
poM ommnbku). OgHaKO HEOOXOAHMO OTMETHTh, UTO YKa-
3aHHBIH 3HAUUTENbHBIH Pa3dpoC MaHHBIX HE UMEET Cylie-
CTBEHHOTO OHOJIOTHUECKOTO 3HAYeHHs, MOCKOJBKY CTOJb
6osbinoe Bospacranue kosudectBa MPHK mpu crpecce
o3HayaeT (pakTHUYECKH TMpeHeOpeKHMO Majoe e€ Kojnude-
CTBO JI0 HayaJjia CTPECCOBOTO BO3IEHCTBHS; OTHOCHTEbHAS
omnbKa B M3MepsieMOM CHTHaJje MPH 3TOM MOXKET ObITb
OYeHb BeJINKA, IPUBOMS K Hab r0gaeMoMy 60JbLIoMY (op-
MaJbHOMY pa3bpocy.

OnnoBpeMenHo ¢ poctoMm comepxkanus MPHK PsbS

Y3Pd 2026

y obeux BomopocJedl Mbl HabJ0fanud MNajeHue KBaH-
TOBOH 3((heKTUBHOCTH (OTOCUCTEMBI 2, OLEHHBaeMoe
Mo mapaMeTpy MepeMeHHOH (PJyopecHeHLUU XJI0POQHJIIA
Fv/Fm (cm. pasmen «Metombl»), 4TO yKasbiBaeT Ha pas-
ButHe HDT B (poTOCHMHTETHYECKHUX aHTEHHAX BOJOPOCIH
(puc. 4).

I 44
0.6 _
9
I =
& e
o 04
02+ /
00 * " 1 n 1 " 1 " 1 " 1 T 0
0 1 2 3 4 5
£, CyT.

Puc. 4. V3amenenne KBaHTOBOH 3((PeKTHBHOCTH (HOTOCHCTEMBI 2
(Fv/Fm; KpyTH U NATHYTOJBHUKY Ha IpauKe) U OTHOCHTEJIbHO-
ro kosiuuectBa MPHK Gesnka PsbS (RQ; kBagpaThl U TpeyroJb-
HUKH) Y 3e/1éHbIX Bopopocseit Desmodesmus sp. IPPAS S-2014
(cunue cumBosiel) W L. incisa IPPAS C-2047 (TéMHO-XE/ThIe
CHMBOJIb) TI0 Mepe HHKYOHDOBaHHs NPH HU3KOH TeMmeparype.
HyneBoii MOMEHT BpeMEHH COOTBETCTBYET MOMEHTY OXJIaXKIeHHS
CYCIIEH3HH BOAOPOCJ/IEH OT HOPMaJIbHOH TeMmepaTypbl 10 TeMIle-
patypsi okosio 0°C. TlpuBenenst cpennue (n = 3) + craHmapTHOE
oTkJoHeHHe (SD)
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[Tomguepkuém, uto  pox  Lobosphaera  (ksacc
Trebouxiophyceae, mopsimok Trebouxiales, cemelcTBO
Trebouxiaceae) u ponm Desmodesmus oTHocsiTcss K pas-
HBIM KJaccaM 3eJIEHbIX BOLOPOCJeEH, pa3olleflnMCes
B 3BOJIIOLKK OKOJIO 1 Mspa. set Hazanx [47]. DTo osHa-
4yaeT, YTO JOJIFOBPEMEHHYIO CTPECC-HHIYLHPOBAHHYIO
HHAYKLHIO 3Kcmpeccuu PsbS MoxHO cyurtaTh pocta-
TOYHO JIPEBHHUM TNpHOOpETEeHHEM 3eJIEHBIX BOLOPOCJEH,
XapaKTepHbIM ecsiu 1 He sl Bcero otnesa Chlorophyta,
TO, MO KpalHel Mepe, [J/5 3BOJIOLUOHHO AOCTaTOYHO
OTHAJEHHBIX APYr OT JApyra ero mnpexacrasuresell. Ot-
MeTHM TakKxKe, YTO paHee HaMH OBLIO [OKa3aHO, 4YTO
aKK/JAMMalusg K HHU3KOH TeMmmepaTrype, B XOIe KOTOPOH
Mbl HaOusrojaeM akcmpeccHio PsbS, compoBoxpaercs
cBeToBHIM cTpeccom [40].

K coxanenuio, camu mno cebe pgaHHBlE O CTpecc-
WHIYIMPOBAHHOH 3Kcrpeccun Genka PsbS, naxke crosb
3HAUMTENbHOH B KOJMYECTBEHHOM BBIpaXKEHHH, el He
MO3BOJISIIOT CHEeNaTh BBIBOA 00 3((EeKTHBHOCTH 00YyCJIOB-
geHHOH uM 3awuTel PCA OT HM3GBITOUHOIO OCBELIEHUS
B CTpeccoBbIX ycioBusixX. Pasnenutb Bkaanel B HOT ot
PsbS u ot BToporo ¢ortosamutHoro 6enka, LhcSR, ko-
Topele 00a AaKTUBUPYIOTCS CHHKeHHeM pH TuiaakoummHo-
ro JIIOMEHa, He MpEeACTaBJsEeTCS BO3MOXHBIM B KJeT-
Kax [JuKoro Tuma. EnnMHCTBeHHass BO3MOXKHOCTb TaKo-
ro pasfeseHuss — IOJydyeHHe W HCCJel0OBaHHE MYyTaH-
toB L. incisa u Desmodesmus sp. IPPAS S-2014,
nepuunuTHeX Mo PsbS.

3AKJIIOYEHHE

Taknum 06pa3om, MOXKHO yTBepKAaTh, UTO AJSI Pa3HBIX
KJIaCCOB 3eJIEHBIX BOIOPOC/eH XapaKTepHa JIOJTrOBpPeMeH-
Hast U 3HAYUTEJIbHAS 110 BEJHUHHE MHAYKIUS KCIIPECCHH
3amuTHOro Gesika PsbS, conpoBoxnaroiiasics HHAYKIMEH
HO®T wu cHuxenuneMm ckopoctu reHepauuu ADK. Irto
M03BOJISIET BbICKA3aTh MPENIOJIOKeHHe, 4TO Y 3eJEHBIX
Bopopocsieii PsbS HeoOxoaum st BbIXKUBaHUS KJETKH
B CTPECCOBLIX YCJIOBHSIX M BBINIOJHSIET Ty Ke (DYHKLHIO,
YTO M €ro TOMOJIOTH Y BBICIIHX PACTeHHH, T.e. aKTHBALHH
HOT. [lns noxasaTenbcTBa 310k GyHKUMKH PsbS u ouen-
KU e€ 3(p(PeKTUBHOCTH HEOOXOANMBI PabOThl C MyTaHTAMH,
neduuTHeiMU 0 PsbS.

Aprop GnaromapeH KoJjeram, NPUHUMABIIUM yd4acTHe
B BBIIOJIHEHHH paboT Mo Hu3yueHHo Oesnka PsbS Ha
pasubix 3tanax: E.C. Tnarosnesoii, E.C. Jlo6akoBoi,
O.C. IIrywenko, A.E. Cososuenko, K.A. IIn63yxoBoii.
KysnbTHBHpOBaHME MHKPOBOLOPOC/]EH M aHa/lu3 KBaHTO-
BOH 3(P(PeKTUBHOCTH (HOTOCUCTEMBI 2 ObLIH BBIMOJHEHBI
¢ nomotibto obopynoBanusi LIKIT «Denorunuposanue ¢o-
ToTpoHbIX oprann3moB» MI'Y nmenn M. B. JlomoHocosa.

Pa6ora noanepxxana rpantom PH® Ne 24-24-00195.
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Photosystem 2 protein PsbS is a component of the molecular mechanism
of non-photochemical quenching in green algae

V.V. Ptushenko!*?
! Belozersky Institute of Physico-Chemical Biology, Lomonosov Moscow State University
Moscow 119992, Russia
2Emanuel Institute of Biochemical Physics, Russian Academy of Sciences
Moscow, 119334 Russia
E-mail: ptush@belozersky.msu.ru

The energy transfer of chlorophyll excited state during photosynthesis and electron transfer along the photosynthetic
electron transport chain are the central processes of light energy conversion into chemical energy while also the
sources ol potential danger to the organism. Non-photochemical quenching (NPQ) of chlorophyll excited states is
one of the key mechanisms for protecting the photosynthetic apparatus from the dangerous effects of excessive light
energy. The main molecular components of NPQ are oxygen- containing carotenoids, xanthophylls, as well as proteins:
a photosystem 2 component PsbS and its algal analogue, the LheSR/LHCX protein. Previously, PsbS was believed
to be typical only for higher plants, while in algae it should not be expressed or at least play any significant role in
NPQ. Later it became clear that its expression is stress-induced, but it took place in a too short timescale. This led to
an assumption that its protective role was limited only by an auxiliary role in transients. However, we have recently
found long-term stress-induced expression of its gene in one of the of green algal species. In this paper, we attempted
to expand the range of analyzed species and show that long-term stress-induced expression ol PsbS (which could be
indicative of its protective function) can be widespread among green algae. The variability of PsbS primary structure
in green algae was also studied, which, in turn, is considered to correlate with the importance of protein functions for

an organism.
PACS: 33.50.7j. 87.15.Qt. 87.15.ht. 87.16.Tb.

Keywords: photosynthesis, photoprotective mechanisms, non-photochemical quenching, PsbS protein, green algae.
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