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Jig pacTeHHUH, 06J1afal0IUX BBICOKOUYYBCTBUTENBHBIM K CBETY QOTOCHHTETHYECKHM alllapaToM,
IpUCIIOCO6JIeHHBIM K yJIaBJIMBaHUI0 9HEPTHHU CBeTa Jlake IIPU CIabbIX CBETOBBIX ITIOTOKAX, Ype3BBI-
JalHO oHacHHI OBICTPhIE ¥ 3HAUUTEIbHBIE BO3paCcTaHUS 3TOTO II0TOKA. /I pelleHUs Ipo6JyeM, BBI3bI-
BaeMbIX H36BITOUHON 3Hepruei Iafalolliero CBeTa, pacTeHHs BBIPAO0TaJIU IieJbIH psf, 3alfUTHBIX
MeXaHU3MOB, CpeJi KOTOPBIX Upe3BhIYaliHO Ba>KHYI0 POJIb UTpaeT HehOTOXUMUUYECKOe TYIIIeHHe BO3-
OY>KIEHHBIX COCTOSTHUY Xyopodmiia. Ilog HeGOTOXMMHUUECKUM TyLIeHUeM, KaK IIPaBUJI0, IOHUMAKT
COBOKYITHOCTh Pa3JIMYHBIX MEXaHHU3MOB, IPUBOJAINX K COKpAIlleHHI BpeMeHHU >KU3HHU BO30YXKIEH-
HBIX COCTOSTHHU XyIopodua B QOTOCHHTETHUECKOM aHTeHHe M TEM CaMbIM K CHIDKEHUIO 3Qdek-
THUBHOTO BO3ZeMCTBUS CBETA HAa BeCh QOTOCUHTETHUECKUI anmapaT. Hanbosiee 66ICTPO/Ie i CTBYOIINHN
MexXaHU3M HepOTOXHMMHUECKOIO TYIIeHHs — TaK Ha3blBaeMOe 3Hepro3aBHCHMOe TYyIIeHHe, KOTOpoe
aKTHUBHpYyeTcd oOpa3oBaHHeM TpaHCMeMOPaHHOIO IIPOTOHHOTrO IIOTeHIMasJa Ha THJIAKOUAHON MeM-
6paHe. OCHOBHBIE MOJIEKYJIIPHBIE UTPOKH B 3TOM MeXaHH3Me — KHUCJIOPOZCoeprKalye KapOTUHOU I
KCaHTOQMJLIBI U OeJIKU THUJIaKOUJHON MeMOpaHbl: KOMIIOHEHT aHTeHHBI, LhcSR, y Bofopocieii 1 MX0B
W KOMIIOHEHT QOTOCHCTEMEI 2, PsbS, y BBICIINX pacTeHHU U 3BOJIIOIMOHHO HawboJjee OJIU3KUX K
HUM Tpynn Bogopocyied. laHHBIM 0630p IOCBAIIEH MOJIEKYISIPHBIM MeXaHH3MaM 3Hepro3aBHUCHMOI0
He)OTOXMMHUYECKOTO TyIIeHHs, IIPUYEM OCHOBHOHM aKI[eHT cZeslaH Ha PsbS-3aBHCHMOM TYIIeHHH.
VcraHoBieHUe TOoro ¢akra, 4To PshS He cBsI3pIBaeT IIUIMEHTHI, IIOPOLUJIO IIpefCTaBJIeHUe 0 KOC-
BeHHOU PshS-3aBHCHMOM aKTHBaIlMM TYLIEHUS, T.e. 0 TeHepalluy IIeHTPOB TYIIEHUS B APYTHUX KOM-
TIOHeHTaX POTOCHHTETHYECKON aHTeHHEI. B KaduecTBe MeXaHHW3MOB TaKOM aKTHBAaIlUH B HACTOSIIEe
BpeMs pacCMaTpUBAIOTCI: BJUSHUe PshS Ha KOHCTaHTHI KUCJIOTHOM AMCCOIMAIIUN aMUHOKHUCIOTHBIX
OCTaTKOB B3aMMOZEUCTBYIOIIUX C HUM 6eJIKOB IVIaBHOM M MaJsIbIX aHTEHH (OTOCHUCTEMEI 2; BIUSHUE
Ha KOH$OpMAaIUI0 KapOTUHOUIOB B aHTeHHBIX 0OeJIKaX; HaKOHell, 06Ccy KjaeTcs poJb PshS kak «MeM-
6paHHOM CMa3KW», YBeJIUYUBAIOIIEN IIOJBHKHOCTh IJIaBHBIX aHTeHH, LHCII, u o6eclrieuuBaroiiei
UM BO3MOJKHOCTHb MHUTIPAIlMM B THJIAKOUAHOM MeMOpaHe M arperalyy C IOCAEAYHIOIUM II€pexX00M
B 3aTyIIeHHOe COCTOSHHUE.

K/IIOYEBBIE C/IOBA: 3HeprosaBHCHMOe TYIIIeHHUe, IIPIMOe U KOCBeHHOe TyllleHHe, PsbS, LhcSR, LHCIIL

DOI: 10.31857/50320972525010048 EDN: CPYRWS

BBEJAEHHE

Hedoroxumuueckoe TyiieHue (HPT) Bo36yKIEH-
HBIX COCTOSIHUU xsopoduiiia (Xi1), paccMaTpUBaeMoe
B 3TOM 0030pe, — 3TO HeIlIpeMeHHBIN U Ha IIepBBIA
B3IVISJ, HEOXKHULAHHBIM CIIyTHHUK OKCHUIeHHOTO ¢oTo-
cuHTe3a. C TOUKHM 3peHUs IIePBUYHBIX IIPOIIECCOB

* AZTpecaT JIJIT KOPPeCIIOHIeHITHH.
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¢doTocuHTe3a HOT sgBysieTcd KOHKYPEHTOM (OTOCHH-
Te3a 3a 9HepTrHK cBeTa. OfHAKO HaJH4YHe TaKoro
KOHKypeHTa Heob6XoguMo A 6e30IIaCHOM OpraHU-
3alliM BCeH MOJIEKYJISIDPHOM CHUCTEMBI QOTOCHUHTe-
Th4Yeckoro ammapara (®CA), 4TO CBSI3aHO C TpeMsd
obcTogTesnbcTBaMU: (a) BbICOKag $oToxuMHUYecKas
aKTUBHOCTH XJI B KHCJIOPOLHOU aTMocdepe; (6) cy-
IIleCTBEHHbIe U OBICTPHIE Ilepellafibl HHTEeHCHBHOCTH
CBeTa Ha II0BEPXHOCTH 3eMJIM Ja’ke Ha OTKPBITOM
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IIPOCTPAHCTBE, a B eI[é 60JIbIIEN CTeIIeHH — 10/ I10JI0-
TOM pacTUTeJBHOIO COO0OIIecTBa; (B) HEOOXOAUMOCTh
OCYIIeCTBJIATH QOTOCHUHTES Ja’ke IIPU HUSKOU HMHTEH-
CUBHOCTHU CBeTa, JOXOJLINEro B 3THUX YCIOBHUAX [I0
pacTeHusd. A UMeHHO, 3Hasd KO3QQUIIMEeHT MOJIIPHOH!
aKCTUHKIUHU (€) Xu1 (mopsiaka 10° autp-mMoabt-em™ [1]
B 3aBHCHUMOCTH OT pacTBOpPUTes, THINA XJI U BbrIbopa
CHHEr0 WJIM KpacHOIO IIHMKa), HeTPYJHO I10Ka3aTh, YTO
IIpU YMEpPeHHOM UHTEHCUBHOCTHU cBeTa (100 MKMOJIb
$oTOHOB M 2-c™!) cpefHssA 4acTOTa IIOIVIOIeHUS KBaH-
TOB CBeTa OJHOM MOJIEKYJIOM XJI 6Yy[eT COCTaBJATH
nopsgaka 1 ¢l 4To Ha 2 IopgAKa HUDKe CKOPOCTH Iie-
peHoca 3JIeKTPOHA 110 3JIEKTPOH-TPAHCIIOPTHOM I[eIIH.
YuuTeiBasg, 4TO TakKasgl HHTEeHCUBHOCTH IIPUMEPHO
COOTBETCTBYeT eCTeCTBEHHOM OCBeIéHHOCTH Ha
OTKPBITOM IIPOCTPAHCTBE B IIACMYPHBIA [IeHb, a II0[
II0JIOTOM JIeca MJIH B TOJIIIe BOJBI Ha IJIyOHHE BCero
HeCKOJIBKHX MeTPOB MOXKeT ObITh eIfé B 10-100 pas
Hmke [2, 3], MOXHO OLIEHUTH, YTO KaK MUHHUMYM
99,0-99,9% BpeMeHU PCA O6yHeT IPOCTaUBaTh B OXKHU-
JAHUM O4YepeHOTO0 KBAHTAa CBETA, eCJH IIOIJIOIeHHe
cBeTa U QOTOXMMHUUECKYI0 peakIlyio obeclieduBaeT
OlHA W Ta >Ke MoJieKyJya XJ. TakuM o6pasoM, GoTo-
CHHTe3 B 3TUX YCJIOBUAX JIMMUTHUPYETCS HOCTYIIHO-
CTBI0 CBETA, U eCTeCTBEHHBIN CII0CO0 IOBBIILIEHUS €r0
HHTEHCHBHOCTH — yBeJIMUeHHe CBeTocObopa 3a CUéT
co3maHusa O0JBIION (cofepsKaliell KaK MHUHUMYM
10? mosiekysn X U/UaU OpyrUX 3QPeKTUBHBIX ITUT-
MEHTOB) CBETOCOOMparomell aHTeHHBI BOKPYT KaK-
Joro peakuoHHOro neHrpa (PI). M nelicTBUTEJILHO,
IIpaKTHUYeCKH BCe QOTOCHHTESUPYIOIHe OPraHU3MBbI
(ectm He cyMTaTh apxebOaKTepHH, HCIIOJb3YIOIIHe
6aKTepHOPOJOIICUH B KayeCcTBe CBETO3aBHUCHMOIO
reHepaTopa MeMOpaHHOTO IIOTeHIIHaa) UMerT ¢Qo-
TOCUHTETHYECKHe aHTeHHBl — IIUTMeHT-0eJIKOBEIe
KOMILJIEKCHI IPUOIU3UTENIBHO C TAKUM KOJIMYeCTBOM
IIUTMEHTHBIX MOJIEKYIL

OgHako 0GOPOTHOM CTOPOHOM HaJIU4UA QOTO-
CUHTEeTHUYECKOU aHTEHHBI U BBICOKON 3)PeKTUBHO-
CTH cBeToCOOpa OKa3bpIBaeTCs yI3BUMOCTb OCA mepep,
BO3/leliCTBHeM HMHTEeHCUBHOIO cBeTa. Kak y>ke 6BLIO
CKa3aHoO, /11 UHTEHCUBHOCTH CBeTa B IIPHUPOJHBIX
YCJIOBUSX XapaKTepHBI CYIleCTBEHHBIE U OBICTpHIE
dirykTyaruu — 6osiee 4eM Ha HOPSOK BeJIUMYHUHBI Ha
OTKPBITBHIX IIPOCTPAHCTBAX B CHUJIY USMEHEHUs OJHOH
JIMIIL 00JIAYHOCTH; IIOK, II0JIOTOM Jeca CMeHa YCJIOo-
BUH 3aTeHEHUs U COJIHEYHBIX OJIMKOB MOJKeT [aBaTh
10%-103%-kpaTHbIe QIYKTyallUU OCBEI[EHHOCTH C Xa-
PaKTepHBIMH BpeMeHaMHU IOpsSAKa MUHYT [2, 4]. Eciu
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Puc. 1. CxeMa, WUJIIOCTpUpPYIOIIasg IIYyTH [Le3aKTUBa-
UM BO30OY>XKJEHHOIO COCTOSHHSA XJI aHTeHHBI. Ilokasa-
HBI IYTH Jle3aKTUBAIlUU U UX 3QPeKTUBHBIEe KOHCTAaHTHI
IJIsL BCETO ITyJia MOJIEKYJI XJI aHTeHHBI: yepe3 QOTOXUMU-
4ecKyr peakmuio (ke, IyroobpasHasl 3ejéHasl CTpeJiKa),
6e3pI3/IyuaTebHYI0 TEIUIOBYI0 Juccunanuio (kp, 9épHas
BOJIHUCTAas CTpeJsiKa) U QJyopecreHIIHIo (Kr, BEpTUKAJIb-
Has KpacHas cTpesika). CMHeM BepTHKaJIbHOM CTpeI-
KO, HallpaBJIEHHOU BBepX, II0Ka3aH Iepexof XJ B BO3-
Oy>K[€HHOe COCTOsIHMe IIPU IOIVIOI[eHHMH KBaHTa CBeTa

IIPX HEKOTOPOH MHTEHCUBHOCTH CBETAa ero II0IJIOIIe-
HYe aHTeHHON U IIOC/IeAlyIoIllMe PeaKI[My IlepeHoca
3JIeKTpPOHA II0 IeIH OBLIN cObaTlaHCUPOBAHbBL, TO IIPU
eé MHOTOKpPaTHOM BO3paCTaHHUHM aHTeHHAa HaCBITUT
IIOTOK 3JIEKTPOHOB, CKOPOCTH KOTOPOIO TeIleph yiKe
CTaHeT JIMMUTHUPYIOLEH, XU BO3PACTET BpeMs >KHU3-
HU BO30OYXAEHHBIX COCTOSHUN XJI aHTeHHBI (Xur*),
KOTOpBIe OKa)kyTcd 60jiee HEBOCTPeOOBaHHBIMHU [IJIS
obecrieyeHUs1 sHeprued QOTOXMMHUUYECKON peaKIuu
pasgesieHus 3apsgoB B PIT (puc. 1). B pesyabTraTe B03-
pPacTéT U BepOSITHOCTh CHHIJIET-TPUILJIETHOTO Ilepe-
xopa Xur* — 3Xur* [5], a BMecTe ¢ HUM U BepPOSITHOCTH
00pa30oBaHUs CUHIVIETHOIO KHUCJI0pOJa B peakiuu (1)
C TPUILIETHBIM XJI aHTeHHHI [6-12]:

3Xor* + 30, - Xir + 10,. D

B mOmOOHBIX YCJIOBUAX HU3OBITOYHOU 3HEepPruu
cBeTa HeOoOXOJUM MeXaHM3M, KOTOPBIH II03BOJIUT
CHU3UTH BpeMs >KM3HH XJI* U TeM CaMbIM TreHepa-
[0 CUHIJIETHOTO KHCIOposia. MHBIMU CI0BaMU — He-
00X0IM UHOM «II0TpebuTes b» 3allaCéHHON B aHTeH-
He sHepruu. Takoil IIoTpe6UTeNb BCETAa LOCTYIIEH U
TOTOB IIOIJIOTUTH JII060€ KOJIHMYeCTBO 9HEPTHU — 3TO
TeIJIOBOM pe3epByap. M Heo6X0JUMO TOJIBKO OT-
KpBITh KaHaJ IS TeIJIOBOM QUCCUIIAIIMH SHEPIUH

IIpuHATHIe COKpallleHUsA: BUO — BHOaKCAaHTHH; 3ea — 3eaKCaHTHH; Kap — xKapoTHHOM[BI; Kc — KCaHTOQUILIE;
H®T - HedoToxumudeckoe TyuieHue; [IBK — mUrMeHT-0eJIKOBBIN KOMILIEKC; PI] — peaKTMOHHEBIHN 11eHTP; PC1 1 ®C2 -
¢oTocucteMsl 1 u 2; PCA — POTOCHHTETUUECKUH ammapar; XJI — XJ0po¢ma; Xia* — Bo3OYKAEHHOE COCTOSIHHE XJI
aHTeHHBI; DGDG - puranakrosui-guanuiarianunepos; LHCI (LHCII) - rmaBHBIM cBeTOCOGUpANIIUN KoMILIEKC ¢o-
TocucTteMbl 1 (2); LhcSR — $poTOompoTeKTOPHBIN 6eslok Bopmopociei; OCP — opaH)XeBBIM KapOTHHOUIHBIN OeJsIoK;
PsbS — doTompoTekTopHas cyobefuHUIla S oTOoCUCTEMEI 2; qE — 3Hepro3aBUCUMBIM KOMIIOHEHT He(pOTOXHUMUUE-

CKOIro TYIIEeHMs.
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BO30Y KIEHHBIX COCTOSTHUN MOJIeKyJ XJI. MeXaHU3M,
OTKPBIBAKINWU TaKOM KaHaJjl, II0JIy4YWJ HasBaHUe
«He)OTOXUMHUUECKOe TyllleHHe». CI0BO «TYIIeHHEe»
3lecb IIPOMCXOAUT M3 OITHYECKOro cIiocoba ero
HaOJIIOZeHUS: C COKpallleHHeM BpeMeHU >KU3HU Xi*
CHIDKaeTcs (TYLIMUTCSI) U UHTEHCUBHOCTEL ero QJyo-
pecueHIuH. JNUTET «HEGOTOXUMHUUECKOE» O3HAUAET
HeCBJ3aHHOCTh 3TOro KaHajla ¢ GOTOXHUMHUYECKOH
peaxiiyei, sallyckarlleli Iiellb peaKIUi IlepeHOca
3JIEKTPOHOB. JTOT KaHaJ Je3aKTUBaIlUU XJI¥ Kak
OBIJI0 OTMEUYeHO B HadaJjle CTaTbH, KOHKYPHUpPYeT C
sHeprosanacawiuMid (OTOCHHTETUYECKHUMH IIpO-
IeccaMH, OJTHAKO OH He0o0XomuM Ajsg 3aiuTbl OCA
OT CHHIJIETHOTO KHCJOpPOJa B YCJIOBUSIX H30BITKA
cBeTa. KitoueBeIM Tpe6GOBaHHEM K HeMy B TaKOM
clydae OKasblBaeTCd ero peryJIupyeMOCTb — BO3SMOXK-
HOCTh (4aCTHUYHOTO0) OTKPBITUS/3aKPBITUS IIPU U3Me-
HEeHUU YCJIOBUH OCBeIlleHUs U/WIH JPYTUX YCJIO0BHUH,
KOTOpPBIe IIPUBOJAT K HapylIeHUI0 OasaHca MexXIy
TIOTJIONEHHON U HCIIOJIB30BaHHOU B peakuuax $oTo-
CHHTe3a 3Heprvey csBeTa. B caMOM TYIIEHHUU U €ro
peryysifiui y4acTBYIOT KapOTHHOHWJHEBIE ITUTMEHTHI
kcaHTOQMILIEI (Kc) u OesiKkH, Cpefyd KOTOPBIX, II0
KpaliHeld Mepe y BBICIIHMX pacTeHUH, IIeHTPaJIbHYI0
poJsib urpaet cy6bpeguHUIla S doTocucTeMEI 2 (PC2),
obo3Hauaemas PsbS, a y 60oJIbIIMHCTBA I'PYHIII BOZO-
pociiell — oyeHb O6JIM3KUM K aHTEHHBIM KOMILIEKCaM
6esok LhcSR (y moxoobpasHbIXx B HOT y4acTBYIOT
oba 6eska).

B To Bpems Kak poJsib LhcSR B HOT kak 1jeHTpa
TYLIeHUsd B AOCTaTOYHOM Mepe sCHa, HeCMOTPSA Ha
IIOYTH 4YeTBepTh BeKa H3ydeHHUd PsbS-zaBucuMoro
H®T, MexaHH3M 3TOI0 IIpOIlecca OCTAETCA He BIIOJIHE
sCHBIM. IlogBJAIOIMeCS HOBble NaHHBIE 00 MHIYK-
nuu HOT B HEKOTOPBHIX MYTaHTaX HJIU MOJEJIbHBIX
CHCTeMax IIPeTeHJYIOT Ha OIIpOBep)KeHHe CJI0KUB-
LIKMXCA IIpefCTaBJIeHUN 0 IleHTpaX TylleHus B PCA.
B mocsemHMe Tobl OSIBUJICS O60JIBIIION 06 bEM HOBOM
HHQOpMAIIUH KaK 0 MaKpOMOJIEKYJISIPHBIX CTPYKTY-
pax CyIepKOMILIEKCOB peaKIJHOHHBIX [IeHTPOB U CBe-
TOCOOHMPAIOIUX aHTEHH, TaK U 0 B3aUMOJENCTBUIX
OTZAEeJBbHBIX aMHHOKHUCJIOTHBIX OCTATKOB, JIeXKaIJUX
B OCHOBe IIpoIieccoB MHAYKIUU HPT. JaHHBIN 0630p
TIOCBAIIEH B IIepBYI0 ouepensb pouu PshS B HOT. Tem
He MeHee [JIg LeJIbHOCTH H3JIOKEHHUS MBI TaKKe
IIPUBOJUM 37leCh TaHHbIE U 0 QYHKIIUIX KCAHTOQUII-
JIOB B 3TOM IIpoIiecce.

H3ji0)keHHe CYIeCTBYIOIIIUX Ha CerofHs IIpe[-
CcTaBJIeHUU 0 MexaHu3Max HOT MEI IipefBapuM OIIU-
CaHHeM TeX IIUIMeHT-0eJIKOBBIX KoMILIeKCcOB (ITIBK)
THJIAKOUHOM MeMOpaHBI, B KOTOPBIX peayu3yeTcs
TyllleHHe — aHTeHHBIX KoMILeKcoB ®C2 u doTocHc-
TeMbl 1 (PC1). IIOCKOJIbKY HUX CTPOEHMe pasjindaercs
y pasHbIX QOTOCHHTETUYECKUX OPraHU3MOB, MBI Cle-
JlaeM aKIleHT B IIepBYI0 odepelb Ha OpraHH3alluU
IIBK B «3eJIEHOU BeTBU» 3yKapUOTHUYECKUX QOTOCHH-
TeTuKOB (Viridiplantae).

XJIOPOPHNII-COAEPKAIITNE
®OTOCHHTETHYECKHE
IMUIMEHT-BEJIKOBBIE KOMIITEKCBHI

B TmiakougHOM MeMb6paHe xjoporiacta Xi U
KapoTuHouAb!l (Kap) JjioKajn30BaHBI KaK B CaMHUX
GOTOCHMHTETHYECKUX PeaKIMOHHBIX IfeHTpax PCl
u ®C2, Tak U B aHTEHHBIX KoMILIekcaxXx. B ®C2
MoJIeKyJIBl XJI comeprkaTcd B 6eskax D1 u D2 (mpo-
IOYKTBHI TeHOB pshA u psbD), o6pasyrolluxX peakIu-
OHHBIA IeHTp (110 6 MoJjeKysa XJ a), U B OesKax
CP47 u CP43 (IpoAmyKThI TeHOB pshB u psbC; conep-
skaT 16 1 13 Xu1 a, a Takxke 5 U 3-4 MoJsieKyJsl Kap
COOTBETCTBEHHO [13, 14]), 06pa3yroluX BHYTPEHHIOK
aHTeHHy ®C2. BHelltTHHMe aHTeHHBIe KOMILJIEKCEI, ac-
COLIMMpPOBaHHbBIE IIperMylllecTBeHHO ¢ PC2, obpaso-
BaHBI IIPOAYKTaMU 60JIBLIOrO ceMelicTBa reHoB lhch.
I;aBHBIN aHTeHHBIN KoMIulekc LHCII mpexcraBiseT
c060M roMO- WJIH reTePOTPUMEp, COCTOAIIUN U3 TPEX
O04YeHb IIOX0’KUX [pPYyr Ha jApyra 6eskoB Lhcbl, -2
u -3 (romoTpumep Lhcbl mnu rereporpumep Lhebl
¢ Lhchb2 u Lhcb3), KaXKABIM U3 KOTOPBIX COIEPKUT
8Xma, 6 X116 u 4 Kc: 2 gioTeMHa, HEOKCAHTHUH U
BHOJIAKCAHTUH (BHO), KOTOPBIA MO’KeT 3aMeHSThCA
Ha 3eakcaHTUH (3ea) [15]. (V 3eséHOH BOZOPOCIH
Chlamydomonas reinhardtii HeCKOJIBKO OOJIBIINYI Ha-
60p roMoJyIoTHUHBIX 6eyikoB: LhchM1-LhcbM9 [16].)
Hemocpe/cTBeHHO Ha INepudepuU peaKIIMOHHBIX
eHTpoB PC2, MeXXay HUMHU U KOMILJIEKCAMHU IJIaB-
HBIX aHTeHH, paclloJIaralTCcs MaJjble MOHOMeEpHEIe
aHTeHHBl CP29, CP26 u CP24 (CP24 oTCyTCTByeT y
3eJIEHBIX BOZOPOCJEHN) — HIPOAYKTHl TeHOB lhch4,
lheb5 u lheb6, cogeprxamue 110 14 (11 Xt a + 3 Xu 6),
13 (10 + 3) u 11 (7 + 4) moJsekys X1 u 110 3 Kap co-
OTBETCTBEHHO [15]. B Ha3eMHBIX pacTeHUsIX Iiepe-
yuciaeHHble IIBK CylecTBYOT B BHJE CYIIEPKOM-
IJIEKCOB: IBYX KoMILIeKcoB ®C2 (o603HadyaeMbix C),
IBYX IIPOYHO CBS3aHHBIX (S) U ABYX YMEepeHHO CBS-
3aHHBIX (M) IIaBHBIX aHTeHHBIX KOMILJIEKCOB; TaKHue
CYIIepKOMILIIEKCHl 0003Ha4aroT C:S:M.. IIpH BBICOKOH
OCBEI[éHHOCTH 4YacTh aHTeHH MOXKeT IHCCOL[HMHPO-
BaTh, OCTABJILAA «pefyIMpPOBaHHbIE» CyIIepPKOMILIEK-
cel C:S; m C.S [17]. B xuylopomactax mmuHara [18],
a Taxke Bogopocisel C. reinhardtii [19] u Chlorella
sorokiniana [20] 61 06GHapPy>KeHEBI 60Jiee KPYIITHBIE
KOMILIEKCEI C2S:M:L2, BKIIOUAIOIHe NOIIOJIHUTEIHHO
IBa €jgabo CBsI3aHHBIX aHTeHHBIX Komiuiekca (L).
TaxuMm obpa3oMm, Ha OfUH cylepkoMILiekc ®C2 mpu-
xoputcsa 1o 200 mosexkysa X (puc. 2).

Ime-To Ha rpaHuIle ®C2 pacroJsaraeTcs Cyobenu-
HHuna S (PshS), oTBeTcTBeHHAas 3a MHAYKIOUI HOT,
UMeIOIIAscs y BCeX IPYII «3eJ8HOM BeTBH» QOTO-
CUHTe3UpYIIUX opraHu3MoB (Viridiplantae). E€ Tou-
Has JIOKaJIM3allus IIpe/icTaB/sdeT II0Ka HepaspelléH-
HYI0 IIpo6yieMy: eé He yIaéTcd yBUETh C IIOMOIIbLI0
KPHO3JIEKTPOHHOM MHKPOCKOIIMH, YTO TOBOPHUT O
TOM, UTO OHa JIMO0 OUeHbL cjabo cBsgs3aHa c ®C2,
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M-LHCII

7 M-LHCII

S-LHCII

Puc. 2. CxemaTuuHOe H300pakeHHe cynepkomiuiekca ©C2, C:S:M.L., BKIrJarIero AuMep KoMiekcos ®C2 (060-
3HauaeMbIxX C) U 110 mape IpouvHo (S), yMepeHHO (M) 1 cy1a6o cBg3aHHBIX (L) IJTaBHBIX aHTEHHBIX KoMILekcoB LHCII.
CyIlepKOMILIEKC CTabHINM3HUpyeTcs MaJbIMH aHTeHHaMu CP29, CP26, CP24 (mtociefiHsAss MMeeTCs y BBICIIMX pacTe-
HUU, HO OTCYTCTBYeT Y 3€JIEHBIX BOJOPOCJIel); BHUJ B IZIOCKOCTU MeMOpaHbI (CO CTOPOHBI CTPOMEI). IIpubIHM3UTeb-
Hble KOHTYphI 0eJKOBBIX CyObeIMHUI] IT0Ka3aHbl CIUIONTHOM JUHUEN, pacrosoKeHue MojeKya Xi (6e3 QUTOIb-
HBIX «XBOCTOB») — 3eJIEHBIM (XJI a) uau 6HPI30BBIM IIBeTOM (X1 6). BUpr30BOM U PO30BEIMH TOYKaMM II0Ka3aHO
pacIiiosio)keHue aToMOB JKejie3a U MapraHia B ®C2 cooTBeTCTBeHHO. Ilepecekarolyecs B IIPOEKIIMY Ha IIJIOCKOCTh
MeMOpaHbl ¢parMeHTHl 6eJIKOB (B 4aCTHOCTH, AJIUHHOe Isledyo Genka CP29, koHTakTHpymoIiee ¢ PC2 co CTOPOHHI
CTPOMBI) He II0Ka3aHBl. 3a OCHOBY CXeMBbl B3sThl JJaHHBIe KPHO3JIEKTPOHHOM MHUKPOCKOIIMH O CTPYKType CYIIepKOM-
nekca us C. reinhardtii (xog pdb: 6KAD [16]). [IpeamnioslaraeMoe MeCTO paclosIoKeHUs cyobefUHUIILI PshS cooTBeT-

cTByeT runoTese Su et al. [17] g BRICIINX pacTeHUH

Ju60 MOXKeT CBSI3BIBATHCI C HeM B pasjIMYHBIX II0-
3unuax [21]. 3ta cHUTyanug COXpaHSeTCd BILJIOTh
0 caMOro IIOCJIeqHero BpeMeHHU [22]. V Bcex Ipymil
BOZOPOCJIE M y MXOB B THJIAKOHUTHOM MeMOpaHe
IPUCYTCTBYeT TakK>Ke APYTOM OeJIOK, BHI3BIBAIOIINH
H®T, LhcSR (Light-Harvesting Complex Stress-Related
protein). ITokasaHo, 4To y Mxa Physcomitrella patens
LhcSR cBs3aH ¢ kommiekcamu LHCII u jiokanusyeTcs
IIPeUMYIeCTBEHHO B THJIAKOHUZAX CTPOMBI U HEMHO-
ro — Ha Kpagx rpaH [23].

BTOpPBEIM OCHOBHBIM MECTOM JIOKa/JIM3aluu XJI B
®CA gBiarorca PII u anTteHHBl @C1. Kak U B ciy4dae
®C2, oHH 00pa3yrT CyIIepKOMILIEKCH], IPUYEM BeCh-
Ma pasJIM4YHble Y PasHbIX I'PYII QOTOCHHTETHYECKUX
opra”HusMmoB. /UId IfMaHOOaKTepul XapaKTepHBI TPU-
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Mepbl U B HEKOTOPBIX ciay4asax TeTpamepsl ©C1, miag
KOTOPBHIX POJIb CBETOCOOMPAIOINUX aHTEHH BBIIIOJI-
HSAIOT BOJOpacTBOpUMBIe GUKOOUIUHEI, HO B HEKO-
TOPBIX YCJIOBUAX (IIpH fedUIUTe >Keyie3a) 3TO MOTYT
OBITh U XJIOPOGUILI-cofeprKallive 6eaku IsiA, obaaga-
I0IIIe HEKOTOPBIM CXOZCTBOM C 6eJIKOM BHYTpPeHHeN
aHTeHHBI ©C2, CP43, u o6pasymoIinue KOJIbI0 BOKPYT
TpuMepa PC1 [24]. g syKapUOTUYeCKUX QOTOCUH-
TeTUKOB XapaKTepHBI XJI0pOPHUILI-CofleprKalllie MeM-
6paHHBIe aHTEHHBI Lher B JIMHUM KpacHBIX BOJOPOC-
JIell LI TOMOJIOTHYHBIe UM Lhca — B IMHUHU 3e/1€HBIX
BOZOPOCJIel ¥ BBICIIUX pacTeHUH. KosimyecTBO TaKUX
aHTeHH Ha oxuH PI] ®Cl y BBICIIMX pacTeHUHU - 4,
a y 3eyI8HBIX Bojopociaed — 10 (BOSMOKHO, UTO 3TO
KOJIMYEeCTBO MOJKET MEeHSTHCS IIPU aKKJIUMaIlhu{
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Puc. 3. CxeMaTHUuHOe H300pakeHUe cymnepkomiuiekca ®C1 (B jsuTepaType o603HadaeMoro kak PSI-LHCI-LHCII),
BKJIFOHaroIero koMimsekc ®C1, HeCKOJIbKO aHTeHHBIX KoMIllekcoB LHCI (mpogykThl reHoB lhcal-lhca9) u gBa raas-
HBIX aHTeHHBIX KoMIutekca ®C2, LHCII; Buj B ILTIOCKOCTH MeMOpaHbl. B 3aBUCHMOCTH OT BH/Ia U YCJIOBUI OCBeIle-
HUA cyllepKOMILIeKCEl @C1 MOTyT cofiepKaTh MeHbIIlee YHC/I0 aHTeHH. 3a OCHOBY CXeMBI B3SATHI JaHHbIe KPHUO3JIEK-
TPOHHON MUKPOCKOIIMH 0 CTPYKType cynepkoMiuiekca u3 C. reinhardtii (kox pdb: 7D0J [28])

K MU3MeHeHUI0 HHTeHCUBHOCTH CBeTa), IIPUYEM aHTeH-
HBI B IIpefiesiaX KaXKZoro CylepKoMILIeKca IIpefCcTaB-
JISI0T CO60M pas3IMuHble, X0TS U 6ym3Kue 6esku (Lherd,
Lhcr2 u Lher3 - y xpacHBIX Bogopocied, Lhcal-
Lhca9 - y 3enénsix, Lhcal-Lhca6 — y Ha3eMHEBIX pa-
cTeHUH). KpoMe TOro, I71aBHBIN aHTEHHBIM KOMILIEKC
®C2, LHCII, TakXe MOXKeT IIPHUCTBIKOBLIBATHCI K
aHTeHHBIM KoMmIutekcaM @C1 (puc. 3). [lo-BUIHMOMY,
HUMEHHO 3TH aHTeHHEI, OKpykarwluye PIl ®C1, 1pe-
HATCTBYIOT UX TPHU- WIHM TeTpaMepHU3alluH, B CBA3HU
C YyeM y 3yKapHuoTOB cynepkoMmIniekcel ®C1 ¢ aHTeH-
HOH cofeprKaT TOJbKO OfMH KoMIuiekc ®C1 [24]. Co-
Iep>xaHue Xy 1 Kap B ogfHOM aHTeHHOM 6eJjike Lhca
COCTaBJISIET, B 3aBUCHMOCTH OT BHa U OeJika, oT 12
o 19 mousekysa Xia (9-19 Xsma u 1-5 X1 6) 1 0T 2 0
5 mostekys Kap (JitoTeuH, 6eTa-KapoTHH, a TakKe Buo
wid 3ea) [25-27]. B 11es10M >Ke MOYKHO OIleHHUTB, UTO
¢ yuétoM 96 MoJsekys Xi a B PIl ®C1 Takue cymep-
KOMILJIEKCHI cofepskaT 40 250 MoJyIeKyJI XJI Y 3eJIEHBIX
Bofiopociied 1 150 XuI — y Ha3eMHBIX pacTeHUU (MiaIu
npubausuTenbHo A0 330 u 190 COOTBETCTBEHHO —
IIpU HaJIW4YUU B cynepkoMiuiekce LHCII).
Kommutekcer @C1 pacriosararoTcs B CTpOMaIbHBIX
y4dacTKaxX THJIaKOUI0B. Kak yIIOMHUHAJIOCH BBIIIE, Y
OpraHu3MoB, obiamarmux 6esxoM HOT LhcSR (1o
KpaliHel Mmepe y P. patens), OH TakKe IIPHUCYTCTBYeT
B THJIAKOHUZJAX CTPOMBI U, CJIe[0BaTeJbHO, MOYKeT
TYIIUThL BO3OY K/ EHHBIE COCTOSIHHS XJI B CyIIepKOM-

miekcax ©C1 3a CUéT B3aUMOJENCTBUSA C aHTEHHAMU
LHCII, cBg3a"gHbIMU ¢ ®C1 [29]. OmHako 3aMeTHOe
cHIoKeHHe posu LHCII B cBeTocbope jig ©C1, mpo-
H3olIe/llIee IIPH IIepeXo/ie 0T BOJOPOCIe K BBICIIUM
pacTeHUsIM, BEpPOATHO, chesano LhcSR-saBucuMoe
H®T HeHY>XHBIM U IIPHUBEJI0 K MCYE3HOBEHHUIO 3TOIO
6eJika y COCYOUCTBIX pacTeHHUHU [30]. KpoMme TOrO, IKC-
IepUMeHTaJIbHble JaHHbIe U Pe3yJIbTaThl MOJe/IbHBIX
pac4yéToB II0Ka3bIBAKOT, UTO IIPU Haubojiee 0OBIUHBIX
YCI0BUAX (IIPU YMEPEHHO BBICOKUX MHTEHCHUBHOCTAX
CBeTa, XapaKTePHBIX JJI1 eCTeCTBEHHOI'0 OCBeI[eHUs)
UHTEHCUBHOCTE QuryopeciieHIIUU PC1 0THOCUTEIHLHO
HeBeJIHKa — OT ~5 10 14% (cM. moipo6HOe 06CyXKAe-
HUe B ctaTbe Schreiber u Klughammer [31]; ¢iryopec-
neHusg ®C1 MoxeT mocturath 25-30%, 110 KpaiiHel
Mepe y IIMaHOOAKTepUN U 3YKapHOTHYECKHUX BOJO-
pocJjedi, 0OfHAKO 3TO IIPOMCXOAUT JIMIIL IPH HH-
TEHCHUBHOCTAX Imopsgka 5000-8000 MkMoJb $OTO-
HOB M %c™! [32], T.e. IpuMepHO B 2,5-4 pasa BBHIIlle,
4eM MAaKCHMaJbHO BO3MOYKHasi HHTEHCHUBHOCTB
CcBeTa Ha IIOBEPXHOCTH 3eMJIM B CyOTPOIIHMYECKOH
30He [33]). 3To ykasplBaeT Ha OTHOCHUTEJBHO HHU3-
KYyI0 CTaIlHOHapPHYI0 KOHIIEHTPAIIUI0 BO3OYKAEHHBIX
cocTostHUN Xi1 B ©C1 B eCTeCTBEHHBIX YCIOBHUSIX OCBe-
LIleHUs], He TPeOyYIOIyI0 IIPUBJIeYeHUs TOIIOJIHUTEIb-
HBIX 3QQeKTUBHBIX MeXaHHU3MOB TyIIeHHUs. [IoaToMy
paccMaTpHUBaeMble HHJKe MeXaHH3MEI TYIIIeHHs B OC-
HOBHOM OTHOCSITCS K XJI aHTEeHH, CBsI3aHHBIX ¢ PC2.
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OCHOBHBIE ®OTO®PH3NYECKHE MOAE/IN
HE®OTOXHMHNYECKOI'O TYIIIEHHUA

dopMaJIbHO OTKPBITHE KaHajla TeIJIOBOH [le3aK-
THUBAIIUU XI* OIKCHIBAeTCs BO3pacTaHUEM KOHCTaH-
THI TEeIUIOBOHM guccunanuu kp (puc. 1) U cBgI3aHO C
IIepeHOCOM BO30Y KAEHUS Ha IIUTMEHT (MM TPYIILY
IIUTMEHTOB) ¢ KOPOTKOKUBYIIIUM B036YXKIEHHEIM CO-
cTosgHueM. OKa3aBIIHUCh Ha 3TOM IIMTMeHTe-JIOBYIIIKe,
9Heprus BO30YKIeHUsI OBICTPO IlepepaclipefiessieTcs
10 TeIUIOBBIM (KOJie6aTeJbHBIM) CTEIeHSIM CBOOO/IBI
MOJIEKYJIBI U €€ OKPY>XeHHUs, He IIpefCTaBJSIIUM
OIIaCHOCTU C TOYKH 3peHHUs] XUMHUYeCKOH aKTUB-
HoCcTH. Takue IIUTMEHTHl WM TPYINBl IIMTMEHTOB
HasbIBAIOT IIeHTpaMHU TyIleHUs; QaKTHUYeCKH OHHU
JleFICTBUTEJIbHO UTPAIOT POJIb CTOKOB JJI1 BO3OYXK/e-
HUsI, MUTPUPYIOIIEro II0 aHTeHHe. HeofHOKpaTHO
OBIJI0 II0OKA3aHO, YTO B 0e3bI3/IydaTeIbHOM TeIIOBOM
IUCCUNIaIIUU H30BITOYHON 3HEPTUH, IIOIVIOIEHHOHN
$OTOCUHTETUYECKONM aHTEHHOI, aKTUBHO y4aCTBY-
0T KapOTHHOUJHI [34, 35], UTO CBI3aHO C KOPOTKUM
BpeMeHeM >KU3HU UX BO30Y)KIEHHOTO COCTOSHUA (I10-
psnka 10 1c [36], 4To MHOTO MeHbIlle, yeM y XJI — II0-
psgnka 1 HC B 3aBUCHMOCTH OT cocTossHuS PCA [37]).
OfHaKO poJIb KOHKPETHOrO KapOTHHOHZA B HHIYK-
nuu HOT MoxeT OBITH Pa3sIMYHOMN: OH MOJKET CaM
CTaHOBUTHLCS LIEHTPOM TYIIeHUs (B 3TOM ciydae ro-
BOPAT 0 IpsAMOM TylueHuH (direct quenching)) smbo
Ccrroco6cTBOBaTh GOPMUPOBAHUK APYTUX IIEHTPOB
TyLIeHUs, T.e. KOCBEHHO aKTUBHpoBaTh HOT (indirect
activation of quenching).

He ocraHaBiIMBasCh 37eCh IIOJPOOHO Ha Mexa-
HH3MaxX IIPSIMOIO TYyIIeHUs, OTMETHUM TOJIBKO, UTO
OJTHOM M3 KJ/IIOUeBBIX THIIOTe3 3/ieCh ObliIa MOJeJb
MOJIEKYJIIPHOTrO IepeKJIrdeHUs Iepegad (molecular
gear shift model), paccmaTpuBawIasgs KapoOTUHOU],
3ea KaK OCHOBHOH TyIIuTeJsb [38]. OIleHKH sHepTUU
«TEMHOTI0» (CIIeKTpaJIbHO 3aIIPeIléHHOr0, HO aKTUBHO
Y4acCTBYIOIETO B IIepeHOCe IHEPTUH) BO3OYKAEHHOIO
coctosgHus S1 3ea u Buo, cesanHble Frank et al. [38],
TOBOPHJIM O TOM, 4TO g 3ea (c sHeprueil S1 6ojee
HH3KOM, 4eM 3Heprus IIepBOTO 3JIEKTPOHHO-BO30Y-
KIEHHOTO COCTOSIHUA XJI) IIpeAIlOUTUTeJIEH IIepeHoC
9Hepruy ¢ XJI Ha 3ea C IIOCJIENYIOIUM TYIIeHHEM;
B TO >Xe BpeMs /i1 Buo (c 60jiee BBICOKOM 3Hep-
rued S1) IpeAIlOUTHUTEJIEH IIEPEHOC B HallpaBJIeHUH
Buo — XJ1, 4To fesasno ero 6osee sQPeKTUBHBIM CBe-
TOCOOPIIUKOM (pHcC. 4). ITa poToPHU3UUecKasd MOJEIb
IIpeKpacHO yBA3bIBaJach C IIPe/CTaBJIEHUIMH O ¢o-
TO3aIIUTHON posik Kap BHOJIAKCaHTHHOBOTO ITUKJIA,
KOTOpasi He3aJ[0JIT0 10 TOTo Oblja ImoKa3aHa Demmig-
Adams [39] mtociie TpéX JecATUIeTUI HeSICHOCTU 9TOH
GYHKIIMY CO BpeMéH OTKPBITUS BHOJAKCAHTHHOBOTO
nukia Calmo>KHUKOBBIM M [Ip. [40]. ITosxe sTa Mo-
JleJIb II0/iBeprajiach KPUTHKe: IOSBJSIUCH JaHHbIE
0 ToM, 4uTO 3Hepruu S1 3ea u Bwmo in situ (8 LHCII)
3HAQYUTeJbHO MeHBbIle pasJIu4yaroTcd, 4eM in Vitro
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(B pacTBopuTessix) [41]; UTO IIepeHOC HEPTHH, CKO-
pee Bcero, IpOUCXOAUT He Ha 3ea, a Ha JIIOTeUH, II0
KpauHel Mepe B LHCII [42]; HaKOHeIl, YTO BeJTUYUHA
(1 maxe 3HaK) pasHOCTHU 3Hepruul Kap u Xi mpax-
TUYeCKU He BJIMSIOT Ha BOSHUKHOBeHHe Kap-3aBu-
cuMoro TymieHud [43]. B KadecTBe ajlbTepHATHUBBI
MOZieJI MOJIEKYJIIPHOTO IIepeKIIYeHUd Ilepefad C
IIepeHOCOM 3HEPrUu Bo3OYKAeHUS Ha 3ea B JIUTe-
paTtype Taxxe ¢urypupoBasa mozmenb HOT mo Mexa-
HU3MY C lepeHOcOM 3apsza (charge transfer, CT) [44].
$aKTHYECKH 3TO TOXKe 3ea-3aBHCUMOe TYIIIeHHe, HO
3a CYéT IlepeHOCa He IHEPTUM HeWUTpPaJbHOIO0 BO3-
Oy>KIeHUs, a 3JIeKTpOHa OT 3ea Ha XJI, B pe3yJbTaTe
KOTOpOro obpasyeTcsd OBICTPO PeKOMOMHHUPYIOIIAS
mapa Xia -3ea’. B 3TOM MexaHHU3Me TaK)Ke IIPeIIoJia-
raeTcs ocobeHHas posib 3ea B HOT 3a c4ET ero HUs3-
KOro IoTeHIWaja HWOHU3aluu (Haubojiee HU3KOTO
U3 BCeX KapOTHHOUJ0B BHOJIaKCAHTUHOBOTO ITHKJIA).
B Hacros1ee BpeMd, I10-BUguMOoMY, CT-MeXaHU3M I1e-
pecTas paccMaTpUBaThCAd KaK CYILIeCTBEHHBIM MeXa-
Hu3M HOT B LHCII [45], ogHAKO eTro y4acTue B TYyIIle-
HHUH B MaJIBIX aHTeHHax ©C2, CP24, CP26, CP29 [46],
u B LhcSR [47] He BBISBIBaeT COMHEHHH.
IIpexncraBieHre 0 BOSMOXHOCTH KOCBEHHOU 3ea-
3aBUCUMOMN aKTuBanuu HOPT B aHTeHHE BO3HUKIIO
BCKOpe IIOCJIe IIepBOM MOJeJIUd IPSIMOro TYIIeHUS B
CUJIy WHBIX (He COIJIaCYIOIUXCI C MOJeJIbI0 MoJie-
KYJIIPHOTO IIepeK/JIIYeHUs Ilepefiady) pe3yJIbTaTOB
pacuéTra sHepruil cocrosgHus S1 Buo u 3ea [41, 48].
IIpexpmosiarajgoch, 4To 3ea MOJKeT ob6JjerdaTb KOH-
dbopMmaruoHHBIN epexo LHCII B IOTYIIeHHYIO $Oop-
My [41] 1160 HOBHIIIATE YYBCTBUTEJAbHOCTE LHCII K
3aKHUCJIIEHUI0 JIIOMeHa, CTUMyaupyomemy HOT [49].

Buo* (S))

Xn* (Qy)
CBeToc60p . S)
ea™
Tymefmek

Puc. 4. CxemMa B3aHMMOJENUCTBUSA IINTMEHTOB BHOJA-
KCaHTUHOBOI'O IIMKJa C XJI aHTEHHBI B COOTBETCTBUU
C MOJeJIbI0 MOJIEKYJIIPHOIO IIepeKJI0OUeHHUs Ileperad
Frank et al. [38]. Jyroo6pasHbie CTpeJKH II0Ka3bIBa-
I0T IIepeHOC HeHTpPaJbHOT0 BO3OYXKAEHHS MeXIYy MO-
JeKyJlaMd TIUTMEHTOB, IIpU KOTOPOM BO30OyXAEHHAas
MOJIEKYJIa-JOHOpP IIePpeXONUT B OCHOBHOE COCTOsIHHUE,
a HeBO30OYX[IEHHAas MOJIeKyJa-aKI[eIITOp — B BO36YX-
I6HHOe. B COOTBeTCTBHU C MOJeJIBI0 IIEPEHOC 3HEP-
TUU MeXKAy paccMaTpuBaeMbIMU nUrMeHTaMmu (Xi1, Buo
U 3ea) IPOUCXOLUT IIPEeUMYIleCTBeHHO B HallpaBJIeHUU
Buo — Xu — 3ea. BoIHUCTOM CcTpesKol ITOKa3aH 6e3bI3-
JIydaTeJbHBIH M He COIIPOBOXKIAIIUNCA IIepeHOCOM
9HEPIruM Ilepexof; 3ea™ B OCHOBHOEe COCTOSIHHUE (TeILIo-
Basl AUCCUMAIIUS 3HEPTUU BO30YKIEeHUS)

DHeprus
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Belllle MBI YIIOMHHAJIH, YTO B peryaanuu HOT,
Hapsany ¢ Kc, meHTpaJlbHYI0 poJib UrpaeT 6es1oK PshS.
C moMeHTa obHapy>keHUs 3ToM poJsu [50] mpexncras-
JIeHHUA 0 MexXxaHU3Me ero y4dactusg B HOT 3BoJroImo-
HHUPOBAJX OT MPAMOIO TYIIEHHsS A0 KOCBEHHOTO.
B cuiy 3HaueHUd 3TOro 6esika i HOT MBI IIOCBS-
TUM eMy (a TaxKke ero ApeBHeMy aHayiory LhcSR)
OTZeJIbHBIU paszeJl.

INPEACTABJEHHSA O POJIN
BEJIKOB PsbS B LhcSR
B HE®OTOXNMHNYECKOM TYIIEHHNN

Besiok PsbhS ObL1 BiepBbIe BBIJIeI€H U3 THUJIaKOU-
IoB mmuHaTa B 1986 I. kak cybwvenuHuna ®C2 [51],
BBINIOJIHAIOIAsE HEeU3BeCTHYI0 QYHKIIMIO, U IIepBO-
HadaJbHO YIIOMHHAJICA B JUTepaType Kak 22-kDa
polypeptide rau PSII-S. Bckope 6bl1a yCTaHOBJIEHA €T0
aMHUHOKHCJIOTHAs I10CIe[0BaTeJIbHOCTD, II0Ka3aBIlas
ero CXO/ICTBO C aHTeHHBIMM OesJIKaMH, HO, B OTJIMYHe
OT HUX, BEPOSITHOE HaJU4Ke B er0 COCTaBe YeThIPEX
TpaHCMeMOpaHHBIX crupasned [52, 53]. B 1995 r. mo-
SIBUJIUCh CBeJleHUs — KaK CTaJI0 BIIOCJIEeACTBUHU SICHO,
OIINO0YHBIe — YTO 3TOT OeJIOK CBSISBIBAeT 5 MoJe-
KyJa XJI a U 6 U HEeCKOJBKO THIIOB KapOTHHOHOB;
B CBS3H C 3TUM OBLJIO BBICKA3aHO IIPeAII0JIOKeHHUeE,
4TO0 ero GyHKIIMS CBSI3aHa C JOIIOJHUTEJIbHBIM U/UIN
aJbTepHAaTUBHEIM cBeTOcOopoM [54]. 3Ta ommubKa B
JaJbHeHIleM HMeja OOJIBIIOE BJIHUSHHE Ha IIpef-
CTaBJIEHUS 0 MeXaHU3Me ero paboTsl. CIIyCcTs 5 JIET B
X0/le UCCJIefOBAaHUN MYyTaHTOB Arabidopsis thaliana,
IIOJIy4eHHBIX IIyTéM HeHaIlpaBJIeHHOIO0 MyTareHesa
(06ryyeHHe OBICTPHIMH HEUTPOHAMU), YHAJIOCh yCTa-
HOBHUTB, UTO ITOT OeJIOK SIBJIAeTCS KIKYeBBIM [JIs
H®T [50]. [To3Kke O6BLJIO ITOKa3aHO, YTO, B IOIIOJTHEHHE
K ntogasiaeHni0 HOT U IIOBBINNIEHHON YYBCTBUTEIBHO-
ctTu ®CA K QOTOMHIYLIIMPOBAHHBIM IOBPEXXIEeHUIM
Ipu oTCyTCTBUH PsbS, nmpu ero cBepxakcipeccuu HOT
M 3amuTa OT IoBpexaeHUN ®CA M30BITOYHBIM CBe-
TOM BBIpa’KeHbI CHJIbHEE, YeM B JUKOM THIle [55, 56].
Kak 0bLI0 M3BECTHO y>Ke K KOHIy 2000-X IT., MHOTHE
OpraHusMBI, IpUHAJJIe)Kalllkie K 3eJIEHOU JIMHUU
(Viridiplantae), *MeIOT B CBOEM I'eHOMe IIpe/Iiojarae-
Mble OpTOJIOrd PshS BricIux pacTeHUU. HecMoTpd Ha
3TO, IIepBOHAYaJIbHO 6eJlok PsbS He 61 0O6HApPyKeH
HU B KJIACCHUYeCKOM MOJIeJIbHOU 3eJIEHOM BOJOPOCIH
C. reinhardtii, Hu B OJHOM M3 JIPYIUX HCCJIeJOBaH-
HBIX BUJI0B MUKPOCKOIIMYECKUX 3eJIEHBIX BOLOPOCIel
(coBpeMeHHBbIe IIpPe/ICTaBJIEeHUS O PaclIpOoCTpaHeHUH
aToro 6esika cpegu QOTOCHHTE3HUPYIOIIUX OPraHU3-
MOB CM. B pasfeyie «PacnpocTpaHeHHe MEXaHU3MOB
He)OTOXMMHUUYECKOI0 TYIIeHUs B PasjIUYHbIX CHCTe-
MaTHYeCKUX (3BOJIIOIMOHHBIX) I'PYIIIIax» HAaCTOSAIIEero
0630pa). Kak HH CTpaHHO, IIpX 3TOM OH OBLI OOHa-
PYy’KeH B MHOTOKJIETOUHOH 3eJéHOM Bogopocau Ulva
laetevirens, a B xapoBoM Bogopocau Chara corallina

€ro IIPHUCYTCTBHE OBIJI0 UpPe3BhIYaHHO He3HAaYUTeJIb-
HBIM [57]. ToT QaKT, 4TO TeM He MeHee HeKOTOphIe
O/IHOKJIETOUHBbIe BHU/BI [EMOHCTPHUPOBAJIH BBICOKYIO
akTUBHOCTE H®T, 3acTaBUJ IIPefIIOIOKUTH, YTO
B HUX paboTaeT HeKHUH He3aBUCHUMEIN 0T PsbS me-
XaHU3M. 1 [IelCTBUTeJbHO, BCKope y C. reinhardtii
6bl1 0oOHapyXeH 6esok LhcSR (Light-Harvesting
Complex Stress-Related protein, paHee omucaHHBIN
Kak LI818 [58]), orBeTcTBeHHBIM 3a HPT u pac-
IPOCTPAaHEHHBIN (eCJIM TOBOPUTH 06 OPTOJIOrax ero
reHa) y BCeX 3YKapUOTHYECKHUX BOJOPOCJeM, Kpo-
Me KpacHBIX Bogopocyed (Rhodophyta), a Taxke
y MxoB [59].

O6a 6eska, LhcSR u PsbS, oTHOCATCI K O0OJIBLIIIO-
My cymnepceMelicTBy LHC — aHTeHHBIX 6€JIKOB, CBSI3bI-
Baromux Xia u Kc [30]. Bestok LhecSR uMeeT IpocTpas-
CTBEHHYIO CTPYKTYPY, CXO0KYI0 CO CTPYKTYpPO MaIoX
a"HTeHHB ®C2 (CP29) MM MOHOMEpPOB KOMILIEKCA
LHCII (T.e. CTPYKTYypy, BKJIIOYAKIIYI TPH TpaHC-
MeMOpaHHBIX ajdbda-CIUpaJIbHBIX CT0JI0a; pUC. 5), U,
o06HO UM, TaK)Ke CBSI3bIBaeT MOJIeKyJbl Xu U Kc:
8 Moutekys Xi1 (8 Xi1 a B usodpopme LhceSR1, 7 Xi1 a u
1Xm6 B LhecSR3) u 3 unu 4 mosekyasl Ke, BKIIIO-
4Jag JITeUH U Buo [47, 60]. CymiecTBYIOT pasyidd-
HBIe IIpefiCTaBJIeHHUsI 0 TOM, KaKuM obpa3oM LhcSR
(1 6sm3kue K HeMy 6esku LHCX) BhI3BIBaeT TYLIEHHUE
3JIEKTPOHHOIO BO3OYXZeHUs XJI B aHTeHHe: 3a CYéT
nepeHoca Bo36yxgeHHus ¢ XJI Ha Kc ¢ mociepyroomniei
6pIcTpol KOoHBepcuel Kc* B Kc; 3a cuéT mepeHoca
aslekTpoHa ¢ Kc Ha Xu1 miu 3a cu4éT obpa3oBaHUA
9KCHUTOHHOIO COIIPSDKeHHUs MeXXAy MOoJIeKyJaMu XJI
u Kc (Bpllle MBI OOCYKJasW pasjiM4dHbIe IIpefIio-
JlaraeMble MeXaHH3MBI IIpsMoro Kap-saBHCHMOTIO
TYLIEHUs), OGHAKO B JOO0M M3 ITHX CIy4daeB IIpef-
mosiaraeTcs, YTo UMeHHO LhcSR gBiseTcd IeHTpOM
TymeHus [47, 61].

Kakoe-To BpeMsl aHAJIOTUYHBIM MeXaHU3M IIps-
MOTO TyLIeHUd IIpexriosarajucd U g PsbS [50, 64].
OpHako mosBuBIHecd B 2000-X IT. JaHHBIEe O OHO-
XUMHUUYECKUX CBoMcTBax PsbS [65], a Takke gaH-
Hble 110 MyTareHe3y PsbS [57], a 3aTeM U JaHHBIE O
TPEXMEPHON CTPYKType 3Toro 6Oeska [62] mokasasw,
4TO, BOIIPEKH IIEpPBBIM coob6IneHusIM [50, 54], oH He
COZIEP’KUT MOJIEKYJI IUTMEHTOB. B oTiimume oT LhcSR
U aHTEHHBIX 6eJIKOB, PshS mMeeT [IOIIOJHUTEIBHYIO
(4eTBEPTY) TpaHCMEMOPaHHYI0 COUpaJb (puc. 5) U
60Jlee KOMIIAKTHYIO CTPYKTYpY, KOTOpasi He 0CTaBJIs-
eT JOCTaTOYHOTO IIPOCTPAHCTBA /IS CBA3BIBAaHUSA XII
u Kc [62]. HTepeCHO OTMETHUTh, UTO IIPU J[OCTa-
TOYHO BBICOKON BapHabeJlbHOCTH aMHUHOKHUCJIOTHOM
mocJieloBaTeJIbHOCTH PsbS (Tak, 6eJIKHM IMIOUHATa U
3eJIEHOU Boziopocau Lobosphaera incisa IMeIOT JIUIIb
0KOJIO TpeTH OOIIHX OCTAaTKOB [66]), TpéxmepHas
CTpyKTypa PsbS BecbMa KOHCepBaTHBHA.

B cBsIsM C 3THM BBICKAa3bIBaJUCh PasJIHYHBIE
TUIIOTE3bl O BO3MOKHOM KOCBEHHOM MeXaHH3Me
y4dacTtud PshS B TymeHUU B030yXK[IeHUS B aHTEHHE,

BUOXUMMUA Tom 90 BeII. 1 2025
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& PsbS

Puc. 5. Ctpykrypa cyobemuHUIBL S PC2, PsbS (a), 110 JaHHBIM PeHTTeHOCTPYKTYPHOIO aHaausa (xox pdb: 4RI2 [62]),
U MOHOMepa KoMIulekca InlaBHOM aHTeHHBI LHCII, Lhcb1 (6), 110 ;aHHBIM KpH03JIeKTPOHHOM MUKpocKonuu (kof, pdb:
8IX0 [63]); mocieqoBaTeIBHOCTE 6€JIKOB, cocTaBysarmux LHCII, 6n3ka K mmociaefoBaTeIbHOCTH LheSR, mys xoTopo-
I0 Ha CerofHAIIHUMN JleHb II0Ka He II0JydeHa KCIIepHMeHTalIbHasd TpéxMepHas CTPYKTypa. CIHpajbHBIE YYacTKHA
(o 1 310) MOKa3aHb! IIHWJIMHAPAMH U IOJIIHCAHBL I 060uX 6enkoB (TM1-TM4 - TpaHcMeM6paHHBIe criupand, H1-
H3 - ambudunnpHble crimpasu PsbS; y Lhebl ux obmenpunaTeie o6o3HadeHus A-C 1 E-D cooTBeTCcTBeHHO). MosieKy-
Jbl X711, cBsi3aHHEIe ¢ Lhcbl, BrijiesieHB! 3esI€HBIM (XJI a) MM GHPIO30BBIM I1BeTOM (X1 6; QUTOIBHEIE «XBOCTHI» II0Ka-
3aHbBI TOHKOH JIUHHUEN), KAPOTUHOUBI — YKEJITHIM (JIFOTEHH), OpaH>KeBBIM (HeOKCAaHTHH) U KpPaCHBIM (BHOJIAKCAaHTHH)

peasusymoOIeMcs 4Yepe3 ero B3auUMOJeNCTBHe (He-
IIOCPeICTBEHHOe MJIM C ydacTHeM MoJeKysa Kc) c
6esJIKaMU BHEIIHell W BHYTPeHHeN aHTEeHH U Iiepe-
KJIIOYeHHe CaMHX 3THX aHTeHH B «TyIIalllee» COo-
CTOsIHHE.

OTMeTHM, OJHAKO, UTO He3aBUCHUMO OT MOJIEKY-
JIIPHBIX MeXaHH3MOB, KOTOPHEIMHU ObecIledHrBaeTCs
LhcSR- u PshS-3aBucHMOe TyIlleHUe, I10JaralT, YTO
KaKABIHA U3 9THUX OEJIKOB CIIY>KUT JleTeKTopoM pPH B
THUJIAKOUHOM JIIOMeHe U, cjlefloBaTeJbHO, 06ecIieqyu-
BaeT 3HEepros3aBUCUMBIN KoMmoHeHT HOT (qE; B Ha-
CTOSII[eM 0030pe MBI HUCIIOIb3YeM 3TO OOIIeIIPUHATOe
obo3HaueHUe He 11 QUSUYECKON BEJIMYUHBI — Mepbl
3aTYIIeHHON QJIyOpeclieHIIUH C IIOMOIILI MeXaHHU3-
Ma 3Hepro3’aBUCHMOI0 TYIIIeHHs, a JJIs CaMOI0 3TOTO
MexaHu3sMa) [30]. 3akuciaeHUe JHOMeHa IIPUBOJUT
K IIPOTOHHUPOBAHUK 3SKCIIOHUPOBAHHBIX B JIIOMEH
aMHUHOKHCJIOTHBIX OCTaTKOB M 06pa3s0oBaHUIO IIeHTpa
TYIIeHHUs B caMOM 6eJIKe MM B KOHTaKTHPYIOIIUX C
HUM aHTeHHBIX KOMILJIEKCaX.

BUOXMMMUSA Tom 90 BmII. 1 2025

IIPEAIIOJATAEMBIE MEXAHHU3MbI
U IIEHTP PsbS-3ABHUCHMOI'O
HE®OTOXMMHNYECKOI'O TYIIEHHUA

OTCyTCTBHE IUTMEHTOB B cocTaBe PshS o3Haua-
eT, UTO OH He MOXKeT CJIY>KUTh LIeHTPOM TyIlIeHUsd, a
MO’KeT JIMIIIL CTUMYJHPOBAaTh GOPMHpPOBAHUE IleH-
TpOB TyllleHus B cocegHuX IIBK. MMerTcsa aKciiepu-
MeHTaJIbHBIe [J0Kas3aTeJbCTBa TOrO, YTO II0 KpalHeN
Mepe y BBICIIMX pacTeHHH IleHTp TylleHUs ¢op-
MUpyeTCcs B IIpeJieslax TpHUMepa IJIaBHOM aHTEeHHBI
LHCII [67-69]. XoTs He3saTylleHHas (CBeTOCOOUparo-
masg) koHpopMmanusa LHCII gBisgeTcs TepMOJUHAMU-
YeCKU HECKOJIbKO 60Jiee BBITOSHOM IIpH KOMHAaTHOM
TeMIlepaType, 4eM 3aTylleHHas, CBOOOAHAs sHepPIrus
Iepexofia MeXXZly HUMH O4eHb HeBeJINKa: BCero JIUIIb
okoJio 2,5 KT (k — mocTtossHHasg BoabpMaHa; T — abco-
JIIOTHasl TeMIlepaTypa), T.e. 6JIM3Ka K XapaKTepHOH
39HEpPIUM TeIJIOBOTO ABM KeHUA [70]. Bupmumo, mosTo-
My IepekyarodyeHue LHCII B 3aTyllleHHOe COCTOsIHUE
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(T.e. popMHpoOBaHUE B HEM IIeHTpa TYLIEHHUS) MO-
JKeT IIPOMUCXOJUTH IIOJ [eHCTBHEeM pasHooOpas-
HBIX OTHOCHUTEJBbHO «CJIabbIX» CTUMYJIOB [71]. Cpenu
9THUX CTHUMYJIOB: H3MeHeHHe >KECTKOCTH THJIAKOHU[-
HOM MeMb6paHsbl [72, 73]; HCTOHUEHHe THIaKOUILHOU
MeMOpaHHI [74]; BOSHUKHOBEHUE TpaHCMeMOpaHHOU
aCUMMeTPHUH — HaKOIUIeHHe NUTalaKTO3HJI-AHalliI-
muiieposa (DGDG) Ha cTOpoHe JroMeHa [74]; arpe-
ranusa LHCII [75, 76]; npucyrctBue 3ea [77] wuam
PsbS [78-81]. OgHaKo He BIIOJIHE SICHO, KAKHe M3 3TUX
IIPUYUH IIePBUYHBL. B QU3HOJIOTHYECKUX YCIOBUIX
IJIaABHOW IIPUYMHOMN pasBUTHA TYIleHUS B aHTeHHe
SIBJIAeTCSd THUJIAKOUAHAs TpaHcMeMbOpaHHas ApH, kak
HeobX0MMOe U [[0CTaTOuHOe yciaoBue 1y gE, Torma
Kak 3ea u PsbS ¢ agmutuBHBIMU 3ddPexkTaMu [80]
MOTYT peryJupoBaTh YyBCTBUTEJbHOCTL E X ApH.
IIpu stom B LHCII MOKHO IIOJIYYHUTH IIOJIHOIIEHHOE
qE 3a cuéT yBesmueHUs ApH 710 HeQU3HOIOTUUECKU
BBICOKUX 3HadyeHUU (6oJsiee 3 eJUHUII) Aake IIpU OT-
cyrcTBUH 3ea muu PshS [68, 80] ¥ mpu OTCYTCTBHU
MaJIBIX aHTeHH [68].

CunuTaeTcs, YTO HEIIOCPEeCTBEHHBIM MeXaHH3M
HHIYKIIUY TYIIeHUs CBsI3aH CO COM)KeHUeM CBS3aH-
HBIX B LHCII murmMeHTOB, XJI a 612 u jroTenHa-620
(caliT ero cBg3bIBaHUS B Oesike Takke 0603Hada-
erca Lutl; puc. 6), 4TO yCHJIIHMBaeT UX 3KCUTOHHOE
B3auMOJle¥icTBUe [82-84]. /leliCTBUTENHLHO, II0 JaH-
HBIM MOJIEKYJIIPDHOTO MOJleJIMPOBAHUs, IIPU 3aKHUC-
JIEHUM MeHseTCsl IKCUTOHHOE COIpPsDKeHHEe MeXIy
Xima 612 u moTenHOM-620 ¢ 5-9 cM™! (MakCHUMyM
pacmpegesnenus) no 12-15 cm?! [71]. UX c6amKeHUe,
B CBOI0 OYepe/ib, MOKeT OBITH BBI3SBAHO HeHTpaJIu-
3anued (3a C4éT MPOTOHHpPOBaHUSA) aMOUUIBLHOMN
(amphipathic) ciupasnu D, napajuieslbHOM MeMOpaHe,
YTO II03BOJISET €M PaCIIOJIOKUThCI OJIMKe K THIPO-
dobHOMY simpy LHCII [85]. Apyroii IpexIiiosiaraeMbIi
BapHaHT KOHQOPMAaIlMOHHEIX IIEPeCTPOeK, OTBeT-
CcTBeHHEBIX 3a nepexon LHCII B 3aTylieHHOE COCTOS-
HHe — U3MeHeHHe yIJla MeXJy TpaHCMeMOpaHHBIMHU
cripaiaMu A U B [83, 84]. HakoHeIl, BOSMO)XHO TaK-
JKe, 4TO M3-3a 3aKHUCJIeHUs JIIOMeHa U IIPOTOHUPOBA-
HUA Glu-94 MeHsieTCd ero HapTHEP II0 BOJLOPOSHOM
cBs3U — ¢ Lys-99 Ha GIn-103 (puc. 6) [84], uTo BegéT
K YMEHBIIIeHUI0 cpeHero paccrossHusa B LHCII mexxny
cnupasaMu E u D.

B 3THUX KOHQOPMAITUOHHBIX H3MEHEHUIX UTPAIOT
pOJIb OesIOK-JTUIIUAHbIEe B3aUMOJEHCTBUSA U JIOKAJIb-
HBIN JIUIIUJHBIA cOCcTaB MeMOpaHbl BO6smsu LHCIIL.
Tak, 6pLJI0 II0Ka3aHO, UYTO IIpU HeHTpajibHOM pH
TpuMep LHCII okpykéH OOJBIIMM KOJHUYECTBOM
MeMOpaHHOIO TraJaKTOJHUIIMJa MOHOTaJaKTO3UII-
mpuanuiarnuneposa (MGDG) [86], uMmeroiero KoHHU-
yeckylo GopMy M He XapaKTepHOTO A IIJIOCKHX
6UCcIOMHBIX MeM6paH. [Ipy HU3KOM 3HaueHUU pH
JIIOMeHa B TWIaKOUJHOU MeM6paHe, B €€ JII0MeHaJlb-
HOM JiHcTKe BOm3u LHCII, Mo’keT HaKaIllJIMBAaThLCSI
JIANUAL, TUINHAPUYecKod ¢opMbl DGDG. MoJieKyJisip-

GIn-103  Glu-94

Puc. 6. Ctpykrypa Lhcbl, mo maHHBIM KpHO3JIEKTPOH-
HOU MuKpockonuu (xop pdb: 81X0 [63]); rmokasaH TOJIb-
Ko KJjactep xjaopoousnos Xi a 610, -611, -612 u nroTenH
(B camTe cBga3pIBaHUA Lutl), mpeAIIoIoKUTeabHO, 06pa-
3yIOIMe [eHTP TylIleHUs. [[BeToM IT0Ka3aHBI 60KOBBIE
nenu Glu-94, Lys-99 u GIn-103, mpeIIoI0’)KUTEeIbHO, CBS-
3aHHbIe ¢ nepexozoM LHCII B 3aTyllleHHOe COCTOSHUE.
OcTajibHbIe IT0SCHEHUS CM. B IIOAIIMCU K PHUC. 5

HOe MOjleJIUpOBaHHUe II0Kas3bIBaeT, YTO 3TO CBI3aHO C
kommnakTusanuerd LHCII Ha J0MeHaJIbHOM CTOPOHEe
u ¢ TeM, yTo DGDG mMeeT B 3TOM CJjy4ae Jydllee
CTepUYeCKOe COOTBETCTBHE M 3aIl0JHsSeT 00pas3oBas-
mryecs I0JI0CTH [74]. OMHAKO OH CHMDKAeT IIOJBHIK-
HocTh LHCII, TeM caMBIM IIPeIsTCTBYd ero KOM-
IJIEKCO00pa30BaHUI0, HEOOXOJUMOMY [IJISI UHIYKIITUHU
HO®T [69]. IIpexntiosnaraeTcsd, 4To PshS, cBSI3BIBasCh C
LHCII u BeiTecHdad DGDG, BocCTaHAaBJIUBAET IIO/IBUXK-
HocTh LHCII B MmeMm6paHe. [Ipu aToM u caM PsbS nipu
3aKHUCJIeHUH JIIOMeHa U3MeHseT CBOX0 KOHGOPMAIIHIo
st cBA3kIBaHUs ¢ LHCII [87, 88]. UHBIMHU C/I0BaMH,
PsbS MoxeT UrpaTh poJsb «MeMOpPaHHOM cMas3Ku» [74,
89, 90]. O6 3TOM TrOBOPAT TaKXKe 3KCIepPHUMEHTAJIb-
Hble JaHHbIe: OTCyTCcTBHUEe PsbS (B myraHTe npq4)
CIIOCOOGCTBYeT 06pa30BaHUIO YIIOPSILOYEeHHBIX (KpHU-
CTaJInu4decKux) ¢as, B KOTOPHIX OeJKH HMMOOU-
au3oBaHbl [81]. B aroil QyHKIMH PshS BO3MOIKHO
ydacTtue 3ea, KOTOPBHIM obecreunBaeT 3QPeKTHUBHOE
cBsispiBaHUe Mexny LHCII u PsbS B doTosamuTHOM
coctogHHuU [87, 90, 91]. B TOo >Ke BpeMs HeCBSI3aH-
HBIM 3ea MO’KeT BBISBIBAaTh HM3MeHeHUe >KECTKOCTHU
THJIAKOUJHON MeMOpaHBbl, UTO M3MeHseT JaTepasb-
HOe JlaBJIeHHe B MeM0OpaHe; B pesyJbTaTe MeHSITCSI
6eJIOK-JIUITHUHbIe B3aUMO/[eFICTBUS U TaKKe UHAYIIU-
pyroTcsa KoHopMalloHHbIe H3MeHeHUd B LHCII, 1e-
peBOJSAIIE ero B AUCCUIIATUBHOE COCTOsIHUE [72, 73].
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Puc. 7. CxeMaTU4UHOe HM300pa’keHre OCHOBHBIX IIpe/CTaBJIeHUN 0 MexaHu3Me PsbS- (a) u LhcSR-3aBucumMoro Tyie-
Hud (6). CXeMaTH4YHO I10Ka3aHbl U300pakeHUsI CylepKoMILIekcoB ®C2 u @®C1 (B IIpOeKIUH Ha ILJIOCKOCThL MeMb6pa-
HBI), 06pasyeMble KOMIIJIEKCAMM OJHOTO K3 PeaKIMOHHBIX IIeHTPoB (PC2 mmu $Cl) u OKpyKaroIlUMHU ero aHTeH-
HBIMHU KOMILJIEKCaMU IVIaBHBIX cBeTocobuparonux auTeHH, LHCII u/uau LHCI, u Manbix anTeHH (CP29, CP26, CP24).
W306pakeHUs Ha pa3sHOM I[BETOBOM (QOHE COOTBETCTBYIOT pasHBIM XapaKTepHBIM 3HaueHUsIM pH. IloguépkuBaeTcs,
YTO B C1a60KUCIBIX yeaoBUsIX (pH < 6) PsbS aktuBupyeT HOT B aHTEHHBIX KOMILJIEKCAaxX 3a CUYET HEIIOCPeICTBEHHOIO
B3aUMOJEMCTBUS C HUMU, JUO0 CTUMYJIHPYS UX OT[eJIeHHe OT CyllepKOMILIeKCoB PC2 U IOCIeyIOIyI0 arperaliuio.
B TO >Xe BpeMs 3HaUHUTeJbHOE 3aKucCJIeHHe cpenbl (pH < 4) BrI3pIBaeT 06pa3soBaHUeE IIEHTPOB TYIIEHUS B IVIABHBIX
aHTeHHBIX KoMIuiekcax LHCII make mpu oTcyTcTBHUHM PsbS. Ha maHesn (6) oTpakeHBI IIpefCcTaBJIeHUsS O TOM, UTO
LhcSR caMm ob6pasyeT IIeHTp TYyIIeHHS (CTOKa 9HEPIHH) AJs1 BO30YyKAeHHUd B IlaBHOM aHTeHHe LHCII He3aBHUCHMO
0T TOrO, cBsI3aHa oHa ¢ ®C2 i ®C1l. Cxema BBepxXy NaHeJ H (a) WUIIOCTPUPYET IperoaaraeMble MeXaHU3MBbI KOC-
BeHHOM PsbS-zaBucumoii aktuBaruu HOT B LHCII 1 MajbIX aHTeHHaX. B M306pa’keHUH CyIIepKOMILIEKCOB peak-
[JMOHHBIX I[eHTPOB U aHTEeHH He OTPa’keHO pasjnyHe MeXXIy UX CTpPOeHHeM Y BOJLOPOCJIell U Ha3eMHBIX PacTeHU,
KOHKpeTHOe pacrioyioskeHue PshS 1 LhcSR mmokasaHo yci0BHO, 0603HaueHUe [IeHTpa TYLIeHUsI He YKa3blBaeT Ha ero
JIOKaJIU3aIfUI0 BHYTPHU OTAEJBLHOIr0 aHTeHHOro IIBK MM uX arperatoB

IIpu oTcyTcTBUU 3ea akTuBanug qE TpebyeT CHUKe-
HUA 3HauyeHUs pH B sroMmeHe 1o 4,7-5,0 [49].

Kpome BiausaHug Ha arperanurmo LHCII, mpepn-
nosiaraeTcs, 4To PsbS Takyke MO’KeT peryjaupoBaTh
sHayeHHud pKa. octaTkoB LHCII, sKCIIOHHPOBAHHEBIX B
JIIOMEH, a TakK)Ke U JIPYTUX aHTeHHBIX 0eJIKOB (Ha-
IIpuMep, MUHOPHOM aHTeHHBI CP29, B3anMO/IeCTBYS
C KoTopo¥, PsbS Mo)xeT yBeJIUUYUTH 3HadeHHUe PKa

BUOXMMMUSA Tom 90 BmII. 1 2025

octaTka Glu-128 c 4,46 mo 5,24 [92]). He HCKJIIOUYEHO,
4TO0 HOJO0OHYI0 QYHKIIUI0 MOKET BBHIIIOJHATL U 3ea,
Haubosee TUAPOPOOHBIN KCAaHTOQUILI, paclojarasich
KakK BHYTpPH, TaK U Ha nepudepuu LHCII; TeM caMbIM
OH MOJKeT IIOBBINATE pH-yuyBcTBUTEeIbHOCTE LHCII,
obecrieynBasl ero IIPOTOHUPOBaHUE U HUHIYKIHUIO (E
npu yMepeHHBIX ApH [49]. HakoHeIl, BEICKa3bIBAIOT-
Cs IIPeAIIoIoKeHUs, UYTO PsbS BEHI3BIBaeT TylleHUe,
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u3MeHsd KOHQoOpMaluu KapoTHHOHJ0B B LHCII,
IIOCKOJIBKY OBLJIO IIOKa3aHO, YTO 3TH U3MeHeHUs MO-
IYT OBITH OTBETCTBEHHBI 3a IIepeK/IIOUeHHe MeXIy
pexumaMu cBeTocbopa U poTosamuTel [93].

OgHaKo KakoB Obl HU ObLT MexaHU3M PsbS-3a-
BUCUMOM akTuUBanuu HOPT, oH [0/DKeH BKJIKYATHCI
IIpU IIOHWKeHUU pH B THIaKOUAHOM JroMeHe. [Tociie
TOro KakK ObLIO 06Hapy»KeHo, 4To PsbS MoykeT cylie-
CTBOBAaTh B THJIAKOUJHON MeMOpaHe Kak B dopme
MOHOMepa, TakK ¥ auMepa (Ipu4yéMm paBHOBeCHe Me-
KOy MOHOMEPHOHN U TUMepHON dopMaMu 06paTHUMO
HU3MeHsIeTCsI CBeTOMHAYIIMPOBAaHHBIM 06pasoM, CIBU-
rasgch B CTOPOHY MOHOMEPHOH GOPMBI IIPHU CHHXKe-
Huu pH), B KauecTBe OJHOM M3 OCHOBHBIX paccMa-
TPUBaeTCs TUIIOTe3a, 4To pH-3saBUCHMas aKTHUBAIlUsA
PsbS ob6ycioBieHa ero IipeBpallleHHeM K3 JUMepa
B MOHOMep [94]. IIpeamnosarasoch, YTO 3Ta MOHOMeE-
pu3anys COIPOBOXK/AAaeTCsl U3SMeHeHHeM pacIIoJIozKe-
HUsa PsbS BHyTpu cynepkomiuiekca ®C2, a UMeHHO
accornyanyuerl MOHOMEPOB CO CBETOCOOHMPANIUMHU
aHTeHHaMH, B TO BpeMs KaK JUMephl UMeIT TeH-
JEeHIUI0 accorupoBarhbed ¢ aapoM $C2. HemaBHO
OBIJI0 BBICKA3aHO IIPEAIIOJI0KEeHHe, UTO Ilepexo/bl
JHUMep < MOHOMED, B CBOIO O4Yepe/ib, CBSI3aHBI C HU3-
MeHEHHUSIMH B JIBYX KOPOTKUX aMPUOUIBHBIX CIIHpa-
Jgsax H2 u H3 Ha jroMeHaJIbHOU CTOpOoHe 6eska. Tak,
naHHble IMP- 1 MK-CIIeKTPOCKOIIMY BBIIBHJIU Ilepe-
MelleHue crupasu H2 B 6enke PsbS mxa P. patens
U3 BOJHOU ¢aspl B MeMOpaHHYI0 U mepexon H3 us
CerMeHTa IIeTJIH B CIIHpasb, BEI3BAHHBIA IIPOTOHU-
pOBaHIEM KJIIOUEBBIX OCTAaTKOB IyTamarta [95]. B To
JKe BpeMs B X0Jle PeHTIeHOCTPYKTYPHOIO HCCIe0Ba-
HUs PsbS 6b1710 ToKa3aHO, YTO aKTUBHas popma PsbhS
TaK)Ke gBJseTCd guMepoM [62].

CxeMa, 060611a10I1asl OCHOBHEIE IIpe/iCTaBIeHUS
0 PsbS- u LhcSR-3aBUCHMOM TyII€HUH, IIpUBeEJe-
Ha Ha puc. 7.

HE®OTOXMMHNYECKOE TYIIEHHUE
KAK PETVJIAIINSA VHUBEPCA/JIFHOM
SIVKTYVAIIUU ®IVOPECHEHIINN

IToka CJI0KHO CKasaTh, BCe JIM OIIMCAaHHbIEe MeXa-
HHU3MbBI HOT U B KakoM Mepe peasiu3ylTCd in vivo,
HO MHOroo6pasHe M CJI0KHOCTh MOJIEKYJSIPHBIX Me-
XaHU3MOB peryyaanuu HOT HecoMHeHHEI. Ha nIpuyu-
HBl TaKOTO MHOroobpasus U IIpoucxoxaeHue HOT,
BO3MOJKHO, IIPOJIMBAIOT CBeT MCCIeJ0BaHUA QIIYK-
Tyanuu ¢uyopecreHnuu (fluorescence intermittency
uiau blinking). 3To yHHBepcaJbHOE SBJIEHHE OBLIO
OTKpPBITO B cepeayHe 1990-X IT. I IIIHPOKOTO KJiacca
bJIyopeciUpYIOIUX CUCTEM: OT OPraHUYeCKHUX IIWTI-
MEHTOB [0 KBaHTOBHIX TOouek [96, 97].

BHe[peHUe B CIleKTpaJIbHbIe HCCIef0BaHUI Me-
TOJ@ CIIEKTPOCKOIIMH OJWHOYHBIX MOJIEKYJ II03BO-
JIMJIO OOHAPY>KUTH sBJIEHHE, MaCKHPyeMoOe yCpeJHe-

HHeM II0 aHCaMOJII0: CTOXaCTUYeCKOe IepeKIIYeHue
MOJIEKYJISIPHON QJIyOpeCHUPYIOIMIeN CUCTEMBI MEXKAY
«IPKUMMH» U «TyCKJIBIMH» cocTossHUAMHU (bright and
dim states), T.e. COCTOSSHUSIMHU C Pa3/IMUHBIM KBaH-
TOBBIM BBIXOJ0M ¢uyopecrieHIiuu. IIpesiiosaraeTcs,
4TO Iepexobl MeXy 3TUMH COCTOSHUSMHU CBS3aHBI
¢ GIIYKTYUPYIOIIIUM MUKPOOKpYyKeHHeM ¢iryopodopa.
JTo MepLaHUe OBLI0 06HApPY’KEeHO U B QOTOCHUHTETHU-
4eCKUX 6eJIKOBBIX KOMILIEKCAaX — B IJIaBHBIX QOTOCHH-
TeTU4YeCKuX aHTeHHax ®C2 pacreHuit LHCII [98], B
aHTeHHaxX NypHypHBIX bakTepuil LH-2 [99], B aswio-
¢ukoruaHUHaxX ruaHobakTepuii [100], B B-dukosput-
pHHe KpacHBIX Bogopociaei [101]. HMcciaemoBaHUSA
IJIJaBHOTO AHTEHHOTO KOMILJIeKCa BBICIIUX pacTe-
Hu#i LHCII moxkasajy, 4TO, B OTJIMYHE OT IIPOCTBIX
CHUCTeM, B IIOJOOHBIX KOMILIeKCcax C IJIOTHOHM yIia-
KOBKOH OOJIBIIIOT0 YHCJIA ITMTMeHTOB (8 Xima, 6 X1 6
u 4 Kap) BO3SHUKaeT IeJIbI psli COCTOSIHUM C pas-
JIMYHBIMU YPOBHSIMH «CBETHMOCTH» [98]. Ilepexo/nl
Me>Xly 9TUMH COCTOSHUSIMH IIPOUCXOJAT CIIOHTAaHHO,
u Bpemsd xusHU LHCII B Kak1o0M M3 HUX COCTaBJIAET
OT J,eCITKOB MUJIJIUCEKYH/ 1O JeCITKOB CeKYH], (X0Ts
60JIbII1asg YacTh BPpEMEH JIEXKUT B CEKYHAHOM U cybce-
KYHJHOM [HaliasoHax). IIpyx 3ToM Kak 4dacToTa Ilepe-
XO0JI0B, TaK U BpeMs KU3HU B Ka’KIOM H3 COCTOSHUN
3aBUCAT OT YCJIOBHUHI Cpefbl: BeJMYWHBI pH U HHTeH-
CUBHOCTH B030Oy>Kzaromiero csera [98]. TakuMm ob6pa-
30M, KakK CBeTOCOOHparllee, TaK M «3aTyIIeHHOE»
COCTOsIHHE aHTeHHBbl M3HadaJbHO IPUCYILH ITOMY
u MHOTUM pApyruM IIBK u He TpeOyIOT KaKUX-JIHUO0
CIlelMaJIbHBIX MOJUGUKAIUI OesiKa (3a CUET CBA3BI-
BaHUS JOIOJHUTENBHBIX IIUTMEHTOB WJIH IIPOTOHU-
poOBaHUA aMHHOKHCJIOTHBIX OCTATKOB); IIOCJIeSHUe
He00XOMUMBI JIUIb AJIS CTabMIU3aIllud OJHOTO U3
9THUX COCTOSIHUH. HBIMM CJIOBAaMH, MO>KHO CKas3aTh,
4TO pacTeHHe He «KOHCTPYyUpyeT» HOBBIM KaHaJ Ty-
IIeHUs BO3OYK/IeHUs B aHTeHHe, a UCII0JIb3yeT BHYT-
PeHHe IIPUCYIHe el COCTOSIHUS C PasHbIMU YPOBHS-
MU TYLIeHUS U JIUAIIb CO3JAaéT YCIOBHUS UL COBHUTA
TUHaMHU4YeCKOI0 PaBHOBECHS B CTOPOHY TOIO M3 HUX,
KOTOpOe HeoOXOAUMO B JAaHHBIX (QU3HOJIOTHMYeCKUX
YCIOBUAX. YHHUBePCAJIbHOCTD SIBJIEHUS QUIYKTyallui
biyopeclieHIIUHY, [JajleKO He OrpaHUYHUBAIOIErocs
$OTOCHHTETHYECKHMMH aHTeHHaMHU, HO JIe)Kalllero B
OCHOBEe peryJaluu IpoleccoB cbopa cBeTa B QOTO-
CHUHTese, CO3/1aéT OCHOBBI /IJI1 IIOHUMaHHUs 9BOJIIOIIUH
9THUX afAlITUBHBIX IIPOIIECCOB.

PACITPOCTPAHEHUE MEXAHH3MOB

HE®OTOXMMHNYECKOI'O TYIIEHHUA

B PASJINYHBIX CHCTEMATHYECKHX
(3BOJIIOITMOHHBIX) I'PVIIITAX

Hasmune MHOKECTBEHHBIX PeryJaTOPHBIX U, B
YaCTHOCTH, QOTO3aIUTHBIX MeXaHHU3MOB XapaKTep-
HO [T BCeX OKCUTeHHBIX GOTOTPOPHBIX OPraHU3MOB,
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IIpu4éM MHOTHEe U3 HUX YHUBEpCaJIbHEBI (T.e. Xapak-
TEPHBI AJI1 BCeX WM II0YTU BceX ¢oToTpodoB). B TO
JKe BpeMs IIPU CPpaBHEHUH MeXX]y COO60H KPYIIHBIX
9BOJIIOIIMOHHBIX T'PYIII MOXKHO BHJETb, UTO eCThb U
oIpefiesIéHHAsS CIIeNUPUYHOCTL B BBIOOpE MeXaHHU3-
MOB IIpe/ICTaBUTEeJsIMH PasHBIX I'PYIII OPTaHU3MOB.
BrIllle MBI TOBOPUJIU 06 aHTEHHO-IOJOOHBIX OesKax
LhcSR u PsbS, oTBeTCTBEHHEBIX 3a TYLIEeHUe: IIPSIMOE
H®T B ciaydae LhcSR U KocBeHHOe — B ciay4ae PshS.
OpHako paclpocTpaHeHHe 3THX OesIKOB H, CJe/l0oBa-
TesibHO, LheSR- u PsbS-3aBUCHMMOro TyllleHUs Cylie-
CTBEHHO pasau4yHo. LhcSR pacmpocTpaHéH cpenu
Bozopocsed (y 60JBIIMHCTBA OPTaHU3MOB, IIPHUHA-
JIeKalIUX K JIMHUK KpacHBIX BOJOPOCJIEN, TOMOJIO-
ruuyHble LhcSR 6esku o603HauaroT LHCX), a Takyke
BCTpeYaeTcsl Yy MXOB, HO yTePsIH Y BBICIIUX PaCTeHUM.
Hao6opoT, PshS sBigeTcs XxapakKTepHBIM 6eJKOM Ha-
3eMHBIX (BBICIINX) pacTeHUU U Haubosee GJIU3KUX K
HHUM XapOBBIX BOZOPOCJIEH, HO OTCYTCTBYeT y 6OJIb-
IIMHCTBA APYrUX Ipynn Bopopociaeit [30, 102, 103].
Elé HelaBHO CYHUTAJIOCh, YTO XOTS I'eH 3TOro 6eJka
U IIPUCYTCTBYeT B MOJEeJbHOU 3eJIEHOM BOAOPOCIH
(Chlorophyta) C. reinhardtii, Ho caM 6eJIOK B Hel He
9KCIIpeCCUPYeTCsa WM, 110 KpalilHeld Mepe, He HaKall-
guBaetcs [102]. Jlumpe B 2016 I. 0fHOBPEMEHHO [Be
rpymnmnsl obHapyxunu y C. reinhardtii 1 cTpecc-UH-
IyIIUPOBAaHHYI0 AUbdepeHIINAaIbHYI0 3KCIIPECCUI0
PshS-koupyroIux reHoB psbsl u psbs2 [104], u cam
6esiok [104, 105]. IIo3Ke BpeMeHHOe oOpa3oBaHUE
aToro 6esKa ¥ WHAYKIUIO €r0 9KCIPeccHH obHapy-
JKHJIM B XOJle CYTOUHBIX M3MeHeHUN MHTeHCUBHOCTHA
OCBellleHUs KyJAbTyphl C. reinhardtii [106]. OgHaKO BO
BCeX caydasx, B oTinuue oT LhcSR, nmogBieHue PsbS
U ero TPAaHCKPHUITOB OBLIO OTHOCHUTEJIBHO KpaTKoO-
BpeMeHHBIM (4ackl), UTO 3aCTaBUJIO HCCJIe/loBaTesIeld
CZles1aTh BBIBOJ, JIMIIBL O BCIIOMOTaTeJbHOM QYHKITUHU
U He CJIHIIKOM CYIeCTBeHHOM poJsu PsbS B Tyle-
HUU y 3TOro opraHusma [104, 105]. HesHauHUTeJIbHBIE
CyTOUHBIe KoJiebaHUs akcnpecchuud LhcSR- u PshS-
KOJMPYIOIIUX TeHOB, COOTBETCTBYIOIIME CYTOYHBIM
KoJIe6aHUSIM TeMIlepaTypbl U OCBEI]EHHOCTH, TaKXKe
6111 06Hapy>KeHH! y Ulva prolifera [107].

HakoHell, HelaBHO HaMHu ObLjia OOGHapy’KeHa
JoJroppeMeHHas (COXpaHSAMINAsACI B TeueHHUe He-
CKOJIBKHX CYTOK) CTpecC-WHAyIIMpOBaHHas IUb-
bepeHuasbHAagd 3Kcipeccus PsbS-kogupyromiero
reHa y 3eJIEHOM MHUKpoBogopocau L. incisa [108].
CToJyIb JJIMTeNIbHOE U 3HAYHUTeJbHOe II0 BeJUYHHe
(Ha 3-4 mopsgka) Bo3pacTaHHe KOJIMYeCcTBa TpaH-
CKPHIITOB 3TOTO OesIKa MOKeT CBHJeTeJIbCTBOBATH O
€ro CyILIeCTBEHHOM U CaMOCTOATEJIbHOU POJIA B UH-
naykuyuyu HOT o KpaliHell Mepe y HEKOTOPBIX IIpef-
craButesiert Chlorophyta. Bce aTu mociaefHue maH-
Hble CYIIeCTBEHHO PAaCIIMPSIT paclpoCTpaHeHHe
PsbhS cpefu oKCUTreHHBIX GOTOTPOYOB U YAPEBHIIOT
HUCTOPHUIO ero $pOTO3alUTHON QYHKIIUN B PACTUTEb-
HOM MHUpe.

BUOXMMMUSA Tom 90 BmII. 1 2025

Heob6x0oA¥MO TakK)Ke OTMETHUTH, YTO HeJaBHO
O6bLI0 coobIleHHe 00 Oo6HapyXeHUU AuddepeHIIU-
aJlbHOM 3Kcipeccud PsbS y KpacHOM BoAopocau
Kappaphycus alvarezii [109]. Kogupyroiias 11ocjaezr0-
BaTeJIbHOCTh I'eHa, JII06e3HO IIpeJocTaBJIeHHasd HaM
aBTOpaMH, OOHapy’KHBaeT 3aMeTHOe CXOJICTBO C
II0CJIeIOBATEJILHOCTSIMHU psbs 3eJIEHBIX BOLOPOCIEH.
OpfHaKo B APYIUX KPAaCHBIX BOJOPOC/ISIX 00HapYXKUTH
TOMOJIOTHUYHBIM T'eH HaM II0Ka He yAaJ0oCh. B COOTBeT-
CTBHUH C CYIEeCTBYIOIIUMHU CerojfHs IIpe/CTaBJIeHUs-
MU, PsbS IIpUCYTCTBYeT TOJIBKO B «3€JIEHON JIMHUK»
pacrenuti (Viridiplantae) [103], B To BpeMs Kak y Kpac-
HBIX BOZIOPOCJIeH, aHTEHHBI KOTOPHIX COZiepKaT UKO-
6mIrH, a He Xi [110], ¢yHkiiusa PshS xak HHAyKTOpa
HOT snuimieHa cMbiciaa. Ecau B 6yAylleM IIPUCYTCTBUE
TOMOJIOTOB pshs B pas/JIMUHBIX IIpPe/iCTaBUTeSIX Kpac-
HEIX Bogopocieir (Rhodophyta) moaATBEpAUTCS, TO 3TO
O6yZeT IIOBOPOTHBIM MOMEHTOM B PasBUTHH HaIIHX
pecTaBIeHU 06 3BOIONUN QYHKITUU 3TOTO OeJsIKa.

HecMmoTps Ha pasjn4yHble MeXaHU3MBI, KOTOPHI-
mu LhcSR u PsbS uHAyupyroT TylteHue QJryopeciieH-
IUH, B 060UX CJIy4dasiX CUTHAJIOM JJI UHAYKIuU HOT
CIIy’KUT IIPOAYKT CBETOBBIX peaKIJUH — 3aKHCJIeHHe
THUJIAKOUIHOTO JIIOMeHa. B IjnaHo6akTepusx (B 3Ha-
YUTeJbHOU UX YaCTH, X0TA He BO BCeX), [J11 KOTOPBIX
XapaKTepHa Jipyras cucTeMa cBeTocbopa ¢ HCII0Ib30-
BaHHeM pasBEPHYTHIX TeTPAIIUPPOJILHBIX IIMTMEHTOB,
JIOKQJIM30BaHHBIX B KPYIIHBIX PACTBOPUMBIX OeJIKO-
BBIX KOMILJIEKCaX — GUKOOMIMCOMAaxX — UCIIOJIb3yeTCs
U UHas MoJsieKyasgpHas cucremMa HOT. CurHasom g
eé 3aIlyCKa CJIY>KUT HeIloCpe/lCTBEHHO BBICOKasl OCBe-
LIEHHOCTD, a IJIABHBIM YYaCTHUKOM — OpaH’XeBbIX
KapoTUHOUIHBIN 6esiok (OCP) U CBSI3aHHBIM C HUM
KeTOKapOTHHOH/[ (3XWHEHOH, THPOKCHUIXUHEHOH
WIM KaHTakcaHTUH) [111]. [Ipx sTOM ypOBeHb UyB-
CTBUTEJIbLHOCTU TPUITEPHOI0 MeXaHU3Ma K HUHTEH-
CHBHOCTH CBeTa OIIpejiesIsIeTCd B 9TOM CIydae O4eHb
HHU3KUM KBaHTOBBIM BBIX0ZI0M $oTOKOHBepcuu OCP
B $0TOAKTUBHYI0 QopMy; B pe3ysbTaTe QOTOKOHBED-
CHsI IIPOUCXOSUT TOJIBKO IIPHM BBICOKOM HHTEHCHUB-
HOCTH H3nydeHud [112]. OCP-3aBUCUMEBIN MeXaHU3M
HOT xapakTepeH fake AJ1 Haubojee IPUMUTHUBHONU
U3 HbIHe CYIIEeCTBYIOIIUX IPYIIILl IIMaHOGaKTePHUH,
Gloeobacteria, coxpaHHUBIIIell MHOTHUE IIPEAKOBBIE Xa-
paxkTtepucTuk# [111]. VIUBUTEIBHO, UTO V¥ KPaCHBIX
BOZOpPOCJIeH, TaK)Ke 00J1afaroIux GUKOOUINCOMaMHU,
9TOT MeXaHU3M He COXPaHUJICS (0cp-IIOJ0OHBIX TeHOB
B HUX He obHapy»keHO) [113], u melicTByroT pH-3aBU-
cUMBIe MexaHu3sMel HO®T [114, 115].

3AKJIIOYEHHE

H®T - oguH U3 0CHOBHBIX MEeXaHU3MOB 3allU-
Tl ®CA 0T OIIaCHOM H3OGHITOYHOU CBETOBOM 3HEp-
ruu. MBI pacCMOTpeJIH 3/eCh TOJLKO OJHY U3 ero
COCTABJIAIIINX — TaK HasblBaeMOe 3HEepPro3saBUCHUMOe
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TylieHue (qE), ¥ TOJIBKO OLUH U3 ero acleKToB —
posb ¢oTo3almUTHOU cybbeguHULEL DC2, Oe-
Ka PsbS. HecMOTpd Ha MHTEHCHUBHBIE HCCJIELOBAHUSI
B 9TOM 06JIaCTH B TeUeHHUe BCeX 25 JIeT ¢ MOMEHTa
oTKpeiTusA HOT-uHaynupyromiero a¢pdexra PsbS [50]
U 00MJIMe HOBBIX JAaHHBIX, KaXKeTCsd, II0Ka eIlé TpyA-
HO UHTETPUPOBaTh UX B OOIyI0 HEIIPOTHBOPEYUBYIO
KapTuHy. Tak, MexaHU3M HenpsIMON PshS-zaBucuMoOMn
aktuBanyy HOT — yepes BiusgHUe Ha pKa JIIOMEHAJIb-
HBIX IIPOTOHHUpPYEeMBIX ocTaTKoB B LHCII u/uiu ma-
JIBIX aHTeHHax [92], yepe3 n3MeHeHHe KOHGOpPMAILTUU
CBSI3aHHBIX C HUMU IIUTMEHTOB [93] wiu depes usMe-
HeHHe ToABH>KHOCTH LHCII [74] — ocTaéTcsa THUIIOTe-
TUYeCKUM MU TPeOYIOIIUM CIiocob6a COIIacoBaTh €ro
C HeJaBHO CHOPMYJIHMPOBAHHON MOJENbI0 TyIlIeHHUsd,
peryjupyeMoro M3MeHeHUsSMH IIOJSIPHOCTH OKpY-
KeHUd [45]. HecmoTpsl Ha, KasaJjoch OBI, TaBHO U
Ha/léKHO II0Ka3aHHYI POJIb MOHOMEDPHBIX MaJIbIX
aHTeHH B HOT Kak IIeHTpOB TylleHUs [46, 116], B3au-
MoOJeUCcTByIOIIUX ¢ PsbS [117], HegaBHUe HaHHEIE O
H®T B mrramMmax A. thaliana, 1edUITUTHBIX 10 3TUM
aHTeHHaM, OKasbIBalOTCS OCHOBaHUEM JieJIaTh BBIBOJ
0 TOM, UYTO OHU He UTIpPalT HUKAKOH poJsu B E [68].
B0O3MO’KHO, 4TO HaJIMuue II0JO0OHBIX B3aMMOMCKIIIO-
YaKIUX JaHHBIX 0 MeXxaHu3Max HOT roBopuT o ToM,
4YTO BCe OHU B TOM HJIM WHOU Mepe MOIYT peaju-
30BBIBAThCS in vivo; CCTeMa JKe B IlejioM objiaziaeT
JOCTAaTOYHO BBICOKOHM «OypepHOM EMKOCTHIO» CBOHUX
3aIUTHBIX MEXaHU3MOB, YTOOBI OTK/II0YEHHE O{HOTO
U3 HUX B MOJIeJIbHOM CHCTeMe He BJIHJIO OBl Cyllje-
CTBEHHO Ha 06IIui ypoBeHb HOT.

HaxoHer1, TpebyeT 0CMBIC/IEHHs TOT I1apaf0Kcab-
HBIU $aKT, YTO OCHOBHBIM y4acTHUKOM H®PT oxasacs
PshS — UMeHHO TOT IIpefCTaBUTEJb CyllepceMeircTBa
aHTEeHHBIX (T.e. XJIOPOQUILI-CBA3BIBAIOIINX) OEJIKOB,
KOTOPBIN JIUIIEH KaKUX OBl TO HU OBLIO ITUTMEHTOB,
a BMeCTe C HUMH — ¥ BO3MOKHOCTH HeIlOCpe/iCTBeH-
HO OCYIIeCTBJIATh TyllleHHe. MOXKHO IIPeII0I0KUT,
4TO 3TO elé OJWH KaHAUJAT B KOIIMJIKY IIPHMEpPOB
HeCOBepIIeHCTBA 3BOJIIOIIMOHHBIX pPelleHUuH, KOTo-
pBle OCHOBBIBAIOTCS Ha HCIIOJb30BAHUU «IIOJPYU-
HOTO» MaTepuaJsa U CBSI3aHbl CO CMEHOM QYHKITUM.

3a mpefesaMy IIOAPOOHOIO PaCCMOTPEHUs OCTa-
auchk GoTodU3MUYeCcKHUe MeXaHU3MbI TYIIeHUd, CBS-
3aHHBIEe C B3aWMOJielcTBHMeM IUrMeHTOB (Xu1 u Kap)
B IIMKOCEKYHJHBIX MaciuTabax BpeMeHHU. HecmoTps
Ha JUINTEeJIbHYI0 HCTOPHUI0 HCCIeJ0BaHUS 3TUX Me-
XaHU3MOB, KOHCEHCYC B MX IIOHHUMaHHUH TOXKe eIlé
He JOCTUTHYT. MBI OCTaBHJIK B CTOPOHE M JIpyrue
doTosallUTHBIe MeXaHHU3MBI, TakKyXe COKpallialo-
IIe BpeMs >KU3HH BO30YXIEHHOTO COCTOSHUSA XJI

B QOTOCHHTEeTHUYeCKOM aHTeHHe U II0TOMY IIOJIHO-
npaBHO OoTHOocuMEBle K HOT. 9TO B IIepByr0 odepenb
MeXaHU3M, MOJAYJIHUPYIOIIUN MHTEeHCUBHOCTE (E 3a
CYET CHHTe3a [OIIOJHUTEeJbHOIO KOoJH4YecTBa 3ea
u obo3HavaeMmbléi qZ [118]. KiroueBBIMU [JISI 3TOTO
MeXaHHu3Ma SBJIAITCI $epMeHTHl BHOJaKCaHTHH-
Ie3lIOKCHa3a M 3eaKCaHTHH-3IIOKCHZa3a, OCYILeCT-
BJIAIOIME BHOJIAKCAHTUHOBBIN ITUKJI U OTBedarolue
3a KBasHCTaIlMOHApHYI0 KOHIleHTpanui 3ea [119].
JTO TakKe MeXaHHU3M, [0 CUX IIOpP He IIOJY4YHUBIIUH
YA0BJIETBOPUTEIBHOTO HAa3BaHUS B PYCCKOSISBIYHOM
JIUTepaType U U3BECTHHIN KaK «IIepeXxoJ COCTOSHUM»
(state transition, qT). TpUIT€pOM [JIsI ITOTO0 MEXaHU3-
Ma CJIy>KUT He TpaHcMeMOpaHHas ApH, a mepeBoc-
CTaHOBJIEHHE IIyJIa IIJIACTOXMHOHOB Ha aKIeIITOPHOH
cTopoHe ®C2 [120], KoTopoe aKTHUBHpPyeT KUHAa3y,
bochopuupyroniyro Komiiekcsl LHCII. B pesyiib-
TaTe OHHU TEPSArT CPoACTBO K ®C2 M MUTPHUPYIOT B
MeHee THUAPOPOOHYI0 06J1aCTh, 6OraTyr KOMILIeKca-
mu ®C1 [121], B KOHTaKTe ¢ KOTOPOM HaxoaaT addek-
THUBHBIN CTOK IIOIJIOIIIEHHOU 3HepPIruu cBeTa. MOXXHO
IIPeAIIOI0KUTh, YTO MHOT0OOOpasyue 3TUX 3alMTHBIX
MeXaHU3MOB, TaK ’Ke KaK M pasHoobpasue BO3MOXK-
HBIX IIyTel peaans3aliiy OJHOTO TOJBLKO SHEpPro3aBU-
CHMOTO TYIIEeHUs, TOBOPUT O Ba)KHOCTH 3TOH QYHK-
IIUU U CTpeMJIeHUU GOTOCUHTEeTHYEeCKOI0 OpraHusMa
HCIO0JIL30BaTh JI000M MexaHU3M 3aIuThl ®CA, oka-
3aBIIUMICA AOCTAaTOYHO 3QPeKTUBHBIM.

Bxiax aBTOpPOB. AHAJIMU3 JIUTEPaTypel — A.P. u
B.IL.; KoHITenusl 0630pa, HalKMcaHUe TeKcTa — B.IL

duHaHCHpOoBaHHUe. PaboTa BEIIIOJHEHA IIpU QU-
HaHCOBOH MIOAJep>KKe Poccuriickoro HaydHoro ¢poHza
(rpa”T Ne 24-24-00195).

BaarogapHocTu. MBI 6s1arofapHEI Ipodeccopy
Jianguo Liu u pokTopy Qiangian Li 3a mpenocTas-
JIEHHYI0 KOZWPYIOIIYI IIOCJef0BaTeJbHOCTh TeHa
KpacHOHM Bogopocau Kappaphycus alvarezii, ToMmo-
JIOTUYHOTO psbs 3eJI€HBIX BOJOPOCIe. ABTOPHI IIpU-
3HaTeJbHBI 1[KII «PeHOTUIIMPOBAaHUE POTOTPOGHBIX
opraHusmoB» MI'V umeHu M.B. JIoMOoHOCOBa, Ha 060-
PYAOBAaHUU KOTOPOTO OBLIM IIOJYUYEHBI COOCTBEHHBIE
9KCIIepHUMeHTaJbHble pes3yJbTaThl aBTOPOB, 006CYy-
JKJjlaeMble B TaHHOM 0630pe.

KoHQIUKT HMHTEepecoB. ABTOPHI 3asIBJSIOT 00
OTCYTCTBUU KOHQJIMUKTA HMHTEPECOB B QUHAHCOBOU
WU KaKoH-ubo UHOH cdepe.

CoG1r0eHue 3ITHYeCKUX HOpM. HacTrod1as cra-
Ths He COJIep>KUT OIIMCAaHUS BBIIIOJTHEHHBIX aBTOpa-
MM HCCIeJOBAHUU C ydacTHeM JIIOJIeM WKW HCII0JIb-
30BaHHUEM >KUBOTHBIX B KaueCTBe 00BLEKTOB.
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The photosynthetic apparatus of plants is capable of capturing even weak fluxes of light energy.
Hence, strong and rapid increase in irradiance should be dangerous for plants. To solve the prob-
lems caused by fluctuations of incident radiation (up to excessive), plants have developed a num-
ber of protective mechanisms, including non-photochemical quenching (NPQ) of excited chlorophyll
states. NPQ is a set of mechanisms that shorten the lifetime of excited chlorophyll states in the
photosynthetic antenna, thereby reducing dangerous effects of light. The most rapid mechanism of
NPQ is energy-dependent quenching (qE) triggered by the proton potential formation on the thyla-
koid transmembrane. The main molecular players of qE are xanthophylls (oxygen-containing carot-
enoids) and proteins of the thylakoid membrane: antenna component LhcSR in algae and mosses
and photosystem II component PsbS in higher plants and some groups of “green lineage” alga. This
review discusses molecular mechanisms of qE, with a special focus on the PshS-dependent quenching.
The discovery that PsbS does not bind pigments has led to the hypothesis of PshS-dependent indi-
rect activation of quenching, in which PsbS acts as a relay switching on the quenching sites in the
major (LHCII) and/or minor photosynthetic antennae. The suggested mechanisms include the effect
of PsbS on carotenoid conformation and/or pK. values of amino acid residues in PSII antennae. PshS
can also act as a membrane “lubricant” that ensures migration of the major antenna LHCII in the
thylakoid membrane and its aggregation followed by transition to the quenched state.

Keywords: energy dependent quenching, direct quenching, indirect activation of quenching, PsbS,
LhcSR, LHCII

BUOXMMMUSA Tom 90 BmII. 1 2025

67



