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I. BBEAEHUE

DoToCHHTE3 — MPOIIECC CO3MaHMUST OPTAaHNUECKOTO BEIlleCTBa U3 HeOp-
FaHUYECKOTO OIpeesaeT Cein(MUKY 3eJeHbIX pacTeHuil. OH sIBIsIeTCSsI
HayvaJIbHBIM 3BEHOM CJIOKHOM M pa3BETBJICHHOM MOCJIEA0BATEIbHOCTU
peakunii MeTaboam3Ma, obecTrieunBaIneil B KOHEYHOM UTOTE POCT U
pa3BUTHE PACTEHUSI B COOTBETCTBUY C TEHETUUECKOI TTporpammoit. Poto-
CUHTE3 SBIIIETCSI ITPOLIECCOM ITPe0Opa3oBaHUsI CBETOBOM SHEPIMH COTHIIA
B XMMUWYECKYIO DHEPIrUI0 TKaHEW (POTOCUHTE3UPYIOIINX OPraHU3MOB.
HcTouHMKOM yriiepoaa Ijis IOCTPOEHMSI MOJIEKYJT OPTaHUYECKUX COEAM -
HEHUM CIIYKUT yriiekuciaoTa atMocdepnl. CymMmMapHoe ypaBHeHUE (OTO-
CUHTE3a He TaeT HUKAKOTO MPEICTABJICHUS O XUMU3ME U TTIPOMEXKYTOYHBIX
MpoIyKTax peakuu. Bech nmpoliecc poTOCHMHTE3a MOXKET OBITh pa3nesicH
Ha JBe cTaguu. B mepBuyHOI (CBETOBOI) 3HEPI U MOIJIOIIEHHBIX KBAHTOB
CBETA UCIIOJIB3YETCSI IJIsT pa3phiBa XUMUYECKUX CBSI3EI BOCCTAHOBUTE]IS,
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B cJlyyae BBICIIMX pacTeHUii /isi (DOTOIM3a BOMAbI, 4 YaCTh SHEPrUuu, B
KOHEYHOM cUeTe, 3aI1acacTcsl B HOBBIX XUMWIECKHX CBA3sIX. B mocemyro-
e (TeMHOBOM) cTaanuK (hOTOCMHTE3a 3araceHHasl SHEPTUsl UCTOJIb3Y-
eTCsl /ISl BOCCTAHOBJIEHUS! YTJIEKMCIIOTHI 10 CaXapoB B BOCCTAHOBUTE/b-
HOM TeHTo30(ochaTHOM LIUKIIE.

IMepBuunbie mpoieccsl porocuaTesa (ITIPD) BKIIOIAIOT HECKOJTBKO
3TaroB: MOIJIOLIEHUE CBETA XJIOPODUIIOM, MUTPALIMIO SHEPTUH TTOTJIO-
IIEHHBIX KBAaHTOB K peakimoHHbIM LeHTpaMm(PLl) dotocucrem, ¢oro-
XMMMYECKOe paslieJIeHUE 3apsiIoB, MPOLIECCHI TIEPEHOCA DJIEKTPOHOB I10
(OTOCUHTETUYECKON LIeTTH, COTIPSIKEHHBbIE C 3aracaHeM SHEPTUU B BUJIE
XUMMYECKUX CBSI3el KOHEUHOTO BOCCTAHOBJIEHHOTO MTPOIlyKTa —BOCCTa-
HosieHHoro NADP, a takxxe ATP. Bech komruteke TTI1®D moaHOCTBIO
OCYIIECTBJISIETCSI BO BHYTPEHHUX MeMOpaHax XxpoMaTohopoB (y 6akTepHuii)
WJIK XJIOPOILIACcTOB (Y BBICIIMX PaCTeHUI U BOAOPOCIIEii), copepKallux
Bech xaopodwmun Kiuetku. st 3ppeKTUBHOTO MOMIOIIEHUSI SHEPTUN
KBaHTOB CBETa MOJIEKYJIbI XJIOpO(dUIIa CrPyNIUPOBAHbI MO HECKOJIbKO
COTEH U CBSI3aHbI C MOJIEKYJIaMU MEMOPaHHBIX O€JIKOB, 00pa3sys crieluaib-
HbIE «aHTEHHbIE» KOMILJIEKChI. B3aumoneiicTBys ¢ OeaKaMu, XJ10poduit
M3MEHSIET CBOM ONTUYECKKE CBOMCTBA, TAKMM 00pa30M B KaXK/IOM «aHTEH-
HOM» KOMILJIEKCE CYIIECTBYIOT pa3Hble (pOpMbI XJIOpohUILIa, CIIEKTpab-
HbI€ CBOMCTBAa KOTOPBIX CYIIIECTBEHHO OTJIMYAIOTCSI OT XJopodusia B
pactBope. CylllecTBOBaHHUE pa3HbIX (hOPM, MEPEKPHIBAIOIIUX CIEKTPbI
MOJIOIIEHUSI IPYT Ipyra, o0ecreunBaroT 3(DhEeKTUBHYIO MUTPALIMIO SHEP-
MU NOTJIOIIEHHBIX KBaHTOB cBeTa K PLI. [Tepenaua sHepruu ocyiecTsisi-
eTcsl CoMIacHO (DU3UYECKUM 3aKOHAM OT KOPOTKOBOJIHOBBIX (hOPM TTUT-
MEHTOB K 0oJiee JIMHHOBOJIHOBBIM, TTO3TOMY aHTEHHBI KOMILIEKC
SIBJISIETCS KaK ObI «BOPOHKOI», o0ecTeunBaooleit 3(ppeKTUBHYIO IIepe-
Jlayy 3HEePryu, MOTJOIIEHHOM JII000H MOJIEKYJION MUIMEHTa, Ha CTIeLU-
aJIbHbIE MOJIEKYIIBI XJIopoduiuia, aeistromnecs PL[ ¢poTtocucrem, KaxkabIit
U3 KOTOPBIX (PYHKIMOHATBLHO TECHO CBSI3aH C JOHOPOM M aKIIENTOPOM
9JIeKTpOHOB. Bo30ykneHHbI# a5iekTpoH PLI epenaetcst akiienTopy a1eKT-
poHoB,00pa3ytomuiics B PLI nedbumur smexTpoHa BOCIIOJIHSETCS TIepe-
HOCOM 3JIEKTpOHa OT JoHOpa. TakuM 00pa3oM, S3HEPTUsT BO3OYKIEHHOTO
3JIEKTPOHA HE paccerBaeTcs B BUIIE TeTl1a WK (hIyopecleHIIMU, a UCTIOJb-
3yeTcsl Ha 00pa3oBaHue BOCCTAHOBUTEJISI. Y BBICILIMX PACTEHU I CBET BO3-
oyxmaet nBe poTtocructembl (DC), Tokann3oBaHHBIE B MeMOpaHe Tak, 4TO
nmoHopHast ctopoHa @C HaXoAUTCS y BHYTpEeHHEH ITOBEPXHOCTH MEMOpAaHHI,
a aKklenTopHas — y HapyKHoi. TakuM oOpa3om, SHEpTUsl KBaHTa, BO3-
Oy>k/ast >JIEKTPOHBI B MOJIEKYJ1aX XJI0poduiLia, 3armyckaeT 3JIeKTPOHHBII
TpaHCHOPT Yepes3 LeMb MepeHOCUMKOB (POTOCUHTETHYECKOU 1ienu. B
KOHEYHOM HUTOTe MOTOK 3JIEKTPOHOB BoccTaHaBiuBaeT NADP* no
NADPH. McTOUHUKOM 3JIEKTPOHOB B 3THUX PEAKIIUSIX CAYXKUT Y BHICILIUX
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pacTeHU U BOJOPOCIIe OKHCIEHUE BOJIbI, COMTPOBOXAAIOLIEECS BblIeIe-
HUEM MOJIEKYJISIpHOTO Kucjaopoaa. OcBobdoxkaaroiasicsi mpu repeHoce
3JIEKTPOHOB 9HEPTUSI UCTIOJb3YETCS JJIs1 TPAHCIOKALIMKY MPOTOHOB Uepe3
MeMOpaHy, BOZHUKAaIOIIasl B pe3yjibraTe pa3HOCTb JIeKTPOXUMUUYECKUX
noreHuuanoB 3anyckaeT cuHTe3 ATP B peakiusix pochopunnpoBaHus.

Cy1iecTBeHHbIe yCIiexu, J0CTUTHYTbIe MUPOBOI HayKO¥ 3a IOCIeTHHE
TOJIbl, CBSI3aHHbBIE C U3yYEHUEM MOJIEKYJISIPHBIX MEXaHU3MOB ITEPBUYHBIX
MPOLIECCOB, TTOKA3aJI1, UYTO 3TO CJI0XKHAs (0COOBIM 0OpPa30M OpraHM30BaH-
Hasl) IMHaMU4YecKasi CucTeMa, KoTopasl 10JI)KHa UMETh COOTBETCTBYIOIIINE
MEXaHU3Mbl PEryJsiliui Ha pa3HbIX YPOBHSIX, YTOObI MOACTPOUTHCS K
MeTaboJIM3MY 11eJIOr0 PACTEHMSI, TOCTOSIHHO UCTIBIThIBAIOLLIEMY BIMSIHUE
U3MEHAIOLIEKCI BHELIHEN CpEIbl.

II. OBIIAA XAPAKTEPUCTHUKA DT ®OTOCUHTE3A
BbICIHINX PACTEHUU N BOAOPOCJ/IEN

Bcs coBokymHocTh TTT1® ocymecTBisiercs 3a c4eT GYHKIIMOHUPO-
BaHUS BCETO MATU TUITOB OEJIKOBBIX ¥ ITUTMEHT-0EIKOBBIX KOMIUIEKCOB
(ITBK), BcTpoeHHBIX B MeMOpaHy Tuiaakouaa. DTL horocuHTe3a BKIIO-
yaet Tpu [IBK (®C 2, ®C 1 u uuroxpomHblii b, /f~kommuiekc). Bzanmo-
JIeMCTBHE MEXIY HUMU OCYIIIECTBIISIETCS C TIOMOIIBIO ITOABVKHBIX ITepe-
HOCYMKOB (TUTACTOXWHOHBI, TacTormanH 1 d). CBeTocoOMparommit
Y COTIPATAOIIMI MAKPOMOJTEKYJISIPHBIE KOMILTEKCHI 3JIEKTPOHTPAHCIIOPT-
HbIMU (DYHKUMSIMU He 00JiagatoT. PaboThl mocienHux JeT MO3BOIUIN
YCTaHOBUTH CTPYKTYPY MaKPOMOJIEKYJISIPHBIX KOMIUIEKCOB, OTIPEICINTh
MTOCJIeIOBATEIBHOCTD MIEPBUYHBIX JOHOPOB U aKIIEIITOPOB 3JIEKTPOHOB,
JIOKAJTM30BAaHHBIX Ha X OEJTIKOBBIX CyObenuHMIAX [32, 61, 33].

[laBHAsT 0COOEHHOCTD CAMBIX HAYAJIBHBIX CTAIIA — BEICOKASI CKOPOCTh
repeHoca 3JIeKTPOHOB, HeoOxoaAuMast 1151 obecrnedeHust 3(hhHeKTUBHOTO
TIEPBUYIHOTO pasesieHUs 3apsioB. MI3BeCTHO, YTO KBAHTOBBIN BBIXOI
WCTIOJIb30BaHUSI SHEPTUU 3JIEKTPOHHOTO Bo30yxaeHUs B PLI 6m30K K
100%. HavanbHBIN aKT pa3mefieHus 3apsaaoB B PeakKIIMOHHOM IIEHTpe
3aBepllaeTcs 32 HECKOJbKO MUKOCEKYHI. OUeBUIHO, UTO MOCIeayI0II1e
MPOLIECCHI BJIEKTPOHHOTO TPAaHCIOPTa MHOTO MeJUIEHHEe, OTCI0/1a SICHO,
YTO JIOJKHBI CYIIIECTBOBATh HEKME MOJIEKYJISIPHBIE MEXaHU3MBI, KOTOPBIE
ITO3BOJISTIOT 0OECITEYNTh B3aUMOICCTBIE OBICTPBIX HAYAJIBHBIX CTAIUI
(oTocuHTE3a ¢ Gosiee MeIIEHHBIMA OMOXUMUUYECKUMU PEaKIINIMU,
COXpaHss MIPU 3TOM BBICOKYIO 3¢ (GEKTUBHOCTb M HAIIPaBICHHOCTH
npotiecca. JlIokanuzanysi HECKOJIbKUX MOCJIeA0BATeIbHBIX TIEPEHOCUYNKOB
B TIpe/ie/iaX OHOr0 MaKPOMOJIEKYJISIPHOTO KOMILIEKCa (Ha PacCTOSIHUM
5—10 A) oGiieryaeT TyHHEJIMPOBAHUE BJIEKTPOHA, KOTOPOE SBIISIETCS
OCHOBHBIM Me€XaHMU3MOM IepeHoca 3;1eKTpoHoB B DTL ¢poTrocuuTesa.
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Ele omHa TpyIHOCTD B COMPSDKEHUN Pa3HBIX PeaKIIMi, COCTABIISIO-
mux eauHyto ITL porocuHTe3a CBSI3aHa C TeM, UTO pa3eieHue 3apsiioB
B PeakIIMOHHOM IIEHTpE TPOIIECC OTHOAIEKTPOHHBIN, B TO BpeMsl KaK
3HauMTebHas yacThb nepeHocunkoB DT nByxanekTpoHHbIe. JloHOpOM
571eKTpoHOB B D C 2 IBJIsIeTCS CUCTEMa pasjIosKeHUS BOIBI, BBIICIISTIONIAs
KHCJIOPO/J, B UeThIPEX3JIEeKTPOHHOM TTpoliecce. DTO yKa3blBaeT Ha HEOOXO-
JIUMOCTD CYIIIECTBOBAHMS MEXaHNU3MOB, OCYIIIECTBIISTIONINX COTTPSTKEHIE
MocJIe0BaTEbHbBIX MPOLIECCOB 3JIEKTPOHHOTO TPAHCIIOPTA.

Opranusatus DT B MemOpaHe TUIakouaa IpeicTaBieHa Ha puc. 1.
Paznenenmue 3apssmoB B PLL @C 2 u @C | mHAYIHUPYET TPAHCTIOPT SJIEKT-
ponoB no DTL. B ®C 2 cucreMa NnepBUYHBIX aKLIENTOPOB 3JIEKTPOHA
(peopuTHH U CBA3aHHbBIE XMHOHBI Q, 1 Q) IOKaIM30BaHa Ha GENKOBBIX
cyobenuuuiiax camoro ITBK. TTonoxuTenbHbli 3apsia, oOpa3yoluics
TTOCITe pa3IeIeHNs 3apsI0B B peaKIIMOHHOM IIEHTPE Y BHYTPEHHE! TTOBEPX -
HOCTY MeMOpPaHbI, KOMIICHCUPYETCS JIEKTPOHOM, TTOCTYTIAFOIIINM M3 CUC-
TeMBI pa3toxkeHus Boabl. @yHkimoHansHo [TBK DC 2 pencrasiiseT coboi
H,O-muacroxuHOH-0KCcHa0penyKTasy. KonmyecTso cBOOOIHOTO MIacTo-
XMHOHA, 00pa3yIoIIEero IyJT, IPUMEPHO Ha IOPSIOK ITPEBhIIIAeT KOJTMUYECTBO
PeaKIIMOHHBIX LIEHTPOB. J1JIsT TTOJTHOTO BOCCTAaHOBJICHUST MOJIEKYJTBI KpOME
JBYX 3JIEKTPOHOB, MOJIy4aeMBbIX OT Q, TJIACTOXMHOH PACXOMYET TAKXKE 1BA
NPOTOHA U3 HAPYXHOM BOIHOM (ha3bl. SBIAACH MOIBMKHBIM MEPEHOC-
YUKOM, OH BHITIONTHSAET PyHKIMN DC 2 — [IUTOXPOM f~OKCHIOPEAYKTA3bI
1 obecrieurBaeT 3IeKTPOHHBIHN TpaHcopT Mexkay PC 2 ¥ IUTOXPOMHBIM
b,/f~xomriekcoM. Ha yeThipex 6eJIKOBBIX CyObeIMHULIAX 3TOTO KOMILIEKCA
CBSA3aHbl OJIMH IeM LIUTOXpOMa f M [IBa reMa LIMTOXpoma b, (C pa3HbIM
peIoKC-IOTeHIINAIOM), XKeJle30-cepHbIil O0eslok Pucke. OgHako He Bce
5TU MePEHOCYNKH SIBJISAIOTCS y9acTHUKaMu JuHeitHoi DTL, xots Bech
KOMITJIEKC BBITTOTHSET TJIaCTOXMHOH-TUIACTOLIMAHWH-OKCUIOPETyKTa3-
Hy10 (yHKINIO. JIBaXKIbI BOCCTAHOBJICHHBIN U IIPOTOHNPOBAHHEBIN TJ1ac-
TOXWHOH CaauTCA Ha CHEIUANbHBINA CaliT Ha OeliKe, JJOKATM30BaHHBIN
BOJIM3M BHYTPEHHE TOBEPXHOCTH MEMOpAHBI, iepeIaeT OIUH U3 DJIEKT-
POHOB 3KeJle30-cepHOMY IIeHTpy Prcke, a BTOpoit Ha reM HM3KOITOTEeH-
LMAJIbHOTO LUTOXPOMA b, TIpy 5TOM 002 TPOTOHA BBIIEAIOTCS BO BHYTPU -
TUJIAKOUJHOE BOJHOE MPOCTPAHCTBO. LINTOXpOM f BoccTaHaBIMBAET
IJIACTOIIMAHWH, KOTOPBIN, TAKKE SIBJISISICH TTOIBYKHBIM ITEPEHOCUYNKOM
BHYTPH BOIHOM (ha3bl TMIIAKOMIA, TTOAXOIUT K IIMTOXPOMHOMY KOMITIIEKCY
y €r0 BHYTpEHHE! MOBEPXHOCTHU M BKJIOYAETCS B JIMHEHHBINA MMOTOK
3JIEKTPOHOB. BTOPOI1 3JIeKTPOH, BOCCTAHOBHUBIINIA HU3KOIIOTEHIINATb-
HBIIA TeM b, IEPEHOCUTCS Ha BEICOKOIIOTEHUMAILHBII TeM b, M NCIIOIb-
3yeTcsl BHyTPY KOMIDIEKCa B IIMKITe BOCCTAHOBJICHUST MOJIEKYJIBI OKMCIICH-
HOTO TUTACTOXWHOHA, KOTOPBIN CaIUTCS Ha IIUTOXPOMHBIN KOMITIIEKC B
CITELIMAJTbHOM MECTE TIOCAIKI Y Hapy>KHOM ITOBepXHOCTH MeMOpaHbI. [1pn



229

Pezynsyus nepeutHsIX RPOUECccos Homocunmesa

*[19] MOMIrddLd HOHITIONID HRERNOLI XKMRL 19€Rd |V IreHeN UI9HHOLOdII g doHOoL0dIT
o0oHadaI BIIHHRAQWOWOHRA] “(MWeMIrddLd OHBERMOL) J(TVN O 19704 10 ] L€ O BOLBOOHAdN I9HOA LI G *(Xp] ) HUoMoraddad n
(Dd) HuHeuIoLdRI ‘(Od) HOHUXOLIRI :MNUhOOHIAIN JITHXULIOL IXMEL B ‘(4LOBh BENOOhULULRLEN — ' D) ‘9LoBh BBHHRAQWOW
—09D) eeRIHUO-J IV U (/f/7q 14)) 9MrIwod MIIHWOAXOLUIT ‘(I] Sd) 7 DD (1 Sd) 1 Dd :BINULINON XITHHBAQWIW XITHABIAY
-oIrowodew odI9Loh I9HRERNO] | “(AEMHO BRHIIBHOWOIL) BBHHOALAHE AXdog0 19HRAQWOW BHOAOLY (BBHIIBWOdL)) BBHIIOHY

"BIUONRIUL OHRAQWOW g BEALHMO0L0(] Ul BeHLdOOHRAIHOAINAIEG | "oud

uawm’|

A\ o\
Bz @+t om




230 A.b.Pybun, T.E.Kpendeaesa

TIepBOM 00OpOTE IIMKJIA TIIIACTOXMHOH BOCCTAHABIMBAETCST IO CEMUXH-
HOHa, ITpYU BTOPOM 00pa3yeTcsl MOJHOCTbIO BOCCTAHOBJIEHHAS! MOJIEKYJla
IJTACTOXMHOJIA, TIPW 3TOM PACcXOIyeTCsI TAKIKE IBa IPOTOHA M3 HAPYKHOI
BoJHOI ha3bl. Takum oOpazom Ha 3ToM yuyacTke DTLI mocnenosarenbHOe
BOCTaHOBJICHUE IBYX MOJICKYJI TUTACTOIIMAHMHA B JIMHEIHOM LIETTN 3JIEKT-
POHHOTO TpaHCIIOpPTa COMPOBOXIACTCS TTEPEHOCOM YeThIPeX ITPOTOHOB
U3 CTPOMBI XJIOPOILJIACTOB B JIIOMEH.

ImacTonmanuH, ocyiecTBIIONIH GyHKINY IuToXpoM f~PC 1-ok-
CHIOPEAYKTa3bl — HeOOIBIION THAPOMOOHBII MeIbCOMePXKAaIIHil 6ETOK
(10,5x/Ia) — OMHORJIEKTPOHHBII ITIEPEHOCUMK, €T0 3JICKTPOHTPAHCIIOPT-
HbIE CBOMCTBA CBSA3aHBI CO CITIOCOOHOCTBIO MEIN U3MEHSTH BaJICHTHOCTb.
BzaumoneiicTeue rmiacroiumanuia u [1700 (cM. HUXXe) OCYILEeCTBIISIETCS
B KOMILIeKce, 00pa3yeMoM 3a CUeT 3J1eKTpocTaTuueckux cui. OmHaKo CBsI-
3aHHBI IJIACTOLIMAHWH HAXOAUTCS B PABHOBECUHU CO CBOOOIHBIM ITYJIOM,
T.K. Ha KaX bl peakimmoHHBIH IeHTp P C 1 B XxJtoporiacTax IpUXOIUTCS
4-5 MaKpOMOJIeKYJI TIaCTOLMAHNHA. Pasmep ryio0Oysibl olleHEH Kak
40x32x28 A. MeTomaMu UMMYHOXUMMY U U3Y4EHUEM «BBIBEPHYTHIX THJIA-
KOUIOB» YE€TKO ITOKA3aHO, YTO OH PACIIOJIOKEH BHYTPH THJIAKOWUIA Y
BHYTpeHHE! MoBepXHOCTH MeMOpaHbl. [Ipenmonaraercss, 4To 6eJI0K
MoXeT TUDGYHINPOBATH B BOMHOM BHYTPUTHIIAKOMIHOM ITPOCTPAHCTBE
1 Jaxe TepeceKaTh pacCTOSHHME MEXIY TapauieIbHBIMUA CTOPOHAMU
tuinakouaa. OgHako in vivo nuddy3us TOJKHA IPOUCXOIUTb BHYTPU
VILTOIIEHHOTO THJIAKOMIHOTO My3bIPbKa, TIIe K TOMY K€ BEJIMKO OTHOIIIE-
HME TIOBEPXHOCTHU K 00BbEMY, UTO 3HAYNTEIIHEHO YBETMINBACT MEKMOJIEKY -
JIIpHBIE B3aUMOACHCTBUS Ha TTIOBEPXHOCTH, YMEHbIIIAET MTOABMKHOCTh
BOZIBI I YBEJIMIMBAET BSI3KOCTh BHYTpeHHel (asbl. [ToaToMy nBmkeHMe
OTHOCUTEJIBHO KPYITHOM MOJIEKYJIBI, pa3Mephbl KOTOPOil COITOCTaBUMBI C
TOJIIIMHON BHYTPUTWIAKOMIHOTO ITPOCTPAHCTBA, TOJIKHO OBITH 3aTPY/I-
HeHo. TakuM 06pa3oM, B BOITPOCE 0 MeXaHM3MaX B3aMMOICMCTBUS TIJIaC-
TOLIMaHWHA He BCe SICHO, OMHAKO M3BECTHO, YTO ITyJI TJIaCTOIIMaHWHA
ITOYTH BCETa MOJTHOCTHIO OKUCIIEH, 3HAYUT CKOPOCTh eT0 Audhy3un He
SIBJIsSIETCST (PAKTOPOM, OTPAaHUIUBAIOIINM JTMHEHHBII (hPOTOCMHTETIECKIIA
ITOTOK 3JIEKTPOHOB.

[NepBUYHBIM TOHOPOM 3JIEKTPOHOB B peaklMoHHOM IieHTpe DPC 1
siBJIsIeTCs ocodast popma xitopoduiuia a (I1700), tokanm3oBaHHasI Ha AUMeEpe
OeJKa TIIaBHOM CyOBeIMHUIIBI KOMITIIEKCa Y BHYTPEHHEH TTOBEPXHOCTH
MeMmOpaHbl. [Tpy oKucaInTeIbHO-BOCCTAHOBUTEILHOM TUTpoBaHuM [1700
MPOSIBJISIET CBOKMCTBA OJTHORJIEKTPOHHOTO MEPEHOCUMKA CO CPeTHETOUEY -
HBIM MOTEHITaJI0M oKoJio 460 MB. Jlokaam30BaHHBIM Ha TOM K¢ TUMEpe
nepBUYHBIA akuenTop 21ekTpoHoB B PC 1 (A ) npencrasiasger codoit
COEIMHEHNE XJIOPUHOBOM MPUPOJBI, CIEAYIOUIMIA IEPEHOCUHK (A),
ABJIAETCS (PUIUTOXMHOHOM, TIOCTIENYIOIIHE 32 A aKLENTOPbI — KEJIE30-
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cepHble 6enku. neHTnduurpoBaHo 10 KpaiiHeit Mepe TpH XKeJle30-Cep-
HBIX OeJIKa, MPUHUMAIOIINX yIacThe B TIepeHOCe BJIEKTPOHOB C aKIIeI-
TopHO#1 cTopoHbl PLL @C 1. A BocCTaHABIMBAET KEJIE30-CEPHBII LIEHTD
F, , ToKain30BaHHBIA y BHYTPEHHE IOBEPXHOCTH TOTO Xe Oenka. lanee
3JICKTPOH TIEPEHOCUTCS Ha 3KeJle30-CepHble LIEHTPH A 1 B, Jokanmzo-
BaHHBIE Ha ogHO# M3 MUHOPHBIX cyobenuuun (PsaC) INBK ®C 1.
Paccrosinue mexy I1700 u STUMM XEJI€30-CePHBIMM LIEHTPAMU COOTBET-
CTByeT ToJrHEe MeMOpaHsbl (40 A), Tak 4TO MEPEHOC 3JIEKTPOHA 31€eCh
HOCHT TpaHCMeMOpaHHBI XapakTep. Bompoc o criocobe BKITIOYeHMST UX
B OTLI ocTaercs nmpenMeToM qUCKyccuii. B cooTBeTCTBMY ¢ BeTMUMHAMU
penokc-noteHumanos (-550 u -590 mB) ueHTpbl A 11 B MoryT ObITh TIOCIIE-
JOBATEIbHBIMU TTEPEHOCYMKAMHU 3JIEKTPOHOB | 61]. OQHAKO CYIIECTBYET
1 IpyTast TOYKa 3peHHsI, COTJIAaCHO KOTOPOI B IMHEUBII ITOTOK 3JICKTPOHOB
BKJTIOYAETCS TOJIBKO 3KeJIe30-CepHBIi IeHTp B, 1ieHTp A BKIIIOUaeTcs B
LIMKJIMYECKUIA TTOTOK 3J71eKTpOHOB BoKpyr MC 1 [19].

Cnenyomnm komnoHentoM DTLL 3a @C 1 sgpusieTcss OMHORJIEKT-
poHHbIi nepeHocuuk peppenokeut (Pn) (E -400 MB). D1oT HeGombLION
KUCIBIN, TuapoduiibHbIi 6e0ok (okosiol0 k/la), conepXuT aBa uiun
YeThIpE aTOMa TPEXBAJICHTHOTO 3KeJie3a M YeThIpe aToMa Cephbl B KaUueCTBe
JIUTaHIOB Ha OVH KaTaTUTUIeCKUH 1IeHTp. OueBUIHO, YTO XKeJe30-Ccep-
HBII KJTACTeP, HAXOMSIIHUICS OJM3KO K TTOBEPXHOCTH, UTPAET BasKHEI -
1IYI0 POJIb HE TOJIBKO B 3JIEKTPOHTPAHCIOPTHBIX MpoLieccax, HO 1 B OIpe-
JIEJIEHUH CTPYKTYPBI OeJTKOBOM IT100YITBI. DI — MOABMKHBIN MEPEHOCUNK,
Jierko qudyHIMPYIOLINi B BOTHOM (ha3e Tminakouaa. JIBe Moaenu oobsc-
HsmioT yyactue M B aiieKTpoHHOM TpaHcrmopTe. CorjlacHo nmepBoit
(MoIeITh YeTHOKA) OH BOCCTaHABIMBAETCS Ha aKILIETTOPHOH cTopoHe PC
1 y Hapy>XHOI MOBEPXHOCTU MeMOpaHbl TUJIaKouAa 1 3aTeM TUhhYyHAU -
pyeT 1o BOIHOM (hase BIOIbL MeMOPaHBI K MECTY TTOCAIKU Ha heppeoK-
cH-NADP-penykrazy (PHP), roe oopasyer BpeMeHHO (OYHKIIMOHUPYIO-
Mt KoMmruieke. JIpyrast Mmoaensb npeamosaraet, uto @HP o6pasyet mpou-
HBII KOMITIEKC C JIOKAJIM30BaHHBIMU Y BHEIITHEI TTOBEPXHOCTH THJIAKOMIA
cyobenmuaniiamu @C 1, 5Ti 6eJIK1 pacIToNoXeHbI TaK OJTM3KO APYT K APYTY,
YTO MOTYT OJHOBPEMEHHO IPOYHO CBSI3aTh HEOOJBIIIYIO IO pazMepy
MoJiekyny @ [43].

DeppenokcnH-NADP-penykraza — ciaeayionii KOMIIOHEHT JIMHE-
Hoit DTLI mpexncrapisieT coboit 0esok ¢ M.M. 35— 40 x]la, BKIIroYaroIuit
FAD B kauecTBe nmpocteTuueckoi rpyrnbl. OH MPOYHO CBS3aH C BHEIITHEl
TTOBEPXHOCTBIO TUJIAKOMIHOM MeMOpaHbl BHE 30HBI CTeKIHTA. B Mostekyie
(bepmeHTa CYIIECTBYET KJIACTEP OCHOBHBIX AMIUTHOKUCIOTHBIX OCTATKOB,
KOTOPHIN CIYKUT MECTOM CBSI3bIBaHUS DI, TIpeICTaBIISIONIETO CO0O0it
KHUCJTBI GeJToK. 3a 006pa3oBaHue KoMIuiekca ¢ M 0TBETCTBEHHBI OCTATKU
JIU3WHA, apTUHUHA W KapOoKcmibHasa Tpymma. CyIecTByeT Ha OeiKe
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TakKe JBa crieupuyeckux MecTta cBsa3biBaHust NADP, ogHO 13 Hux ¢
BBICOKUM cpoacTBoM. [lepeHoc aiektpona ot @ Kk NADP nipoucxomur
B komiiekce @u, ®HP, NADP. Boccranosienue NADP — mporecc
JIBYX2JIEKTPOHHEI, a D IBISETCS OMHOZIEKTPOHHBIM ITEPEHOCYNKOM.
OnmHOKpaTHOe cpabaThIBaHVE PEaKIIMOHHOTO [IEHTPA ITPUBOIUT K IIEPEHOCY
OJTHOTO 3JIEKTpOHA B akTUBHOM 1ieHTpe @HP ¢ 06pazoBaHmem mmoryBoc-
CTaHOBJIEHHOM (hopMBI (hjlaBoTIpoTeHA. BuamMo, Ha aKIemTOpHOM
yuactke OC 1 B 11enn MOXET MMETh MECTO KOOTIepAITUs MEXKITY MOJIEKY-
JIaMM PeIyKTa3bl, BKIIOYCHHBIMU B TTapaJljIeIbHBIC TIeTH. JIBe moTyBoC-
CTaHOBJICHHBIX MOJIEKYJIBI (DJTABOTTPOTEMHA TUCMYTHUPYIOT, 00pa3yst OMMH
TTOJTHOCTBIO BOCCTAHOBJICHHBI (hiraBuH: 2D~ «—» OI1+ OI1>-. Bror
JIBYX3JIEKTPOHHBIN TTEPEHOCYMK M BOCCTAHABIMBAET PACTBOPEHHBIN B
crpome xsoporiacta NADP, kotopslit Kpome IByX as1eKTpoHOB o1 @HP
TIPUCOCIUHSET ellle TTIPOTOH U3 CTPOMBI. TaKM 00pa3oM, OMHO3JIEKTPOH-
Hblii nepeHoc B PLL DC 1 conpsiraeTcst ¢ IByX3JIEKTPOHHBIM BOCCTAHOBJIE-
HMEeM KOHEYHOTO aKienTopa 3jekTpoHoB B OT1I dorocunTe3a. Boccra-
HoBjieHHbI NADP 1 cHTe3upOBaHHbBII B COMPSIKEHHOM € (POTOCUHTE-
TUYECKUM BJIEKTPOHHBIM TPAHCHOPTOM I1poiecce (poTodhocdopuainpo-
Banus ATP obecrieunBaioT BoccranoseHre CO, yepes uuki KanbBuHa,
KJIIOUYEeBBIM (DEPMEHTOM KOTOPOTIO SIBJISIETCSI pUOYI030-0uchocdar-
KapOokcmiasa (Pyoucko), nokanm3oBaHHas B CTpOMe Kak 1 Apyrue gep-
MEHTBI BOCCTAaHOBUTEILHOTO LIMKJIa. Takum odpazom, DTL horocuHTe3a
obecrieunBaeT 0Opa30BaHMEe KOHEYHOTO TTPOIYKTA M SIBJISIETCS YaCThIO
eIMHOro MexaHmsma TpaHcopMaunu sHeprun. OueBugHo, yTo DTLI
(oTocrHTE3a He COOTBETCTBYET KaKOM-TM00 eMMHOM CTAOMIBHOM CTPYK-
Type B MeMOpaHe Tritakouaa. CUTyalust yeyryoJsieTcs JIaTepaibHOM rete-
TEPOTreHHOCTHIO MeMOpPaHBI: MAKPOMOJIEKYJISIPHBIE KOMITIEKCHI, COCTaB-
JISTIONIVE eAWHBIN MEXaHU3M TpaHC(hOpPMaLIMU SHEPTUH, HEpaBHOMEPHO
pacnpenenensl B MeMmopane Tuiaakouaa. Tak CCK u [TBK dC 2 nokanu-
30BaHBI NIABHBIM 00pa3oM B 30He crekrHTa rpaH, [IBK dC 1 1 conpsraro-
W KOMIUIEKC HaXOIATCs B JTaMeJIIaX CTPOMBI, MApTMHAIBHBIX U TOPIIO-
BBIX YaCTSIX TpaH, a IIUTOXPOMHBIN KOMIUIEKC paBHOMEPHO pacIipeiesicH
110 Bceit MeMOpaHe. Best MeMOpaHa 1ieIMKoM IIpeACTaBIIsieT COO0I eAMHbBIIN
MeXaHU3M, 3((PEKTHBHOCTH PAOOTHI KOTOPOTO 3aBUCUT OT B3aUMOICHCTBUS
BXOJSIINX B HETO MaKPOMOJIEKYJISIPHBIX KOMIUIEKCOB, OEJIKOB-TIepeHOC-
YUKOB 3JICKTPOHOB, MOJIEKYJISIPHOTO OKPYKEHUS X B MeMOpaHe, 4To 1
JTOJIKHO JIEXKATh B OCHOBE MEXaHU3MOB PETYJISIINN (POTOCHHTE3a B 3Me-
HSTIOIIMXCS YCJIOBUSIX cpenbl [32].

IMon peryasimumeir MOXHO TTOHMMATh HaIIPaBICHHYIO TIEPECTPOUKY
CJIOXKHOM CHCTEMBI C COXpaHEHHWEM ¢ MHTErpalbHOM IIEJTIOCTHOCTH C
1IeJTBbI0 06eCTIeYeHIST OTTTUMATEHOTO (DYHKITMOHWPOBAHWS TTPU N3MEHEHUT
BHEITHUX W BHYTPEHHUX YCIOBUI. MeXaHU3MBbI PETYJISIIUN YCIOBHO
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MOXKHO pa3iejuTh Ha «MeJUIEHHbIe» U «ObICTpblie». B (pusmonoruu doro-
CHUHTE3a «MeJJIEHHbIe» TTPEANoJiaratoT NepecTpoiKy U UBMEHEHUE CTPYK-
TYpPBbI XJIOPOTLIACTa U €70 KOMITOHEHTOB. VX IelicTBUE CBSI3aHO C BKIIIOUE-
HUEM FeHEeTMYECKOro arfrapara U CUHTE30M HOBBIX O€JIKOB, IJisl yero
TpedyeTcs orpeae/IeHHOE BpeMsT (MUHYTHI, 4achl ). DT MPOLIECCHI 3aBUCST
OT pabOoThI PEryIsITOPHBIX OEJIKOB, KOTOPbIe aKTUBUPYIOTCS MO ASHCT-
BUEM cBeTa ((pUTOXPOM, KPUTITOXPOM), a TaKkKe OT (DYHKIIMOHUPOBaHUsI
CHUCTEMbI OMOCUHTE3a XJIOpoduIa. MexaHU3Mbl «ObICTPOI» PETYISILIUU
OTBETCTBEHHbBI 32 JMHAMUUYECKUE U3MEHEHUS B (DyHKIIMOHUPOBAHUU
OTIIEJIbHBIX YYACTKOB (POTOCMHTETUYECKOM LIETIM U C CUHTE30M OeJika He
cBsizaHbl. OHU OCHOBaHbI HAa U3MEHEHUSIX KOHCTAHT B3aMMO/JIEHCTBUSI
MepeHOCYMKOB, HapUMep, BCIEICTBUE U3MEHEHUsI UX KOH(OpMallUu.
Bax#y1o pob B peTyJIsSiLiiK PeI0KC-COCTOSTHUS TTepeHOCUnKOB DT LI
Urpaer IyJi XMHOHOB. 3/1eCh HaXouTCs «y3Koe» MecTo DT — okucaeHue
rjiactoxuHosa. MMeHHO Ha 3TOM 3Tarne 3aMeisieTcsi CKOpOCTh MOTOKa
3JIEKTPOHOB MPU 00pa30BaHUM TpaHCMEMOPaHHOU Pa3HOCTU 3JEKTPO-
XUMMYECKHX MOTEHIIMAIOB, T.€. OCYLIECTBJSIETCS KOHTPOJb CKOPOCTU
JINHEMHOIO TpaHCHOPTa 3JEKTPOHOB CO CTOPOHBI COMPSITAIOILIEro MeXa-
Hu3Ma [20]. OT BocCTaHOBJIEHHOCTH XMHOHOB, B CBOIO OYEpE/Ib, 3aBUCUT
PEIOKC-COCTOSTHHE TIepeHOCUNKOB Iier Mexkmy PC. B HacTosIIIee Bpemst
HauboJiee XOpoIlIo M3yYeH MeXaHU3M OBbICTPOI peryJsiliuy mepeHoca
3JIEKTPOHA 3a CUeT rmepepacripefieieHus SHePTUU BO3OYKIEHUS MEXIY
nByMst DC, ocHOBaHHBIIA HAa 0OpaTUMOM (HOChHOPUITNPOBAHUN OEJTKOB
cBetocobupatoniero komruiekca (CCK) (puc. 2) [42]. JlonoJHUTEIbHbBII
OTpULIATEJIbHBIN 3apsil, MoaydaeMblii OCHOBHBIM TosunentuaoMm CCK
npu mpucoearHeHue hocdaTHOM TPYIIIbI CIIeLMaTbHON KUHA301, BbI3bI-
BaeT ero JaTepaibHYl0 MUTPALIMIO U3 CTBIKOBAaHHBIX 001acTeil MeMOpaHbI
TUJIAKOUA B HECTHIKOBAHHbBIE, UTO TIEPEBOIUT XJIOPOTLIACT U3 COCTOSTHUS
1 B cocTostHUME 2, KOTIa MoBbIIIaeTcs neperoc sHepruu K ®C 1 u yBenm-
YuBaeTCs BKJIa LIMKIMYecKoro pochopunrpoBaHusi. B akTuBupoBaHumn
KHWHAa3bl OTPOMHYI0 POJIb UTPAET PEAOKC-COCTOSIHUE MEPEHOCUMKOB JIEKT-
poHoB. Karanutuueckast 4acTb KMHa3bl JOKAJIM30BaHA B CTPOME XJIOPO-
riacTa, a ee MeMOpaHHas YaCTh CBsI3aHa C IUTOXPOMHBIM KOMILIEKCOM.
KuHaza He akTHBHA, TTOKa ITyJ1 XMHOHOB OoKHMc/ieH. [Tocse mocanaku ABaxKabl
BOCCTaHOBJIEHHOT'O XMHOHA Ha IIUTOXPOMHbII KOMILJIEKC, OH BOCCTaHAB-
JINBAET XeJie30-CepHbIii KOMIUIeKC Pucke v LIUTOXpOM f, BbI3bIBasi OTHO-
BpeMeHHO KOH(hOpMallMOHHbIE U3MEHEHUST B MAKPOMOJIEKYJIE LIMTOXPOM-
HOTo KOMILIeKCca BOJIM3M BHYTPEHHE MOBEpXHOCTH MEMOpaHbI, Iepenaro-
1Mecss Ha MeMOpaHHY10 YyacTb KuHa3bl. U3MeHeHusl ee KoHdopMmauuu
aKTUBUPYeT (hepMEHT, KOTOPBIH (pochopusinpyeT TPEOHUHOBbBIE OCTATKU
Ha 6enkax CCK u @C 2 [74]. U3MeHeHNe aKTUBHOCTH (hocdaTa3bl TaKKe
3aBUCUT OT KOH(OPMAaIIMOHHBIX MEPECTPOEK HAa BHYTPEHHEU MOBepx-
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HOCTHU LIMTOXPOMHOTI'O KOMILJIEKCa, T.K. B JJOMEHE XJIOpOILJlacTa OOHapyXeH
nukinopuinH-nogo0Hblin 0enok TLP 40, obnagamommii cBoiicTBaMu
TIeTITUIVIT-TIPOTIVII Cis-trans-N30Mepasbl M pearupyrolnii Ha KoHhopMa-
LIMOHHBIE U3MEHEHMS IIMTOXPOMHOTO KoMITIeKca. Ha aMrmHOTepMUHAIb-
HOM KOHIIE 6€JIOK MMeeT IIIOIIAIKY, KOTOpast MOKET OBITh MECTOM CBSI3U
C MOTPYKEHHbIM B IoMeH KOH1IoM (hocdaTasbl [50]. [Toka HIMTOXpOMHBII
KOMIUIEKC BOCCTAHOBJIEH, (pocdaTasza «3a010KMPOBaHA», [TOCIIE €r0 OKUC-
JeHus pocdarasza akruBupyercs 1 aedocdoprmpyeT pochopuInpoBaH-
Hble 6es1ku B ToM uncie u CCK. TToTepsiB 1onoHUTEIbHbIM 3apsi 0e10K
tpaHcnoptupyeMoro CCK auddyHaupyet o6paTHO 1 BHOBb aCCOLIMUPY-
ercst ¢ @C 2, yBeIMUMBas €€ CBETOIOMIOLIEHNE (CeUueHME MOMIOIIEHNUS ).
Takum obOpazom mpoucxogut «roactpoiika» DTLI, obecneunBalomias
ONTUMAJIEHOE COOTHOIIIEHUE MKITMYECKOTO M HEIIMKIIMYECKOTO ITOTOKA
snekTpoHoB 1 3amuTy ®C 2 ot porookucienus [43]. [osgsrenne oTpu-
LIaTeJIbHOTO 3apsiaa pu hocdopunpoanuu mounentuaos OC 2 MoxeT
UMETb U IPYTUe NOCTEACTBUSA. TaK OHO MOXET 0CIabIATh CBsA3b Q, ¢ 6e-
KOM, TIPUBOJIA K 1oTepe Q, ¥ TEM CaMbIM ITPEPhIBATh JIMHENUHbII 2JIEKT-
poHHBIN TpaHcnopt (PyouH,Yemepuc, HeonyOIMKOBAaHHbIE JaHHBIE).
Huxe MbI 0000111MM 3HaUYEHME ITPOLIECCOB TAKOT'O POJIA.

BaxxHyto posb B obecriedueHuu apdektrBHOM padoThl DT v nonaep-
SKaHUU ONITUMAJTBHBIX T KaXXI0H KOHKPETHON CUTYyalluH PeIoKC-COC-
TOSTHUI YIaCTHUKOB 3JICKTPOHTPAHCITOPTHBIX ITPOIIECCOB UTPAET TAKKe
u @n. OH ABIISIETCS KITTOYeBBIM KOMIIOHEHTOM aJIbTePHATUBHBIX METab0-

Puc. 2. I3ameHeHue pacnipeiesieHusI MOTIoeHHBIX KBaHTOB Mexxny DC ¢ moMoIibio
MexaHu3Mma ooparumoro pochopunpoBaHus 6eJKOB TUIakouaa [74].

Kartanutuueckas yactb pochokrnHA3bI JOKATIM30BAHA B CTPOME XJIOPOILIACTA, a
MeMOpaHHas YacTh CBA3aHa C IMTOXPOMHBIM KOMILIeKcoM. [Toka mys1 XkHOHOB OKMC-
JIeH, KiHa3a He akTuBHa (A). Caasich HAa IMTOXPOMHBIN KOMILIEKC, IBaXKJ1bl BOCCTa-
HOBJIeHHbI1 xuHOH (QH,) BoccTaHaBIMBaeT Xejie30-cepHbIil KoMmIuieke Pucke
(2Fe-2S) v tutoxpoM f, BbI3bIBast KOH(MOOPMAIIMOHHbBIE U3MEHEHUST B MAKPOMOJIEKYITe
LIMTOXPOMHOT'O KOMILJIEKCA, Mepeaatoniuecs Ha MeMOpaHHYI0 YacTh KuHa3bl. M3me-
HeHue ee KOH(MOopMalluu akKTUBUPYET HEepMEHT, KOTOpbiii (hochopuiupyer Oesku
CCKu ®@C2 (b). JlonomHUTEIbHBIT OTpUIIATEIBHBIN 3apsii, Tioaydaembiii CCK mpu
TpucoenHeHU U (hochaTHOM TPYIIITHI, BHI3BIBAET €T0 JaTepaTbHyto Murpaiuio ot GC
2k OC 1, mossimast ieperoc sHeprun K @C 1 (B). KondopmaimoHHble U3BMEHEHUST
B LIMTOXPOMHOM KOMILJIEKCE BJIMSIOT TAKXKE Ha aKTUBHOCTh (hocdaTasbl uepes LIMKJII0-
bunmH-nono0HbIN 6e10K TLP 40, o6anatoniuii cBoiicTBaMuy MENTUANI-TIPOIUI Cis-
frans-u30Mepasbl U UMEIOLIMI HA AMUHOTEPMUHATIbHOM KOHIIE TJIOLIAKY, KOTOpasi
MOXET ObITb MECTOM CBSI3U C TOTPYXKEHHBIM B IOMEH KOHLIOM (ocdarassl. [Toka
LIUTOXPOMHBIN KOMILUIEKC BOCCTaHOBJIEH, (ocdaTasa «3adbsokupoBaHa» (b u B),
nociie ero okucieHust pocdarasa akrupupyercs (I') u nepochopunupyer pocho-
punupoBaHHbie 6eiku, B ToM yuciie 1 CCK. [TotepsiB 1onosHUTEIbHBIHI 3apsil, 0eJI0K
tpaHcnioptupyemoro CCK muddynnupyer obpaTtHo u BHOBB accoruupyercst ¢ @C
2, yBeIMUMBAsI CEUEHUE TIOTJIONIEHUS ¥ TTIOTOK 3JIeKTpOHOB K D C 2.
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JIMYECKUX MyTei, CBIA3aHHBIX C BOCCTAHOBJICHUEM Pa3HbIX aKIIEIITOPOB
®C 1. On, BoccTaHOBIIEHHBIH B pe3ynbraTte padboTel DT, momumo ®HP,
CIIY>KHT JOHOPOM 3JIEKTPOHOB TSI CYIb(PUTPEAYKTA3bI, (hEPMEHTOB ITyTH
aCCUMMUJISILIMM a30Ta B Xjloporutacte — HUTpuTpeaykTasbl, OTAT, a rakske
MOJIEKYJIIPHOTO KMCIOPOa ¥ THOPETOKCUHPeayKTa3bl. Hammane 601b-
IIOTO YHMCJIa TEPMUHATBHBIX aKIIETTTOPOB OTKPBIBAET JOTIOJTHUTEIIBHBIC
BO3MOXXHOCTH IS PETYIISIIIUT SJIEKTPOHHOTO TTOTOKA U CCTEM aCCUMM -
Jsiumu CO, 1 a30Ta, YTO HEOOXOAMMO [T 00ECTIEYEHMSI TPOLIECCOB CUHTE3a
Oesnka B xyioporuiacte. KpoMe Toro cyiiecTBoBaHUe ajibTepHATUBHBIX
MyTeii cOpoca 3IEKTPOHOB MPETSITCTBYET «ITIEPEBOCCTAHOBIIEHUIO» KOMIIO-
HEHTOB, TTOIICPXKUBAST MX B OTTPEIETICHHOM PEeIOKC-COCTOSTHUM [2].

BoszHmKaeT BOIpoc o «11e1u» peryisiin coctostust DT ¢ moMoIibio
paccMaTprBaeMbIX MEXaHU3MOB, KOTOPBIE, Ha ITepBBIN B3IJISI, HATIpaB-
JIEHBI Ha MOBBIIIeHNE 3(POEKTUBHOCTU WCIIOJIB30BAHUS ITOTJIOIMIEHHOMN
SHEpIrUM cBeTa B xj1oporuiacTe. JeiicTBuTebHO, 3(hPeKTUBHOCTD MPOIIEC-
coB paszesienus 3apsaaoB B PLL ¢orocunTesa 6auska k 100%, omHako B
CTaOWMITBHBIX ITPOIYKTaX (hOTOCHHTE3a SHEPT MU 3aITacaeTcss 3HAYNTEIEHO
MeHblne. C Ipyroif CTOpOHbBI, U3BECTHO, YTO aKTUBHBIE (DOPMBI KCITOPOIA
BBI3BIBAIOT TTEPEKNCHOE OKHCIeHNE MeMOpaH U SIBJISTIOTCS TIPUYUHOMN
OKUCJIUTENIBHOTO CTpecca B KJIeTKaX. B oCHOBE 3TOro SIBJICHUS JIEKUT
LIEJTBIN PSIT XUMIYECKHX TTPEBPALEHUI C YIaCTUEM aKTUBHBIX paTKAJIOB.
Bosbimast poib 31ech MPUHAUIEKUT TAaKKe aKTUBAILIMK KUCJIOPO/Ia 33 CUYET
SHEPTUM 3JEKTPOHHOTO BO30OYXIEeHHUS ¢ 00pa3oBaHUEM CUHTJIECTHOTO
kuciopona [33, 34]. I3 pe3ysraToB UCCIeI0BaHUI ITOCEAHNX JIET, B TOM
YyCciie M HAIUX, CTaJlo SICHO, YTO Pa3BUTHE OKUCIUTEIHLHOTO CTpecca
(hoToCHMHTETHYECKOTO alapaTa, KOTOpOe 3aBUCUT OT 00pa30BaHUS
akTUBHBIX (popm O,, onpenenseTcss U30LITKOM 3JIEKTPOHOB B LETIH.
MoXHO MpeArnoaraTh, 4To CJieICTBHEM HATMYWsI THOKOI CHUCTEMBI pery-
JISIIAN SIBIISIETCS 3alllUTa OT OKUCIUTEIBHBIX TTOBPEXIECHU, a IeJIbIo
OBICTPOI PETYJISILIMY SJIEKTPOHTPAHCIIOPTHBIX ITPOIIECCOB (DOTOCUHTE3a —
co3maHue onTuMagbHoro cocrtosHust DTL, korga HeT U30BITKA MU
HeJI0CTaTKa 3JICKTPOHOB Ha OTIPeIeICHHBIX ¢ yIacTKax.

II1. U3YYEHUE COCTOAHNA XNHOHOB C IIOMOIIIbIO
OJIYOPECHEHIINN XJIOPODPNIIA

Dayopecuenyus xropoguara. He viconb3oBaHHas B (POTOCHHTE3e
SHEPIUsI MOMJIOIIEHHBIX KBAHTOB CBETA JUCCUMUPYET B TETLIO WU U3JTY-
yaeTcs B BUIe (uryopectieHIMu. [TomaBisroniast 4acTb GIyopecieHIINN,
Ha0JTI01aeMO MPU U3YYEHN U JIMCThEB BBICILIMX PACTEHUIT IV BOAOPOC-
Jnieit, renepupyercs B @C 2. Beeactsre BEICOKOM 3(D(heKTUBHOCTH AE€3aK-
TUBALIMU BO30YKIeHHOro coctostHust [1680 u pazaenenus 3apsaos B PLI,



Pecynsayus nepeuunvix npoyeccos pomocunmesa 237

dryopecueniss PC 2 xapakTepr3yeTcss HI3KMMU 3HAYSHUSIMU KBAaHTO-
Boro Beixona (1—3%) u Bpemenu 3atyxanust (100—200 1c). OgHako 1Mo
M3MEHEHUIO 3TUX BEJTMIMH MOKHO CYIUTh 00 3(D(heKTUBHOCT OCHOBHOTO
(boToCMHTETHYECKOTO 3aTTacaHusI SHEPTUH JIEKTPOHHOTO BO30YKICHMS
I1680 B pa3nnuHBIX yCJIOBUSIX. B HacTosIIee BpeMst mapaMeTphl (piryopec-
LIEHIINH KaK IToKa3aTe)Ib COCTOSTHUS U 3(PHEKTUBHOCTH (PYHKIIMOHUPO-
BaHUST POTOCUHTETUIECKOTO arliapara IIMPOKO UCITONIB3YIOTCS B (pyHIa-
MEHTAIBLHBIX ¥ TTPUKJIAAHBIX UcciiegoBaHusaXx. OCHOBHAsI UEsI COCTOUT B
TOM, YTO YMeHbIIIeHHe 3¢ (PeKTUBHOCTH 3aITaCaHUSI CBeTa B (DOTOCUHTE3E
MIPUBOIUT K YBEJIMUEHUIO MHTEHCUBHOCTH (piryopecuieHunu [33, 34, 35, 57].

[MapameTpbl KMHETUKM (BJIyopecLieHINU XJI0poduiia a odiagaloT
0OJIBIION MH(MOPMATUBHOCTbIO JIJIsT XapaKTepUCTUKU cocTosiHus [TI1D.
DTO CBA3aHO C TeM, YTO U3MEHEHUST COCTOSHUS (hOTOCMHTETUIECKOTO
arrrapara CoIpoBOXIAIOTCS U3MEHEHNUEM BEPOSITHOCTH TYIIICHUST SHEPTU
3JICKTPOHHOTO BO30YXICHUS MOJIEKYJT XJIOPO(DHIIIA, UYTO U ITPOSTBIISICTCS
B M3MEHEHUM KBAHTOBOTO BBIXOAa (hJIyOPECIICHIINK TIPU OCBEIIeHUUN
(addexT Kayrckoro). Takum 00pa3oM, CJI0KHAsSI KWHETUKA HapaCcTaHUS
TepeMeHHOH (hTyopeceHIINN XJI0pOo(UILIa OTpaskaeT IMMOCIe0BaTeIbHOES
3aIOJIHEHUE PA3IMYHBIX ITYJI0B IUTACTOXMHOHA Ha aKIIETITOPHOM CTOPOHE
®C 2, a KMHETHKA 3aTyXaHUS — TeTePOTeHHOCTh OKMCIIEHUST BOCCTAHOB-
JIeHHoro myJja. MicxomHblii ypoBeHb iryopecteHnu (Fo) onpenensiercs
(dryopecuentmeit ximopoduiuia B ycaoBUsx, Korna Bce PLL Haxomarcs B
«OTKPBITOM» Pab0OYEM COCTOSTHUH 1 CITOCOOHBI TYIITUTE (hITYOPECIIEHITUIO
AHTEHHBI, IOCKOJIbKY BCE MOJICKYJIbI [IEPBUYHOIO XMHOHHOTO aKIIENTopa
Q, rotoBbl MPUHATH 31€KTPoH oT [1680. Eciin Bce Monekyb Q, Boccra-
HOBJIEHBI (Ha cBety), PLI «3akpbIT», T.K. MEpeHOC 3JIEKTPOHOB OT 1680
Ha (peoPUTUH HEBO3MOXEH B CHJTY SJIEKTPOCTATUIECKOTO OTTATKUBAHMSL.
[ToaToMy 3HEpIUs 3JIeKTPOHHOTO BO30YKICHMS OOJIBIIIEI YaCThIO BO3BPA-
IIaeTCS B aHTEHHY Y YPOBEHB (hJIyOPECIIeHITNY CTAHOBUTCS MaKCHMAaITh-
HbeIM (Fm). Paznuna mexxny Fm 1 Fo Ha3biBaeTcst iepemMeHHOIM iryopec-
uenuueit (F,= Fm — Fo). Ona o0ycioBiieHa Toil 4aCThIO CBETOBOM SHEPIUH,
KOTOpasi B MEPBUYHBIX peaKLUIX (OTOCUHTE3A YTUIIU3UPYETCS TIPU
OTKpbITHIX P11,

B aganTupoBaHHBIX K TEMHOTE JINCThSIX BCE LIEHTPBI (DOTOXMMUYECKH
AKTWBHEI 1 (DITyOpeCIeHIINS COOTBETCTBYeT ypoBHIO Fo. [1pu ocBemeHnm
VX HACBHITIIAIOIIEH BCITBIIIIKOM (PITyOpeCcIIeHITNS CTAHOBUTCST MAKCUMAITEHOM
(Fm) 1 6BIcTpO pesrakcupyeT B TEMHOTE IO HICXOIHOTO YPOBHS. BeamamnHa
otHoteHus Fv/Fm koppennpyer ¢ KBAHTOBBIM BBIXOAOM (DOTOCUHTE3A,
YTO TMO3BOJISIET MCIIOIB30BaTh ATOT MapaMeTp JJIST XapaKTepUCTUKU
TIporieccoB (hOTOCHHTE3a Jaxke Ha eJTbIX (POTOCHHTE3NPYIONINX OOBEKTaX.
[py TOCTOSTHHOM OCBEIICHUST LIEHTPHI YaCTUIHO WJTU TIOJTHOCTBIO TIepeX0-
JAT B «3aKPbITOE» COCTOSHUE M0 MEPE BOCCTAHOBJIEHUS Q, , UTO COMPO-
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BOXIAETCS yBeJIWYEeHUEM YPOBHS (DIIyopeceHIINK 10 BeaudnHbl Ft.
OcaeleHre 0dpasiia Ha 3ToM (oHe HACHITIAOIIE (POTOCHHTE3 BCIIBITITKOM
YBEJIMIMBAET YPOBEHB (DITYOpECILIEHITNH 10 BEIMUMHBI Fm', MeHbIIIei yem
Fm, T.K. mMeeT MecTo He(OTOXUMUYECKOE TyIIeHWEe (hIIyOpECIIeHITNH,
CBSI3aHHOE C JuccUIlaldeit yacTu aHepruu Bo3oyxneHus B PL u ¢orto-
cHHTeTHYecKol aHTeHHe. OHO 0OYCIIOBIIEHHO 1O KpalfHei Mepe TpeMst
npoLeccaMu: 3Hepru3aumoHHbiM ApH-3aBucumMbiM Tymenunem (Q,),
yMeHblIeHreM ceueHust mormorneHus OC 2 BelieACTBUE Tiepexoaa 4acTh
dochopumuposanneix CCK x @C 1 (Q,) u poronnrudbuposannem ®C
2(Q,). Taknm 06pa3oM pasHKILa MEXKITY MAKCUMAJIbHOM (IyopeciieHIeR
Fm u Fm' o0GycioBieHa Toii yactbio yiyopeceHIM1, KOTopast TYILIUTCS
3a cyeT He(hOTOXMMIIECKHX ITPolieccoB. Bee 5T mporecchl oTpaxkaroTcst
Ha KMHETMUYECKON KPUBOI, KOTOpass MeeT HEMOHOTOHHBIN XapakTep.
[pw T TENTBHOM 9KCTIO3UITNY JTUCTHEB Ha CUJTBHOM CBeTY (JIyopeciieH-
1S CHavaja Bo3pacTaeT mo Fm, 3arem cHmxaetrcsa mo Fm' 3a cuer
HedoToXMMUUECKOro TyleHus [57].

BoccranosnenHblii Q) 1erko OTAaeT 371€KTPOH Ha QB, KOTOPBI 3aTeM
TepeIaeT ero B IyJl CBOOOMIHBIX IIACTOXMHOHOB. T1ociie oqHOKpaTHOTO
B0O30yxIeHUs PL KOpOTKOI MHTEHCUBHOM BCIIBIIIKOM, OKUCIeH1E Q7
COITPOBOXAAETCS OBICTPOI petakcaleil TepeMeHHOM (IryopecieHIINT
3a CYeT nepeHoca 3JeKTpoHoB ¢ Q) Ha Q,. HebGosb1110ii 101roXuBy LM
KOMITOHEHT B KUHETHUKE OKUC/IEHUs Q°, CBA3aH C HAIMYMEM B IIOIYJIALIUN
peaKIMOHHBIX LIEHTPOB HEKOTOPOTO YMCIa «HEAKTUBHBIX», B KOTOPBIX
nepeHoc ¢ Q, K Q, HeBO3MOXeH. bosiee c1oxxHag cutyauus HabJIonaeTc,
korma D C 2 Bo30yKmaeTcst MHOTOKpaTHO. BoccTaHOBIIEHHBIE MOJICKYJTBI
Q,, mepenaoT 371€KTPOHBI B INIACTOXMHOHOBBIH TyJl. [1oaTOMY CTeneHb
BOCCTAaHOBJIEHHOCTH Q, 3aBUCUT OT PEIOKC-COCTOsIHUA yJ1a. Ero okuc-
JIEHHOCTB 3aBHCHT, B CBOIO O4Yepe/ib, OT TMHEWHOTO 3JICKTPOHHOTO TPaHC-
nopra yepe3 @C 1 u nanee K KOHEUHBIM aKLenTopam TakuM, kak CO,.
[Mocre pmuTenbHOTO Meproia TeMHOTBI PyOrcKo HeakTHBHA, 1 (DHKCATIHAS
CO, ne npoucxoaut. [o 510i MpUYKMHE ITyJ1 IIIACTOXUHOHOB MOXET OBITh
BOCCTAHOBJICH JaXke B MEPBBIII MOMEHT OCBellleHUs. B Takowm cirydae
NOCJIEYIOIME 3JIEKTPOHBI C Q, CMOTYT IEPEHOCUTBCH TOJILKO 0OPaTHO B
nmoHopHYIo yacTh @C 2, 4TO cKaxXeTcss Ha KWHETUIECKOM KpUBOiA. Takum
00pa3oM, OYEBUIHO, YTO KWHETHKA TEMHOBO pejlakcalliy riepeMeHHO
(iryopecueHUMH CBA3aHA C COCTOSTHUEM Q , M TIIACTOXMHOHOBOTO ITyJIa.
Bce m3noxkeHHOE BBIIIE YKa3bIBAeT, YTO IO XapaKTepy KMHETUYECKOM
KPUBOW 1 IPYruX napamerpos duryopecteHmu (Bemnunnbl F, F ,F ,a
takxe F /F v 1p.) MOXHO CyanUTb 00 MU3MEHEHMSX B LIEMU 3JIEKTPOHHOTO
TpaHCITOPTA.

Hzydyenne pyHIaMeHTaIBHBIX MEXaHU3MOB (hJTyOpeCIIeHIINN U BBISIC-
HEHUE MX B3aUMOCBS3U ¢ paboToit DT LI 1 copsskeHHBIMU ¢ Hel TTpo1iec-
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CaMU SIBJISTIOTCST OCHOBOM JIJIST ICTIOJTb30BaHMS ITapaMeTpOB (PIryopeciieH-
LM B peIIEHNH MPUKIIATHBIX 33124, TPEOYIOLINX ITOJTYIeHHS XapaKTePHC-
TUKU (PU3MOIOTHUECKOTO COCTOSTHUS pacTeHus. [1puMeHeHe TeXHUKI
C BBICOKMM BPeMEHHBIM pa3pellieHueM MO3BOIMIO HaM ITPOaHaTN3UPO-
BaTh KMHETMKM HapacTaHUs U craga (uryopecneHnn. OKazaaoch, 94TO
HapacTaHMe repeMeHHoM duryopectieHIu oT ypoBHs Fo mo Fm umeer
Tpu (haszbl. HauanbHast, ObicTpast haza noabema rnpotekaet 3a 1 Mc. bosiee
MeJIeHHbIe (pa3bl — 3a BpemeHa nopsiaka 30 u 300 Mc, COOTBETCTBEHHO.
AMIUINTYIa HanOoJiee MeUIeHHOM (ha3bl HapacTaHus (hJiyopeclieHLIUH (B
OTJIMYME OT JABYX IPYTHX) CYIIECTBEHHO CHITKaJIach TPy 00pabOTKeE JINCTHEB
MeTuBrojIoreHoM (MB), KoTophrIit akienTupyet 371eKTpoHb! 0T PC 1 B
ycnoBusX, Koraa ¢pepMeHThl nukia Gukcaunn CO, He aKTUBHBI, U
okucisieT nepeHocunku DT mexay @ C. EcTh OCHOBaHUS CUUTATD, YTO
MeuleHHas (asa cBsA3zaHa ¢ BoccraHoBieHueM Q, B ®C 2B—HGHTan,
XapaKTepU3YIOIINXCST MaJIBIM Pa3MepOM CBETOCOOHPAIOIIEeii aHTEHHEI.

B xuHeTuke TeMHOBOI peakcaluu nepeMeHHOoI (iyopeclieHIIun
KOHTPOJIBHBIX JINCThEB TAKXKE OOHAPYKEHO TPY KMHETUIECKIX KOMIIO-
HEHTa ¢ BpeMeHamu nojyciana 8 mc, 105 mc, u 850 mc. UsmeHeHume Boc-
CTAaHOBJICHHOCTH MEXCHCTEMHOTO YIaCcTKa JUTMTETbHOCTHIO BCITBITITIKY 1
nob6asieHrem MB ompenensiio xapaktep cnafa. [locie oceleHust B
teueHue30 Mc KMHETHKa pejlakcaliuy ObICTpasi, Ha JOJI0 ObICTPOro KOM-
noHeHTa npuxoautcs 6osee 70%. 1o Mepe yBeauueHUsI JJIUTEIbHOCTU
OCBEIIEHUS COOTHOIIIEHHEe KOMITOHEHTOB MEHSIJIOCH B CTOPOHY BO3pacTa-
HMS BKJIaga 0oJiee MeIJICHHBIX, TOT/Ia KaK Impu 00pabotke M B, TeMHOBOI
CITajl BceTma ObLT OBICTPBIM, HE3aBUCHUMO OT JUTUTEIBHOCTHA OCBEIICHMS.
[TonyyeHHbIE JaHHBIE YKA3bIBAIOT HA CJIOXKHOCTD ITyTel peOKUCIeHns Q,
1 3aBUCUMOCTD X OT YPOBHST BOCCTAHOBJIECHHOCTH MIEPEHOCYNKOB DJIEKT-
ponoB mexay ®C. [TokazaHo, 4TO cpeTHUIT KOMITOHEHT CBSI3aH C HAJIM-
YyreM y3KOro MecTa Ha akientopHoii ctropoHe @C 1|11, 45].

Poav nnacmoxunonos 6 peeyasyuu axmuenocmu @C 2. Bobliiast poiib
IJIACTOXMHOHOBOTO ITyJIa B METab0JIM3Me PaCTUTETbHOM KJIETKU CBsI3aHa
TaKXKe C TEM, UTO Yepe3 TOT ITyJT OCYIIECTBIISIETCST B3aMMOICHCTBIE (hOTO-
cuntetndeckoir DTLI ¢ meixarenpHoli. CyOCTpaTOM XJIOPOILIACTHOTO
nbixaHust ciiy>kuT NADH, obpasyroiiuiicst mpu NIMKOJIUTUYECKOM pac-
weruieHuu yriaeBonoB. NADH-neruaporeHaza BoccraHaBaMBaeT My
IUIACTOXMHOHOB, KOTOPBI MOXET ObITh OKMCJIEH XMHOH-peAyKTa30i [44].
Hamu 66110 MOKa3aHo, MpH 1IEJIOM psijie HeOIarompusITHBIX (PU3UO0JI0-
TMYECKUX BO3IEWMCTBHI, COTTPOBOKIAIONINXCS CHIKEHUEM POCTa KYJThb-
TYPBI XJIOPEJUIbI (230THOE roJiolaHue, TETUIOBOM LLIOK U JIP.), HAOJIt0aeTCst
nHakTuBamus ®C 2, nposgsisioniascs, B YaCTHOCTH, B CHUKEHHUU
nepeMeHHoI (iryopeceHuny. Hadmogaemoe yMeHbIIEHNE BEINYNHbI
Fv/Fm 00ycJioBjieHO IJ1aBHBIM 00pa30M TMOBbBILLIEHUEM B 3TUX YCJIOBUSIX
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ypoBHsI Fo, 4To yka3piBaeT Ha He0OOpaTHUMOE BOCCTAHOBJICHIE WIIH TTOTEPIO
NepBMYHOro akuenropa 31ekTpoHos Q, B ®C 2 [40]. Bruio nokaszano
Takxke, yTo nHaKTHBaMs OC 2 cBsg3aHa ¢ HAKOTIJICHUEM B XJIOPOIIIacTax
MTPOIYKTOB (hOTOCHHTE3a, KOTOPBIE HEe MOTYT MCITOJIh30BAThCS JIJIST POCTA.
[Moreps peakimonabIME TIeHTpaMK PC 2 crTocOOHOCTH K (DOTOXMMUYEC-
KOMY TYIICHUIO SIBIISICTCSI MPOSIBIECHUEM PEryJIsITOPHOTO MeXaHM3Ma,
WHTHOMpPYIOIIEro (poTOCUHTE3 ITPU M30LITOYHOM HAKOTUIEHUH B XJIOPO-
IJIaCTe TIPOMYKTOB YTIJICBOIHOTO METa0O0IM3Ma, OOIINX JJIST TIIMKOJIN3a 1
mkia KamserHa. MakTophl, MPETTCTBYIONINE HAKOTIICHUIO CyOCTPaToB
XJIOPOILIACTHOTO AbixaHus (orcyrctBue CO,, TOpMOXeHHME MeTaboIM3Ma
TJTIOKO3BI €€ HeMeTabo M3 PyeMbIM aHAJTOTOM 2-/1e30KCH - D-TIIF0K030i1,
MHTHOMpPOBaHNE CMHTE3a OeJika), TTpeaoTBpaai nHaktusaio OC 2
B KJIETKaXx xJ1opesutbl. MHrmoupoBaHue IMypOHOM TpaHCIIOpTa 3JIeKTPO-
HoB Mexy Q, 1 Q, He BIMAIO Ha XJTIOPOIIACTHOE IbIXaHUE, HO IIPEI0TBPa-
maxo nHaktuBammio OC 2. MexaHN3M MHAKTUBAIIUM CBSI3aH C TIOTepeit
®C 2 nepBUIHOTO XWHOHHOTO aKIIETITOPA ITOCIIE €TO IBYX3JIEKTPOHHOTO
BOCCTAaHOBJICHMS OT TUTACTOXWHOHA 3a CUET IOTOKA BJIEKTPOHOB OT Cy0-
CTPAaTOB XJIOPOIUIACTHOTO AbiXxaHus. [ToydeHHbIe pe3yIbTaThl YKa3bIBatOT
Ha CyIIeCTBOBaHMWE SAWHOTO MeXaHW3Ma MeTabOJMIECKON PeryIsiiuu
aktuBHOCTH PC 2 TIpM pa3IMYHBIX TI0 CBOEH TIPUPOJIe BO3IecTBUAX. B
pe3ysBTaTe B3aMOICHCTBHUS BOCCTAHOBJICHHOTO IBIXaTebHOU IIEThIO
IJIACTOXMHOHA C TIEPBUYHBIM aKIIenTopoM 351eKTpoHoB P C 2 Tporcxomut
CHIDKEHHE CKOPOCTU (POTOCHMHTETUUYECKOTO IMOTOKA DIIEKTPOHOB IO
YPOBHSI, COOTBETCTBYIOIIETO ITOTPEOHOCTSIM KJIeTKH [39].

BazkHast poJtb ImyJia XWHOHOB B TTOIIE P>KaHUU OTITUMATTLHOTO YPOBHS
MMepBUIHBIX TTPOIecCcOB (POTOCHHTE3a ObUTa MPOAEMOHCTPUPOBAaHA Ha
MukpokpoBogopociu Chlamydomonas reinhardtii, koTopasi cnocodHa K
JUTUTEILHOMY (HECKOJIBKO [IHEW ) MIHTEHCUBHOMY 0OpasoBaHuio H, Ha ceety
TTOCJIe TIOJTyTOpa-ABYX CYTOK TOJIofaHus (MHKyOaIKs B cpesie ¢ Ieuiim-
TOM cepbl). BBUTO TTOKa3aHo, YTO CepHOE TOJI0MaHNe B TEUSHHE TIEPBBIX
CYTOK BBI3BIBAET 3HAYMTEIbHOE CHUKEHNE CKOPOCTH (DOTOCHHTE3a B
pesyabsrate mHaKTHBamu 85—90% ®dC 2 [75]. Korma ckopocTh (hOTOCHH-
TETUYECKOro 00pa3oBaHusa O, CTAHOBUTCS HMXKE CKOPOCTU JbIXaHMs,
KYJIbTypa IMepexoInT B aHA3POOHBIE YCIIOBUS, 1 Yepe3 HEKOTOPOe BpeMst
HaunHaeTcs Binesienue H . Jlis nzyuenns MexaHn3MoB M3MEHEHM S aKTUB-
Hoct @C 2 B Ipoliecce CEpHOTO TONIOAAHUS MPH TTepexoie KyJIbTYPhI K
aHa3POOHBIM YCIIOBUSM U €€ y4acTust B oOpazosanun H, perucrtpuposanu
M3MEHEHUsI TTapaMeTpoB (IIYOpecIieHIINN Ha BCEX CTAAMSIX afarTalnu
kitetok C. reinhardtii K HEOCTATKy CEPBI METOIOM UMITYJIBCHOM (DITyopo-
MeTpuH. BBIIo moKa3aHo, 4TO TTOCTeNIEHHOE YMEHBIIIEHHEe aKTUBHOCTHU
®C 2 Bo BpeMst a3p00OHOI CTaay, IIPY HACTYTUIEHUH aHA3POOHBIX YCITOBUI
CMeHsIeTCsI OBICTPOI U TTOJTHOM e¢ MHAKTUBAIMel. 3aTeM HauyMHaeTCs
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MeuieHHas peakTuBaiys yact @C 2 ¢ oqHOBpEMEHHBIM 00pa30BaHUEM
H,. Ilpu sTOM xapakrep usmeHeHus: aktTubHocT PC 2 Ka4eCTBEHHO
KOPPEJIUPYET CO CKOPOCThI0 00pa3zosanust H ), 4To ykasplBaeT Ha ydacTue
®C 2 Bniepemaue anmektpoHoB Yepe3 PC 1 u O rupporeHase. MexaHusm
MemjieHHo# nHaktuBauuss @C 2, BUAUMO, aHAJOTMYEH OMUCAHHOMY
paHee T 5yKapHOTUIECKUX BOIOPOCIIEH B YCIIOBHUSIX HEIOCTATKA PA3JIMy-
HbIX OMOTeHHbIX 3J1IeMeHTOB [39]. [ToryueHbl JaHHBIE O TOM, UTO 00pa3yIo-
mecs pu rojionatuy coctostHust @ C 2 ¢ HU3KO# CITOCOOGHOCTHIO K POTO-
XMMHUYECKOMY TYLIEHUIO BO30YKICHUS SIBJISTFOTCS JOJITOXKUBYIIIUMU [5].

MexaHusm 6bIcTpoii nHakTUBaUU OC 2 y TOJI0JAIIIUX 10 CEpe
knetok C. reinhardtii ipu nepexole K aHa3pOOHBIM YCIIOBUSIM TaKXKe
MOKET OBITh CBSI3aH C BOCCTAHOBJIEHMEM MyJjla XMHOHOB. Bo3HUKarommit
neduumt O, 1eJaeT HEBO3MOXHBIM (DYHKIIMOHMPOBAHUE KOHEYHOI
OKCHIA3bl XJIOPOIIJIACTHOIO ABIXaHUsI, YTO MPUBOAUT K ITOBBIIICHUIO
BOCCTaHOBJIEHHOCTH ITyJIa ITUIACTOXWHOHOB. DTO, B CBOIO OYepe.b,
BbI3bIBaeT noaasjieHne akTuBHOCTU DC 2 1, COOTBETCTBEHHO, YMEHb-
IIEHUE CKOPOCTH (POTOCMHTETHYECKOrO oOpasoBanus O,. YactuuHas
peaktuBanyss OC 2 B aHa3pOOHBIX YCJIOBUSIX, 1O BCEl BUIAMMOCTH,
00ycJIOBJIeHa aKTHBAIlMEl TMIPOTeHa3bl, KoTopas yepe3 Pn okuciser
OTL dortocuHTe3a, B TOM YHMCIIE, IMyJl IUIACTOXMHOHOB. B pesynbrate
YACTUYHOTO OKUCJIEHUS MyJia YBEINUMBAETCSI OTTOK 3J1EKTPOHOB 0T DPC
2, 4TO, B CBOIO OYepe/lb, MOBHIIIAET 3PHEKTUBHOCTL PAOOTHI LIETTN
dotocunresa. IIpormecc BeIIeICHUST BOIOPOIA TTO3BOJISIET COXPAHUTh
4acTh aKTUBHBIX 1IeHTpoB PC 2 B aHA3POOHBIX YCIIOBUSIX IPU CEPHOM
TOJIOJAHMH, YTO MPEIOTBPAIIAET WX MOJHYIO IeCTPYKIINIO, U OTHOBpPE-
MEHHO 00€CMEYMBAET KIETKY HEKOTOPBIM Kom4ecTBOM O,. AKTHBaLMsI
TUIPOTEHA3BI SIBJISIETCS MEXaHU3MOM, 3atuiaimM @C 2 oT aecTpyk-
LMY B YCJIOBUSX rojiogaHus. TakimM 06pa3oM peoKC-COCTOSTHHE TIACTO-
XUHOHOBOTO ITyJIa UTPAeT BAXKHYIO POJIb B (DU3NOJIOTMYECKON PETYIISILINI
akTuBHOCTH DPC 2 HA MPOTIKEHUM BCEX ITAMOB CEPHOTO TOJIOAAHMS
KYJIBTYpBI. B cBOTO ouepenpb, cTerneHb BOCCTAHOBJICHHOCTH ITyJIa OIIpee-
JITeTCSI COOTHOIIIEHEM CKOPOCTel peakiuii poToCHHTEe3a, XJIOPOTLIACT-
HOTO JbIXaHWsI 1 00pa30oBaHUs Bogopona [5].

IV. KITIOYEBAS{ POJIb ®EPPEJOKCHHA

ITockoabKy OCHOBHOIT CMBICIT PETYJISILINI — 00eCIIeYeHe ONTUMAIThb-
HOW pabOThI CUCTEMBI B LIEJIOM, TO JIOJIKHBI CYIIIECTBOBATH PETYJISITOPHBIE
MEeXaHU3MBI, 00ecTieunBalonIne «moacTpoiiky» I[MI1d Kk morpedHOCTIM
TEeMHOBOM cTaauu (hOTOCUMHTE3a, a TakxKe MpolieccaM acCUMMIISILIUKI
a3oTa, 0e3 KOTOPbIX HEBO3MOXEH CUHTE3 OeJIKOB, a CleA0oBaTeIbHO U
OCYIIIECTBJIEHNE TEHETUYECKOM IMTPOrpaMMBbl pOCTA U PA3BUTHS PACTEHUSI.
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C 3TOif TOUKM 3peHUsT OOJIBIION MHTepeC BhI3bIBaeT M1, TTOCKOJIBKY OH
MOXET ObITb BOCCTAHOBUTEJIEM IS LIEJIOTO Psifia MPOTEKAIOIIMX B XJI0PO-
IJIACTe KITIOYEBBIX OMOXUMHMUYECKHUX TTPOIIECCOB, KOTOPBIE HE OTHOCSITCS
K [TIT®D. Tak, Ox MOXKET BKIIIOYATh LIMKII TIPOLIECCOB BOCCTAHOBJIEHUS
HUTPUTA, €AMHCTBEHHOI'O MICTOYHMKA a30Ta, MOMAaalollero B XJI0poIuiacT.
Yepes LIMKI BocCTaHOBIIeHUS, KaTanudupyeMblii cuctemoid [C—T'OTAT
00pa3yroTCcs aMMHOKHUCIIOTHI, UCTTOJIb3YeMbIe 1ajiee /715 CMHTe3a Oejika B
xjoporuiacte [2]. @m BoccTaHABIMBAET TAKKE THOPEIOKCHH, OCYIIIECTBIIS -
IOLIMI BaXXHY0 (DYHKLMIO B peryjsiiMy MPOLEeCCOB CUHTe3a Oesika,
paboter camoit DT m ATP-cuHTa3bl. DireKTpoH ¢ P MOXET UCIIOJb-
30BaThCs B BOCCTAHOBJICHUHM CYIb(aToB, a TakxkKe Kucjiopoga (puc. 3).
BunnMo, BKITIOUeHME TeX MW MHBIX aTbTePHATUBHBIX ITyTel ITUKINIeC-
KOro cOpoca 3/1eKTPOHOB 3aBUCHUT OT (PH3UOJIOrMUECKOTO COCTOSIHUS XJ10-
porutacta. [56]. B HopManbHBIX yestoBUsX TyJ1 D1, KaK IMpaBUIIO, BOCCTa-
HOBJIEH. DTO MOXET OOBSICHSITh OTCYTCTBUE KOHKYPEHITUN MEXIY aCCH-
MITSIIIEH YIJIepoia M a30Ta IIPY HACHIIIAOIIMX MHTEHCUBHOCTSIX CBETA.
OO0pa3yolniics B IUTO30J1€ 1 TTOCTYIAIOIINIA B XJIOPOILIACT HUTPUT, Oy1yIun
aKI1IerTOpOM BJIEKTPOHOB, YYaCTBYeT B MOAJEPKaHUU PeIOKC-cTaTyca
komrtoHeHToB DT, cruMympyeT HeLMKIIMYECKUI TPAaHCIIOPT JIEKTPOHOB
[2]. Hamu 6bL10 MokaszaHo crieldpuieckoe BAUSIHUE HUTPUTA Ha COTTPsI-
SKeHHBIE C 3JICKTPOHHBIM TPAHCIIOPTOM TIPOIIECCH TpaHChOpMaIIIy
SHepruu B xaoporuiactax. Tak, no6asienure NO, (5 MM) K npenapatam
TUJIAKOMIIOB MIIIEHUIIBI MTHTHOMPoBasio hoTodochoprimpoBaHue, COTPS-
SKEHHOE C IMHEWHBIM ITOTOKOM 3JIEKTPOHOB Yepe3 00e P C, HO CTUMYITH -
poBaJio HukKiInueckoe pochopuaupoBaHue ¢ (heHa3MHMETOCYIb(haToM (B
MIPUCYTCTBMU INYPOHA), @ TAKKE ITOTOK 3JICKTPOHOB OT MCKYCCTBEHHOTO
nmoHopa yepe3 @C 1 1 M B Ha Krcopoa 1 aKTHBHOCTh MHAYIIMPOBAHHOM
cBetoM Mg**-3aBucumoit H*-ATPasbl xioporutacros. [Tpucyrcrsue NO;
BO BpeMsi CBETOBOM 9HEPru3alviy XJIOPOIIACTOB YBEIUYMBAIO BETUUNHY
otHomeHus F740/F695 B criekTpax HM3KOTeMIIepaTypHOIl (hiyopec-
LIEHIINH, YTO YKa3bIBaeT Ha IepepacipeaesieHre SHEPTUN MTOTJIOIIEHHBIX
kBaHTOB B 1TONIE3y DC 1. i3MeHeHMEe BETMIMHBI MEIJICHHON KOMITOHEHTBI
B UHAYKIIMOHHOI KPUBOI 3aMeUIEHHOM (PIyopeCLieHIIMN CBUIETEILCT-
BYeT O BJMSIHUM HUTPUTA HA BeJIMUMHY TpaHCMeMOpaHHou ApH [23].
@ urpaeT BaXXHYIO pOJIb B PETYJISIIIUN pacIipeieeHIs SJIEKTPOHOB
MEKITy HeIIUKITMIECKIM U ITIUKITNIeCKUM MTOTOKaMu. [1yT 1 MexaHN3MBbI
®a-3aBUCUMOTO IIUKJINYECKOTO TPaHCIIOPTa 3JIeKTPOHOB BOKpyTr PC 1
JI0 CUX MOP OCTAlOTCs MpeaMeToOM AucKyccuii. BoaMoxHO, cyiecTByeT
HECKOJTbKO IIUKITTYECKIX TTOTOKOB, B TOM YMCJIe U B AHTUMUIINTH-HEUYBCT-
BUTEJLHOM ITyTH BOCCTAHOBJICHUS TUTACTOXMHOHA 3JICKTPOHAMU, TIOCTY-
MAaIIMMU OT aKLienTopHO ctopoHbl DC 1 [54, 70]. Ki1roueBBIM BOITPOCOM
PeryJisiiiu 3JIEKTPOHHOTO TPAHCIIOPTA SIBJISIETCSI MEXaHU3M pachpeee-
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Puc. 3. AnbrepHaTuBHbBIE MYTU OKUCIEHUS DeppeloKCMHAa, BOCCTAHOBJIEHHOTO
3JIEKTPOHTPAHCIIOPTHOI 1IEMbIO, B XJIOPOILIACTE

®eppenokcrH, BocctaHoBIeHHBIN DC 1, SIBIsIeTCS JOHOPOM 3JIEKTPOHOB (Kpome
NADP) nist peakiiuii BOCCTaHOBJIEHUSI KMCJIOpOJia, TUOPEIOKCUHA, CyJlbduTa,
HUTPUTA, a TAKXKE IJIyTaMaT-CUHTA3HOTO IMKJIa ACCUMWISILIMU a30Ta B XJIOPOILIACTE.
B cBo10 04epenb BOCCTAHOBIEHHBII TUOPEIOKCUH MOXET OKa3bIBaTh PETYJISTOPHOE
BJIMSIHME HA 9(P(EKTUBHOCTB MPOLIECCOB nepeHoca 31ekTpoHoB o DTL, ¢poTodoc-
(opunuposanue u unki KajibBuHa.

CIJIOILIHBIE CTPEJIKA — IMYTU TPAHCIOPTA 3JIEKTPOHOB, MYHKTUPHbBIE CTPEJIKU —
peryastopHble Bozaeiictus. CP — cynbdurpenykraza, FTOTAT — riiyraMuH-okco-
ryrapar-aMuHotpaHcdepasza, HuP — nutputpenykrasa, TP —Tuope1oKCUHpenyK-
taza, 2-OI" — 2-oKkcoryrapar.
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HUS ITOTOKa 3JIEKTPOHOB OT BoccTaHoBieHHOro ®n Ha NADP* 1o
JIMHEHHOMY ITyTH WJIM 0OpaTHO B LIETTb O LIMKJIndeckomy. Ho oH He MoxeT
ObITh pellieH 0e3 onpeae/ieHus] yUacTHUKOB LiMKia. MccienoBaHus
pemoKc-TIpeBpalIeHIi IIMTOXPOMOB M MHTHOMTOPHBIN aHATN3 YKa3bIBAIOT
Ha BKJIFOYEHKE B LIMKJI TUIACTOXMHOHA M LIMTOXPOMHOTO b, /f~KOMILIEKCa
[43, 51, 63]. OnHaKo, MeXaHU3Mbl BOCCTAHOBJIEHUST MIACTOXMHOHA C
yyacTreM BoccTaHoBIeHHOTO D Hem3BecTHBI. IMeHHO (heppemoKCHH-
xuHOoHpenykTazaHast peakuns (DXPP) aBisgeTcs He cOBIamaroOIUM C
JIMTHEHHBIM TTIOTOKOM 3JIEKTPOHOB yyacTKoM Di-3aBrucruMoro nukia. 1o
CHX ITOP HE yIAeTCsl CBSI3aTh €€ C KAKMM-JIMO0 BbIIEJIEHHBIM U OXapaKTepy-
30BaHHBIM OEJIKOM, KOTOPBIN OBI OBIT OTBETCTBEHHBIM, B YACTHOCTH, 3a
CITeM(PUIeCKyIO IyBCTBUTEILHOCTD IIMKJIa K aHTUMUIIUHY A [46, 63]. B
rocJieJiHee BpeMsl 00CyK1aeTcsl BO3MOXHOCTb yJacTHsI B 3TOM Tpoliecce
0co60# popmbI 1iuTOXpOoMa b, [51]. HeomHOKpaTHO CTaBUIICS BOTIPOC 00
yuactuu B uukiie @HP [46, 54], HO UMEIOIINXCST IKCITEPUMEHTATBHBIX
(akTOB HEAOCTATOUHO /ISl €r0 PELIeHNs, U OHU He YKJIaJbIBalOTCS B
paMKu KakoW-11u00 eIMHOM CXeMbI, 3TO U OINpPEeAe/IUIO Halll UHTEPEC K
yKazaHHoi npobieme. Merogom DITP-criekTpockonuu Oblia U3yuyeHa
KMHETHKA TeMHOBOI'O BoccTaHOBJIeHUST poTookuciaeHHoro 1700 mocie
1,5 ¢ ocBellleHNsT U30JIMPOBAHHBIX TUJIAKOUAOB TOpoXa B aHa3POOHBIX
YCIIOBUSIX B IpUCYTCTBUM auypoHa. [1pu modasimenny A yBemmauBaics
BKJ1az1 ObIcTporo (200 MC) KOMIIOHEHTa BOCCTAaHOBJICHUSI, TOCTUTABIINIA
MOCTOSIHHOM BeJIMYMHBI (0J113K0M K 80%) npu KOHLIEHTpALIMsIX OeTKa
25—40 MKM, 4TO yKa3bIBaeT Ha CBS3b 3TOr0 KWUHETUUYECKOTO KOMITOHEHTA
¢ ®n-3aBrcuMbIM 1TUKII0M Bokpyr PC 1. Crienmduaeckuit "HTHOUTOP
IUKJIMYECKOTO TPAHCIIOpTa aHTUMHUIIMH A B 1,5 pa3a yBeInmuuBa JUTH-
TEJbHOCTb OBICTPOro KOMITOHEHTA M OTHOBPEMEHHO YMEHbI1IaJI €ro BKJal
B TeMHOBOe BocctaHoBieHue I1700. DTu gaHHBIE TTOKa3bIBAIOT, YTO B
HAIIIMX KCIIEPUMEHTATbHBIX YCIOBHSIX OBICTPBIN KOMITOHEHT TEMHOBOTO
BocctaHoBeHUs [1700" oOycioBaeH aHTUMUIIMH-YYBCTBUTEIbHOMN
yacteio ®XPP. TeMmHoBoe BoccTanosieHue [1700* 3aMeisiioch AMGpPOM-
tumoxuHoHoM, HQNO, uTto nmoaTBepkaaeT BKIOUYEHHUE TIaCTOXMHOHA
U LIUTOXPOMHOTO b, /f~xomiiekca B Pn-3aBUCUMBINA HUKIMYECKUI
TpaHcropT 351eKTpoHOB BoKpyr PC 1. Murnburopsr ®HP (N-stiama-
JTIeUMU, p-QeHWICHINMAJEUMUI W TeTlapuH) 3aMeUISITTA OBICTPBIiA
KOMITOHEHT ¥ OMHOBPEMEHHO YBETMIMBAIN BKJIAI MEIJICHHOTO KOMITO-
HeHTa TeMHOBoro BoccraHoBjeHust [1700". TTonyueHHbIe pe3ybTaThbl
MO3BOJISIIOT MPEANOJIOXKUTh, YTO LIUKJINYECKUI MOTOK 2JIEKTPOHOB U3
akuernrropHoro myia ®C 1 Ha [1700* ocymecTBisieTcs TakKe € y9acTHEM
®HP, omHako MeXaHW3M 3TOTO YYaCTHSI ITO-TIPEKHEMY He sICeH 1 TpeOyeT
MIPOIOJIKEHUS MccienoBaHmii. M3ydeHne BIMSHYS MTMPUAMHHYKIICOTHUIOB
Ha TeMHOBoe BocctaHoBieHne [1700* monrBepauiio yuyactue @HP B
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nukiamdeckoM nmotoke. Kak NADP*, rtak 1 NADPH (B otimuue ot
NADH) ymeHbIanau BkJiaa ObICTPOTO KOMIIOHEHTa B KUHETUKY peJiak-
cammu [1700" m yBenmWuMBaiIM BKJIaI MEUIEHHOTO B OJHOM M TOM XK€
WHTepBaJie KOHLIeHTpaluii. TakuM 00pa3oM MoTydeHbl JOTOJIHUTEIbHbIE
nmoka3zatesibeTBa ydacTust @ HP B IMKITMIecKOM TpaHCIIOPTE SJIEKTPOHOB
[17]. CBsa3biBanme mupuanHHYKIeoTHI0B ¢ @HP amiocteprnyecku Bimsier
Ha B3anmonelictBue @ ¢ ®HP, yTo KaknmM-T0 00pa3oM TIPETSATCTBYET
Trepeaade 371eKTpoHoB oT D Ha TTocTeMyToIIne MTepeHOCUYNKI, YIaCTBYIO-
M€ B LMKIMYECKOM TpaHCIIOPTe 3JeKTpoHOB. Borpoc 06 yuactuu ee
MPOCTETUYECKOM IPYMIIbI B IEPEHOCE 3JIEKTPOHOB B LIMKJIMUECKOM TTOTOKE
ocTaeTcs OTKPbITbIM. C Ipyroit CTOPOHbI, AJIsl HEMOCPEACTBEHHOIO BOC-
CTaHOBJIEHUS ITOTPYKEHHOTO B MeMOpaHy IMJ1aCTOXUHOHA HAXOASLLIUMCSI
B BOomHOI cpene Pm HE0OXOAMMO, YTOOBI TOJIOBKA IUIACTOXWHOHA U
Fe-S-xmnacrep @n HaXOJIMJIMCh IPYT OT Pyra Ha PACCTOSIHUM, HE MPEBbI-
maromemM 15—-20 A [43]. [Tockoasky PHP criocobHa criennduyeckun
cBs13bBaTh D1 1 ABISIETCSI MEMOpPAHHBIM OEJTKOM, OHA MOXET CITOCOOCT-
BOBaTh TaKoMYy cOmmkeHUI0o P ¢ TUTACTOXUHOHOM. MecCT CBSI3bIBAaHMS
xnHoHa Ha ®HP noka He o6HapyxeHo. B oqHOIT 13 Momeseit IMKITIec-
KOTO TPaHCIIOPTa 3JIEKTPOHOB B XJIOPOIUIACTaX 1IMaHOOAKTEPUIA B KAUECTBE
koMmnoHeHTa MXPP, o6ecrieunBaloiiero MeCTo Mocajaku XMHOHA, pac-
cMaTpuBaeTcst MUHOpHas cyobeamnauiia Komruiekca @C 1 (PsaE), pagom
¢ koropoit ®HP nokanuzoBana B MeMbpane [43, 70].

V.MATEMATNYECKOE MOJEJINPOBAHUE IIII®

Kak yxe onucaHo BbILIE, PETYISITOPHbIE CBOMCTBA OMOIOTMUECKUX
TIPOIIECCOB OIPEIEIAIOTCS UX NepapXUIeCcKOi opraHmu3alieil B mpocT-
paHCTBE ¥ BO BpeMeHU. BpeMeHHbIe MacIuTadbl MpoLieccoB (hOTOCUHTE3A
rpocTuparorcs ot 1072 ¢ (pasnesneHue 3apsiioB B peaKIIMOHHBIX LIEHTPaX
®C) mo BpeMeH MopsiIKa CeKYH I TSI MeTa0OIMISCKIX TIPOLIECCOB U JI0
HECKOJIBKMX YaCcOB, HEOOXOAUMBIX JIJIsI CUHTE3a OEJIKOB, U JaXe JTHEN,
XapaKTePHBIX [JIsT CTaUi pocTa 1ey1oro pactreHus. DyHKIIMOHUpOBaHME
TaKOM CJIIOXHOW CUCTEMBI B IIMPOKOM JMANa30HE U3MEHSIOINXCS
YCJIOBUI cpeJibl 00ECIIeUNBACTCS HATMUMEM MHOTOUKMCIIEHHBIX PETYJIsI-
TOPHBIX CUCTEM Ha Pa3HBIX YPOBHAX CTPYKTYPHO-(PYHKIIMOHATbHOMN
opranuzauuu. Peryngauus OTOCUHTETUYECKUX MTPOLIECCOB SIBIISIETCS
MHOTOYPOBHEBOI €O MHOTMMM TMOJIOKUTEIBHBIMU 1M OTPULIATEIbHBIMU
0OpaTHBIMU CBIA3SIMU 1 MHOTOUYMCJICHHBIMY ONITUMU3UPYIOIIUMU MeXa-
HU3MaMU, TTO3BOJISIOIIMMU COXPAHUTD XKU3HECTIOCOOHOCTb CUCTEMBI B
repuoa cTpecca. B aToM cirydgae Bo3Bpar K 6ojice GIaronpusiTHOMY
PEXUMY OCBEIIEHMsI, MUHEPATLHOTO MUTAHUS U T.IT. TIO3BOJISIET B KpaT-
yalIe CPOKKU BO30OHOBUTL 3(PHEKTUBHYIO pabOTy BCEil CUCTEMBI 3aI1a-
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caHus Heprun. BKiTiovast cBeTOM ITOCIeI0BaTeIbBHOCTh (POTOCUHTETH -
YECKUX ITPOIIECCOB, MOKHO «TECTUPOBATh» CUCTEMY 1 HAOJTIOAaTh KIHE -
THKY TIEPEXOIHBIX TTPOIIECCOB COCTOSTHUI OTIETbHBIX €€ KOMITOHEHTOB.
Takast BO3MOXHOCTb IMPSIMBIX KWHETHUECKUX HAOJTIOMEHUI 32 OTIETBHBIMI
KOMITOHEHTAMM JIeJTaeT MPUBJICKATeIbHBIM ITOCTPOCHUE MATEMaTUIECKIX
MOJeJIelt CUCTeMbl TIEPBUYHBIX TTPOIIECCOB (DOTOCHHTE3a, TTOCKOIBKY
31IeCh MOXXHO 00Jiee KOPPEKTHO CTaBUTh 3aayy MACHTU(UKALINY TTapa-
METPOB MOJIEJIU 110 JTaHHBIM KUHETUYECKUX SKCIIEPUMEHTOB.

Mamemamuueckoe moodeauposarue Npoyeccos 6 XA0pOnAaACmax U ux
(paemenmax UMeeT 1LIEIbI0O MACHTHMOUKAIINIO KOHCTAHT CKOPOCTEH
OTIENTBHBIX CTAIWI Ipollecca (hOTOCHHTE3a B pa3HbIX YCIOBUSIX SKCITEPH -
MEHTa W TOCJIECAYIONIYI0 MACHTU(PUKAIINIO DUNIECKUX ITapaMeTPOB
3JIEKTPOHHO-KOJIe0aTeTbHBIX 1 3JIEKTPOHHO-KOH(MOPMAIIMOHHBIX B3aK-
moneiictuii [7, 27]. BzaumoneiicrBue komnoHeHTOB ITBK MoxeT ObITh
OITICAaHO C TTOMOIIIBLIO crcTeM MU depeHIINATbHBIX YpaBHEHUI , TUHEH -
HBIX OTHOCHUTEIBHO BEPOSATHOCTE COCTOSHUIA 3TUX KOMILJIEKCOB. B
OTJINYKE OT OINMMCAHUS C MIOMOIIBIO YpaBHEHUI 3aKOHA IEWCTBYIOIINX
Mmacc [20, 52], BriepBbIe ObLI ITIOCTaBJICH BOIIPOC O IPUMEHUMOCTH «master
equations» T OIMMCaHUS TIepeHoca JIeKTPOHa B TIpeneiaX KOMIUIeKca
peaKkIoHHOro 1ieHTpa |38, 62].

Ha xadenpe 6moduns3nku 6bu1a BRIIOIHEHA O0JIee IToapoOHas MaTeMa-
TUYecKast pa3paboTka |36, 71| m marbHelIee pa3BUTHE METOIA TSI OTTHCa-
HUSI TIPOLIECCOB MepeHoca 371eKTpoHa B PLI ¢poTocuHTe3Mpy1mx 0akrepuii
U BBICIIMX pacTeHuii [9, 60, 67]. s Takux Moaesieii, MpeaCcTaBIISIOIINX
€000V CUCTEMBI IMHEHHBIX AUD(hEepeHLIMATBHBIX YPABHEHUIA CYIIIECTBYIOT
MaTeMaTHUIeCcK 000CHOBAaHHBIE KOHCTPYKTUBHBIE TTOAXOIBI K OMTHO3HAY -
HOM MAEHTU(PUKAIINHT TTapaMeTpOB MojiesIeil. YpaBHEHMST MOXKHO T10JIaraTh
JIMHEWHBIMU JTSI U30JIMPOBAHHBIX KOMIUTIEKCOB PLI, 17151 KOTOPBIX 6J10K1 -
pPOBaHO B3aMMOJICCTBIE C OKPYKAIOIINMU TOHOPAMHU U aKIIEIITOPaMu,
HaTnpuMep, ¢ TOMOIIBIO 3aMOPAKUBAHMS, MJIA B TPUCYTCTBUUA MHTMOUTO-
poB. 1T TAKMX pemylIMpOBaHHBIX CHCTEM ITPOBeIecHa OIIeHKa KOHCTAHT CKO-
pocTeli IlepeHoca 3JIEKTPOHA Ha OTAEIbHBIX yuacTKax emnu [7,9,27,29, 67].

B obmem BHIe MareMaTH4ecKoe OIMMCaHUe IMPOIIecCOB MepeHoca
3JIEKTPOHA B MOJICKYJISIPHOM KOMIUIEKCE CBOTUTCS K ciieaytomeMy. Coc-
TOSTHUE KOMIIeKca

-[cc,..c.]» (1)

OIMUCBIBACTCA YHOpHIIOI{eHHOﬁ COBOKYITHOCTBLIO COCTOSIHUI KOMITOHEHTOB
Ci BXOOAIINX B KOMITJIICKC. Ka)KI[beI N3 NMMEPEHOCUYNKOB MOXKET HAXOAUTLCA
B OKMCJIEHHOM, BOCCTAHOBJICHHOM, HeﬁTpaﬂbHOM, BO36Y}K)I€HHOM, TOM
NN Jpyrom KOH(bOpMaHI/IOHHOM MNJIM THOM COCTOSHUU. HCpCXOI[I)I MCEXIY
COCTOSIHUSIMU OMUCHIBAIOTCSI OOBIKHOBEHHBIMU III/ICb(bCpeHHI/IaHI)HI)IMI/I
YpaBHECHUAMMU, JIMHEMHBIMU OTHOCUTEJILHO BepOSITHOCTCfI COCTOSIHUM.
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do. |
%ZZ(pjkij_pjkij)i
= (2)
p,(0)=b,i=1,..1
Wnu B BekTOpHOI (hopme:
d—T:KTP,P(O): B. 3)

BeposiTHOCTb HaliTU TIEPEHOCUMK B COCTOSIHUM D TipecTaBisieT coOoi
CYMMY BEPOSITHOCTEN COCTOSAHUIA KOMILIEKCA p,, B KOTOPBIX IaHHbI KOM-
MOHEHT MpPeJICTaBIeH B COCTOSIHUU D:

4

BeposiTHOCTH 11EpeX010B MEX1Y COCTOSIHUSIMU K, MOTYT He ObITb ITOC-
TOSTHHBIMU BEJIMUMHAMH, a 3aBUCETh KaK OT COCTOSTHHMSI CAMOTO KOMII-
JIeKca, TaK ¥ OT MHBIX TIEPEeMEHHBIX UJTU TTapaMeTPOB cUCTeMBI: t°, AUH™,
BHEIITHETO 3JICKTPUUYECKOTO ITOJIS U T.4. TakuM ob6pazoM, ormcanue (1—4)
MIPEeIOCTaBIISIET BO3MOXHOCTD TSI OLIEHKW KWHETUYECKUX TTapaMeTpOB ¢
TTOMOIIIBIO MACHTU(OUKATNY BEJTUIHE TI0 SKCITEpUMEHTATbHBIM JaHHBIM.
YpaBHeHUS TUIIA «master-equation» JJIs ONMCAHUS C Pa3HOI CTEIIEHBIO
JETaTN3aIIH TTPOIIECCOB B OTACIBHBIX MOJIEKY/ISIPHBIX KOMITJIEKCAX, BXO-
ISIINX B COCTAB CUCTEMBI IIEPBUYHBIX IMTPOLIECCOB (POTOCHHTE3a UCITOb-
30BaJly IJisl ONMCcaHusI mpoleccoB B Komiiekcax @PC 1 (7,9, 27, 67]. Bo
BCEX 3THX CJIydassX MOJETMPOBAIIN MIPOIIECCHI IIEPEXOI0B MEXKIY COCTOS -
HUSIMA KOMITJIEKCa, KOTOPBIE MOXHO XapaKTepru30BaTh BEPOSITHOCTSIMU
ATUX ITEPEXOIOB.

Jlea muna peeyaauuu 6 komnaexcax PI]. Martematuuyeckue Mojesu,
MTOCTPOCHHBIE U MACHTU(PUIIMPOBAHHEIE TTO pe3yIkTaTaM UCCIeTOBAHUI
Ha (pparMeHTax, TMO3BOJIMIIN CIeIaTh 3aKTI0YeHIE O CYIIIECTBOBAHUM T10
KpaitHeil Mepe IBYX TUITOB OPraHU3alluy U PETyJIIiuy OTOCUHTETHIEC-
koit OTLI B 3aBUCMMOCTH OT XapaKTepa B3auMOICUCTBHS COCTABIISTIOIINX
ee aJieMeHTOB [27, 67, 68, 93]. [1epBoIii TUTT CBeTOBAast PETyJISILIMS B IIpee-
Jax MyasTudepmeHTHbIX [TBK — (hoTopeak iMOHHBIX LIEHTPOB. DTH OITH-
MM3HPOBaHHBIE B IPOIIECCE IBOIIOIUM CUCTEMBI CTAOMIIBHBI B CBOCH
(byHKIIMOHAIBHOM M CTPYKTYPHOI OPTaHW3AIINH B ITUPOKOM TUAITa30He
BHEITHUX BO3IEUCTBHIT. DKpaHNPOBAHHBIC OT BHEIITHUX BIMSTHHM OEJTKO-
BBIM ¥ JIMITUIHBIM OKPY>KEHNEM, OHM COXPAHSTIOT CTAOMILHOCTh CBOMX
KMHETUIECKUX XapaKTePUCTUK, B TOM YHCIIE CITOCOOHOCTh K (DOTOKOH-
(opmarmoHHbIM TIepexonaM. OCHOBHBIM PETYISITOPHBIM (paKTOPOM Ha
3TOM YPOBHE SIBJISIETCSI CaM CBET, TTOCKOJIbKY MMEHHO MOTJIONIECHIe KBaHTa
cBeTa IMPUBOIUT K Tepepaciipeie]ICHUIO 3apsiaa B TIepBUYHON (hOTOaK-
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TUBHOM TMape 1 COMPOBOXIAETCS KOH(POPMALIMOHHBIMU U3MEHEHUSIMU
0EJIKOBBIX KOMITOHEHTOB. DTO MPEMSITCTBYET 00paTHOMY IEPEHOCY JIEKT-
pOHa 1 MoTepe IHEPTUU B BUe (BIyOpECLIEHIIMH.

Bo Bcex m3y4eHHBIX (POTOCHHTE3NPYIONTNX 00beKTax ((pparmMeHTEl PC
1 u 2, mpenapatsl PLL, xpomaTodopbl) npu repexojie OT TEMHOBbBIX YCJIO-
BUIi K CBETOBBIM U3MEHEHHE MapaMeTPOB CUCTEMbI ObLIO HAIIpaBJIeHO Ha
yBesnueHue 3(pHeKTMBHOCTY BBIHOCA 3JIEKTPOHA 3a ITPeie/Ibl TepBUYHOM
¢otocuHTeTUYECKOM Mapbl. OUeBUIHO, UTO «CBETOBAST» PETYJISILIUS MOXET
UrpaTh GU3UOJIOTMUYECKYIO POJIb, TOJ0OHO a/UIOCTEPUUECKOM PETYISILIUU
B (hepMEHTATHBHOM KaTaJIn3e, OCYLIECTBISIEMO IMyTeM KOH(DOpMaIIMOH-
HbIX UBMEeHeH U1 6e1KoB-(hepMeHTOoB. Hamnune Takux KoHHopMalMoOHHbBIX
rnepexoaoB ObLIO OOHAPYKEHO MPU U3MEHEHHE YCIOBUI «TeMHOTa —
CBET — TeMHOTa». Tak Mnpu peructpamu (hOTOMHIYLIMPOBAHHBIX PEIOKC-
npeBpalleHunii bakrepuoxjopodmuia B npemnapartax PLI oka3zanock, yto
MpU 3aMOpPaKMBaHUU Ha CBETY CKOPOCTb BOCCTAHOBJIEHUSI MUTMEHTA
ocJie BhIKIIOUEHUS AEMCTBYIOIIETO CBETA CYILIECTBEHHO HUXKE, YeM Y Mpe-
MmapaToB, 3aMOPOKEHHbIX B TeMHOTe. bblI cieslaH BbIBOMA O (huKcauuu
HU3KO TeMIlepaTypoii CBETOBOM MM TEMHOBOI KOH(MOpMalMu 6aKTe-
puanbHbix PLI. Pe3yabraThl KOMIUIEKCHBIX MCClieq0BaHM KOHdopma-
1moHHo noasuxkHocTh [TBK ¢ ncnonb3oBaHneM crieKTpaJbHbIX METOIOB,
BI1P u MmeccbayepoBCKOI1 CITIEKTPOCKOINM, CITMHOBBIX METOK JIJISI TIpeTia-
paToB B CYCMEH3MUSIX, TTOPOIIKAX U TIJIEHKaX MPU Pa3IMuHON CTeTeH!
rUApaTalii COCTaBUIN OCHOBY TEOPETUUECKUX TIPEACTABICHUI O pOIU
3JIEKTPOHHO-KOH(MOPMAaIIMOHHBIX B3aUMOIEICTBUI B MEPBUYHBIX MTPO-
eccax (porocuHTesa. [TosyueHHOE Mpy MIEHTU(DUKAIIMY MaTeMaTHYec-
KUX MojeJiel paznnure 3(heKTUBHBIX 3HAUEHU I KOHCTAaHT CKOPOCTei
repeHoca 3JeKTPOHOB MeX /1y OTAeIbHBIMU KoMIToHeHTaMu P11 Ha cBeTy
¥ B TEMHOTe (MaciuTad pas3nuuuii 1—2 mopsiaka) IToATBEPANIO HaTudne
Ppa3HbIX KOH(MOPMAITMOHHBIX COCTOSIHUIA. DTU COCTOSIHUSI, TTO-BUAMMOMY,
OTJIMYAIOTCS B3AUMHbBIM PACIIOJOXEHUEM aKTUBHBIX TPYIIT JOHOPHBIX U
aKIIeNITOPHBIX KOMITOHEHTOB U, KaK CJIelCTBUE, peaKIIMOHHOM CIoco0-
HOCTbIO M KUHETUYECKUMU XapakTepucTukamu [28, 35].

Jpyroii TUI peryasiliuy 3J1eKTPOHTPAHCIIOPTHBIX MPOLIECCOB MPOSIB-
JISIETCSI HA CTAAUSIX B3aMMOECTBUST MOJIEKYJISIPHBIX KOMITJIEKCOB C MO/ -
BUXKHBIMU MIEPEHOCUMKAMU, T.€. HA yUaCTKax «BX0Ja» U «BbIxoaa». MaeH-
TU(hUKALMS TTapaMeTPOB IO IKIEPUMEHTATbHbBIM JaHHBIM, TTOJTyYeHHbIM
pu BapbupoBaHuu pH, penokc-ycaoBuii, BI3KOCTU Cpeibl TOKAa3bIBAET,
YTO IMAIa30H U3MEHEHHUSI KOHCTaHT CKOPOCTel MepeHoca 2JIeKTpOHAa Ha
9TUX yYacTKax MPU U3BMEHEHUU BHEIIIHUX YCJIIOBUI COCTaBJISIET HECKOIBKO
MOPSIAKOB. DTU YUaCTKHU SIBJISTFOTCSI MECTOM MPUJIOKEHMS PETYIUPYIOIINX
BO3/1eHCTBUI BHYTPUKJIETOUHBIX (PAKTOPOB (3HAOTEHHbIE MHTUOUTOPHI,
MeTa0OoaUThI U T.11.). C TOUKM 3peHUsI KWUHETUUEeCKOM MOIeJ I KOHCTaAHTbI
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«BXOJIa» U «BbIXO/Ia» OTIPEAE/ISIIOT CTallMOHAPHbIE 3HAUEHUST «BHYTPEHHUX
TepeMEeHHBIX» U BIUSIOT HAa UX KUHETUYECKHE XapaKTepUCTUKU. TakuMm
00pa3oM, CUTHaJIbl, PETUCTPUPYEMbIE CIIEKTPaIbHBIMU METOIaMU 1 OTpa-
JKawle XapakTepUCTUKA KOMIIOHEHTOB, COCTABJISIIOLINX KOMILJIEKCHI,
B TO XK€ BpeMsi HECYT MH(OPMAILIMIO O Mpolieccax, «yaaleHHbIx» oT PLI.

JlumuTupytouieit ctaareit BoO B3aMMOAEMCTBUN KOMITJIEKCOB SIBJISIETCS
CKOpPOCTb TP Y31 MOABUXKHBIX ITepeHocuuKoB [53]. CkopocThb aud-
(bysuu 3aBucut ot pH, BI3KOCTU, MEXTPAHHBIX PACCTOSIHU, KOTOpbIE, B
CBOIO Oouepeb, OINPENesIIOTCS YPOBHEM 3HEpru3aluu MeMOpaHbl U
3aBUCSAT OT MHTEHCHBHOCTU OCBEILIEHUS U IPYTUX [TapaMeTPOB, BIIUSIIO-
KX Ha (PU3MOJIOTMUYECKOE COCTOSIHME OpraHu3Ma. B TepMuHax KUHETH -
YeCKOW MOJIeJId MOXHO CKa3aTh, YTO KOHCTAHTbl CKOPOCTEN «BXO/aa» U
«BBIXOJIa» KaX/10T0 U3 KOMILJIEKCOB SIBJISIIOTCS] BEJIMUMHAMU, PETYJIUpYe-
MBIMU CO CTOPOHBI (DOTOCUMHTE3UPYIOLIEH KiIeTKU. Takrm oOpazoM, u3mMe-
HeHUsl (PU3MOJOTUUYECKOr0 COCTOSIHUSI OpraHrM3Ma MposIBSIIOTCS He
TOJIBKO Ha YPOBHE OMOCHHTE3a KOMITOHEHTOB, HO M B U3MEHEHU U BETUUUH
KOHCTaHT cKopocTeit B3aumoaeiicteus [1BK ¢ noHopHBIM 1 akuenTop-
HbIM OKPYXXEHHMEM, UYTO COOTBETCTBYET U3MEHEHU IO KOHCTAHT «BX0OJa» U
«BBIXOJ1a», ONPEJESIOIINX CTAlMOHAPHBIN YPOBEHb U KUHETUKY OT/IE/b-
HbIX cocTosiHU PLI. DTOT (hakT 1M03BOJISIET UCITOIB30BaTh XapaKTepucC-
THKH MPOLIECCOB, MPOUCXOAsIIMX Ha ypoBHe PLI, B KauecTBe MHIUKATOPOB
COCTOSIHUSI (POTOCUHTE3UPYIOIIETO OpraHu3Ma.

OnHuM U3 Harbosiee JIErKo PETUCTPUPYEMbIX MapaMeTPOB SIBJISIETCS
KUHeTH4ecKass KpuBasi IyopecleHIIMU, UHAYIIUPOBaHHASl CBETOM,
BBI3bIBalOIIMM (poTocuHTe3. KpuBasi MoxXeT MMeTh BecbMa CJIOXHBIN
XapakTep, TpuyeM OTAe/IbHbIe KUHETUYECKKEe OCOOEHHOCTH TTPUTTHChHI-
BAlOTCSI BIMSIHUIO Pa3HbIX KOMITOHEHTOB (DOTOCMHTETUYECKOTO arlrapara
[47]. B mocnenHee mecsTuiaeTe MOAeIMpoBaHUEe (POTOCMHTETUUIECKIX
MPOLIECCOB B OOJIBILIMHCTBE CJTy4aeB UMEJIO CBOEH LIEIbI0 BOCITPOU3BECTH
0COOEHHOCTU UHAYKIIMOHHOM KPUBOM (hIyopeclieHIIMK HapacTalolero
yJacTKa v MeJIJIEHHOTO Tepexo/ia y4aCcTKOB /10 BbIXO/Ia HA CTALlMOHAPHBbII
pPeXHM, KOTOpbIE OTIPENEISIIOTCS TTpolieccaMy ¢ XapaKTEPHBIMU BpeMe-
Hamu. Haumbosiee mpocTbie Moaev ISl ONMCAHUS ITPOLIECCOB ObICTPOI
(hasbl (hryopeclieHIIMY paccMaTPUBAIN TOJIbKO 3JIEKTPOHTPAHCTIOPTHBIE
npoiiecchl B camoM KoMrutekce PC 2, He paccMaTpuBas AeTajieil epe-
HoCa 3JIEKTPOHOB B PEaKLIMOHHBIN LIEHTP OT BOAOPA3J1araroiero KomIi-
Jiekca v mpu 0JIOKMPOBAHUU MepeHOca MEXKAY IEPBUUHBIM U BTOPUUHBIM
XUHOHOM. AHAJIM3 IIPOCTON MaTeMaTUYECKOM MOAEIN MOKa3aJl, YTo Iepe-
XOJl OT aKTUBHOTO K HEaKTUBHOMY (POTOCUMHTE3y MOXET ObITh CBSI3aH C
HapyLIEHUsIMU COMPSIKEHUST MEXITY TTpolieccaMi 3JIEKTPOHHOTO TpaHC-
nopra 1 pukcannu CO, B 1mkie Kanbpuna. [1pu 6oiee eTaabHOM O~
canuu npoueccoB B @C 2, paccmarpuBaetcst B3anmozaeiictsue PLI ¢
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ITyJIOM XMHOHOB. B pe3yisraTe Ha TaKoi MOJIeTH IO TydeHa HHMOpMAaLIHs
0 XapaKTepHBIX 0COOCHHOCTSIX OBICTPOIT CTAIUN KMHETUIECKOM KPUBOI
UHAYKUMU pryopectieHIu [7].

B Hammmx pabotax mprMeHeH HOBBIH TTOAXO0/ K MOIETMPOBAHUIO (DOTO-
CUHTETUIECKHX ITPOLIECCOB B XJIOPOIUIACTAX BBICIIIMX PACTEHHIA C TIOMOIIIBIO
0600uerroll modeau. OH OCHOBAH Ha JETAJIbHOM KUHETUYECKOM OIIMCAHNN
KaTAIMTHYECKUX IMKIOB ocHOBHBIX [1BK, BXomsImx B cuctemy mep-
BUYHBIX TIPOLIECCOB C YI€TOM 3aBUCIMOCTH SHEPreTHUECKOTO KOHTPOJIS
3JICKTPOHHOTO TpaHCIIOpTa. MOIeIb YIUTHIBAET MPOLIECCHI, ITPOXOISIIINE
B TPeX KOMITApTMEHTaX XJIOpoIuIacTa: MeMOpaHe, BHYTPUTHIIAKOMITHOM
MTPOCTPAHCTBE M CTPOMeE XJToporriacTa. [lepBruHEIe ITporiecchl TPaHCTIOPTa
3JIEKTPOHOB T10 IETTH MePEHOCUYNKOB COITPOBOXKIAIOTCS TpAHCMEMOpaH-
HBIM JIBIDKEHUEM MOHOB, KOTOPOE B3aMMOCBSI3aHO ¢ 00pa3oBaHUEM
3JIEKTPOXUMUYECKOTO NMOTEHIIMAJIA, UMEIOIIETO SJEKTPUUECKYIO (AQ) U
KoHLeHTpauoHHyto (ApH) cocrasisioniyo. Moaeab yYUTbIBAe€T BO3-
MOXHOCTB ItepemenieHnst noHoB Cl-, K" u H* Mmexmy ctpoMoii 1 TIoMEeHOM,
C Y4eTOM COOTHOIIEHMST 00beMOB KOMITAPTMEHTOB. PaccMOTpeHBI TaKKe
MIPOLIeCCHl pa3iesIeHUs 3apsioB M MHUIIMUPOBAHHOTO 3JEKTPOHHOTO
IepeHoca B IMTOXPOMHOM KOMIIJIEKCE M Ha y4acTKax, TIe SJIeKTPOHHBIN
IIepeHOC OCYIISCTBISIOT MOIBUKHBIC TIEPEHOCYMKHU TUIACTOXWUHOH U
IIacToMaHnH. BaxkHOIt 0COGEHHOCTBIO MOIEITH SIBJISIETCST YIET 3aBUCH -
MOCTH CKOPOCTEl TpPaHCMEMOPaHHOTO TIepeHOCa 3JIEKTPOHA OT JIEKTPH -
YeCKOTOo IMoTeHIInasa. Takast MOJIeJ b He TOJTBKO OITMChIBAET 0COOEHHOCTH
KpUBOI (JIyopecleHIINY T pa3HBIX 3HAYeHWIT MHTEHCUBHOCTH, HO U
JTaeT BO3MOXKHOCTB IPOCIICANTD 32 U3MEHEHUSIMU COCTOSTHUS OTIETbHBIX
KOMITOHEHTOB (DOTOCMHTETUYECKOTO arapaTa, Kak BXOASIINX B COCTaB
KOMITJIEKCOB, TaK W 00JIaafOIINX CAMOCTOSITEIbHON MOABMKHOCTHIO B
MeMOpaHe THiakouga. Kpome Toro, B paMKax MOIEIN MOTYT OBITh
MIpOaHaAJIM3UPOBAHBI COTPSKEHHBIE TTPOIIECCHI TeHepaluy TpaHCMeM-
OpaHHOTO JIEKTPUIECKOTO ITOTEHITMAA, ITIOTOKX HOHOB Yepe3 MeMOpaHy
Tinakounaa, pabora ATP-cunTtassr [69]. B paMkax Takoit Momeny ¢ MHOM
TOYKU 3PEHUS MOXHO PacCMOTPETh MPOIeCChl HeOTOXUMUIECKOTO
TymeHusT (hIyopecleHIINN, BRI3BAHHOTO HEITOCPEICTBEHHO JACCTBIEM
3JIEKTPOXMMHUYECKOTO TTOTeHIIMaaa. Moienb Mo3BoJIsIeT YBUIETh He
TOJTHKO KOPPEJISIITNIO KWHETUIECKUX M3MeHeHU (hryopectieHImy u AUH™,
HO PacCMOTPETH BCE «ITPOMEXKYTOUHBIC SJIEMEHTHI PETYJISIINN», CBSI3aH-
HbIe ¢ U3MEHEHHEM COCTOSTHHIT OTHEeNbHBIX TlepeHocunkoB DTL u, B
KOHEUYHOM cYeTe, TTPUBOISIINE K M3MEHEHUIO KOHIICHTPAIIUI COCTOSTHUIA
komrmiekca @C 2, 0TBETCTBEHHBIX 3a (hiryopeclieHIno 6, 21,22, 31, 69]

Cmaoduu meodnreHHOU (a3vl KUHemuKu ayopecuyeHyuu CBSI3aHbI C
BKJTIOUEHUEM MEXaHU3MOB T'eHe ALK 3JIEKTPOXMMHUYECKOTO IIOTeHITNAIA,
BJIUSTIONIMM Ha paciipeesieHre 3JIEKTPOHOB B (DOTOCHMHTETHUECKOM IIeTTN
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Y TaKUM OOPa30M OMPEAETSIOIMM UH- A p

TEHCUBHOCTb cBeueHusi. Ha BpemeHax 60c N
MopsiiKa CEKYH/Ibl U 0oJiee peryanpyro-
1ee BJAMSIHME Ha CUCTeMY HauMHaloT
OKa3bIBaTb MHOTOUYMCJIEHHBIE TPOLIECCHI,
CBSI3aHHbIE C MOTPEOJIEHUEM DJIEKTPOXU -
MMYECKOTO MOTeHIIMaia, B IEPBYIO OUe-
pelb, MOCTYIJIEHUE HEOPraHUUYECKOro
docpara, HeoOXogUMMOro A1 paboTel B P P
ATP-cuHTa3bl, 1 UHTEPMEIUATHI, PETY-

Jupytolue padory uukia KaibBuHa u

€ro COMpPSIKEHUE C aKIENTOPHOI YaCThIO

®C 1. Ing npumepa MOXHO OCTaHO-

BUTKCS JIMILIb HA OJTHOM acriekTe Mpoo- 5 S
JIeMbl — XapakTepe pa3HO00pa3usi TUTIOB

WHIYKIIUM MeIJIeHHOM (a3bl (iryopec- A A
LIEHIIUN Y THANBUIYATbHBIX KJIIETOK (hO-
TOCUHTE3UPYIOLIUX BOJOPOCIIEH U n3Me-
HEHUU 3TOro XapakTepa B XOJe pocTa
KYNBTYpBl Scenedesmus quadricauda. B
npoliecce pocTa KyJIbTYpbl OHOKIETOY -
HO¥ BOIOPOC/TN 3aPETUCTPUPOBAHO HEC | i oy ¢ peakTuBHBIM (hoTO-
KOJIBKO XapaKTEePHBIX TUIIOB KPUBBIX UH-  CyuresoMm.

ayKiuu (ayopectueHiuu (B MUHYTHOM CrpeJiku BBEpX — BKIIIOUEHUE IEH-
JaTia30He) ISk OTAEBHBIX KIIETOK. OMHU  crpyiomero crera. P, S, T — obiite-
MMEIOT OIUH KPYTOli MaKCUMYM U Jajlb-  HpUHSTble 0603HAYSHUS Iepe-
Helilree SKCITOHEHIIMATbHOE TTaleHUe  XOAHBIX (ha3 (hryopeceHINH.
YPOBHS (DIyOpPECHECHIINN. YUUTBIBAS, YTO

(byopeclieH1IMsI oTpaxaeT MoTeplo SHEPTrM, KOTopasi He OblIa yTUIU-
3MpOBaHa B 3JIEKTPOHHOM TpaHCIIOPTE, TAKKE KJIETKH (C HU3KOM (hayopec-
LIEeHILIMe) XxapaKTepu3ylTcsl aKTUBHBIM (hOTOCUHTE30M. B KieTkax,
WMEIONTNX MHIYKITMOHHBIE KPUBBIE C OMHUM WJIN IByMST MAaKCUMyMaMu
U BBICOKHMM CTallMOHAPHBIM ypoBHEM (hJlyopecueHIMU, (DOTOCUHTE3
HeakTuBeH (puc. 4). PactipeneneHue TUTIOB KPYBBIX MHAYKLIUU (iryopec-
LIEHLIMY OTHOKJIETOUHBIX BOJOPOCIEl B MPOLIECCE POCTA KYJIBTYPbl MEHSI-
etcsl. Ha HauabHBIX 3Tarax pocta KyJIbTypbl HabtogaeTcst 00JIbIIoe pas3-
HOOOpa3ue MHAYKIIMOHHBIX KpUBbIX. [IpUCYTCTBYIOT KI€TKHM KaK ¢ HU3KUM
CTaIlMOHAPHBIM YPOBHEM M IIPOCTON pellaKCAallMOHHOW KMHETHKOM
(axTWBHBIN (POTOCUHTE3), TAK U C BBICOKUM CTAlIMOHAPHBIM YPOBHEM U
CJIOXKHOM KMHETUKOM (HeaKTUBHBIN (poTocuHTe3). Ha ctanuu HemumMuTy -
POBaHHOIO JIMHEMHOTO POCTa OOJIBIIMHCTBO KJIETOK 00J1a1al0T aKTUBHBIM
(porocuHTe3oM. Ha atarne craiimoHapHOTro pocta pa3HOOOpa3ue NaTTepHOB

-

Puc. 4. Tunbl UHIYKIIMOHHBIX
KPUBBIX UHIUBUIYAJIbHBIX KJIETOK
MUKPOBOJOPOCJIENA.

A — KiileTku ¢ akTUBHBIM (hOTO-
CUHTE30M.
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KUHETUKU CHOBa yBesinuuBaeTcs. [TosiBiisieTcss MHOTO KJIETOK CO CIOXKHOM
KWHETUKOW MHAYKIIMU U BHICOKMM CTallMIOHAPHBIM YPOBHEM (pi1yopeciieH-
1y [66]. AHAIU3 YIIPOIIEHHOM MaTeMaTUYeCKOI MOIE/IN, YIUThIBAIOIIEH
CBsI3b [POLIECCOB 3JIEKTPOHHOTO TpaHCcHopTa ¢ LIMKJIoM KayibBrHa, okasar,
YTO aKTUBHbIE KJIETKU OTJIMYAIOTCS OT HEAKTUBHBIX 00JIbIINM KO3 hU-
LIMEHTOM COTIPSIKEHUSI BJIEKTPOHHOTO TPaHCIOpTa ¢ LIMKJIOM (pruKcaluu
yraekucaotsl. [TapameTp conpsikeHusl SIBJISIETCS] yIPABISIOIIMM U OMpe-
JIeJIIeT TUIT MHIYKIIMOHHOM KpuBoii. MMeeTcst 061acTh, B KOTOPOii cUC-
Tema SIBJISIETCSI TPUITEPHON M 00JIaaeT NBYyMsl YCTOMUYUBBIMU CTallMO-
HapHbIMU COCTOSTHUSIMU,, 00JIACTHY BJIMSIHUSI KOTOPBIX pa3/iesieHbl cernapar-
pucoii. B aToMm ciiyyae B 3aBUCHMOCTH OT COCTOSTHUSI CUCTEMBI (COonepKaHusI
ATP) MoXeT oCylIECTBIIATHCS AKTUBHBIN (Majloe HaualbHOE COJiepXKaHKe
ATP) uin HeakTUBHBIN TUI (hOTOCHHTE3a (00JIbIIIOE HAYAIbHOE COMIEP-
xxaHue ATP). PesynbraTel aHairM3a 00001IEHHOM MOJIEIU CBUAETEIbCT-
BYIOT O TOM, YTO OCHOBHYO pOJib B (DOPMUPOBAHUM TUTIA UHIYKIIMOHHBII
KpUBO# (hJIyOpeClLIeHLIMM UTPaloT MOHHbIE MOTOKU, OMpeae/siiolne
CTereHb COMPSIKEeHUsI 3JIeKTPOHHOTO TpaHCIIOpTa M 00pa30BaHUS TPAHC-
MEeMOpaHHOTO IOTEHLIMAaa, CJIyXallero MCTOYHUKOM paboTtel ATP-
CMHTa3bl, obecreurBalolleil LUK (pukcalu yriaepojaa HeodbXoaMmMoi
sHeprueit. McciaenoBaHue aeTaibHON MOJIEIN COTIPSIKEHUST TIEPBUYHBIX
npoueccos ¢ npoueccamu pukcarmu CO,03BONAT HOATBEPAUTD U YTOY-
HUTB 3TO TpeArnoaoxeHue. OueBUIHO, UTO KOHCTPYKTHBHBIM MOIXOA0M
K OMUCAHUIO (POTOCUHTETUUECKUX MPOLIECCOB SIBJISIETCSI TOCTPOEHHE 0000-
ILIEHHOM MOJIEJIN TTPOLIECCOB, a 3aTeM IMPU ONMMCAHUU KOHKPETHBIX 0CO-
OEHHOCTE OTIIEbHBIX COCTABJISIIOIIMX MPOLIECCOB — IETaTM3aIUsI OTIEb-
HOTO M3y4yaeMoro npoiiecca (Mpu COXpaHeHU U KOHTYPOB OCHOBHOM «pa-
MOYHOM MOJIeIn» ). DTO MO3BOJISIET COXPAHUTD B T10JI€ 3PEHUSI LIEJTOCTHbIE
CBOICTBA CUCTEMbI U YPOBHU PETYJISILIMKA CO CTOPOHBI OoJiee MOJTHOMI
CHUCTEMBI.

Takum oOpa3om, 3KCHEpUMEeHTaIbHOE UCClIeJOBaHe OpraHU3alun
cucteMsl [P 1 nneHTUGUKALIINS COOTBETCTBYIOIINX MATEMAaTHIECKUX
MoJIeJieil TTO3BOJIUIIU BBISIBUTH B HUX HECKOJILKO YPOBHEI OpraHu3aluu u
peryasuyu. Ha ypoBHe pasiesieHus: U MepBUYHON CTaOMIIM3alIuK 3apsiiOB
npotiecchl nipotekatoT B [1BK, MosiekynsipHasi opraHu3aiiust KOTOpbIX
BKJTIOUAET 3JIEKTPOHHO-KOJ1e0aTeIbHbIE U 3JIeKTPOHHO-KOH(MOPMaIIMOH-
HbI€ B3aMMO/JIEHCTBUS M 0OecreunBaeT uaeaabHble YCJI0BUSI ISl ITepeHoca
WHAWBUIYATIbHOTO 3JIEKTPOHA 10 «9HEPreTUUeCKOM JIECTHULIE» U TPaHC-
MeMOpaHHOro pasaesieHus 3apsaoB. MynbrudgepmenTHboie ITBK coxpa-
HSIIOT CTAOMJIBHOCTD B LIMPOKOM Jana3oHe reMmnepaTtypsl, pH u npyrux
BHEIIHUX YCJOBUI M YYBCTBUTEIbHBI JIUIIb K «CUJIBHOI» CBETOBOI peTy-
JISILIMU, BbI3bIBaloOIIEe (pOTOMHAYLIMPYEMbIE HaTlpaBJieHHbIe KOH(opMa-
1HIMOHHBbIEe Tiepexoabl. Ha nuddy3noHHO-KOHTPOJIUPYEMbIX CTaaMsIX



Pecynsayus nepeuunvix npoyeccos pomocunmesa 253

MPOLIECCHI UYBCTBUTEJIBHBI K pH, pe1oKc YCIIOBUSIM, APYTUM BHELTHUM 1
BHYTPUKJIETOUHBLIM (haKTOpaM, U KOHTPOJIUPYIOTCS (DU3UOIOTMIECKUM
COCTOSIHMEM 1ieJioro pacteHus. OnTuMasbHas paboTa (POTOCUHTETUYEC-
KOro armapara IMpHU XOpOoIIeM COIPSIKEHUU CBETOBBIX U TEMHOBBIX
peaxkiii TPUBOAUT K peJlaKCAllMOHHBIM (OecKoaeOaTeIbHbIM) TUITAM
KPHUBOI MHAYKLMY (iryopecueHInn. HanpoTus, HapyleHUe COmpsike-
HUSsI COMPOBOXIAETCSI HEMOHOTOHHOM KMHETUKOM MHAYKIUU (hyopec-
LIEHLIMY C HECKOJIBKUMU MakcuMymamu [28, 31, 66].

VI. MEXAHU3MbI TPAHCITIOPTA BJIEKTPOHOB

B HacTosImem paszaenie MbI pacCMOTPUM 0oJiee TTOAPOOHO (hPU3UKO-
XUMHMYECKHEe MEXaHU3MBI, JeXalllie B OCHOBE IPOIECCOB TepeHoca
3JIEKTPOHA B HAYaJIbHBIX CTAIsIX (poToCMHTE3a. B MHOTOKOMITOHEHTHBIX
MaKpOMOJIEKYJISIPHBIX KOMITIeKcax, cofepkamimx PLl, B ocHOBe BEICOKO-
3¢ HeKTUBHOTO HAIPABICHHOTO TPAHCITOPTA SJIEKTPOHOB JIEXKUT TYHHE-
JIMPOBaHMeE DJIEKTPOHA, COMPSKEHHOE ¢ KoJlebaTeIbHBIMU M KOH(OopMa-
LIMOHHBIMM U3MEeHEHUSIMU B Oe1koBoii maTpuile. PLI ¢oorocuHTesa mpen-
cTaBjsieT coboil pakTuyecku (hoTOaKTUBHBIN (PepMEHT, CyOCTpaTOM
KOTOpOTro siBlisieTcs cBeT. [loryoleHre KBaHTa CBeTa peaKIIMOHHBIM
neHTpoMm 3amyckaeT padoty DTL horocunTe3a. HakomieHHBII B mocie -
Hee BpeMsI 9KCITepUMEeHTAIbHBIN MaTepral mokasbiBaeT, uto mist PLL octa-
€TCST KOPPEKTHBIM TIPUHIIUATI COMPSKEHUS 3JIEKTPOHHBIX TTEPEXOIOB C
KOH(MOPMaIIMOHHBIMU ITepecTpoiiKaMu B OeJIKe KaK B OOBIYHBIX (DepMEHTaX.
VYBenmmueHMe MPOYHOCTH M YU CITa BOTOPOIHBIX CBA3CH BIIMSIET HAa CKOPOCTD
pellakCcallMOHHBIX IpoleccoB B Oenkax PLI m compskeHHOTO ¢ HUMM
TepeHoca PIeKTPOHOB M3-3a CHIDKEHUST BHYTPUMOJICKYJISIPHOM TTOIBITK -
HOCTH OEJTKOBOI MaTPHUIIBI TTO BBIACIEHHBIM KOJIEOATeIbHBIM CTETICHIM
CBOOOJIbI ¥ YUACTHST «<HEOTPEJIAKCUPOBAHHBIX» COCTOSTHUIM MIEPEHOCUYMKOB.
1t M3y9eHusI TPUPOJIBI peJlaKCAIIMOHHBIX TTPOIIECCOB B BEICOKOYTIOPSIIO-
YEHHOM KOMILTEKCE TTePEHOCYNKOB MCITOTB3YIOTCS BO3ICHCTBUS, MO -
(putpyromne cucTeMy BOTOPOIHBIX CBA3EH (KPHOTIPOTEKTOPHI, M30TOTI-
Hoe 3ameuenre H,O na D,0, MHOroaTOMHbIE CIIMPTHI, ATPOTOHHBIE
pacTBOpUTENN). DTU BO3ACUCTBUS, AeiIasi BOMOPOIHBIC CBSI3U MeHee
JTAOUIIBHBIMHU, 3aMeJISIOT pelaKCAllMOHHBIE TTPOIIeCChl, YMEHBIIAOT
TTOABMKHOCTD M YBETMIMBAIOT JXECTKOCTh MaKpOMOJIeKyJl. bblto mmoka-
3aHO, HaIIpUMep, 9TO B 6akTeprasbHOM PLI 5TH Bo3neiicTBIS 3aMeIJISTIOT
BoccTaHOBJieHUe OakTepuodeoduTnHa. M3mMeHeHe KUHETUKY yKa3bl-
BaeT, YTO MepeHOC 3JIEKTPOHA Ha 6aKkTeprnodeoPUTHH COITPOBOXKIACTCS
MOJIEKYJISIPHOM peaKL el ¢ y4aCTUEM BHYTPUOEIKOBBIX BOJOPOIHBIX
cBsazeii. [Tosisnenue B P1I Bo30yKn1eHHOTrO MMIMeHTa U3MEHSIET 3apsiioBOe
COCTOSTHHE B JOHOPHO-aKIIEITTOPHOM KOMIUIEKCE IO CPABHEHUIO C UCXOM -
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HbIM. [1p1 5TOM N3MeHsIeTCs GaaHc CUJI, OTIPEICIISIONINX PABHOBECHYIO
KOH(hOPMAILIMIO CHCTEMBI, aIalITUPOBAHHOM K TeMHOTe. B xo/1e mocienyro-
el pesTakcarny ¢ y9acTUeM CUCTEMbI BOIOPOIHBIX CBSI3EI 1 IOCTUTACTCS
HOBOE PaBHOBECHOE COCTOSTHUE MOH-PaIMKaIbHON Iaphl, 3aTeM yxKe
NPOUCXOIUT NMEPEHOC 3JIEKTPOoHa Ha Q, [33, 34].

CocTosiHIE BOIOPOIHBIX CBSI3Ei BIUSIET HA AMHAMMKY (DOTOMH YL -
POBaHHBIX peJTAKCAIIMOHHBIX ITPOIIECCOB B cucTeme. [1pn Mogndukanmm
CETKU BOJIOPOIHBIX CBA3EH M30TONMHbBIM 3amerueHnem D,O H,Oun
Jo0aBIeHNEM MHOTOATOMHBIX CITUPTOB M alIpPOTOHHBIX pACTBOPUTEIICH,
CKOPOCTH pa3elicHIsI 3apsI0oB YMEHBIIAIOTCs B 2—4 pa3a, Ipy TOM KBaH-
ToBast 3(eKTUBHOCTH cHIKaeTcs Ha 10—12%. Takum ob6pazoM, Hapyliie-
HHUE COCTOSTHUST BOTHO-0EJIKOBOTO OKPYKEHUs KO(PaKTOpOB, Iaxke He
3aTparvBarolnee B3aMMHOTO PACITOJIOXEHUS TIePEeHOCYMKOB 3JIEKTPOHA
(paccrostHue, OpUeHTAIsI ), IPUBOIAT K CYIIECTBEHHOMY M3MEHEHUIO
cKkopocTeii 1 3(pheKTUBHOCTH 3JIEKTPOHTPAHCITOPTHBIX peakiinii. Jlobas-
JieHue rauuepruHa u JIIMCO yBeanunBaeT cpeIHETOYEUHbII MOTeHIIa
P/P* na 30 u 45 mB u3-3a usmeHeHusi pu3anUeCcKUX CBOMCTB BCETO
6enkoBoro komiuiekca PLI BcieacTBre naMeHeHUIE MaKPOCKOITMYECKIX
TBJIEKTPUYECKUX TTapaMeTPOB CPeAbl M HApYIIeHUST MUKPOCKOTTMIECKOM
CTPYKTYPBI OJIMZKAUIIIEro aTOMHOTO OKPY>KEHHS PeIOKC-1IeHTPOB. M3me-
HeHre AE MOXeT OBITh CIIEACTBUEM U3MEHEHMS TUBJICKTPUUIECKOM TTPO-
HUILIAeMOCTH (€) pacTBOpUTEIsd, HAOyXaHUS OEJIKOBOM IJIOOYIIbI U U3Me-
HeHus pacrnipeneieHust 3apsiaoB Boau3u PLI [35]. M3oTonHoe 3amelieHue
D,0 — H,0, Ha BeMuKHy MOTEHLMANA HE BIUAIO, T.K. IIPU TAKOM
BO3IIEWICTBMM HU € CPeIbl, HU TOJIOXKEHIE aTOMOB B OEJIKOBOI MaTpulIe
He n3Mensiercss. OmHaKo neiTeprpoBaHue, TakKe Kak fooasieHne JIMCO,
YMEHBIIATN KOHCTAHTY CKOPOCTEN pasleeHUs 3apsaoB U KOHCTAHTY
TepeHoca 3JIEKTPOHOB Ha XMHOH. 3apssKeHHBIE aTOMBI WUTA X TPYIITTH B
OKPY>KEHHH 3JICKTPOHHBIX IEPEHOCYMKOB AKTUBHO pearupyoT Ha MOsIBIIe-
HHE HEpaBHOBECHBIX COCTOSTHUI TTEPEHOCYMKOB 3JIEKTPOHA, YIaCTBYS B
WX COJTbBaTallii. B HATUBHBIX YCITOBUSIX ITPOIIECCHI COJTbBATAIINH CITOCO0-
CTBYIOT (hOPMUPOBAHUIO ONITUMAJIbHBIX DHEPTETUIECKUX KOH(DUTYpaLIAit
IUJISI BLICOKOO(M(MEKTUBHBIX MPSIMBIX (DOTOCUMHTETUYECKUX PEaKIUil U
MIPETSITCTBYIOT 0OpaTHBIM. HapylieHre sHepreTH4ecKOro COOTBETCTBHS
MEXIY HaYaIbHBIMU U KOHEYHBIMUM COCTOSTHUSIMU MIPUBOIAUT K HapyIle-
HUIO MPSIMBIX 3JIEKTPOHTPAHCITOPTHBIX peaKLINi U CHIDKEHUIO UX 3 heK-
TUBHOCTU. [To/TydeHHBIE SKCTIIEpUMEHTATbHBIE JAHHBIE U TEOPETUUYECKUIA
aHaJIN3 MeXaHM3Ma OTKJIMKa Cpeibl Ha BO3HUKHOBEHNE HEPaBHOBECHBIX
COCTOSTHU ITePEHOCUYNKOB 3JIEKTPOHOB IMMO3BOJIMIIN TTPEUIOKUTh SHEPre -
tnaeckyo moaenb [I1MD B PLL Rhodobacter sphaeroides [26].

JnHamyKa KOH(GOPMAIIMOHHBIX ITEPEX0I0B CIIOCOOCTBYET CO3TaHUIO
BBIFOJHBIX KOHMUTYpALIMi HAYaTbHBIX 1 KOHEUHBIX COCTOSTHUIA ITepEHOC-
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YUKOB JISI IPSIMOTO TPAHCIIOPTA U IIPEIIATCTBYET OOpaTHOMY. Tak, MHy-
LIMPOBAaHHAS TTPU IIepeHOCE JIEKTPpOHA KOH(MDOPMAITMOHHAS TTOABIKHOCTh
obecrnevynBaeT cTabuinzanunio (oTOMOOMIN30BAaHHOTO 3JIEKTPOHA Ha
XMHOHHBIX aktenTopax Q, n Q. Crabuimsarius 3JIEKTpOHa Ha BTOPUYHOM
XMHOHE Q, TAKX€ CONPOBOXIAETCSI KOH(DOPMaLMOHHBIMUA M3MEHEHUSMMU,
KOTOpPBIE METOJOM PEHTIeHOCTPYKTYPHOTO aHaJIW3a BBISIBISIOTCS B
«3aMOPOXEeHHbIX» 10 77 K Ha cBeTy KpucTajiaX KOMILJIEKCOB OaKTepu-
anpHbIX PLI [49, 64, 72]. Hanbonee xopomo n3ydeHsl PLI mypmypHoit
o6akrepuu Rhodobacter sphaeroides, njist KOTOPBbIX U3BECTHBI KPUCTAJLIM -
YyecKast CTPYKTYpa, a TAKKe MOCIIeI0BaTeIbHOCTh U CKOPOCTh (DOTOMHIIY-
LMpoBaHHBIX peakumii. [Tocne Bo30yxnenus PLI 3a 3,5 nic npoucxonut
pasiesieHre 3apsiIoB M ITepeHOC 2JIEKTPOHA Ha MOJIEKYITy OaKTeprodeo-
Gburtuna, a 3arem 3a 200 nc K xuHoHHOMY akuenTopy Q,. B PLL R. sphae-
roides 13 Tpex Tupo¢oOHbIX OeKoBbIX cyobeaunull (L, M, H) nse (L n
M), IMeroIIIIE TI0 TSATh OL-CITUpaieil, HeCyT JIEKTPOHHBIC TIEPEHOCYNKH.
Cyobenmauiia H He HeceT IepeHOCUMKOB, IMEET TOJTHKO OIHY Ol-CITUPATb,
HanMeHee THApo(oOHa M MPUKPHIBACT C LIMTOIIAa3MaTHIECKOM CTOPOHBI
00J1acTh CBA3bIBaHUsA XMHOHOB Q, 1 Q, Hamu 6b110 MOKa3aHo, 4To ynase-
Hue H-cyObenmHUIIEI BIMSIET Ha AnHaMudecKue Xapakrepuctuku [TBK,
M3MEHSIS TapaMeTPhl PeJIAKCAIIMOHHBIX TTPOIIECCOB, COTIPOBOKIAIOIINX
(oTopaznmeneHne 3apsAIOB B HU3KOTEMIIEPATyPHBIX SKCIIEPUMEHTAX.
KuHeTrKa TeMHOBOTO BOCCTAaHOBJICHUS (DOTOOKUCIEHHOTO GaKTepHO-
xJiopodmuia B KoMIuieKcax, 3amopoxkeHHbIX 10 100 K B TeMHOTE M Ha
cBeTy pasznuuaetcs. B ciayyae LM komiutekca (6e3 H-cyObeamHuU1IbI)
BpeMeHa peJlakcalliy OOJIbIIe, YeM IS [eJIOro KOMITIeKCa, a pa3Inaus
MeXKIy 00pa3iaMi, 3aMOPOKEHHBIMI Ha CBETY U B TEMHOTE, 3HAUUTEIIEHO
6oee cymecTBeHHBI. OCOOEHHOCTH SHEPTeTUIECKOTO MPOMUIIST yKA3bI-
BalOT Ha CYIIIeCTBOBaHWE JTOKAJIM30BAHHOTO COCTOSIHUSI, OTBEYAIOIIETO
TTOJTHOI KOH(MOPMALIMOHHO peJlakcalliy, KOTOPOe OTIASIEHO JOTIOJTHH -
TEJIBHBIM OapbepOM OT MHOKECTBA COCTOSTHUIA, TT0 KOTOPBIM peTaKCUPYeT
cucTeMa BO BpeMeHHOM nuanazoHe nopsiaka 100 mc. Ero 3aceneHue
CTAaHOBHUTCS BO3MOXKHBIM ITPU OTHOCUTETHLHO BHICOKHMX TEMIIepaTypax B
TIpoIiecce afanTaluy oopasiia K CBeTy. Pe3ysibraTel TOKa3bIBaIOT, 4TO ya-
Jnenue nu3 komiuiekcoB PLl H-cyObenuHuiibl, Hanbojee MoJsipHOM U
VMMeIOIIEei Ha MeXCYyObe IMHITIHOM TTOBEPXHOCTH AECITKIA MOJICKYJT BOIIHI,
OKa3pIBaeT BIUSTHHE Ha CKOPOCTh M IIyOMHY KOH(pOPMAIIMOHHOTO
nepexoaa B [1BK mocne ¢poropaznenenus 3apsinoB. Ee ynanenue Tpanc-
(bopMupyeT OKpyKeHHE MTEPEHOCUYNKOB, BIIUSS M Ha CTPYKTYPY BOTOPOI-
HBIX cBs13eil P11, urpato1iieii BasxkHyI0 poJib B pejlaKCallMOHHBIX ITPOLIeCCcax,
obecreunBaroImx 3 GeKTUBHOE (hoTopa3meIeHre 3apsaoB [65]. BeposT-
HOCTB YYaCTHSI TTOJIIPU3YeMBIX OOKOBBIX IIeTIei OeJTKa M CeTH BOMOPOITHBIX
cBa3eil PLI B paszmeneHNM W CTaOMIM3AIIUM 3apSA0B OOCYKIaeTCs U
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IpyruMu ucciegopatensimu [55, 73]. B koneuHoM ntore MoauduKamms
CTPYKTYPHO-AMHaAMUUYeCcKoro coctosinusi PLI mpuBoauT K M3MEeHEHUSIM
TeMIMepaTypHbIX U CBETOBbIX 3(P(eKTOB B Mpoliecce peKOMOMHALIMY 3apsi-
JIOB M€Y BOCCTAHOBJICHHBIM MEPBUYHBIM XMHOHHBIM aKLIENTOPOM U1
(GOTOOKUCIEHHBIM TUMEPOM OakTeproxiaopoduiia [25].

CocTosiHUE BOJIbI B OKPYKEHUU MeMOpaH 1 OEIKOBBIX TJ100YJ1 MOXKET
CYILIECTBEHHO U3MEHSITh 3(h(PEeKTUBHOCTD 2JIEKTPOHTPAHCITOPTHBIX peak-
umii. IMpouecc ruaparaiiiu OMOJOTMUYECKUX CTPYKTYP HE CBOAMTCS K
MOC/e10BaTeIbHOCTH 3aMMOJTHEH WS TEX WJIM MHBIX y4aCTKOB ITOBEPXHOCTU
0esIKoB 1 MeMOpaH, a CBsSI3aH C NTyOOKMMU U3MEHEHUSIMU UX CTPYKTYPHO-
TUHAMWYECKUX U (PYHKIIMOHAIBHBIX XapakTepucTuk. Metomamu 'H, 3C
1 *'P SIMP-crieKTpocKonuu u3ydaau IMHAMUKY O€JIKOBOrO KOMIIOHEHTA,
MOJISIPHBIX U HETIOJSIPHBIX YYaCTKOB (DOTOCMHTETUUYECKUX MeMOpaH
MypIypHbIX OaKTepUl B yCIOBUSIX pa3HOH BlaxkHOCTU. OCOOEHHO I1y0o-
KHe U3MEHEHUSI CTPYKTYpbl MeMOpaH (MMEIOIIUX B psiie ClydyaeB Helu-
HEMHYI0 3aBUCUMOCTb OT BJIAXKHOCTH ) TTPOMCXOJST ITPY BHEAPEHUU BOJIbI
B BOJIOPOJIHbIE CBSI3W BHYTPHU OEJIKOB U MEXIY MOJIEKYJIaMU JUMUAO0B, a
Tak>Ke MPpU MOSIBJIEHUU CBOOOIHOM BOJbI C BBICOKOI AUAEKTPUUIECKOM
nocrosiHHo#. [TokazaHo, 4To nosipjieHre CBOOOIHO BOJbI KOPPETUPYET
¢ noBbIeHUEM 3(h(HEeKTUBHOCTU JIEKTPOHHOTO TPAHCIIOPTA Ha yYacTKe
et Q, —» Q,[1].

DKcnepruMeHTaIbHas Moar(bUKaLIKS KOH(OPMAIIMOHHOTO COCTOSTHUS
MaKpOMOJIEKYJT U MeMOpaHHbIX KOMIUIEKCOB ObLIa ITPOBeIcHa HAMU TaKKe
Ha XxJoporulacTax BbIciIMX pacTeHuit. [Ipu orpaHnyeHun KoHdopma-
LIMOHHOM TMOJABUXHOCTU MEMOpPaHHbBIX CTPYKTYp MSTKOMN (huKcalmei
HU3KUMU KOHLEeHTpauusiMu [A (oOpasyroliiero Mex- 1 BHyTpUMOJIEKY-
JIIPHBIE CIIWMBKW MPU B3aUMOJEUCTBUM C aMUHOTPYIIIaMU OOKOBBIX
nereit im3nHa u SH-rpynmmamu 6ej1KoB), HaOJIIOAAI0Ch 3HAUUTEILHOE
MoJiaBJieHre BCeX MPOLIeCCOB, CBSI3AHHBIX ¢ TpaHC(hOpMalIMeil SHEPTUM.
OO6paiaer Ha ceds1 BHUMaHMeE TOT (pakT, 4YTo (huKcaluusi HI3KUMU KOH-
neHTpanussMu [A cka3biBaeTcsT yke Ha HadanbHBIX sTamnax [I1dD, ahdek-
TUBHOCTH Tepeaauy MorIolIeHHOW MOJIEKYIaMU aHTEHH CBETOBOI SHEP-
rur Ha P11, 0 yeM MOXHO CyaUTb 110 U3MEHEHUSIM JUTUTEIbHOCTU KOMITO-
HeHTOB (uryopectieHnu, cBsg3aHHbIX ¢ PC 1 i OC 2 [16]. [Tpu sToM
nmuTerbHOCTh duryopecteHmu @C 1 mpu 10 MM A Bo3pacrtaet cpasy B
JIBa pa3a, JajibHeiillee yBeJIuueHe XeCTKOCTU MeMOPaHbI y>Ke He OTpa-
>KaeTcsl Ha BpeMeHU XU3HU duryopeclieHIMu. Bpemst xkusHu dayopec-
nerunu OC 2 pu 06paboTKe HapacTaloIIMMKU KOHIeHTpauusMu [TA
BO3pacTaeT MOCTENEeHHO M JOCTUraeT MaKCHMaJbHOTO 3HAYCHUS MPU
MOJIHOM (bUKCALIMU CTPYKTYphI TUdakouaa. [ToaydyeHHbIe pe3ybTaThbl
MOKa3bIBaloT, uyTo 3hdekTuBHas nepeaada suepruu ¢ CCK Ha PII csizaHa
C U3MEHEHUSIMU KOH(hOPpMaILIUU (VTN TTOABMKHOCTH ) O€JTIKOBBIX MAaTPHUII,
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C KOTOPBIMU CBSI3aHbI MOJIEKYJIbI MUIMeHTOB. [lonTBepxxaeHueM 3TOro
SIBJISIETCS TeMIIepaTypHasi 3aBUCHMOCTb BPEMEHU XXU3HU (DJTyOPECLIEHIIN Y.
[pn moHmXeHNN TeMIiepaTypsl 10 MUHYC 60—70 °C, Korma TpOUCXOIUT
pe3Koe 3aMeJIeHUe WJIM OCTaHOBKA KOH(OPMALIMOHHBIX ABUXEHUN
MaKpOMOJIEKYJISIPHBIX CTPYKTYP B BOAHOI hasze, BpeMsi XKU3HU (hryopec-
LIEHLIMU XJIopoduILia Bo3pacTaeT B 2 pa3a v pU JaJIbHEeIIeM MOHMKEHUU
TEeMITepaTypbl OHO MPAKTUIeCKH He n3MeHsieTcs [16]. ObpaboTka Tra-
KOWJ0B HUBKMMU KOHLEHTpalusiMu [A He U3MeHsIeT aKTUBHOCTU CAMMX
PLI, ynpsiTaHHBIX BHYTpb O€JIKOBBIX IJIOOYJ, U HE BJIMSIET Ha TIEPEHOC
3JIEKTPOHOB OT BOJIbI JIO >KE&JI€30-CEPHBIX OEJIKOB Ha IOHOPHOI CTOPOHE
®C 1, cKOpOCTh 3JIEKTPOHHOTO TPAHCTIOPTA IPU HU3KUX KOHIICHTPALIASIX
Jaxe yBeJIMYMBaeTCsl BCJIEACTBUE ero pa3odieHusi. Haubosiee uyBCcTBU-
TEJbHBIMM K CaMbIM HU3KUM KOHIIEHTpAIMSIM OKa3aJIUCh MPOLECCHI,
CBsI3aHHbIE C DYHKLIMOHMPOBAHKUEM COMPSITalollero KoMmruiekca (Karaiu-
TUYECKasl 4acTh KOTOPOTO JIOKaJM30BaHa Ha BHEIIHEH MOBEPXHOCTHU
MeMOpaHbl TWiIakouaa) — potodochopuinpoBaHrue 1 Mg-3aBucumast
H*-ATPas3a. [1pu aToMm eliie coxpaHsieTcs: GOTOMHIYLMPOBAHHOE IIOTJI0-
LLIEHKE ITPOTOHOB, MEITIEHHbI KOMITOHEHT 3aMe/IJIEHHOM (piryopeclieHIUMU
1 GOTOUHAYLIMPOBAHHOE TyllIeHUE (DJIyOpeClieHIUU aTe0pruHa, KOTOpOe
paccMmaTpuBaloT Kak okasaresib oopazoBaHust AWH™. J1st ux nopasieHust
HeOOXOoAMMBI O0JIbIINEe KOHLIeHTpauuu [A [16].

[TockousibKy compsiralolnii KOMIUIeKC B mpoliecce (yHKIMOHUPO-
BaHUsI U3MEHsIET KOoH(opmalmio noa aeiicterueM ALH ™ MOXKHO ObLIO 0XU-
JaTh, YTO 00pabOTKa TUIAKOUJI0B B TEMHOTE 1 Ha CBeTy ((pukcauus
HE3HEePru30BaHHOTO U SHEPTU30BAHHOIO COCTOSIHUSI MEMOpaHbI, COOT-
BETCTBEHHO) OyIeT BJIMSITh pa3inyHo. JleCTBUTENbHO, 0Ka3al0Ch, YTO
Mpy 00pabOTKE XJIOPOILJIACTOB HA CBETY CUJIbHEE IMOAABJISIIOTCS TPOLIECCHI,
CBSI3aHHbIE C 3aracaHueM aHepruu. [1o cpaBHeHUO ¢ TEMHOBOI (huKca-
uel mpu prKcayy Ha CBeTy (DOTOMHAYLIMPOBAaHHOE TyIIeHUE (Piryopec-
LIeHIMU aTeOprHa TTOIaBJISIETCSl 3HAUMTEIbHO MEHbIIIE, a €T pejiaKcaliyst
MocJjie BBIKJIIOUEHUsI CBeTa MPOUCXOAUT ropa3fno owvicTpee. CKOpOCThb
HapacTaHus MeJIJIEHHOM (ha3bl MHIYKIIMOHHOW KPUBOM U CTallMOHAPHbII
YPOBEHb 3aMeIJIEHHOM (hJIyopeclieHIMU Y TUIAKOUI0B, (PUKCUPOBAHHbBIX
Ha CBETY, NajaeT 3HAUUTeIbHO 00Jibliie, YeM y (PUKCUPOBAHHBIX TOM Xe
KoH1eHTpauueit [A B remHoTe. OOpaboTKa XJIOPOIIaCTOB Ha CBETY (PUK-
CHUPYeT CBETOBYIO KOH(OPMALIMIO COMPSITalOIero KOMILIEKCa C «OTKPbI-
ThIM» COCTOSTHHEM MPOTOHHOTO KaHajla. DTO YBEeJIMUMBAET MTPOBOAMMOCTD
MeMOpaH JUIsi MIOHOB, SHEPTU30BaHHAasI MeMOpaHa He CIIOCOOHa «ynep-
xkaTh» ALH™ 11 paspstkaetcss HeDYHKITMOHAIBHBIM ITyTeM [ 15].

XapakTepHOI 0COOEHHOCTbIO OPTaHU3ALIM U CJIOXKHBIX CUCTEM SIBJISI-
€TCsl CYIIECTBOBaHUE ABYX MM HECKOJIBKUX Pa3IUYHbBIX CTAlIMOHAPHBIX
peXuMOoB (byHKIIMOHUPOBAHUS COCTABJISIIOIIMX €€ TTOJICUCTEM, TTePEXO/IbI
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MEXY KOTOPBIMU U COCTABJISIIOT OCHOBY PETYJISILIMY CUCTEMBI B LIEJIOM.
Hanuuue takux nepexomaoB ObLI0 00HAPYKEHO MPU U3MEHEHUE YCIIOBUI
«TeMHOTa — CBeT — TeMHOTa» [1pu perncrpannm GOTOMHIYIINPOBAHHBIX
peloKc-mpeBpalleHnii 0bakTeproxiopoduia B npernapartax PLI okaza-
JIOCh, YTO MPU 3aMOPakMBaHUU HA CBETY CKOPOCTh BOCCTAHOBJIEHUSI TTUT-
MEHTa 1OCJIe BHIKJIFOUEHUSI AEMCTBYIOIIETO CBETA CYILIECTBEHHO HUXKE, YeEM
Y 3aMOPOXEHHBIX B TeMHOTe. Bbul ciesiaH BbIBOJ O (hMKCAllMU HU3KOM
TeMIepaTypoil CBeTOBOM UM TEMHOBOI KOH(MOpMali1 6aKTepUalbHbIX
PLI. Pe3ynbTaThl KOMITJIEKCHBIX MCCIEI0BaHUI KOH(OPMAIIMOHHOM Mo~
BrzxkHoct [1BK ¢ ucnonb3oBaHueM crneKTpaabHBIX MeToaoB, DI1P u
MeccOayepOoBCKOM CITeKTPOCKOIUY, CITMHOBBIX METOK JIJIsI TIpernapaToB B
CYCIMEH3UsIX, MTOPOIIIKAX U TIJIEHKaX MPU pa3IMuHON CTeNeHU ThapaTaluu
COCTaBWJIM OCHOBY TE€OPETUUYECKUX MTPECTABICHUI O POJIU BJIEKTPOHHO-
KOH(hOPMallMOHHBIX B3aUMOJENUCTBUI B TIEPBUYHBIX Mpolieccax poTo-
cuHTesa [12, 32]. OHuU HallLIM MTOATBEPXKIeHKEe B paboTax Mo MaTeMaTu -
YyecKoOMYy MojJeaupoBaHMIo mpolieccoB B PLI, B KOTOpbIX yuuThIBaIn
BO3MOXHOCTb JIByX3JIEKTPOHHOTO BOCCTAHOBJIEHMSI BTOPMUHOTO XMHOHA,
BJIMSIHUE 3apsIIOBOTO COCTOSTHUS KoMILieKcoB PLI 1 KoHdopMalimoHHbIX
nepectpoek ITBK Ha ckopocTh 00paTHOro nepeHoca 3JIeKTPOHOB ¢ XMHOH-
HOTO aKlienTopa Ha MUTMEHT. bblM mMpoaHaan3upoBaHbl OCOOEHHOCTU
MeXaHM3Ma TYHHEJUPOBAHMS U JIEKTPOHHO-KOJe0aTeIbHbIX U JIEKT-
POHHO-KOH(pOPMALIMOHHBIX B3aMMOJIEICTBUIT HA 3TOM y4acTKe 3JeKT-
POHHOTO TpaHCHOPTa. YCTaHOBJIEHHOE MPU UASHTU(DUKAIIMY MaTeEMaTH-
YeCcKuX Mojiesiei paznnune 3(pheKTUBHBIX 3HaUeHU T KOHCTAHT CKOPOCTEi
repeHoca 3JeKTPOHOB MeX/1y OTAeIbHBIMU KoMIToHeHTaMu P11 Ha cBeTy
U B TeMHOTe (MaciuTab paznnuuii 1—2 rnopsiaka) nmoATBEPAWIO HATMUKUE
Ppa3HbIX KOH(MOPMAITMOHHBIX COCTOSIHUIA. DTU COCTOSIHUSI, TT0-BUAUMOMY,
OTJIMYAIOTCS B3AUMHbBIM PACIIOJOXEHUEM aKTUBHBIX TPYIIT JOHOPHBIX U
aKIIeNITOPHBIX KOMITOHEHTOB U, KaK CJeCTBUE, peaKIIMOHHOM CIoco0-
HOCTBIO M KWHETHYECKUMU XapaKTeprUCTUKaMH |28, 69].

VII. MEUIEHHAA PETYJIALINAA»

AnanTauusi pacCTeHU K IJTUTEIbHO IeUCTBYIOIINM (DaKTopam MpUBO-
JIAT K UBMEHEHUIO OTpeNIeIEHHBIX CTPYKTYD, 3TU alalITUBHbIE [TePECTPONKI
00YCJIOBJIEHBI pa0OTOM TeHETUYECKOTO arrapaTa KJIeTKu. « MenieHHas»
PperyJsiiius MepBUYHbBIX MPOLIECCOB (DOTOCMHTE3A K U3MEHSIOLIMMCS YCIIO-
BUSIM CpeJibl CBSI3aHA C CUHTE30M XJIOPOILIACTHBIX O€JIKOB de novo. Anar-
Talusl 1eJ0ro pacTeHUsl HallpaBjieHa Ha mojanaepxXaHue 3(pdekTuBHOK
pabotel OTL, onTManbHO conpskeHHOM ¢ pukcanuein CO, u ApyrumMu
MeTaboJMIECKUMU MpolieccaMu. MeXaHU3Mbl MeJIJIEHHOM «ITOJACTPOMKI»
CBSI3aHbI C UBMEHEHUEM CTEXMOMETPUU OCHOBHBIX MAKPOMOJIEKYJISIPHbBIX
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KOMIUIEKCOB THJIAKOUIOB, 00ECIICUNBAIOIINX TPaHC(HOPMAIIUIO SHEPTUN.
C 5T0i1 TOUKM 3peHMST OOJTBIIION MHTEepEC MPEICTABISIeT U3ydeHIE 0COOSH-
Hocteit DTy pacTenuii ¢ pa3Hoii akTMBHOCTbIO (pukcaumu CO,, B ToM
YUCIe Y SKU3HECITOCOOHBIX SIIEPHBIX MyTAHTOB TOpOXa ¢ HapyIIeHUSIMU B
cuHTe3e Xxytopodwiia. Dt MyTaHThI pu 30—50%-HOM cofepKaHUU XJI0-
poduina xapakrepusytotcst 70%-HbIM ypoBHEM (POTOCUHTE3A IO CPaBHE-
HUIO ¢ TUKUM TUTIOM. OHU OTJIMYAIOTCS OT KOHTPOJIS pacrpeacieHueM
xjiopoduiia mexay ocHoBHbIMU [TBK. Tak, y MyraHTa iuHuu 42 (nory-
yeH C.A.Toctumckum), anexkrpodopesom B ITAAT rmokazaHo oTCyTCTBUE
rrostockl, comepkarieit CCKI. C komrmekcom @C 2 y 3T0ro MyTaHTa CBSI-
3aHO BIBOE 00JIbIIE XJT0pOodIILIa, YeM Y TUKOTO THIIA, B TO BpeMsT KaK ¢
CCK y myranTa cBsa3aHo He 6osee 40%. «CtpaTterust» MOACTPONKHU
MeMOpaHbI K BBICOKOM ckopocTH ukcaun CO, Ha eaMHKLLY XJT0poduia
BKJIIOUaeT OTHOCUTEIbHOE YBeJIMueHe B MeMOpaHax KoMIiekcoB ¢ PII
dotocucreM (B repByro ouepenb PC 2), MepeHOCYNKOB, 00CCIIeYNBaI0-
X B3anMocBs3b PC, a TakKe KOJTMIECTBA COMPSTAIONINX KOMIUIEKCOB
[14, 58]. B mpopocTkax MpoayKTUBHBIX pACTeHU, KaK MpaBuIo, HabJI0-
Jaercs repepacnpenenerue xiopoduiia mexay [1bK B rmonb3y yBenmmue-
HMST YKMCIIa KOMIUIEKCOB ¢ PeaKIIMOHHBIMU IIEHTPAMM, a ITOTEPsST YaCcTH
AHTEHHBI KOMIICHCHPYETCST TeM, 4To nomasJsiomas yacTh @C 2 oTHO-
cutca K @C 2, 10KaIM30BaHHON B 30HE CTEKMHIa MEMOPaH BMECTE C
CCK, koTopasi obecrieunBaeT JMHEHHBIN 3716 KTPOHHBII TpaHcropT [41].

H3BecTHO, yTO (hopMUpOBaHUE (DOTOCUHTETUIECKOTO aIlrapara 3aB1-
CUT OT MHTEHCUBHOCTH ¥ CIIEKTPAJIGHOTO COCTaBa cBeTa. JINCThsI TEHEBBI-
HOCJIMBBIX PACTEHUI BCeTaa UMEIOT 60Jiee BBICOKOE COIEePsKaHME XIIOPO-
(bmta 1 OTHOCHUTETLHO GOJTBIINIA pa3Mep CBETOCOOMpalOIeii aHTEHHEI.
B perynsauuu cuntesa I1BK, a Takke OuoreHesa camoro xjoporuiacta
YUYACTBYIOT PETYJIATOPHBIE OCTKN. YIOOHO MOIEITBIO T M3YIeHUST PEeTy-
JIATOPHOTO JIEMCTBUS CBETa Ha CBOMCTBA (DOTOCMHTETUIECKOTO alliapaTa
SIBJISIETCS TIEPBBIM JIMCT PaCcTeHUI, MUTAIONIWIICS B OCHOBHOM 3a CYeT
3aI1acoB ceMeHM (MUKCOTPO(HO), OH MOKET pacTH U pa3BUBAThCS TIPU
WHTEHCUBHOCTSIX CBETa HIKe KOMITCHCAIIMOHHOTO ITyHKTa (DOTOCUHTE3A.
Tak, UCTIONB3ys TIEPBEIi JTUCT STAIMEHSI, BBIPAIIINBAEMOTO TIPY CBETOTIO-
ToKax, MeHbIMxX yeM 1 WE M~2¢~!, ynanock nokasarb, 4To 00pazoBaHue
yactu nyia CCK (LHCII) npu oueHb HU3KOM MOTOKE KBAHTOB CIE1M-
(pmaecku akTMBHUpYeTCS (DUTOXPOMOM, KOTOPBIN YCHITMBaeT HAKOTUICHUE
xjiopoduin b-cBs3bpiBalomero oenka. CHMKEHME OCBEIIEHHOCTH TP
BbIpalBanuu pacteHuii ot 12 no 0,3 wE M2 ¢~ mpuBoaMIIO K yMeHbIIIe-
HUIO CYMMapHOTO cofiepkaHus xiopodmiia B 10 pa3 Ha CHHEM M TOJTBKO
B 3 pa3a Ha KpacHOM cBeTy. Ha cuHeM cBeTy, B OTJIMUME OT KPacHOTO,
CYILECTBEHHO CUIIbHEE Nanajto noromenne CO, n KBAHTOBBIA BBIXON
(poTocuHTe3a, a OTHOIIEHUE XJIOpOGUILIOB a/b ToBbIIIANIOCH 10 4,4.
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CaeToBast 3(PEeKTUBHOCTb HEPOTOXUMUIECKOTO U (POTOXUMUIECKOTO
TymeHust gpJayopecueHInN xjiopoduiuia (B pacyeTe Ha IOTJIOIIEHHBIN
KBaHT) MPU CHUXXEHUM TMOTOKA CMEIIAHHOIO WJIM KPAacHOIO CBETa He
U3MEHSUIACH, TOTA KaK M HE(DOTOXUMUUECKOE TYIIIEeHNE U HAKOIIJICHUE
Q’, Ha NOIJIOIEHHbIM KBAHT BO3PACTAJIO B JIMCThSX, BHIPALIMBAEMbIX Ha
CHHEM CBETY HU3KOI MHTEHCUBHOCTH.

ITockoIBKY pocT pacTeHUS 00eCTIeUNMBACTCSI CUHTE30M OEJIKOB, TO BO
MHOTOM OH OITpeiesIIeTCs B3aUMOAECTBIUEM ITPOIIECCOB (DOTOCHHTE3a 1
a30THOTO MeTab0IM3Ma. A3OTHBIN U YIJIEPOIHbBIN METAOOIN3M SIBJISIOTCS
TeMU IBYMSI OCHOBHBIMM KOHCTPYKTUBHBIMU MPOLIECCAMU, KOTOPHIE
OIPEAESIOT MPOAYKTUBHOCTh. DTU JIBA JTIOKAJIM30BAHHBIE B PAa3HBIX
YyacTsIX pacTeHUsI Mpollecca B3aMMOJIECTBYIOT Ha YPOBHE XJIOpOIUiacTa,
ITOCKOJIBKY TSI 00ecTiedeHUs pabOThI KaK YIIIePOAHOTO, TAK ¥ A30THOTO
LIMKJIOB TPEOYIOTCSI OJHU U T€ 3K€ BOCCTAHOBUTEIbHBIE M DHEPreTUYECKIE
SKBUBAJIEHTHI, 00pa3yolIrecs: B MEPBUUHBIX ITpolieccax (oTocuHTE3a
[61]. Kak mpaBuiio (pOoTOCHMHTETHYECKAs] aKTUBHOCTD ITOJIOKUTEIHLHO
KOppPEMpPYeT ¢ CoIepKaHNEM a30Ta B JIUCThSIX, TITABHBIM 00pa30M ITOTOMY,
YTO 6€3 Hero HapyIaeTcs CHHTE3 POTOCMHTETUIeCKOoro armapara. OaqHuM
U3 HanboJIee YaCThIX CJICACTBUI OTCYTCTBUS a30Ta SABJISIETCSI U3MEHEHUE
BKOJIMYECTBE M aKTMBHOCTU KJTIOUEBOTO (pepMeHTa (poTocuHTEe3a — PyOncko,
XOTSI 5TO MOKET ObITh HE €IMHCTBEHHOM MPUYMHON U HE AMHCTBEHHBIM
MEXaHU3MOM KOHTPOJISI DOTOCUHTETUUECKOM aKTUBHOCTU CO CTOPOHBI
a30THOTO MeTaboiau3ma. M3aMeHeHre CKOPOCTU M HaIlpaBICHHOCTHU
TEMHOBOTO MeTabojin3Ma 00eCleunBaeT CTPYKTYPHbIE MTePEeCTPONKU
TWJIAKOUAHBIX MeMOpaH. Tak, HanmpuMep, Y BOIOPOCIEei HaKOIIJICHUE
YIVIEBOAOB CIYKUT CUTHAIOM K MHAKTUBALMKU DC 2. OMUH U3 MEXaHU3MOB
METabO0JUTHOTO KOHTpOJIsT akTUBHOCTU PC 2 y BOIOpOCTEi CBSI3aH C
aKTUBalMeil xjoporacTHoro neixanus [39, 40]. Ormeuanach Takxke
CBeTO3aBUCHUMas METa0OJIUTHAS PETIpecCcrs CMHTe3a 0eTKOB (POTOCHH-
TETUUECKOro arnapaTa HeBOCTpeOOBaHHBIMU accuMusiTamu [37].

B ciyyae BBICIIIUX pacTeHUIT B3aMMOCBSI3b YIJIEBOIHOTO M a30THOTO
MeTaboIM3Ma elle 6oJiee CI0XKHAasI BCJIEACTBHUE PA3HOM UX OpraHU3alliu
He TOJIbKO BO BpeMEHM, HO 1 B IIPOCTpaHCTBE. Jlaxke TSt XJIOpOTIIacTOB,
e Bech (POTOCHMHTE3 M BOCCTAHOBJICHNE HUTPHTA IO A30Ta OPTaHNIECKIUX
COEAVMHEHMI TTPOMCXOIUT B OTHOM 00BbEeME C UCIOJIb30BAHUEM OIHUX U
TeX K€ DHEPTeTUUECKHUX M BOCCTAHOBUTEJIbHBIX 9KBUBAJIEHTOB, BOIIPOC O
MEXaHU3MaxX PETyJISLMU OCTAETCS OTKPBITBHIM. Y3Ke Ha paHHUX 3Tarax
TOJIOMAHMUS TT0 a30Ty B JIUCThSIX CYIIECTBEHHO CHIKAETCI COAEPKaHUE
BOCCTaHOBJIEHHBIX (DOpM a30Ta (B OCHOBHOM 3a CUET HEOEJKOBOTO a30Ta),
YMEHbIIIaeTCsl cyxasi Macca U Iiola b ucteeB. ConepkaHue xjiopoduiia
TaKKe CHIKEHO, HO OTCYTCTBHME U3MEHEHUIT B OTHOIICHUU XJIOPOMUILIIOB
aV byka3sbpIBaeT Ha OMMHAKOBBINM C KOHTPOJIEM XapaKTep pacipeaeieHus
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xJiopouia Mex Iy OTAeIbHbIMU XJIOPOMUULI-CoAepKAIIMMU KOMITIEK-
camu. OHaKO OTHONIEHUE XJIOPODUII/OENOK U3MEHSIETCSI BO BTOPOM
JINCTE HECYLIECTBEHHO, TAK K€ KaK M CKOpocTh (hukcaumu CO, Ha Kaxyo
eanHuLy xiopodunia. M3yyeHne QyHKIIMOHAILHOM OpraHn3alliy THjIa-
KOMJIOB 3TOTO JINCTA TT0KA3aJI0, YTO HEeT Pa3JIMUMii 110 MOTEHIINATbLHOMI
aktuBHOCTU JIMHeliHOM DTL. OgHako oka3anock, YTO OMHUM U3 IIEPBBIX
HapyIIeHWH B OpraHN3aIuy TUJIaKOW/Ia TP HETOCTaTKe a30Ta SIBIISICTCS
YMEHBIIIEHWE YUCTIa COMPSTAIONINX KOMIUIEKCOB, TTpUYeM B OOJIbIIEH
CTETIeH! 3a CYeT IpaHaJIbHOro KoMmapTMmeHTa. [lorydeHHBIE TaHHBIE
MMOKAa3aJIv, YTO Y PACTEHUI MIIEHULIBI, 10 KpalfHEe Mepe Ha HavyaJIbHbIX
3Tarax rojoJaHus 1o a30Ty, aKTUBUPYIOTCS ITPOLIECCHI TPAHCIIOPTA BJIEKT-
ponoB Ha yyacTke @C 1 u nukimdeckoe dhotodochopunmpoBaHme, 4T0
MOXET 4YaCTUYHO KOoMIIeHCcUpoBaTh HepoctaToK ATP. DT1o gaBisercs
YacCThlO MEXAaHM3MA aaNTalluM, KOTOPbI ITO3BOJISIET XOPOILIACTaM in Situ
COXPAHATH JOCTATOYHO BBICOKYIO CKOPOCTh (pukcauuu CO, Ha paHHUX
aranax rojoganus [13, 18].

s Toro 4ToObl ONMPEaEInUTh, KaK MOTEHIMAIbHbIE BO3MOXHOCTU
XJIOPOTLJIACTOB Pean3yloTcs B LIEJIOM pacTeHUU, HEOOXOAMMbI UCCIIEN0-
BaHUsI HAa HEOTIEJIEHHBIX OT PACTEHUSsI TUCThsIX. [ToydeHHBIE Pe3yIbTaThl
ITOKAa3bIBAIOT, UTO CaMble TepBbIe HAPYIICHUS IPU HEeIOCTaTKe a30Ta
CBSI3aHbI C HAPYLIEHUSIMU MPOLIECCOB 3aIlacaHusl dHepruu. Paznnuus B
XapaKTepUCTUKAX (PIyoPeCIeHIINH B TUCTHSIX KOHTPOJBHBIX U CTPaIato-
IIMX OT HeOCTaTKa a30Ta paCTeHU I HaOIOIAI0TCS TOIBKO Ha HaYaTbHBIX
y4acTKaX CBETOBBIX KPUBBIX U OTCYTCTBYIOT IMPU MHTEHCUBHOCTSIX CBETA,
HacwIImaromux ¢GorocuHTe3. CHIXKeHNe (OTOCUHTETUIECKON aKTUB-
HOCTH TOJIOAAIOIINX IO a30TY BBICIIUX PACTCHU in Situ IBIISICTCS pe3yJib-
TaTOM YMEHBIIIEHHS YK CIIa BCEX XJIOpODIIIICOAepKaIINX KOMITJIEKCOB Ha
€IIMHUILY TOBEPXHOCTH U TIOBBILIEHKEM CONPOTUBIEHUS 1M dysun CO,
K MecTaM KapOOKCWINPOBAaHUS (BUAUMO, BCIEICTBYE U3MEHEHUSI CTPYK-
TYphI), a He UBMEHEHUEM B MEXaHM3Max MEPBUUHBIX ITPOLIECCOB (POTO-
CHHTE3a, KaK 3TO HabI10AaeTCsl Y MUKPOBOOPOCIIEA.

O4eHb YacTo MOBPEXICHIE PACTEHUI 1 BOTOPOCTIEH B €CTECTBEHHBIX
YCJIOBUSIX CPEIBI BBI3BIBACTCS OKUCIUTEIBHBIM cTpeccoM. 1Tt hoTocHH-
TE3UPYIOLINX OPTAaHU3MOB B PSIAY IIEPBOCTENEHHBIX (DAKTOPOB, BHI3BIBAIO-
IIMX TaKo# cTpecc, 0cob0e MeCTO 3aHMMAaeT BUIWMBIN CBET BBICOKOI
WHTEHCUBHOCTH, KOTOPBI MOXET BBI3BIBATH (DOTOOKMCIUTETBHBII
cTpece, IPUBOAUTh K (POTOMHTUOMPOBAHUIO U NECTPYKLIMU (DOTOCUH-
TETUUYECKOTro armnapata. s 3alUThl OT OKUCIUTETbHBIX ITOBPEXKACHUI
B aHTEHHOM KoMmImIieKce 1 camux PLL mmeeTcst Lieblii psii MeXaHU3MOB.
Kpome yxe ormeuasirerocst panee nepexona yactu CCK ot @C 2 k ®C
1 (nepepacnpeneneHue sHeprun Bo3oyxaeHus Mexay ®C) u hoTonHI1-
OMpPOBaHUS, MOXKET UMETh MECTO MUTPALMs SHEPIUU BO3OYXKIECHUS OT
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®C 2 Kk MoJTeKyIaM KapOTUHOUIOB, KOTOPBIE CITOCOOHBI IUCCUTIMPOBATH
SHEPIHIO BO30YKIEHOTO COCTOSTHUS B TeTu10. [TocmeaHmii mporece MoXeT
YCHIIMBATBCS BCIIEACTBUE CBETOMHIYLIMPOBAHHOTO U3MEHEHUSI COCTaBa
KapOTWHOWIOB, TTPUBOISAIIETO K HAKOTUICHUIO Ne3TMOKCUINPOBAHHBIX
KapOTUHOMJIOB 3a CUeT 3MOKCUAUPOBAHHBIX hopM [59, 76]. [TokaszaHo,
4yTO 00JIyUeH1E TMaTOMOBBIX Bofopociiei Thallassiosira weisflogii MOIITHBIM
BHIVMMBIM CBETOM ITPUBOIUT K CHIDKEHUTO (POTOXUMIIECKOI aKTUBHOCTH
®C 2 Tem Ooblle, YeM OOJIbIIE TUTETBHOCTD SKCITO3UIINA Ha MHTEH-
cuBHOM cBeTy. CTIIOCOOHOCTD K perapaliii TAKKe 3aBUCUT OT JUTUTETb-
HocTtH ob0rydenmst. Mamenenus aktuBHocTi DC 2 TToCIIe KpaTKOBPEMEH-
HOro o0imyyeHus (10 15 MUH.) 00YCI0OBJIEHBI ITOSIBICHUEM N30BITOYHBIX
3HAYEHUI TpaJrieHTa BOZOPOIHBIX MOHOB HAa MeMOpaHax THUJIAKOWIOB,
MIPUBOIAIINX K TYIIEHHWIO BO30OYKIECHHBIX COCTOSTHUI XJI0poduiia
KapOTUHOMIAMU U TIepepacIipeie]ICHIIO SHEPTUH BO30OYKICHHUS MEXITY
®C 3a cuer hochopunupoBaHus 6eakoB. [Tocie AByx 4yacoB 00JydeHMs
BOCCTaHOBJICHNME aKTUBHOCTH OBLITO YK€ JIMIITh YaCTUYHBIM. MeJIeHHOe
BOCCTaHOBJICHNE, BUAUMO, CBSI3aHO C PECUHTE30M MOBPEXACHHBIX TTPU
(oTookmcIIeHNHN OEJTKOBBIX CTPYKTYP. IHKyOMpOBaHME KIIETOK C TUTHO-
TPEUTOJIOM, MHTUOMTOPOM JI€3TOKCUAA3Hl KCAHTO(MUIUIOB, BBI3BIBAIO
3HAYUTESIbHOE YMEHbIIIeHNE (DOTOMHAYIIMPOBAHHBIX U3MEHEHUIA ITOTJI0-
IIEHNS B MAKCUMYMaX ITOTJIOIIeHUS Ie3MTOKCUINPOBAaHHBIX (POpM Kapo-
TUHOMIOB, YACTHYHO OOPATUMBIX TTOCJIe HEOONBIINX 103 OOMYyIeHUS U
HeoOpaTUMBIX Mmociie 60buX. PocT HE(OTOXUMUYECKOTO TYIIEHUST U
OTCYTCTBHE€ BOCCTAHOBJICHHS TTOKa3aTeei (POTOXMMIUIECKOI aKTUBHOCTH
TToCcJIe OKOHYAHUS 00TyIeHUsT OOJTBIITMM T03aMU YKa3bIBaeT Ha 3HAUM -
TeJILHBIN BKJIaJ1 KCAHTO(PMIUIOBOTO LIMKJIA B TYIIIEHNE N30bITKA BO30YKIEH-
HbIX coctostHmi DC 2 y mmaromoBoii Bogopoci Thallassiosira weisflogii [10].

VIII. BAK/TIOYEHUNE

COBOKYITHOCTb MTEPBUYHBIX MTPOLIECCOB (DOTOCUHTE3A MPEACTABISIET
€000 LIEJIOCTHYIO CUCTEMY, XapaKTePHU3YIOILYIOCS CTPYKTYPHO-(DYHKIIMO-
HaJIbHOI aBTOHOMUE 1 00J1aAaI0IIyI0 CBOUMUI MeXaHU3MaMU PETYJISILINN.
B ocHoOBe MoJieKyasipHBIX MexaHu3MOoB ITITM nexkaT 371eKTPOHHO-KOH-
¢opMallOHHBIE B3aUMOIEICTBHUS, 00eCIIeUYNBAIOIIE HAaIlpaBIeHHBIC
M3MEeHEeHUsI KOH(MUTYpaluy IIePEHOCUYMKOB IIPU IpUEME WIN OTaade
aJIeKTpoHa. Takoro poga KoH(pOPMAaLMOHHBIC U3MEHEHUST PETYINPYIOT
3 OEKTUBHOCTH TIpeBpalleHNsI SHeprun B poTocuHTe3e. Pe3kue nzme-
HEHMSI yCJIOBUI CPeIbl WIIH IPYTIre HeOIaronpyusITHbIE BO3ACHCTBIS MOTYT
MIPUBECTU K HAPYIICHUSIM COIIPSIKEHMS MOCIEA0BATEIbHBIX CTaINil
repeHoca 3JeKTpOoHa, B pe3yJibTaTe Yero MOXKeT CO3AaBaThCsl U30BITOK
3JIEKTPOHOB WJIM SHEPTUHN 3JIEKPOHHOTO BO30YXIEHMS Ha OTHEIbHBIX
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yJacTKax Liel. DTO, B CBOIO OYepeib, MOXKET IIPUBECTU K ITOSIBIICHUIO
AKTUBHBIX (DOPM KMCI0pOIa (CyIepOKCUI-PaarKal, CHHIJIETHBIN KICJIO-
pon) M, KaK CIAEACTBUE, K OKUCIMTEIbHOMY ITOBPEKACHNIO MEMOPaHHI.
Paznuunble usmeHeHust xapaktepa [TT1M oTpakaloTcs Ha CHIEKTPATbHBIX
CBOIicTBax (moromeHue, GJIyopecueHIs MUTMEHTOB) B3aMMOIEICT-
BYIOIIUX TepeHOCYNKOB. COBOKYITHOCTh PACCMOTPEHHBIX PE3yJIETaTOB
MoKa3bIBaeT, UTo (hayopecleHMs XJIopoduia sIBisieTcsl 000011eHHbIM
MHTErpaIbHBIM ITapaMETPOM, ITO3BOJISIOIIMM CYIUTh 00 3(pPeKTUBHOCTH
U IMHAMMKE HavyaJIbHBIX CTaAWil TpaHChOpMaLl SHEPIUU.
PesynbpraThl (hyHIaMEHTAJIbLHBIX MCCIEIOBAHUI B 3TOM 00J1acTH
peaJIbHO MOTYT OBITh MCIIOJIb30BAaHbLI B 00JIACTU MPUKJIAAHONH OMOTEX-
HOJIOTUM U 9KOJIOTUH, HAIIpUMED, TIPU pa3padoTKe (hIyopOMEeTpUIECKIAX
WHIUKATOPOB (PM3MOJIOTMYECKOro COCTOSTHUSI pacTeHuii [24]. Tak, ripen-
JIoXkeHHast ouodusunyeckast Mojiesib CBsI3U (DOTOCHHTE3a (PUTOIIAHKTOHA
¢ apamMeTpamu (hJIyopecUeHIIMU MTPU pa3HOM MOJBOAHON OCBELIEHHOCTU
MMO3BOJISIET OBICTPO OLIEHUTH CKOPOCTh (POTOCHHTE3a U paCCUYUTATh TIep-
BUYHYIO IPOAYKLMIO (DUTOIJIAHKTOHA B HEIIPEPLIBHOM PEKME U3Mepe-
HUS. DTOT METO, OLIEHKM ObLI YCIIEIITHO MCII0Ib30BaH B pa3HBIX palioHax
MOpell 1 OKeaHOB, a TakxKe IJISI BHYTPEHHUX IIPECHBIX BOJOEMOB |3, 4,
48]. IIpoBeaeHHBbIE HAMU MCCIIEIOBAHUS MOKa3aIu, YTO KOpa MOJIOIbIX
MOOEroB IePeBbEB, COJIEPKalllast JOCTATOUHOE KOJIMYECTBO XJIOPOTLJIACTOB,
00J1aJaeT ONTUYECKUMHU CBOMCTBAMU, KOTOPKIE AEIal0OT BO3MOXKHBIM
nsMepeHue GiryopecleHIMM XJIopodulia Ha BeTKax, MpyU HEOOXOAMMOCTHU
HerocpeACTBeHHO Ha JepeBe. Ha 3Toii ocHOBe ObLT pa3paboTaH METO
omnpeaeaeHns (PU3NOJIOTMIECKOTO COCTOSIHUSI PACTEHMI B Ha3eMHBIX
OMoLIEHO3aX IO BeJIMUMHE OTHOCUTeIbHOM (iryopecueHumu (Fv/Fm) [8].

JINTEPATYPA

1. Akcenoe .C. 1., Hoxc I1.11., Pyoun A.b. 6. Beasesa H.E., emun O.B., Jlebedesa
(1999) buodusuka, 44, 442—447. I'.B., Pusnuuenxo I. IO., Pyoun A.b.

2. Anexuna H.JI., Kpenoenesa T.E., Ilo- (2001) Maremaruka. Kommbiorep.
secekas O.1. (1996) @usnonorust pac- O6paszosanme, 8, yacts 2, M.—xesck:
TeHnit, 43, 136—148. PXL, 564-572.

3. Auman T.K., Beneduxmos I1.C., Koneg /- Dyxos H.I", Jlamupos X.T, Ancudnadse
0. H., Mamopun J. H., Xanmep P., Py- T.I'., Pusnuuenxo I.10., Kapanemsn
oun A.B. (1999) Okeanonorusi, 39, H.B., Pyoun A.b. (1988) Hayunbie
314—320. JOKJIa bl BBICIIIEH MIKOJIBI. Bromoru-

4. Auman T.K., Beneduxmos I1.C., Ma- ueckue Hayku, 4, 28—37.
mopun J.H., Bosnsx b., Pyoun A.5. 8- Beneduxmos II.C., Boneun C.JI., Kasu-

(2001) Okeanonorus, 41, 860—869. mupko fO.B., Kpendenesa T.E., Kyxap-
5. Auman T.K., Kpendenesa T.E., Jlaypu- ga;gc f.[;l, Mamzcgz}ja %B" Jlaspy guga
nasuuene T.B., Makaposa B.B., I[bi- PyﬁI;H /;)' 3;39;799.9) 'tng(%?f:;ga 44
earnxos A.A., Ceiitbepm M., Pyoun A.b. 1037—1047. o

(2001) Hoxknanbl Akanemuu Hayk,
381, 119—122.



264

A.B.Pybun, T.E.Kpenoenesa

9.

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

Bopobvesa T.H., Kpenoesesa T.E.,
Pusnuuenko I.10., lllaiiman K.B.,
Pyoun A.b. (1983) MouekynsipHas
ouonorus, 20, 1203—1210.

Boponosa E.H., Boakosa 9.B., Ka-
sumupro F0.B., Yuexynosa O.b.,
Mepszaax M. H., [loeocan C.U., Pybun
A.B. (2002) ®usunosorust pacTeHuid,
49, 350—358.

Eeoposa E.A., byxoe H.I'., Kpendenesa
T.E., Pyoun A.b. (2001) Jdoxknanabl
Axanemuu Hayk, 377, 1-4.

Kononenko A.A., Hoxe I1.11., Yamo-
posckuii C.K., Pyoun A.b., Jluxmen-
wmetin I 1., Kpynauckuii 10.D., Cy3-
danes U.II., Tonvoanckuii B. 1. (1986)
Xumunueckas ¢husuka, 5, 795—803.

Kpenoenesa T.E., Kykapckux I'.11.,
Makaposa B.B., Jlaspyxuna O.1I., Hu-
306ckas H.B. (2001) ®usunonorus
pacrenuii, 48, 400—405.

Kpenoenesa T.E., Kykapckux I'.11.,
Hu3zoeckas H.B. (1994) ®uznonorus
pacrenuii, 41, 720—725.

Kpenoenesa T.E., Kykapckux I'.11.,
Hu3zoeckas H.B., Tya6y I'.B. (1982)
buoxumust, 47, 904—910.

KpenodenesaT .E., Kykapckux I.11.,
HuszoecxasH.B., [lawenxo B.3., Tu-
mogees K.H, Tyroy I. B., Xumpos FO.A.
(1977) buoxumus, 42, 1965—1972.

Kpenoenesa T.E., Kykapckux I'.11.,
Tumogpees K. H., Heanos b.H., Pyoun
A.b. (2001) Joxnanst Akanemuu Ha-
yK, 379, 694—697.

Kpenodenesa T.E., Maxaposa B.B.,
Kykapckux I.11., Huzosckaa H.B.

Jlaspyxuna O.I. (1996) buoxumusi,
61,2158-2164.

Kpendenesa T.E., [laymaxun I'A.,
Kykapckux I 11. (1985) buoxumus,
50, 941-948.

Kyxywrun A.K., Tuxonos A.H. Jlex-
uuu no ouodusnke GorocuHTe3a
(1988) M.: MT'Y, 320 c.

Jlebedesa I'.B., beasesa H.E., Pusznu-
uenko I'.10., Pyoun A.b., lemun O.B.

(2000) Kypnau husznueckoii xumuu,
74, 1874—1883.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

Jlebedesa I'.B., beasesa H.E., /lemun
O.B Pusnuuenxo I'.1O., Pybun A.b.
(2002) buodwusuka, 47, 1044—1058.

Makaposa B.B., Kyxapckux I'.I1., Hu-
306ckasn H.B., Jlaspyxuna O.1I., Kpen-
Oenesa T.E. (1998) Buoxumus, 63,
1662—1667.

Mamopun JI.H., Beneouxmos I1.C.,
Kones F0.H., Kasumupko FO.B., Py-
oun A.b., (1996) Ioknanbl AKageMun
Hayk, 350, 256—258.

Hoxc I1.11., Yypbanosa U.IO., 3axa-
posa H.U., Kpacunrvnukos I1.M., Jly-
xawee E.Il., Pyoun A.b., llaiiman
K.B. (2001) Buoxumusi, 66, 114—118.

Tawenko B.3., [puwanosa H.I1., Hokc
I1.11., Kopsamosckuii b.H., Pyoun A.b.
(2002) Daexrpoxumust, 38, 103—112.

Pusnuuenko I'. 0. (1991) MatemaTu-
YeCKME MOJIEIIH [TEPBUYHBIX TPOLIEC-
coB ¢orocuHTe3a. UToru Hayku u
TEXHUKH, cepust onodusuka, 31, M.
BUHUTMU, 160 c.

Pusnuuenko I 1O. Jlekuuu o mare-
MaTUYECKUM MOJEJSIM B OMOJOTUMN
(2002) M.—WxesBck: PerynsipHas u
XaoTuyeckas JuHaMuKa, 232 c.

Pusnuuenko I'.FO., Bopoovesa T.H.,
Xpabpoea E.H., Pyoun A.B. (1986)
buodusuka, 31, 793—799.

Pusnuuenko I'.FO., Bopoovesa T.H.,
Pybun A.5. (1993) MonexynsipHas
ouosorus, 27, 1230—1244.

Pusnuuenko I.1O., Jlebedesa I.B.,
JMemun O.B., beasesa H.E, Pyoun A.b.
(2000) buodusuka, 45, 452 — 460.

Pybun A.b. TlpyuHIIMNIBI OpraHu3a-
LMY Y PETYJISIIUU TTEPBUIHBIX TTPO-
1eccoB dotocuHTe3a TuMuUpsI3eBC-
kue ureHus LV (1995). IlymuHo
OHTMU ITHLL PAH, 38 c.

Pyoun A.b. bnodmusuka, T. 1 (1999)
M.: KHMXHBIH 10M «YHUBEPCUTET»,
372—418.

Pyoun A.b. buodbusuka, T. 2 (2000)
M.: KHMXHBIHI 10M «YHUBEPCUTET»,
273-385.

Pyoun A.5. (2000) CopocoBcKuii
xypHai, 4, 7—13.



Pezyasiyus nepsuurbix npoyeccos pomocurnmesa

265

35.

36.

37.
38.

39.

40.

41.

42.
43,
44,

45.

46.
47.

48.

49.

50.

S1.

52.

Pyoun A.b., KononenxoA.A., lllaiiman
K.B., Ilawenko B.3., Puznuuenxo I'.1O.
(1994) Buodusuka, 39, 213-235.

Pyoun A.b., llunkapes B.I1. TpaHc-
IMOPT 3JIEKTPOHOB OMOJIOTHYECKUX
cuctemax. (1984) M.: Hayka, 319 c.

Cemenenio B.E. (1982) ®usnomnorust
dorocunreza. M.: Hayka, 164—187.

Copoxun E.M. (1973) ®usuonorus
pacrenuii, 20, 389—399.

Yemepuc 10.K., Beneduxmos I1.C,
Pyoun A.B., (1996) ®usuosorus pac-
tenuii, 43, 833—841.

Yemepuc F10.K., Ilonosa A.B., Apy-
mionsn A.A., Beneduxmos I1.C. (1999)
®usnonorus pacrenuit, 36, 56—66.

Alauddin, M., Krendeleva, T.E., Nizo-
vskaya, N.V., Rubin, A.B. (1985) Pho-
tosynthetica, 19, 527—535.

Allen, J.F., Forsberg, J. (2001)
TRENDS in Plant Sci., 6, 317—326.

Bendall, D.S., Manasse, R.S. (1995)
Biochim. Biophys. Acta, 1229, 23—38.

Bennoun, P. (1999) FEBS Lett., 156,
363-365.

Bukhov, N., Egorova, E., Krendeleva,
T., Rubin, A., Weis, Ch., Heber, U.
(2001) Photosynth. Res., 70, 155—166.

Cleland, R.E., Bendall, D.S. (1992)
Photosynth. Res., 34, 409—418.

Dau, H. (1994) Photochem. Photo-
biol., 60, 1-23.

Falkowski, P.G. (1992) Molecular
Ecology of Phytoplankton Photo-
synthesis // Primary Productivity and
Biogeochemical Cycles in the Sea /
Eds. Falkowski P.G., Woodhead A.D.
/ N.Y: Plenum Press, 47—67.
Fiorentini, C., Arancia, G., Caprioli,
A., Falbo, V., Rugger, F.M., Donelli,
G. (1988) Toxicon, 26, 1047—1056.

Fulgosi, A., Vener, A.V., Alschmied, L.,
Herrmann, R.G., Andersson, B. (1998)
EMBOJ., 17, 1577—1587.

Heimann, S., Schreiber, U. (1999)
Plant Cell Physiol., 40,. 818—824.
Holzapfel, C., Bauer, R. (1975) Z.
Naturforsch., 30, 489—498.

53.
54.

55.

56.

57.

58.

59.

60.

61.

62.
63.

64.

05.

Hope, A.B. (1993) Biochim. Biophys.
Acta, 1143, 1-22.

Hosler, J.P., Yocum, C.F. (1985) Bio-
chim. Biophys. Acta, 808, 21-31.
de-Huijbregts, C., Cappon, J.J., Boen-
der, G.P., Raap, J., Gast, P., Hoff, A.J.,
Lugtenburg, J., de Groot, H.J.M. (1998)
Photosynthesis: Mechanisms and Ef-
fect, 2. /Ed. Garab,G./ Amsterdam:
Kluwer Acad. Publ., 759—762.

Ivanov, B.N., Kobayashi, Y., Bukhov,
N.G., Heber, U. (1998) Photosynth.
Res., 57, 61-70.

Krause, G.H., Weis, E. (1991) Ann.
Rev. Plant Physiol. Plant Mol. Biol.,
42, 313-349.

Krendeleva, T.E., Kukarskikh, G.P.,
Nizovskaya N.V., Rubin, A.B. (1996)
Physiol. Plant., 96, 439—445.

Lokstein, H., Hartel, H., Hoffmann,
P., Woitke, P., Renger, G. (1994) J.
Photochem. Photobiol. (B): Biol., 26,
175—184.

Malik, M., Riznichenko, G.Yu.,Rubin,
A.B. (1990) Biological electron trans-
port processes. Their mathematical
modeling and computer simulation.
Praha—London: Akademia. 176 p.
Malkin, R., Niyogi, K., (2000) Bio-
chemistry and Molecular Biology of
Plants. / Eds. Buchanan B.B., Gruis-
sem W., Jones R.L. / Rockville, Mary-
land: American Society of Plant Phy-
siologists, 568—628.

Malkin, S. (1971) Biochim. Biophys.
Acta, 234, 425-427.

Moss, D.A., Bendall, D.S. (1984) Bio-
chim. Biophys. Acta, 767, 389—395.

Oswald, E.M., Sugai, A., Labigne, A.,
Wu, A.c., Fiorentini, C., Boquet,P.,
O’Brien, A.D. (1994) Proc. Natl. Acad.
Sci. USA, 91, 3814—3818.

Paschenko, V.Z., Gorokhov, V.V., Gri-
shanova, N.P., Korvatovsky, B.N.,
Knox, P.P., Zakharova, N.I., Rubin,
A.B. (1998) Biochim.Biophys Acta,
1364,361-372.

. Pogosyan, S.1., Sivchenko, M.A.,

Maximov, V.N., Ostrowska, M. (1997)
Oceanologia, 39, 163—175.



266

A.B.Pybun, T.E.Kpenoenesa

67.

68.

09.

70.
71.

72.

Riznichenko, G.Yu., Chrabrova, E.N.,
Rubin, A. B. (1988) Studia biophysica,
126, 51-59.

Riznichenko, G.Yu., Vorobjova, T.N.,
Chrabrova, E.N., Rubin, A.B. (1990)
Photosynthetica, 24, 37—51.
Riznichenko, G.Yu., Rubin, A.B. (2003)
Comments on Theoretical Biol., in
press.

Scheller, H.V. (1996) Plant Physiol.,
110, 187—194.

Shinkarev, V .P. (1998) Photochem.
Photobiol., 61, 32—42.

Stowell, M.H.B., McPhillips, T.M.,
Rees, D.C., Soltis, S.M., Abresch, E.,

73.

74.

75.

76.

Feher, G. (1997) Science, 276,
812-816.

Turzo, K., Laczko, G., Filus, Z., Ma-
roti, P. (1998) Photosynthesis: Me-
chanisms and Effect, 2 / Ed. Garab,
G. /Amsterdam: Kluwer Acad. Publ.,
837—840.

Vener, A.V., Ohad, L., .Andersson, B.
(1998) Current Opinion in Plant
Biol., 1, 217—-223.

Wykoff, D.D., Davies, J.P., Melis, A.,
Grossman, A. (1998) Plant Physiol.,
117, 129-139.

Young, A.J., Frank, H.A. (1996) J.
Photochem. Photobiol. (B): Biol., 36,
3—15.



