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IlepBUYHBIe peaKIUU IlepeHoCca 9HEePTrUH BO30Y K[ eHUs U pasjesleHus 3apsafoB B ¢oTocucTeMe 1 (PC1)
U3 OYCTHIHHOM 3ejieHOU Bopmopocau Chlorella ohadii, BrIpallleHHONM IPHU HU3KOM OCBEI[eHHOCTH, ObLIN
HCCJIeJOBAaHbl METOAO0M IITHUPOKOIIOJIOCHON (eMTOCeKyHJHOMN CIIeKTPOCKOIIMU «BO30Oy KIeHHe-30HAU-
poBaHHe» B guamasoHe oT 400 mo 850 HM Bo BpeMeHHOM pguanasoHe 100 ¢c-500 mc. PoToxmmuyde-
CKHe peaKIMd WHUIIMHPOBAJINCh C CHHEr0 M KpacHOIo Kpas II0JIOCHI IIOIOIIeHusd Qy Xyopoduiia u
CpaBHUBAJIUCh C aHaJOTUYHBIMU IiporjeccaMu B ®C1 u3 nmaHobakTepuu Synechocystis sp. PCC 6803.
IIpu Bo36yxaenuu ®C1 us C. ohadii Ha AarHe BOJHBI 660 HM BO BpeMeHHOM HHTepBaJle [0 25 IIC Ha-
6JII0/la/IHCh TIPOLIeCcCHl IlepepaciipesiesIeHUsI SHEPIUU B CBETOCOOMPAIOIUX CyObeJUHUIIaX KOMILIEKCa,
B TO BpeMs Kak QOpMHpOBaHUe CTaOMJIbHON HOH-pPaJUKaJIbHOM Iapbl Pro"Ai” B 3THUX YCJIOBHUAX OBLIO
KHHEeTHUYeCKH HeOTHOPOLHBIM C XapaKTepHBIMH BpeMeHaMH 25 u 120 1ic. [Ipu ajbTepHaTUBHOM BapH-
aHTe B030y)X[eHUsI B KpaCHBIM Kpal II0JI0Chl Qy Ha JJIMHe BOJIHBI 715 HM B IIOJIOBHHE KOMILIEKCOB
HabJII01aIUCh IIeEPBUYHbBIE peaKIIUM pasfiesieHUs 3aps/[0B BO BpeMeHHOM JhanasoHe 7 IIC, a B 0CTallb-
HOH YacTH KOMILJIEKCOB o6pa3oBaHHe HMOH-pafUKaJbHON Iaphl Pro"A1~ IUMUTHPOBAJIOCH IIEPEHOCOM
9HEPIUM U IIPOUCXOAUJIO C XapaKTepHBIM BpeMeHeM 70 Iic. AHaJIOTUYHble QOTOXMMUYECKUe peak-
muu B ®C1 u3 Synechocystis 6803 OBLIN CYIIeCTBEHHO OBICTpee: IIPU BO3OYKAEHUU Ha AJUHE BOJIHBI
680 HM mpuMepHO B 30% KOMILIEKCOB 06pa3oBaHUeE NePBUYHBIX HOH-PAAUKAIbHBIX IIap IIPOUCXOIUIIO
co BpeMeHeM 3 1ic. [Ipu Bo36yXJeHUH Ha 720 HM B II0JIOBUHe KOMILJIEKCOB Ha6JII0a/I0Ch KMHETHYe-
CKH HepaspellHMOe CBepXOBICTPOe IIePBHUYHOE pasfieleHHe 3apsjoB, a II0C/Ie/yIolllee o6pasoBaHUe
HOH-pajuKaabHOM mapsl Pro*Ai~ Habusromasock co BpeMeHeM 25 mc. ®otoguHamuka ®C1 us C. ohadii
uMeJla 3aMeTHOe CXOJCTBO C IIPOIlecCaMH IIepeHOCa 3HePruy BO3OY)KAeHHUs U pasfeseHHs 3apsa/ioB
B ®C1 u3 mukpoBojopocau Chlamydomonas reinhardtii, ofHaKoO B JUHaMUKe IlepeHoca sHepruu B ®C1
u3 C. ohadii HabIIOAUCh CYIIECTBEHHO 60Jiee Me[JIeHHble KOMIIOHEHTHI.

K/IFOYEBBIE CJIOBA: 3eseHas Bogopocab Chlorella ohadii, peMToCceKyHAHAas Jla3epHas CIIEKTPOCKOIIHNS,
IlepBUYHbIe QOTOXMMHUYECKHe PeaKIMH, SKCUTOHHAs AUHAaMUKa, pasje/ieHHe 3aps/ioB.
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BBEJAEHHE CHHTe3a IpUBJeYEeH K H3y4YeHUI0 QOTOCUHTE3UPYIO-

IIUX OpPraHH3MOB, OOHUTAIOIIUX B 3KCTPeMasbHBIX

B HacTod1lee BpeMsi MHTepeC MHOTHX MCCJIEN0- 3KOJOTHYECKHX YCI0BHUAX. TaKHe YCIOBHSI MOIYT
BaTesed B 06JIaCTH IIepBHYHBIX IIpoIleccoB (GOTO- BKJIIOYATh, B YAaCTHOCTH, HU3KYI0 U BBICOKYIO OCBe-
LIIeHHOCTh, TeMIlepaTypy, BJIa>KHOCTh U CIeKTpaJb-

* AfpecaT Il KOPPeCIIOH/eHITHH. HBIM coCTaB CBeTa. BOJIBIIION MHTepecC IIpecTaBseT
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H3y4YeHUe CTPYKTYPHl U QYHKIIUH [TUTMeHT-6eIKOBBIX
KoMILTekcoB porocuctemMsbl 1 (PC1l) U3 OpraHU3MOB,
JKUBYIIIUX IIPU HUCKJIKYUTEJbHO BBICOKOM OCBeIleH-
HOCTH. OJHUM K3 TaKUX OPTaHU3MOB SBJISIeTCS 3e-
JeHas Bogopociab Chlorella ohadii, o6Hapy>keHHas B
Io4yBe IIyCTHIHU HereB U crocobHast K ¢OTOCHUHTE3Y
B YCJIOBUSAX Upe3BBIYAafHO BBICOKOM OCBEIeHHOCTH
(~2000 MK3) [1]. B HegaBHel paboTe U3PAMJIBCKUX U
HeMeIIKUX y4YeHBIX [2] 6plIa BhIieJIeHa U IIOAPOOHO
oxapakTepusoBaHa ®C1l us C. ohadii. C IOMOIIEI0
KPHO03JIEKTPOHHON MHUKPOCKOIIMU C paspelleHHeM
2,7 A 6bLIH TTOJTyYeHBI CTPYKTYphl ®C1 M3 KIIETOK,
BBIpAIlleHHBIX IIpU HU3KOM (40-100 M3, ®Cli) u
IIpH BBICOKOH (2500 MK3, ©Clu1) OCBellleHHOCTH. brLo
nmokasaHo, uTo ®Cl.. cocTOUT M3 24 MUTMeHT-0eJIKo-
BBIX CyOBbeJUHUI], 00beJHUHEHHBIX B YeThIpe CTPYK-
TYPHBIX KOMIIaPTMeHTAa: OCHOBHOM KOMILJIEKC, BKJIIO-
YAy peakUMOHHLINA I1eHTp (PI]) ¥ BHYTpPEeHHIOH
(MHTerpaJbHYI0) CBETOCOOUpaIyl0 aHTeHHY (CCA);
Iapy BHEIIHUX CBETOCOOHMPAKIIUX aHTEHHBIX KOM-
mtexcoB I (LHCI), pacriosio)KeHHBIX B BHUJle IBYX OIIOsI-
CHIBAIOIIMX KOJIel BOJIM3U JOHOPHOIO y4yacTtka PII, u
OfWH IuMepHBIH KoMIiuleKe LHCI, JT0KaIr30BaHHBINA
BOIM3U OT aKILenTopHOro yyacTtka PII. Haubosee 3a-
MeTHBIe pasjiyusd B CTPYKTypax KoMILIeKCOB ®Clyy
" ®Clu. KacaroTca BHeltHed CCA. LHCIu. cOomeps>KUT
3HA4YUTEJIbHO MeHbIIIe xyopoduinia (Xi) b, uem LHCIy.:
B 6osbmuHCTBe cy6benuHUL, LHCIn X0TS OBI OfHA
MoJsieKysa Xi1 b 3ameHsinack XJI a. IlociiefoBaTe/IbHO-
ctH aMuHOKHCI0T B LHCI ®Clu. u3s C. ohadii 6111
BBICOKO TOMOJIOTUYHEI ITocjaefoBaTesabHoCTIM LHCI
U3 9TaJIOHHOH! 3eyieHOU Bogopocau Chlamydomonas
reinhardtii. IIpy 3TOM pacIIOJIOKeHHUEe UeThIpeX CyOb-
eruHUIl LHCI 6BLJI0 HUAEHTUYHO pPAaCIOJIOKEHUIO
B ®C1 pacTeHH#, a OCTaBIIMXCA IIECTH — paclio-
JIOKEHUI0 B 3eJIeHBIX Bogopociasax Chl reinhardtii u
Bryopsis corticulans [3-6].

JJ11 u3ydeHUs MeXaHH3Ma IlepeHoca SHEePIUUu U
IIEPBUYHOIO pas/esieHUs 3apsAf0B B QOTOCUHTeTUYe-
CKuUX KoMIutekcax ®C1 IIIUPOKO UCIIO0JIH3YIOTCI METO-
bl IIUPOKOIIOJI0CHOM $eMTOCeKYHIHOU CIIEKTPOCKO-
IIUU «BO30Y K/ eHHe-30HAUpoBaHue» [7-9]. syyeHue
peaxuii pasgeneHus 3apsanoB B PC1 nuaHob6aKTepui
3aTpPyAHEHO HaJWuuheM BHYTpeHHel (MHTerpaib-
Ho) CCA, KoTOpas COmep>KUT IIpuMepHO 90 MOJIeKyJI
X1 a [10, 11]. V Bojopocielt U BBICIINX pacTeHUit CCA
®C1 BrJIIOUAET TaK)Ke JOIOJHUTEJbHbIE IIepudepu-
YecKue CyO'belUHUIIBI, II09TOMY CTeXHOMEeTPHUs IIHI-
MEHTHOI'0 COCTaBa B 3THUX CTPYKTypaxX COCTaBJgeT
200-250 moJutekys Xi1 a 1 X1 b Ha PII [12, 13]. B pa6o-
Tax Holzwarth et al. [14-16] mepBUYHbIe GOTOXUMU-
yeckue peaknuu ®C1 u3 Bomopocau Chl reinhardtii
HU3y4aJNCh, B YaCTHOCTH, METO/OM IITHPOKOII0JIOCHOM
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beMTOCEKYHHON CIIeKTPOCKOIINU. ABTOPaMH OBLIO
IIPeAII0JI0XKEHO, UTO B 3TOM KOMILIeKce GOTOXUMUYe-
CKHe peaKIIMU MOTYT IIPOTeKaThb II0 [BYM MeXaHHS3-
MaM B 3aBHUCHUMOCTH OT JIIMHBI BOJHBI BO3OYKIeHU.
Bo30y>xzeHHe B KpaCHBINM Kpal II0JIOCH Qy Ha AJINHe
BOJIHBI 700 HM 3aTparvBaji0O HEIIOCpPeACTBEHHO IIUTI-
MeHTHI PII, 4YTO II03BOJIMJIO aBTOpPaM OILEHUTHL Xa-
paxTepHOe BpeMs IIEPBUYHON peakI[UuU pasjeseHus
3apsifi0B, KOTOPOE 110 UX WHTepIIpeTaiiui II0IyYHUI0Ch
paBHBIM 3-5 11c [15, 16].

Komrmekcsl ®C1, BhIjleJIeHHbIe M3 ITHAaHOOAKTe-
puit Synechocystis sp. PCC 6803 u Thermosynechococcus
elongatus, He cofepyKaT IleprudepUUeCKUX CBETOCO-
6uparmux cyobequHur [10, 11]. IIpu Bo36yXIeHUU
3THX KOMILJIEKCOB B 06J1acTH 670-680 HM abcopOITUOH-
HBIe U3MEHEHUs Ha BpeMeHHOM HHTepBaJe 10 10 1c
00yCJIOBJIEHBI IIPOIleCCAaMH MHUTPALlUM IHEPIHH BO
BHyTpeHHeH CCA, a pasfeseHHe 3apsafoB ¢ obpaso-
BaHUEM IIePBUYHON HMOH-PaJUKaJbHOMN IIaphl JIUMU-
TUPOBAHO IIEPEHOCOM 3Hepruu B PIl M IIPOUCXOLUT
co BpeMeHeM 35-40 11c [7, 17, 18]. IIpu BO36YyXIeHUU
3THUX KOMILJIEKCOB C KPaCHOTO Kpas IIOJIOCHL Qy B
obiactu 720-760 HM HabOJIIO[AI0Ch CBEPXOBICTPOE
pasfesieHHe 3apsAf0oB Ha BPeMeHHOM WHTepBale
< 0,2 mc [19-21], 4TO CyILIECTBEHHO OBICTpPEe OILIeHOK
CKOPOCTH TEePBUYHBIX PeaKIUH, ITOJy4eHHBIX MJId
®C1 u3 Chl reinhardtii [14-16].

Hacrosmjas pa6ora sIBisgeTcs I1epBOH U3 CEpHUHU
paboT, IOCBAIIIeHHBIX HCCIeOBAHUI0 CBEPXOBICTPOH
KUHETHUKH IlepeHoCa 9HePIUU U pasfie/leHUs 3aps/ioB
®Clu. u3 xkieTok C. ohadii, BeIpallleHHBIX IIPU HHUS3-
KOM OCBEIeHHOCTH, C IIOMOIIbI0 JIa3epHOU deMTo-
CEKYHJJHOM CIIEKTPOCKOIIMH MEeTOZI0M «BO30OyK/eHue-
30HAUpOBaHUe». B paboTe IIpOBe/leHO CpaBHeHHE
KUHETHKU I1epex0/[0B CIIeKTPaJbHbIX HHTepMeJua-
TOoB ®Cli. U3 C. ohadii ¢ mepexofilaMyd B 3TaJIOHHOH
®C1 u3 nmaHobakTepuu Synechocystis sp. PCC 6803.
B maspHeMIIeM IUITaHUPYETCS CpaBHEeHHe IIePBUYHBIX
nporeccoB B ®Cli. ¥ ®Clu. U3 kieTok C. ohadii.

MATEPHAJIBI 1 METO/BI

Beigesnenue xomiuiekcoB PCl H3 KIeTOK
Chlorella ohadii, BhIpaleHHBIX B YCJIOBUSIX HU3KOH
ocBemeHHOCTH. KoMiuiekchl ®C1 u3 C. ohadii 661K
BBIJIeJIeHBI, KaK OIIMCaHO B paborTe Caspy et al. [2].
KieTku BhIpalliMBaju IIpH IepeMeIlluBaHUU U Oap-
6oTupoBaHHUM BO3LyxoM u CO: mpu 25 °C u ocBelle-
HUHU 50 MKI. KieTKu ocakpaau IeHTpUPYTHpOBa-
HHueM IIpu 5000 g, npoMmbIBanu 6ydpepom Tris-NaOH
(30 MM, pH 8,0), cogeprxamum 10 MM NaCl u 10% ca-
Xaposbl, paspyllajJu C IIOMOIIbI IIpecca PpeHua,

IIpuHATHIEe cCOKpallleHUs: PI] — peakKIIMOHHBIN I1eHTp; CCA — cBeTocobuparas aHTeHHa; $C1 - poTocucreMa 1;
X711 — xsopoui; EADS — 3BOJIIOIIMOHHO-aCCOUMpPOBaHHbIe TudepeHITHaabHbIe cieKTpsl; LHCI — cBeTOCOOMparomui

aHTeHHBIM KoMILIeKC I.
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[TPEOBPA30OBAHMUE SHEPTHIN B ®OTOCUCTEME 1 U3 C. ohadii

3aTeM IIOJydYaau MeMOpaHHYI0 OpaKIIUI B COJI0-
6mnsupoBasty, fobasiaast 1,5% (w/v) n-gogerui-f-D-
MmaznbTo3suza (AAM). CymepkoMiuiekec ®C1 mosyvyanu
IIyTeM ILeHTPUPYIUPOBaHUL B IpafiieHTe IJIOTHO-
CTH caxapossl (15-50% caxapo3ssl, 20 MM Tris-Tricin
(pH 8,0), 300 MM NaCl u 0,2% JAM) ¢ UCII0JIE30BaHUEM
potopa SW-60 («Beckman», CIITA) mpu 48 000 06/MUH
B TedyeHHe 15 4.

Brigesnenre xommiaekcoB ©C1 U3 KJIeTOK IfUaHo-
o6axtepuii Synechocystis sp. PCC 6803. KiieTKH BbI-
pamuBaiu B cpere BG-11 u ocakgasu rpu 10 000 g B
TeyeHue 15 MUH. PaspyllieHre KJIeTOK OCYIIeCTBIIAIN
C IIOMOIIbI0 PpeHU-IIpecca ¢ IOCIeAYIOIIUM OCaK/e-
HHeM HepaspylleHHBIX yacTull npu 3 000 g B TeueHue
10 muH. [lasee, cyniepHaTaHT (MeMOpaHHEIe pparMeH-
ThI) OB HHKYOHUPOBAH B IIpucyTcTBUU 1% (w/v) JAM
B TeyeHHe 2 4 IpH 4 °C IIpH KOHIIEHTpPAaI[UHU XJIOPO-
¢myna 0,5 mr/mut. Ilocsie HeHTPpUQYTUPOBAaHUA IIPHU
14 000 g B TeueHUe 20 MUH CyllepHaTaHT ObLI HaHe-
CeH Ha JIMHEWHBIN IpajueHT caxapossl (5-20% (w/v))
U Jajee OBLI [eHTPUQYTHUPOBAH B TeueHUe 3 U IIpHU
140 000 g Ha potope VTi50 («Beckman») (3akyrmieH-
HOM C IToMoIbo IIporpaMMel passutug MI'Y) B cooT-
BETCTBUU C IIPOIlelypOM, OIIMCAaHHOM paHee [22].

CBepxObICTPHIe a0COPOIMOHHEBIE M3MEHEHHS
AA(Aitn) PETHCTPHUPOBAJHCH METO/OM IITHPOKOIIO-
JIOCHOM $eMTOCEeKYHJHOM Ja3epHOU CIIeKTPOCKOIINHU
«BO30YyK[eHUe-30HIUPOBaHUE» B ONTHYECKOM [Ha-
nas3oHe 400 < A < 850 HM Ha BpeMeHHBIX 3aJjep)KKax t
oT 100 ¢c o 500 11c. IKCIIepUMeHTaIbHas yCTaHOBKA
U MeTO[MKa M3MepeHUl ObLIN OIHMCaHBI paHee [19].
Bo3byxzeHue ®C1 oCyLIeCTBIAIOCE PeMTOCEKYH]-
HBIMH JIa3epPHBIMH HMIIyJIbCaMH C MAaKCHMyMOM Ha
JUIMHaX BOJH 660 HM (IjauTesabHOCTb — 40 ¢c, sHep-
rusa — 0,8 H/pK) u 715 HM (mauTenbHOCTH — 37 dc,
aHeprus - 4 H/I>)X). 30HLUpPOBaHUe 06eCIIednBaIoCh
IITMPOKOIIOJIOCHBIMHU UMITYJIbCAMHU CYIIEPKOHTHUHYYMa
IIpHU yIJIe IOJIIpU3auu 54,7 TpajycoB OTHOCUTEIHbHO
IIOJIIpHU3alluKi BO30Y KJaloIero MMIIyJbca. PasHOCT-
HBIE CIIEKTPEHI IIOIJIOIeHud B AuamnasoHe 400-850 HM
CHUMaJIHU ¢ IToMmoIbio [13C-kamepsl Newton («Andor»,
CIITA), coefuHEHHOI € IToauxpoMaTopoM Acton SP-300
(«Thermo Fisher Scientific», CIIIA). IKcIepHUMeEHTHI
IIPOBOAMJIUCE IIpU TeMIlepaType 6 °C B IIPOTOYHOMH
OIITUYECKON guYeliKe C JJHUHON OINTUYECKOIO IIYTH
0,5 MM; puaMeTp 06J1acTU BO30yXKIeHUSI — 0,2 MM;
OIITHYecKasl IUIOTHOCTh obpasiia cocrasisiia 10 equ-
HUIT IIPU OIITUYECKOM IIyTH 1 ¢cM. CKOPOCTH ITUPKYJISA-
U B IPOTOYHOM sg4elike (9 MJI/MUH) ObLIa JOCTa-
TOYHO BBICOKOM, UTOOBI M36eXaTh MHOTOKPAaTHOTO
BO30YKZIeHUSI OFHOTO U TOTO >Ke obbeMa IpO6HL.
CIIeKTpBI KOPPEKTUPOBAJIUCH AUCIIePCHUEeN IPYIIIIOBOM
3aJlepoKKY, KaK OIIMCaHO paHee [23, 24]. VueT Kore-
peHTHOro apTredakTa U JeKOHBOJOIUU allllapaTHOHN
GyHKIIMU B 06s1acTH t = 0 IIPOBOAMIICS II0 METOJUKE,
IpeJJIo’KeHHOU B paboTax Dobryakov et al. [23, 25] u
Cherepanov et al. [26]. 9kclepMeHTaJIbHbIE JaHHbBIE
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Iud tuddepeHIIUANBLHOIO cleKTpa XJI a B TeTparug-
podypaHe B3gaThI U3 paboTsl Cherepanov et al. [27].
MaTteMaTH4YeCKHH aHaau3 abCOPOIHOHHOH
OIUHAMUKH BKJIIOUAJ Pas3IoKeHHe ClleKTpalbHO-Bpe-
MeHHBIX MaTpul, AA(A,tm) Ha JUHEHHYI KOMOHHa-
U0 N OUCKPETHBIX 3KCIIOHEHIMAJbHBIX QYHKITHIH:

n
QLT = Y, Dk(A) - exp(~t/T) + Due1(A) e))]
k=1

B IIPE/IIIOJIO’KEeHUH, UTO XapaKTepHble BpeMeHa {7x}
He 3aBUCAT OT JJIMHBI BOJIHBI HAOJIOJeHUSI A H,
cle0BaTeJIbHO, MOTYT paccMaTpHUBaThCA KaK «IJIO-
b6aJIbHBIE» IIapaMeTpEhl, OIlpefesieMble HeJIUHEeHHON
MHUHUMMU3AIMeld CyMMBI KBaJApaTOB OTKJIOHEHUN
TEOPEeTUUYEeCKOH MOJeJH OT IKCIepHMeHTaJbHbIX
OAaHHBIX. 3aBUCAIHE OT JJHMHBI BOJHBI IIPe/I3KCIIO-
HeHIIMaJIbHble aMIIMTYABI Dik(A), pacCUUTEIBaeMble
CTaHJAPTHBIM MeTOAOM JIMHENMHOW perpeccuu IJis
Ka)K[ 0 9KCIIOHEHITHAJIbHON QYHKIINU K, OIIPeesIsoT
CIIEKTPHI, CBI3aHHBIe C pacnagoM (Decay-Associated
Spectra, DAS), ofHOBpeMeHHO pacCUYUTHIBaeTcs Qu-
HaJIbHBIN CIIEKTP Dnia(A). Ilociie olpesiesieHUs Xapak-
TEpPHBIX BpeMeH {7x} B COOTBETCTBUHU C METOJUKOM,
npejuiockeHHOM Stokkum et al. [28], pacCUUTHIBAIUCE
muddepeHIAIbHBIE CIEKTPHI II0OCIEN0BaTeIbHBIX
KUHEeTUYeCKUX HHTepMeJUuaTOB — 3BOJIOIMOHHO-
acconuupoBaHHble nubdepeHIIHATbHBIE CIIEKTPHI
(evolution-associated difference spectra, EADS), ripea-
CTaBJILIOIIME COO0M PasHOCTHBIE CIIEKTPhl MHTepMe-
IHaTOB, BOSHUKAKIIUX B II0CJe/l0BaTeIbHON KHUHe-
TUYECKOU MOJIEeJIH:

A —> A) —> AsQ) —> ... —> A ). (2)

PE3VJIBTATBHI HCCIEAOBAHUA

Ha pmuc. 1 criekTp IoromeHus KoMiiekcos ¢C1
u3 MuKpoBogocau C. ohadii cpaBHUBAaeTCsI CO CIIEK-
TpoM ®C1 m3 nuaHobakTepum Synechocystis 6803.
[TurMeHTHBIN KoMILIeKC @C1 rquaHob6aKTepuH BKIIHO-
YaeT TOJIbKO BHYTPEHHIOI (MHTerpajbHyl0) CCA, ee
IIUTMEHTHI OKPY>KalT KOPAKTOPHI 3JIeKTPOH-TPAHC-
nopTHOU I1ent. MoHOMep ®C1 us Synechocystis 6803
comepXUT 96 Mosiekysn Xiaa U 20 MoJeKyJs [B-Kapo-
THHA, a TakK)Ke 3 MOJIeKYJ/Ibl KaHTaKCaHTUHA U 9XHUHe-
HoHa [29]. KoMmIiutekc ®C1 us C. ohadii, TOMHMO HHTe-
rpaJbHOM aHTeHHBI, BKIOUaeT 10 mepudepudecKux
IOABMIKHBIX CBETOCOOMPAIOIIUX CYOBbeIUHUI, B Ile-
JIoM, Ha oguH PII ato#i ®C1 nmpuxoputcs 208 MOJIeKyI
X1 a, 47 mosiekysa Xi b, 32 MoJleKyJbl B-KapoTHHa, a
TakoKe 30 MOJIEKYJI APYTUX KapOTUHOUO0B (21 — JroTe-
UH, 4 — BUOJIAaKCAHTHH, 2 — aCTaKCaHTHUH, 2 — B-KpHUII-
TOKCAaHTHH, 1 — 9XMHEHOH), IIOIVIOIIA0IIHUX B 006J1aCTH
470-520 uM [2]. IToromeHue ®C1 u3 C. ohadii B 0671a-
CTH I10J10CHI Qy 00yCJIOBJIEHO IIPEUMYINECTBEHHO XJI d.
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Puc. 1. CpaBHeHHUe cIieKTpoB IomtomieHus ®C1 us Bopopocau C. ohadii (1) u nuaHobakTepuu Synechocystis 6803 (2).
CriexTp ®C1 u3 C. ohadii annIpoKCUMHPOBaH CyMMOH cIieKTpoB X1 a (3), Xi1 b (4) u 6eta-KapoTuHa (5) 10 METOAUKE
u3 paborsl Cherepanov et al. [26]. OTHOcUTe/IbHBIe BKIaAbl X1 a U XJI b B MOJeJIbHBIH CIIeKTD (6) cocTaBIg0T 90%
U 10% cooTBeTCTBeHHO. B o6sacTu 600-750 HM IIpe/icTaBJIeHbl TpU ¢pakIiuu XJI a ¢ MaKCUMyMaMU B IoJsioce Qy
Ha 671 HM (3a - 40%), 685 HM (36 — 54%) u 705 HM (368 — 6%). Ha BcTaBKe MOKa3aH KpacHBIM Kpal CIEKTPOB B JIO-
rapumMuyecKkoM Mmacirabe
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Puc. 2. CuexrpasbpHble u3meHeHus ®C1 u3 C. ohadii B6,M3HU 10JIOCH Qy, HHUITMUPOBaHHEBIEe BO30yXeHHEM C MaK-
CUMyMOM Ha 660 HM (a) u 715 HM (6). IlIkajla aMIIUTY] I0Ka3aHa CcIpaBa OT IIBETOBBIX KapT

B crexTpe 110I0CHI Qy MOKHO BBIJIEJIUTH QpPaKIIUU
C MaKCUMyMOM OKo0JI0 671 HM (40%), 685 HM (54%)
" 704 HM (6%), B TO BpeMd KaK XJyI b BHOCUT JIHIIIb
HeOOJIBIIION BKJIAJ, B II0OJIOCY HOTJIOIIEHUSI Qy B 06-
Jactu 650-660 HM (puc. 1). [IpuMeyaTesIbHO, YTO MO-
JeJIbHBIN CIIeKTp XJI a, pacCUUTaHHBIN i1 ©C1 us

C. ohadii B obysacTy mosiochl Qy (IUTPUX-IIYHKTUP),
XOPOIIIO BOCIIPOM3BOJAUT CIIEKTP IoriomieHus &C1
us Synechocystis 6803 (cIIoiIHas KpacHasl JIMHUA).
OT/IMuue BYX CIIEKTPOB COCTOUT B TOM, UTO JIIMHHO-
BOJIHOBBIM Kpal 1oJ1ockl Qy criektpa ®C1 us C. ohadii
CIBUHYT Ha ~5 HM B KPAacHYI0 CTOPOHY OTHOCUTEILHO

BUOXMMMUSA Tom 89 BmII 6 2024
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Puc. 3. /luddepeHIasbHBIe CHEKTPHI IIOCJEJ0BaTeJIbHBIX KHHETHUYeCKUX HHTepMenuatoB (EADS) ®Cl1 wus
C. ohadii (a, 6) u Synechocystis 6803 (8, 2) B o6sactu Cope (a, 8) 1 B61n3H 110s10Ck Qy (6, 2). Bo3bykaeHue Ha JIH-
Hax BOJIH 660 HM (C. ohadii) u 680 HM (Synechocystis 6803). XapakTepHble BpeMeHa I1epex0/i0B Ti U COOTBETCTBYIO-
II¥e UM CIEeKTPHI Ai(Ad) IIoJydeHb] C IIOMOIbI0 HeJMHEeNMHON MHOT03KCIIOHEHIIMAIbHOMN JeKOHBOIIITUN

crrekTpa ®C1 us3 Synechocystis 6803. OfHAKO IIPU 3TOM
acuMIITOTHUecKUl crag crekrpa ©C1 us C. ohadii B
obstactu 710-760 HM, IIOCTPOEHHBIN B IIOJIyI0rapud-
MHYeCKHUX KOOpAWHATaX, COBIIaZAaeT C IIOIVIOIleHHuEM
®C1 u3 Synechocystis 6803 (BcTaBKa Ha puc. 1).
DOTOMHYIMPOBaHHbIE N3MEHEeHUS II0IJIOeHUS
®C1 u3 C. ohadii, BbI3BaHHEIe BO30Y)XXJeHUEM C CHU-
Hero W KpacHOoro KpaeB I10JI0CHl Qy Ha [JINHaX BOJH

660 1 715 HM, IIpeiCTaBJIEHbl Ha pUC. 2, a4 U 6 COOT-
BETCTBEHHO.

BUOXMMMUS Tom 89 BmII 6 2024

Bo36yxgeHue Ha 660 HM 3aTparuBajo IIPeUMYy-
IleCTBEHHO QpaKIUU XJI a aHTEHHbI C MAaKCUMyMOM
0K0J10 670 HM (cHHAd KpuUBasg Ha puc. 1), a mocie-
IyIOIINY IIepeHoC BO30YXeHUs B 06/1aCTh OCHOBHOM
II0JI0CHl 685 HM IIPOMCXOJAMJ Ha BPeMeHHOMU IIKaJle
0,1-1 11c (CABUT I10JIOCHI BHILIBeTaHUA Qy IIpe[cTaBieH
Ha pHC. 2, a CHHUM IIBeTOM). YCTaHOBJIEHHE PaBHO-
BeCHsl C IJIMHHOBOJIHOBBIMH QopMaMHu XJI aHTEHHHI,
IOIJIOMIAIINUMU B obsiacTh 700 HM, IIPOMCXOLUIIO
Ha BpeMeHHOM HHTepBasie 3-10 IIc, YTO BHUIHO IIO
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Puc. 4. Criextpsl EADS ®C1 u3 C. ohadii (a, 6) u Synechocystis 6803 (8, 2¢) B ob6sactu Cope (a, 8) ¥ BOJIM3U I10JIO-
cel Qy (6, 2). Bo3bykaeHue Ha AuHAaxX BosH 715 HM (C. ohadii) u 720 HM (Synechocystis 6803). XapakTepHble Bpe-
MeHa IIepexXo/loB Ti ¥ COOTBETCTBYIOI[HEe UM CIeKTPHI Ai(A) IIoJydeHBl C IIOMOIbI0 HeJIWHEeHHON MHOT09KCIIOHEH-

ITUATBLHOHN JeKOHBOJIIOITHH

VIIUPeHUI0 00JIaCTH BBHIIIBETaHUS B 9TOM BpeMeHHOM
nuanasoHe. HakoHel, repeHoc 3Hepruy B PII u pas-
JleJIeHHe 3apsi/i0B C 00pasoBaHHeM HOH-pafUKaJIbHON
napsl Preo*A:i” IIPOMCXOAUIO HAa BPeMEHHOM IIKaJle
40-100 11c. CrreKTpaJIbHBEIM MapKepoM KaTHOHa Preo*
sIBJIIeTCs IOsIBJIEHHe [IBYX II0JIOC BBIIIBETaHUS C JIO-
KaJIbHBIMU MMHHUMyMaM O0Ko0JI0 686 1 700 HM, Torga
Kak obpasoBaHHe aHHMOHa QU/IJIOXWUHOHA Ai” He BEI-
3pIBaeT 3aMeTHBIX M3MeHeHUU IIOIJIOIeHUs B 06JIa-
¢t moJsiockl Qy [30].

Bos36yxgernue ®C1 us C. ohadii ¢ KpacHOTO Kpas
osIocsl Qy C IIEHTPOM Ha [AJHMHE BOJHEL 715 HM
3aTparuBajo IIPerMYIeCTBEHHO [JIMHHOBOJIHOBYIO
¢paknuo X1 a aHTeHHBl C MAaKCUMyMOM OKOJIO
705 HM (KpacHas KpuBas Ha puc. 1). B aTUX ycia0BU-
sIX yCTaHOBJIEHHe PaBHOBECHS B CBETOCOOHMPAOIIUX
KOMILJIEKCAaX IIPOMCXOJHUJIO Ha BPEeMEeHHOM IIIKaje
1-3 1IC, YTO BUJHO IIO CABUIY IIOJIOCHI BBII|BETAHUS
Ha puc. 2, 6 B 06J1aCTh KOPOTKUX JJIUH BOJH. O6paso-
BaHUe HMOH-PaJUKaJIbHOMI ITaphl Proo*A1~ B 9THUX YCJIO-

BUOXMMMUSA Tom 89 BmII 6 2024
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Puc. 5. lubdepeHINATLHBIN CIIEKTP BO30Y>K/[EHHOTO COCTOSIHHS MOHOMepa XJI a B pacTBOpe TeTparuapodypaHa

BUSIX BO3OY K/IeHUS IIPOUCXOUII0 3aMeTHO OBICTpee —
BO BpeMeHHOM [juarnasoHe 20-50 Iic.

KosndyecTBeHHBIH aHaIN3 CIEKTPaJIbHOM IH-
HaMHUKH OB IPOBEJEH METOZO0M IJIO6aJbHOr0 pas-
JIOKEHUsI Ha 3KCIIOHeHI[MaJbHble KOMIIOHEHTHI (1)
C IMOMOIIBI IIOCJTEeN0BaTEJbHONW KHHETHYECKOU
mogenu (2). IlociemoBaTeabHass MOJeJdb II03BOJISIET
KaueCTBEHHO OIIMCaTh YCTaHOBJIEHHE pPaBHOBeCHUs
MeX/y pasJIUYHBIMU QpaKnusgMu X1 B aHTeHHe U
JIMIMUTHPOBAHHOE IIEPEHOCOM 3IHEepTHuH pasjelie-
Hue 3apsanoB B PII. Ha puc. 3 nipuBeZieHbl CIIEKTPEBI
EADS xoMmiiekcoB U3 C. ohadii m Synechocystis 6803,
IoJlydeHHEbIe IIpU BOo30yXaeHUU ®C1 B CHHUM Kpaud
moJiockl Qy Ha UIMHAaX BOJIH 660 M 680 HM COOTBeT-
CTBEHHO.

AHaJIOTHYHBIE CIIEKTPEI, II0JIy4eHHbIe IIPU B030y-
kmeHuH PC1 ¢ XpacHOro Kpas I10J0Cel Qy Ha JJIHMHEe
BOJIHBI 715-720 HM IpuUBeIeHBI Ha pHUC. 4.

711 UHTeplpeTalluy HabJ/II0faeMbIX CIIeKTpasb-
HBIX MHTEpMeJHAaTOB BaKHYH HHOOPMAIUIO IIpe-
JOCTaBJIsIeT PAsHOCTHBIM CIIEKTP BO30YXEeHHOIO
COCTOSAHMSA S1 MOHOMepa XJI a B pacTBOpe TeTParugpo-
dypaHa (puc. 5), TOMOTaIUN BBIIEJIUTE B CIIEKTPax
EADS Mapkepbl BO30OYXZEHHOI'O COCTOSIHHUS MOJIe-
KyJa Xia. K uuciy ocobeHHOCTeH PasHOCTHOTO CIIeK-
Tpa Si1 MO’KHO OTHeCTH CJIe[yIoLiue:

(i) mosioca BBIIIBETAaHUA Qy ¢ MUHUMYMOM Ha
668 HM, 00yCJIOBJIeHHAsI HNCYe3HOBEHUEM OCHOBHOTO
COCTOSIHUSA U IIOSBJI€HHUeM CTUMYJIHMPOBAHHOIO HU3JIy-
YeHUs, UMeeT I0JYIIUPUHY 20 HM (TOpHU30HTaJIbHAas
OTMeTKa Ha pHUC. 5) U aMILUIUTYAy, IIPUMEPHO pPaB-
HYI0 aMIUIATYJe BbII[BeTaHUs I10JI0Ckl Cope B 06Ja-
cTu 435-450 HM;

BUOXMMMUS Tom 89 BmII 6 2024

(ii) B obsractu 730 HM HabJr0aeTCs MOIIOJIHHU-
TeJIbHAasl OTpUIlaTeJIbHas 110JI0Ca CTUMYJIUPOBAaHHOTO
usjydeHUsd (0TMeueHa HallpaBJIeHHOU BBepX CTpeJI-
KOM), 06yC/I0BJIEHHAs COIpsDKeHUEeM Iiepexona Si— So
¢ BO3OyKXIeHHeM BUOPOHHBIX KoJyie6aHHU MaKpo-
nukIa XiI;

(iii) B obstactTu 770 HM HabJr0gaeTCs II0JI0XKH-
TeJIbHasl I10JI0Ca IIOIVIOIIeHUS BO3OYXKZEHHOTO CO-
CTOsIHUA (0OTMeUYeHa HallpaBJIeHHOM BHU3 CTPeJIKOH),
00yCJIOBJIeHHAS IIepeX0/l0M S1— Sy Ha 60Jiee BBICOKUH
3JIeKTPOHHBIN yPOBeHb BO30YKIEeHHOro XII;

(iv) B obisactu 460-500 HM CIIEKTp IIOIJIOIIEHUS
BO30YKZ,€HHOTO COCTOSSHHUS XJI IIpefCcTaBJseT Co-
6011 IIMPOKYI0 IIOJIOCY, He MMEIOIIYI BBIpakKeHHOU
CTPYKTYPBI; UCII0JIb3Ysl YKa3saHHble MapKephl, MOKHO
IIPOBOJUTL HHTEepIIpeTalidi0 HabJ/I0JaeMbIX CIIeK-
TpoB EADS.

Kak cienyeT u3 puc. 3, a 1 6, IpU BO30YKAEeHUU
®C1 u3 C. ohadii Ha JyHe BOJIHBEI 660 HM IIepexof-
HBIEe CIIEKTPHI Ha BPEMEHHBIX 3a/iep’KKaxX [0 25 IIC
(mpexcTaByieHBl TEMHO-KpPAaCHOM, KpaCHOM M OpaHyKe-
BOU JIMHUSIMH) COOTBETCTBYIOT CIIEKTPY BO30OYKIeH-
HOTO XJI a: er0 XapaKTepHBIMH MapKepaMH SIBJIS-
I0TCS BBIIIBeTaHME BUOPOHHOM IIOJIOCEI B 006JIACTH
740-750 HM U IIOsBJIEHUE IIWPOKOM II0JIOKUTEeJb-
HOH II0JIOCHI B o6sacTu 780-840 HM (BepTHKaJIbHBIE
CTPeJIKH Ha pHC. 3, 6). IBOJIOIUA CIIEKTPOB B 3TOM
HHTepBaJle OTpa’kaeT MUTPAIIMIO IHEPIUH K JIJIMHHO-
BOJIHOBEIM popMmaM XJI aHTeHHEI. HauboJsiee 3Ha4YU-
Mble abCOpOIIMOHHEBIE M3MEeHeHUs, 00YCI0BJIeHHbBIE
obpa3oBaHHUEM HOH-PafUKaIbHON Hapsl Pro*Ai”, MO-
I'YT OBITH OIIKCAHBI JBYMS 9KCIIOHEeHITHAJIbHBIMU IIe-
pexozaMu ¢ XapaKTepHBIMH BpeMeHaMHu 25 U 120 11c.
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ITo Bceli BUAUMOCTH, pasJIMYHbIe KOMIIaPTMEHTHI
CCA mnepeparwT 3Hepruro B PII ¢ pasjiMyHOM CKO-
POCTBIO, II03TOMY pPes3yJbTHpPYIOIasi KHUHeTHKa He
SBJIIETCSI MOHO3KCIIOHEHITHAaJIBHON. YMeHBIIIeHHe
00IIlelt aMILIMTY/BI BBIIJBETaHUSA B 006JIaCTH II0JIOCHI
Cope (440 HM) u moJsiocel Qy (690 HM) KoppeaupyeTr
C UCYe3HOBEHHeM MapKepoB BO30Y>KJeHHOIO COCTOsI-
HU4 (I10JI0CHI CTUMYJIMPOBAHHOIO U3JIyyeHUs Ha 740-
750 HM U II0JIO’KUTEJIbHOM II0JIOCHI IIOIJIOIIIEHUS Ha
780-840 HM), a TaxkKe XapaKTepusyeTcs II0sIBJIeHUEeM
MapKepa IOIJIOIeHUs KaTUOHA Pro" Ha 450 HM (Bep-
TUKaJbHas CTpesKa Ha puc. 3, a). HauboJsiee BeposT-
Has MHTepIIpeTalys I10caefHel 0COOeHHOCTH — 3JIeK-
TPOXPOMHBIN cABUT 110JI0C Cope MoJseKyJ Xu1 PIT mop,
JIeMiCTBHEM 3JIeKTPUYECKOTO0 II0JI1 HOH-pafUuKaIbHONU
napel Proo"As™

Ha puc. 3, 8 ¥ ¢ IpuBeleHbl aHAJIOTUYHEIE CIIeK-
Tpel EADS py1a ©C1 us Synechocystis 6803 1ociie BO3-
Oy’KIeHUU Ha JInHe BOJHBEI 680 HM. Ha BpeMeHHBIX
3aJlep>KKax /0 2 IIC IIepeXOfHbIe CIIeKTPEHI, B IeJIOM,
COOTBETCTBYIOT CIIEKTPY BO30Y>KIeHHOTO XJI ¥ OJIM3KH
K aHaJIOTUYHEIM ciieKTpaM ®C1 u3 C. ohadii. Ilepexon-
HBIA CcIIeKTp As(A), obpasymomuiics ¢ XapaKTepHBIM
BpeMeHeM T7: = 2,8 IIC (3ejIeHasd JIMHUA), XapaKTepHu-
3yeTcs CJIEAYIOIHMMHU O0COOEHHOCTSIMH: IIOSIBJISETCS
JJIMHHOBOJIHOBAsI II0JIOCA BBIIIBETAHUS C MHUHHU-
MyMoM Ha 705 HM; aMILIMTyZa OCHOBHOM II0JIOCHI
BRIIIBETaHUI Ha 688 HM yMeHbIIIaeTCs BJBOe; IIPHU-
MepHO BJjBOe YMeHBbIIIaeTCd aMILIMTY/a BhIIBEeTaHUI
BUOPOHHOM CaTeJIMTHOH IT0JIOCHI Ha 750 HM; I1oJyoca
TIOTJIOLIEHUsSI BO3OY KAEHHOTO COCTOSIHUSA B 06JIaCTH
780-840 HM He MeHSIeTCS; I10JI0Ca BBIIIBETAaHUS B 00-
jgactu Cope (440-445 HM) IpaKTUYeCKHU He MeHAeTCH,
B TO BpeMs KaK IIOIJIOIeHHe BO30YXKeHHOIO COCTOsI-
HUA B ob6sactu 460-500 HM yMeHbIIaeTcd. B coBo-
KYIIHOCTH 3TH HU3MeHeHHUS MOIYT OBITb 00BbICHEHBI
BO3SHUKHOBeHHeM B PIl IepeXOofHBIX COCTOSTHUM, B
KOTOPBIX BO3OYXAeHHBIe 3KCUTOH-COIPSKeHHBIe
MoJIeKyJIbl XJI PII (P700Ao)* CMeIIaHBI C COCTOSHHSI-
MU pasfieJleHHBIX 3apafoB Pio*Aoe” [20, 31]. IlepeHOC
9JIeKTpPOHA Ha XWHOHHBIM aKIIelITOp M o6pasoBaHUe
CTaOMJIbHON HOH-pafUuKaJIbHOMN Iapsl Pro'A;” B @C1
us Synechocystis 6803 IPOUCXOJUT C XapaKTepHBIM
BpeMeHeM 31 1IC.

Ha puc. 4, a u 6 npuBefeHSH! ClIeKTpbl EADS m1a
®C1 u3 C. ohadii 1ocie BO30OYXIAeHUS C KPacHOTO
Kpag mosiocsl Qy B obisactu 715 HM. Ha BpeMmeH-
HBIX 3aflepKKax [0 7 IIC CIeKTpaJbHble M3MeHeHUs
MOTYT OBIThH IIPUITMCAHBl YCTAHOBJIEHHUIO PaBHOBECUS
C ydacTHeM KOPOTKOBOJIHOBBIX ¢opM XJI aHTEeHHBI.
IlepexonHbIN CIeKTpP As(A), 06pasyoOIIUNICI C Xapak-
TepPHBIM BpeMeHeM T; = 7 IIC (3eJleHasd JIUHU), HUMeeT
IIPU3HaKU 00pasoBaHUs HOH-PAafUKaJIbHBIX COCTOSI-
HUN: YMEHBIIAITCA aMILIMTYAbI II0JI0CHl BBHIIIBeTa-
HHUSI Ha 690 HM M caTeJIMTHOM II0JIOCHI Ha 750 HM,
a TaxoKe IoJIocel B ob6sactu Cope 440 HM. Kpome
TOT0, YBEJIMYUBAETCS IIOIJIOIIEHUE B 00/1aCTH 455 HM,

YEPEITAHOB u 1ip.

4TO ABJIAETCA IMPU3HAKOM IIOABJIEHHUA KaTHOHA Proo’.
IIporiecc paspeaeHUsa 3apsif0B B 3TOM BapHaHTe BO3-
6yxxneHus ®C1 3aBepliaeTcs IIEPEXO/IOM C XapaKTep-
HBIM BpeMeHeM 73 = 73 IIC.

Ha puc. 4, 8 u e mpuBeieHs! crieKTpsI EADS g ©C1
u3 Synechocystis 6803 mocjie Bo30y>KeHHs C KPaCHOT0
Kpas moJiocel Qy B obsactu 720 HM. B 3THX yCI0BUAX
BO30y>KIeHUSI HavaJIbHBIU [IepeXOTHBIN cIeKTp Ai(A)
Ha BpeMeHHBIX 3a/iepKKax 1o 0,38 11c (TeMHO-KpacHas
JIMHUS) 6J1M30K 10 popMe K CIIeKTpy As(A), obpasyro-
11[eMyCsI CO BpeMeHeM Tz = 2,8 IIC I10CJIe BO3OYKAeHUs
®C1 us Synechocystis 6803 Ha 680 HM (pHuc. 3, 8 U ¢2; 3e-
JeHas JuHUA). IlepexoqHbIN crieKTp Ai(A) B obJyacTu
mosiocel Qy XapakTepHU3yeTcsd AByMsI MHUHHMYyMaMH
(mpu 690 u 704 HM) ¢ aMILUIUTYZOM BABOEe MeHbIIEN
aMILIATY[Bl HavaJIbHOM IIOJIOCHI BBHIIIBETAHHUS IIPHU
BO30yXZeHHU Ha 680 HM (puc. 3, 2; TeMHO-KpacHas
JUHUS). IIpU 3TOM BBIIIBETaAHHE BUOPOHHOM II0JIOCHI
Ha 750 HM ¥ IOIJIOIeHHe BO36Y’KAEHHOI0 COCTOS-
HUA B o6siacTu 780-840 HM He3Ha4yUTeJIbHO. CIIEKTP
BBII[BETaHUs I10JI0CHI COpe M IIOIJIOIEeHUS BO30Y-
JKJeHHOI'0 COCTOSHUS B 06J1acTH 460-500 HM XOpOIIIO
COOTBETCTBYeT IIEPEXOJHOMY CIeKTpPYy As(A), obpa-
3YIIIEMyCad C XapaKTepHBIM BpeMeHeM T7: = 2,8 IIC
npu Bo30yXaeHUH Ha 680 HM (pHUcC. 3, 8 U 2; 3ejieHas
auHug). TakuM 06pasoM, JaHHBIE pe3yJbTaThl II0-
TBep)XAAKT CAeJaHHBIM paHee BBIBOJ O HeIloCpes-
CTBEHHOM BO30OYXK[eHHUH pPeaKIIMOHHOTO IleHTpa
®C1 1 06pa3oBaHUU B HEM CMeIIaHHBIX COCTOSHUHN
C pasfie/IeHHBIMHU 3apsifiaMHu Pro*A¢” IIpH BO3OYXK[e-
HHUU B obsactu 720 HM [19, 20]. O6pa3oBaHuUe CTa-
OUJIBPHONM HOH-pafUKaJIbHOM mapsl Pio'Ai” B ®C1
us Synechocystis 6803 B 3TUX yCJI0BUSIX IIPOUCXOIUT
C XapaKTepHBIM BpeMeHeM 25 IIC.

OBCY’>KAEHHUE PE3VIIBTATOB

B HacTosIel paboTe clieKTpaJbHble U3SMeHEeHUs
®C1 u3 mukpoBogopocau C. ohadii, ”HAYIIMPOBaHHBIE
BO30Y>K[|eHHeM C CHHero ¥ KpacHOro Kpas II0JIOCHI II0-
mIoleHusa Qy, CPaBHUBAIOTCA C aHAJIOTUYHBIMU HU3Me-
HeHusaMU PC1 U3 ruaHobakTepuu Synechocystis 6803.
IIpu Bo36yxneHuu ®C1 us C. ohadii Ha JjIWHE BOJIHBI
660 HM cIIeKTpaJbHasg AHHAMHKa BO BpeMeHHOM
HHTepBaJsie 10 25 IIC oTpaskaeT IlepepaclpeeseHue
9HEpPTHH B CBETOCOOHPAKIUX CyObeAUHUIIAX KOM-
eKca; obpasoBaHue CTabUIbHON HOH-paJUKaIbHON
napsl Pro*A1” B 9THX YC/IOBHAX JIUMHTHPYETCS IIepe-
HOCOM 3Heprud B PII M3 ABYX IyJIOB aHTEHHBIX KOM-
IJIEKCOB C XapaKTepHBIMH BpeMeHaMHu 25 ¥ 120 1ic
COOTBETCTBEHHO. B aHaJIOTHYHBIX YCJIOBHUAX IIEPEHOC
aHeprud B PII ®C1 us Synechocystis 6803 IIpOUCXOTUT
CyIIeCTBEHHO ObIcTpee: B ~30% KOMILIEKCOB 9HEPIUs
nomnazgaeT B PII co BpemMeHeM 3 IIC, YTO BEISHIBAET
obpasoBaHUe IIePBUUYHBIX HOH-PaJMKaJIbHBIX IIap;
B OCTaJIbHOM YaCTH KOMILIEKCOB BO30yXzaeHHe PI]
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Puc. 6. KapThl KOHTHHYaJbHOIO pacIIpefieIeHUsI BpeMeH >KU3HHU IIepeXO[HON KHUHeTHKH IoraolieHus OCl us
C. ohadii, mocTpoeHHBbIe 06paTHBIM IIpeo6pasoBaHueM Jlamiaca ¢ momMoinbio nporpaMmmbel CONTIN [33] 110 JaHHEBIM,
pejcTaBJIeHHBIM Ha puc. 2. Bo3byxaeHue Ha 660 HM (a) u 715 HM (6). O671aCTH YMeHBIIEHUS U YBEeJTUYEeHUSI
MIOIJIOIleHHWsI OTMeYeHbl CHHUM M KPacCHBIM IIBETOM B COOTBETCTBHUH CO INKAJIOM, pasMeIlleHHOM CIIpaBa OT KapThl

1 GOpMHUpPOBAHHUE COCTOSHUSA Pro0*A1~ IIPOHUCXOLUT CO
BpeMeHeM 31 mc. CXogHble GOTOXUMUYECKHUE peak-
nuu B ®C1 us Synechocystis 6803 Habr0gaIUCh pa-
Hee [7, 17, 18].

IIpy ajnbTepHAaTHUBHOM BapHaHTe BO30YKIeHUS
®C1 us C. ohadii B KpaCHBIN Kpal II0J0CHl Qy Ha [JIH-
He BOJIHBI 715 HM B 50% KOMILJIEKCOB HabJII0/IaeTCsI
paspesieHHe 3aps/ioB C XapaKTepHBIM BpeMeHeM 7 IIC,
B OCTaJIbHBIX 50% - paspesieHHe 3apsfoB U obpaso-
BaHUe CTabHJIbHON HOH-PaJiuKaJIbHOMN IIapbl Proo*Ai”
KOHTPOJIUPYeTCs IIePeHOCOM 3HEePTUH C XapaKTepPHbIM
BpeMeHeM OKoJyio 70 1mc. B aHaJIOTHYHBIX YCJIOBHUAX
B ®C1 u3 Synechocystis 6803 B II0JIOBUHE KOMILIEK-
COB HabJimaeTcsa CBepXOBICTpOe (KMHETHUYeCKU He-
paspelnuMoe) pasfeseHHe 3apsoB, IIOCJefyoIas
cTabminsanug U obpasoBaHHe HOH-pajUKaJbHOU
napsl Pro*A1~ IPOUCXOUT co BpemeHeM 25 1ic [19].

HaburogaeMble pasjinyus B CKOPOCTH 06pa3oBa-
HUS HUOH-PAaJUKAJBLHBIX IIap MeXXAy KOMILJIeKCaMH
®C1 u3 ABYX OpPraHHU3MOB, II0-BUAUMOMY, CBS3aHEI C
pasM4YusaAMH B HUX CTpyKType. IleHTpasbHasd 4acTb
KOMILZIeKCa HMeeT eJUHBIN IIJIaH CTPOeHHd y BCeX
KHCJIOPO/-BBIZE/JIAIINUX OPraHU3MOB, OJHAaKO KOM-
mIexcel ¢C1 XJI0pOIJIaCTHOrO THIIA, XapaKTepHEBIe
JUIS 3eJIeHBIX BOJLOPOC/Iel 1 BBICUINX pacTeHUM, OKpY-
JKeHBl BHeIlTHeH aHTeHHOH u3 8-10 IIMIMeHT-6eJIKo-
BrIX kKoMmIuiekcoB LHCI. ITostomy B ®C1 M3 muaHo-
6axTepuu Synechocystis 6803 Ha OQUH peaKIIMOHHBIN
eHTp puxozurca 90 mosekys Xi a CCA, a B 3eJe-
HOU Bogopociau C. ohadii — 202 MoJjieKysabl XJI a U
47 MoJiexyJ1 XJ1 b. B CBSI3H C 9TUM BO3HHUKaeT BOIIPOC,
TUIIMYHO JIX TaKoe MeJJIeHHOe pasfie/ieHHe 3apsAn0B
g BceX KoMItekcoB ®C1 XJIOpOIJIaCTHOTO THIIA.
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IlepBuuHble GOTOXUMHUUYECKHE IIPOIECCH] OBLIN
paHee ucciefoBaHbl B paborax Holzwarth et al. [14-
16] B ®C1 u3 3eseHOM Bogopocau Chl reinhardtii. 1nsa
KOPPEKTHOr'0 COIIOCTaBJIEHUs CIIEKTPaJbHOH [HHA-
muka ®C1 us C. ohadii ¢ KapTaMU IIJIOTHOCTHU KOH-
THHYaJIbHOIO Paclipe/iesleHUs] XapaKTePHBIX BpeMeH,
OIlyOJIMKOBaHHBIMHU paHee [14-16], aHaJIOTHYHEIE
KapThl paclipefie/leHHAs XapaKTepHbIX BpeMeH OBLIH
paccuuTaHbl METOLOM OOpaTHOro IIpeobpasoBaHUS
Jlanimaca [32] ¢ moMompio mmporpaMMbl CONTIN [33].
Ha puc. 6 npuBeseHbl pe3yabTaThl KOHTUHYAJILHOIO
pasnoxeHus QOTOUHAMUKU B 06JIACTH IIOJIOCHI QY,
IIpe/iCTaBJIeHHOM Ha pHC. 2.

Is1aBHBIMH 0COOEHHOCTSIMH pacllpejiesieHus II0-
JIOKATEeJILHBIX U OTPUIIaTeJIbHBIX 00JIaCTel Ha Kap-
Te IUIOTHOCTH XapaKTepPHBIX BpeMeH /I AUHAMUKHU
®C1 u3 Chl. reinhardtii ipu Bo30y>KIeHUHX Ha 670 HM
SIBJISETCS IIepeHOC BO30Y K/ eHHs B [UIMHHOBOJIHOBYIO
CTOPOHY BO BpeMeHHBIX fuanasoHax 0,1, 0,6 u 511c, a
TaK)Xe yBeJIMYeHHe IIOIVIOIeHUs B 00JIaCTH II0JIOCHI
BBII[BeTaHUA 685 HM CO BpeMeHeM 25 IIC (CM. puc. 3, A
B pabote Miller et al. [14]). Bin3Kue KHHETHUUECKUE
KOMIIOHEHTHI HabOJII0Jal0TCsI U B fUHaMukKe ®C1 u3
C. ohadii ipu Bo36y>XJeHUU Ha 660 HM: IIepeHOC BO3-
Oy>K[eHUs B JJIMHHOBOJHOBYIO CTOPOHY IIPOUCXOUT C
XapakTepHLIMU BpemeHaMmHu 0,1, 0,8 u 5 11c, a yBeIuye-
HUe IIOIVIOLIeHU B 06J1aCTH 10I0CHI 690 HM IIPOUCXO-
IUT C XapaKTepHBIM BpeMmeHeM 30 11c (puc. 6, a). OgHa-
KO, B oTsimuue oT Chl reinhardtii, B tTuHaMuke ®C1 u3
C. ohadii HabmrogaeTcsa TakKe QpaKIysi KOMILJIEKCOB,
B KOTOPBIX IIepeHOC 9HEPTUH B PeaKIIMOHHBIN IIeHTP
U COIIPsDKEHHOe C 3THUM yBeJMYeHHe IIOIJIOIeHUs
II0JI0CBI 690 HM IIPOMCXOAUT CO BpeMmeHeM ~150 1ic.
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OCHOBHBIE IIepex0o/bl Ha KapTaX KOHTHUHYaJIbHOIO
pasiioKeHUsl B 4YeThIpeX BpPeMeHHBIX [ualla3soHax:
0,8 1tc, 51c, 30 e 1 150 11c (puc. 6, a) XOPOIIO COBIIA-
JAlOT C pesyJabTaTaMH JUCKPETHOIO PasIoXKeHHUs
(puc. 3, a u 6).

IIpu Bo306yxpeHuu ®C1 us Chl reinhardtii Ha
JUTHEe BOJIHBI 700 HM Hab6JII0Ia/IMCh KUHETHUYeCKHe
KOMIIOHEHTHI IlepeHOoCa 9HepPTHH B KOPOTKOBOJIHO-
BYIO CTOPOHY C XapaKTepHBIMU BpeMeHaMmH 0,2 U 1 11C,
a Tak)Ke yBeJHM4YeHHe IIOIVIOIeHUs B 06JIaCTH II0JI0-
ChHI BBHII[BeTaHUI 685 HM, 00yCJIOBJIEHHOE 0Opa3oBa-
HHeM HOH-paJuKaJbHOU IIapel Pro*Ai~ (cMm. puc. 3, B
B pabote Miiller et al. [14] 1 aHaJIOTUYHBIe KapThI
pactpenesnenud B paborax Holzwarth et al. [15, 16]).
Kpome Toro, He60JIBIIYIO 10 aMILJIUTY/[e KOMIIOHEHTY
C XapaKTepHBIM BpeMeHeM 7 IIC aBTOPBI HUHTepIIpe-
THUPOBAJIM KaK IIEPBUYHYI0 PeaKI[HMI0 pasjeseHHus
3apsagoB [14-16].

B doroguHamuke ®C1l us C. ohadii 1ipu BO3-
Oy>KIeHHUH Ha 715 HM IepeHOC BO3OYXIeHUT B KO-
POTKOBOJIHOBYIO CTOPOHY IIPOMCXOAUT CO BpeMeHeM
1-2 nic (puc. 4, 6 u 6, 6), YTO HECKOJIBKO MeJJIeHHee
o cpaBHeHUI0 ¢ ®C1 us Chl reinhardtii. 3To oTINYHE
MO’KeT OBITH CBS3aHO C 60Jiee AJIMHHOBOJIHOBBIM Xa-
paxTepoM B036yX[eHUS B LaHHOU paboTe. Ha KapTe
IUIOTHOCTH BO BpeMEHHOM [xanasoHe 7-11 1ic HabJuito-
JlaeTcsl yBeJMYeHHe IIOIVIOIeHUsI B 06JIaCTH II0JIOCHI
BHII[BeTaHUA 690 HM (pHC. 6, 6), KOTOpOoe KOppeaupy-
eT C yBeJIMUeHUEeM IOIJIOIIeHUs B obsacTu 750 HM,
yBeJIMYeHHUeM IIoIJIolieHud B obisactu Cope (430-
450 HM) W yMeHbIIIeHUEeM IIOIJIOIeHUs B 006JIacTH
460-500 HM Ha cmexkTpax EADS (puc. 4, a u 6). Bce
BMeCTe II03BOJIsIeT OTHEeCTH HabJroflaeMble H3MeHe-
HUsS K pPeakIMU pasfie/lIeHUs 3apsfoB, 4TO COIJIACy-
eTCs C UHTepIpeTalell KOMIIOHEHTHI 7 IIC, IIpeAJIo-
JKeHHOU paHee [14-16]. OgHako B poTopuHamMuke PC1
u3 C. ohadii pu Bo36y>XeHUH Ha 715 HM He HabJIo-
JlaeTcsd KOMIIOHEHT B AualasoHe 25-30 11c, HO IIPUCYT-
CTByeT 6oJiee MeJjIeHHasl KOMIIOHEHTa CO BpeMeHeM
70 nc (puc. 6, 6), KoTOpasg OTCYTCTBYeT KaK B KapTe
pacupenenenuss ®C1 u3 Chl reinhardtii (puc. 3, B
B pabore Miiller et al. [14]), Tak ¥ B OUHaMUKe
noriowmeHusa ®C1 us Synechocystis 6803 (puc. 4, 2).
OpHaxo crexTp EADS KOMIIOHEHTHI 7 IIC Ha pHC. 4, 6
He COJep>XUT JIOKaJbHOT0O MHHHMyMa B 006JacTH
705 HM, XapaKTepHOIO [Jis IIepBUYHOM HOH-paLu-
KaJbHOU maphl Proo*Ao (CM. pHC. 4,2 HU PpaboThHI
Shelaev et al. [19] u Cherepanov et al. [20]), mosTOMY
MeXaHHU3M pasfie/IeHHs 3aps/ioB C XapaKTepHbIM Bpe-
MeHeM 7 1ic B @C1 us C. ohadii TpebyeT fajbHEUIIETO
HU3y4eHUsI.

3AK/JITIOYEHHE

B HacrosIel paboTe ClleKTpaIbHble U3MeHEeHUS
®C1 u3 MukpoBosopocau C. ohadii, ”HIyITPpOBaHHBIE

YEPEITAHOB u 1ip.

BO30Y>K[[leHHEeM C CHHero ¥ KpacHOTr0 Kpas II0JI0CHI II0-
rIomeHus Qy, CPaBHUBAIOTCS C aHAJIOTUYHBIMU H3Me-
HeHusAMHU ®C1 u3 nuaHobakTepuu Synechocystis 6803.
IIpu Bo30yxaeHuu ®C1 u3 C. ohadii Ha AJIWHE BOJHBI
660 HM cHeKTpaJbHasg AUHAMHUKa BO BpPpeMEHHOM
HHTepBaJsie 10 25 IIC oTpaskaeT IIlepepaclpeeseHue
9HEpPTHH B CBETOCOOHPAKIUX CyObeIUHUIIAX KOM-
IIeKca; ob6pasoBaHUe CTaOMILHOU HOH-paUKaIbHON
napsl Pro*A1” B 9THX YC/IOBHAX JIUMHTHPYETCS IIepe-
HOoCcOM 3Heprud B PII M3 ABYX IyJIOB aHTEHHBIX KOM-
IJIEKCOB C XapaKTepHBIMHU BpeMeHaMHu 25 ¥ 120 1ic
COOTBETCTBEHHO. B aHaJIOTUUHBIX YCIOBUAX II€PEHOC
aHepruu B PII ®C1 u3 Synechocystis 6803 IpouUCXOoUT
CyIIeCTBEHHO ObIcTpee: B ~30% KOMILIEKCOB 9HEPIUs
nomnagaeT B PII co BpemMeHeM 3 IIC, YTO BEISHIBAET
obpasoBaHUe IIePBUUYHBIX HOH-PaJUKaJIbHBIX IIap;
B OCTaJIbHOM YacTH KOMILIEKCOB BO30yXzaeHHe PI]
U GOpMHpPOBaHHUE COCTOSHHUS Pro*A1” IIPOUCXOLUT CO
BpeMeHeM 31 1IC.

IIpyu ajbTepHAaTHUBHOM BapHaHTe BO3OYKIeHUS
®C1 u3s C. ohadii B KpacHBI KpaH II0JI0CHI Qy Ha
JUIMHe BOJIHBI 715 HM B 50% KOMILJIEKCOB HabJIIofa-
eTcs pasfie/ieHHe 3aps/i0B C XapaKTepHbIM BpeMeHeM
7 1IC, B OCTaJIBHBEIX 50% KOMILJIEKCOB pasjesieHue 3a-
PAmOB U 06pa3oBaHUE CTAOMJIBHON HOH-paiuKaJIbHON
napel Proo*A1” KOHTPOJIMPYETCS IIEPEHOCOM SHEPTHH C
XapaKTepHBIM BpeMeHeM 0KoJio 70 1c. CxomgHas ¢oTo-
muHamuka ®C1 us Synechocystis 6803 npu Bo306yKze-
HUU Ha [UIMHe BOJIHBI 720 HM omucaHa paHee [19].

CpaBHeHHe KHHETHUKH IlepeHoCa 3HepTHH BO3-
O6yKIeHUs U mepeHoca 3apsaoB B ®C1 U3 MHKpOBO-
mopocyed C. ohadii u Chl. reinhardtii BeMOHCTpPHUpPYeET
HUX 3aMeTHOe CXOACTBO. OfHAKO B KHHeTHUKe Iiepe-
Hoca sHepruu B ®C1l u3 C. ohadii umerorca 6ojiee
MeJ|JIeHHble KOMIIOHEHTHI, BepOsITHO, 00YCJIOBJIEH-
Hble pasjiMuyueM B CTPYKType 3TUX KOMILJIEKCOB.
B mesioM, IlOJlydeHHBble JaHHble CBUJETEJbCTBYIOT,
YTO peakIy paszeneHuda 3apsanoB B ®Cl Bcex aHa-
JIU3UPYEMBIX OPraHU3MOB IIpU BO36yXaeHUH CCA
JUMUTHUPOBAHBl IIEpEHOCOM BO030yXaeHUsa B PII,
IIpK 3TOM CKOpPOCTBL IlepeHOca Hepruud U obpaso-
BaHHe HOH-paJiiKaJIbHOMU Iaphl Pioo*Ai~ 3aMezJis-
eTcs B psAny Synechocystis 6803 — Chl reinhardtii —
— C. ohadii. TIpy HemoCpeICTBEHHOM BO30YKAeHUU
®C1 nuaHobakTepuu Synechocystis 6803 B KpaCHBIHI
Kpa¥ moJsiockl Qy HabJII0arTCcsa CBepXOBICTPhIE IIPO-
I1ecChl pasfiesleHus 3apsifioB B 9KCUTOHHO-COIIPSDKeH-
HOU cucteMe KodakTopoB PII. CpaBHeHHe PCl H3
qUaHOOaKTepUd M 3eJIeHBIX BOJOPOCJIeN II0Ka3bl-
BaeT, YTO pasMep aHTeHHBI CYIeCTBEHHO OTpaHU-
4uBaeT CKOPOCTh 00pa3soBaHUS HOH-PaJUKaIbHOMN
napsl. HecMOTps Ha CXOAHBIN 06IITUN pasMep U 6Jus3-
Kyl CTpykTypy ®Cl us C. ohadii u Chl reinhardtii,
CCA wu3 C. ohadii BKJHOYaeT IJUHHOBOJHOBYIO
¢paknuioo XJI a, IepeHOC 3Hepruu BO30YKIeHUS
0T KOTOpOo# B PIl MpPOMCXOAUT BO BpeMeHHOM [Ha-
masoHe 150 1Ic.
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Bxiax aBTOopoB. /[.A. UepermaHOB — aHaIH3 pe-
3yJIbTaTOB CIIeKTPaJbHBIX H3MepeHUH, HallhucaHue
TekcTa; M.C. ®ameeBa — BBIpalllMBaHUE KYJIbTYPBI
Ka1eToK C. ohadii, BbIieJieHHe K3 HUX KOMILIEK-
coB ®C1; A.A.IleTpoBa — XapakTepusallusd IIpelia-
paroB ®C1; ®.E. TocTeB, 1.B. [llestaeB — IIpoBeJleHUE
beMTOCeKYHIHBIX H3MepeHUN; B.A. HaATo4eHKO —
KoHIenius pa6oTsi; A.FO. CeMeHOB - HaIluca-
HHe U peJaKTHUpPOBAaHHEe TeKCTa, PYKOBOZCTBO pa-
60TOMH.

duHaHCcUpoBaHHe. PaboTa BBHINOJHEHA IIpU
nopmepxke Poccuiickoro HayyHoro ¢oHfa (rpaHT
Ne 21-74-10085).
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BiaarogapHocTu. B paboTe HCIIOJIH30BaHO 060-
pynoBaHue (pemMToceKyHIHAs yCTaHOBKa) IleHTpa
KOJUIEKTUBHOTO IHosib3oBaHug PUI Xd PAH «AHaIu3
XUMUUYECKUX, 6MOJIOTUYEeCKUX CHUCTeM U IIPUPOAHBIX
MaTepHuasoB: MacC-ClleKTpaJbHass MHKPOCKOIIUS U
bemMTOCeKyHAHAs JasepHass MUKPOCKOIIH-CIIEKTPO-
ckomusi» (per. HoMep: 506694).

KoH}IUKT HHTepecoB. ABTOPEI 3agIBJISIOT 06 OT-
CYTCTBUU KOHGQJIMKTa MHTEPECOB.

CoG1r0eHue 3ITHYeCKUX HOpM. HacTrodias cra-
Ths He COJleP>XKUT OIHCAaHUS KaKHUX-JIHMO0 HCCIefoBa-
HHUU C y4acTueM JII0Zefl MU KUBOTHBIX B KauecTBe
00BbEKTOB.
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Primary excitation energy transfer and charge separation reactions in photosystem I (PSI) from the
extremophile desert green alga Chlorella ohadii, grown in low light, were studied using broadband
femtosecond pump-probe spectroscopy in the spectral range from 400 to 850 nm and in the time
range of 50 fs-500 ps. Photochemical reactions were induced by the excitation into the blue and red
edges of the chlorophyll Qy absorption band, and compared with similar processes in PSI from the
cyanobacterium Synechocystis sp. PCC 6803. When PSI from C. ohadii was excited at a wavelength
of 660 nm, the processes of energy redistribution in the light-harvesting antenna of the complex were
observed in a time interval of up to 25 ps, while the formation of a stable ion-radical pair Poo*Ai~
was Kkinetically heterogeneous with characteristic times of 25 and 120 ps. With an alternative variant
of excitation into the red edge of the Qy band at a wavelength of 715 nm, in half of the complex-
es, primary charge separation reactions were observed in the time range of 7 ps. In the rest of the
complexes, the formation of the ion-radical pair Pro"Ai~ was limited by energy transfer and occurred
with a characteristic time of 70 ps. Similar photochemical reactions in PSI from Synechocystis 6803
were significantly faster: upon excitation at a wavelength of 680 nm, in ~30% of the complexes, the
formation of primary ion-radical pairs occurred with a time of 3 ps. Upon excitation at 720 nm, Kki-
netically unresolvable ultrafast primary charge separation was observed in half of the complexes, and
the subsequent formation of a Po*A:~ ion-radical pair was observed at 25 ps. The photodynamics of
PSI from C. ohadii had a noticeable similarity with the processes of excitation energy transfer and
charge separation in PSI from the microalga Chlamydomonas reinhardtii; however, in the PSI from
C. ohadii slower components in the energy transfer dynamics were also observed.

Keywords: green alga Chlorella ohadii, femtosecond laser spectroscopy, primary photochemical reac-
tions, excitonic dynamics, charge separation
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