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1. Beenenue. I1. AkTuBHbIe LIeHTpbI OMocuHTe3a X1opoduiia. [11. 3ak-
JIIOYUTESbHAS CTausl OMOCHHTE3a XJI0podUsuIa U3 MPOTOXJIOPOPUI-
JINJIA: TTOCJIeI0BATEIbHOCTh U MeXxaHu3M peakiuit. [V. [Tytu 6uocun-
Te3a MUIMEHTHBIX KOMITOHEHTOB (poTocucteMbl 2. V. buocuHTes xj10-
poduia peakilMOHHBIX LIEHTPOB hotocucTeMbl 1. VI. 3akmoueHue.

I. BBEJAEHUE

DoTocrHTE3, KaK U3BECTHO, CIYKUT OCHOBHBIM JIBUTATEIIEM TJIO-
OaJIbHBIX MTOTOKOB 3HEPTMHU BelllecTBa B OMochepe. DTOT YHUKAIbHBINA,
HEJIOCTYIHBII MOKa /111 BOCTIPOU3BEACHMS YeJIOBEKOM MPOLIECC YTUIU -
3allMU COJIHEUHOW 3HEPTUU OKa3bIBAETCsI BO3MOXHBLIM Ojaroaaps
CYIIECTBOBAHUIO CJIOKHBIX BHYTPUKIETOUYHBIX CTPYKTYP (DOTOCUHTE-
TUYECKOro ammnapara, ISl TOCTPOEHUsI KOTOPOro moTpedoBalucCh
MWLIXAP/bI JieT aBoounu. OaHaKo, BOSHUKHOBEHUE arnapaTa (oTo-
CHUHTE3a MPOUCXOAUT OYKBATbHO HA HAIIIMX [J1a3aX, B IPOLIECCE OHTOre-

Ipunamote coxpawenus: TIJI'T — nponamesuisipusie Tena; [TOP — npoToxsiopo-
dummpokcunopenykrasa; PLL ®@C—1 u ®C—2 — peakIIMOHHBIE LIEHTPHI (POTOCHC-
TeMbl 1 1 potocucremMsl 2.

0603nauenus nuemenmos: I1n — nporoxnopopwuina, [1x — nporoxiopodun,
X1 — xnopodwmuua, Xia — xjaopoduui, [T n X — aHamoru ykazaHHbIX TUTMEHTOB,
UTSI KOTOPBIX HE YCTAHOBJIEHO OTCYTCTBUE WK Hamuure putona, Peo — peodurtun.
B o6o3HaveHUsIX HATUBHBIX (hopM TiepBast Udpa Mmocjie COKPaieHHOTO Ha3BaHUS
MUTMEHTA YKa3bIBaeT MOJIOXEeHNe MaKCUMyMa B CIIEKTpPe HU3KOTEMIIepaTypHOU
(nyopecueHLMU (HM), BTOpasi — MOJIOXEHUE IJTIMHHOBOJIHOBOU MOJIOCHI MOTJIONIE-
Husl, Hudpa B cKoOKax — roJjioxkeHue rnoJjiockl Cope B crieKTpe Bo30yxkaeHust (Jryo-
pecuieHiu. R697, R688 — Hediryopecipyoliie HHTepMeanaThl OMOCUHTE3a C
JUIMHHOBOJIHOBBIMHU ITOJIOCAMU TOTJIOIIEHK 1Tpy 697 1 688 HM.
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He3a pacTeHUi — OuocUHTe3a xJopoduia U APYyrux NUTMEHTOB,
GuoreHe3a CIOXHBIX (POTOCUHTETUYECKUX CTPYKTYP. Y BBICHINX pacTe-
HUI 3TOT npouecc (0MOCUHTE3 XJI0podULIa 0COOEHHO) JerKo HabJ0-
JlaTh: €ro 3aKJIIUYUTENbHAs CTaIusI — MpeBpallleHre cJ1ab00KpallleHHOTO
MpelIecTBeHHUKA, TTPOTOXJI0poUINAA, B XJI0pOMULIT BKIOYAETCS
TOJILKO TIpU JE€MCTBUU CBETa M IMPOTEKAET 3a HECKOJbKO CEKYHJ B
MIpeIBapUTEIILHO 3aTeMHEHHBIX, JTUIIEHHBIX XJTopoduiia (3TUOIN-
POBaHHBIX) MPOPOCTKAX. DTON 3aKIIOUUTEIbHONM cTaauu OMoreHe3a
(oToCHHTETMUECKOTO aliapaTa M MOCBAIIEeH TaHHBI 0030p, MpuYeM
BHUMaHUe OyJeT COCPeIoTOYeHO B OCHOBHOM Ha IpobiiemMe OocuHTe3a
COOCTBEHHO MOJIEKYJ XJIopo(dusia, HATUBHBIX KOMIUJIEKCOB IMUTMEHTA
U poJiv cBeTa B 3ToM Ipoliecce. [TpsiMbIM MoaxonoM K npoodsemMe Obuin
OBl M30JIMPOBAHME CTPYKTYP M3 KJIETKU W aHAIU3 UX MOJEKYJISIPHOM
opraHusaluy — IyTh, 10 KOTOPOMY UAET UCCIeN0BaHUE yXe chopmu-
POBaHHBIX CTPYKTYp (HampuMep, peakKIIMOHHBIX IEHTPOB (hOTOCUHTE3a).
OnHaKo, MO OTHOLIEHUIO K 3apOKJAalolIMMcs, 3HAUUTEJbHO OoJjiee
JTAOMJTbHBIM, TTMTMEHTHBIM CUCTEMAaM 3TOT IYTh OKa3bIBAETCS TPYIHO-
JIOCTYITHBIM., HE TOJIBKO BCJIEICTBHAE HIU3KOTO COACPKAHMS ITMTMEHTOB,
HO, U TJIaBHOE, BCJIEACTBHME YPE3BbIYANHON JTaOUMIBHOCTU CTPYKTYD,
pa3pyIIalommnxcs MPU MOTBITKE CaMOTO MSTKOTO BBIIEIICHUST X U3
KJIETKU. YCWIUSI B 9TOM HaIllpaBJIeHUM, OTpaxkeHHbIe B 0030pe, 6e3yc-
JIOBHO OYIYT TTPOIOJIKEHBI; HO MX YCITeX BO MHOTOM 3aBUCHUT OT WHMOP-
Maluy O JeHCTBUTEILHON KapTUHE TMPeBpaIleHNsT IMUTMEHTOB HEeToC-
PEICTBEHHO B 1Ie€JION, XMBOW KJIETKe, KOTOPYIO yaaeTcsi HabJoaaTh
Oiarogapsi UCMOJIb30BAHUIO METOJ0B a0COPOIIMOHHON U JTIOMUHEC-
LIEHTHOM CIEeKTPOCKOIUU. DTOT acIeKT Mpo0eMbl U OTpaxkeH B 0030pe.
Yem MHTEpECHBI UCCIIEIOBAaHUS 3aKIIOUYNTEIbHON cCTafuu OMOCHH-
Te3a xjopoduiiia B pacteHun? Eciivi roBOpUTH O TpaKTUYECKOI CTOPOHE
BOMpoca, TO B 3HAUUTEJIbHOI Mepe MMEHHO Ha 3TOW CTaauu 3aKjaibl-
BAIOTCSI OCHOBBI MPOAYKTUBHOCTU PACTEHMI; OHA OKa3bIBaeTCsl HauboJiee
YSI3BUMOI 110 OTHOLLIEHUIO K MOBpPEXIatolemMy aeiicTBuio ceeta ((hoTto-
NeCTPYKILIus, NeicTBUE (POTOMHTUOUTOPOB U (POTOrepOULIMIOB), UYBCT-
BUTEJIbHOI K yIPaBAEHUIO CO CTOPOHBI (hoTOMOPGhOTreHeTUuYeCKOro
KOHTpOJIS ((pUTOXpOMHASI CMCTeMa PETyJIsIum ), 0oiee 3aBUCUMOM, UeM
chopMHUPOBaBIIHECS CTPYKTYPHI, OT BIUSHUS CBETOBOTO, TeMIlepa-
TYPHOTO U IPYTUX BHEITHUX (DAaKTOPOB. Pe3yIbTaThl OHTOTEHETUIECKOTO
HCCIIenOBaHUS (POTOCMHTETHYECKUX CTPYKTYP 0€3YCIOBHO OKaXyTCS
ITOJIE3HBIMU IST TIOHUMAaHUS MPUHIIUIIOB CTPOCHUS PEaKIIMOHHBIX
IIEHTPOB — KITIOUEBBIX CTPYKTYp (POTOCHHTE3a, MeXaHW3Ma NX (HpyHK-
moHupoBaHus. ConocTaBieHue OHTOTeHETUUEeCKUX U (hUJIOTeHeTHY -
€CKUX MCCIeAOBAHUI TTO3BOJUT OTBETUTH Ha BaXXHBIC BOTIPOCHI 00
9BOJIIOLUU (POTOOMOJIOTMUECKUX CUCTEM U caMOoii Orochephl.
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[TpoGaema mpupoabl 3aKTOYNUTEIbHON CTaAuK OMOCUHTE3a XJI0PO-
(hunna nosiBMIach B Havajle BeKa M Kasajach OTHOCUTEJIbHO MPOCTOM:
13 COMOCTABJIEHUSI U3BECTHBIX K TOMY BPEMEHU CTPYKTYP XJopoduia
1 €ro TEeMHOBOTO Tpe/IIeCTBEeHHUKA ObLJI0 OYEBUIHO, YTO B OCHOBE
npoliecca 3eJeHeHUs JOJKHa JexXaTbh peakuusi (hOTOXUMMUUYECKOTO
BOCCTaHOBJIEHUS JIBOMHON CBSI3U B MUPPOJILHOM KOJIbIIE MAKPOLIMKIIA.
Bmecre ¢ Tem, mo Mepe MpOABUXKEHUSI CITEKTPOCKOIUYECKUX HUCCe-
JIOBaHMI LIEJbIX KJIETOK BBISICHUJIOCH, UYTO peajibHasi KapTUHa 3Ha-
YUTEJbHO CJIOXHEee U BKJIIoUaeT 0O0JIbILIOe YMCI0 MHTepMeINaToB (Jaxe
€CJIM y4eCTb HEOOXOAMMOCTD MepeHoca JABYX 3JEKTPOHOB U JBYX IMPO-
TOHOB B XOJi¢ peakluu (hOTOBOCCTAHOBJEHMUS). DTO MPOTUBOpPEUUE
CTaHOBUTCSI TIOHSATHBIM, €CJM NMPUHITh BO BHUMaHUE COBPEMEHHbIE
MpeacTaBIeHuss 00 ydacTuud B (POTOCUMHTE3e HE OIHOM, a HEeCKOJIbKUX
(hopm nurMeHTa (MUrMeHTHBIX KOMITJIEKCOB), BBITTOJTHSIOIIUX (DYHKIIUU
peaKIMOHHBIX LIEHTPOB ABYX (DOTOXMMUYECKUX CUCTEM (hOTOCHHTE3a
(OPC—1 n ®C—2) ¥ HECKOIBKHUX TUTIOB OOCTYKMBAIOIINX UX CBETOCO-
Oupatoilux (AHTEHHbIX) MUIMEHTHBIX KOMIUIEKCOB. TakuM 00pa3oM, uc-
clieJoBaHue Mpoliecca 3eJeHeHUs MpeBpallaeTcsl U3 aHajiu3a OJHOM
peakiiMy B U3y4YeHHEe CI0XXHOTO MHOTOCTYIIEHUATOro Ipolecca ouore-
He3a MUTMEHTHBIX KOMILIEKCOB, CTPYKTYpa KaXKJI0T0 U3 KOTOPbIX COOT-
BETCTBYeT ero cneluduueckoit pyHkuuu npu potocunrese. [epcrex-
TUBHBIM JIJI51 TOJTYYEHUS CIIEKTPOCKOIMYECKOUM KapTUHBI ITpoliecca B ero
JTUHAMUKe oKa3aJicsi METOJ TOPMOXKEHUS peakluii ITyOOKHUM OXJIax-
JleHueM 00beKTOB (MCIOJIb30BaHHBIM BIIEpPBbIE MJISI MCCIeT0BaAHUS
3esieHeoIMX TUCTheB A.A.KpacHOBCKMM 1 Hamu B 1956 romy).

B 00630pe oTpaxkeHbl UTOT'M Pa3BUTUSI U COBPEMEHHOE COCTOSTHUE
HCCleIOBaHU TTOCAeA0BaTEIbHOCTA U TTPUPOIbl TEMHOBBIX U (DOTOXU-
MUWYECKHUX peaKiMii OuoreHe3a MUrMEeHTHBIX KOMIUIEKCOB XJI0poduiia
B 3TUOJIMPOBAHHBIX U 3€JIEHBIX JIMCThSIX PaCTEHUIA.

II. AKTUBHBIE HEHTPbl BMOCUHTE3A XJIOPO®UJIJIA

OcHoBHas peakiiusi OMoCUHTEe3a XJIOPODUILIA B IUCThSIX pACTeHUI —
(oTOBOCCTAaHOBIIEHNE MTPOTOXIOPOPUIIINIA 10 XITOPODIIINIA, OCY-
IIECTBIISIETCS B TIpeeliaX CIeIINaTbHOTO aKTUBHOTO IIEHTPa, OCHOBHBIMU
3JIeMEHTaMM KOTOPOTO SIBJISTIOTCS TPOTOXJIOPODUIIINA, KaTaau3m-
pyroIInii ero (OTOBOCCTAHOBIEHUE (hepMEHT TTPOTOXIOPODUIIIII—
okcugopenykrasa (ITOP) u monop Bogopona HAJJ®H. IMpotoxio-
podMI HaKaITMBAeTCs B 3THOJUPOBAHHBIX JINCTHSIX B BHUIE HEC-
KOJIBKHUX CITEKTPaTbHBIX (PopM. XOpOIIO M3ydeHBI TPU OCHOBHBIX
dopmer: I1x 655/650, To 643/639 u 11 633/628 [4, 28—30, 54, 62, 71,
91, 133]. KpoMe Toro o0Hapy:keHO HECKOJIbKO MUHOPHBIX IJIMHHO-
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BOJTHOBBIX (hopM (TTorIo1eHue B ooacti 660—690 vm) [32]. [1x655/650
u I[11643/639 cBa3aHBI MEXTY CO00I BEICOKO3(D(EeKTUBHOM MUTpAITUEiA
sHeprun [4]. [Tox neiictBueM cBeTa 00e 3TU (OPMBI aKTUBHO IIpeBpa-
MIAIOTCS B XJIOPOQWUIN TaXKe ITPU OYeHb HU3KUX TemIiepaTtypax [4, 10].
®opwma I1633/628 crrocodbHa K TIpeBpaIleHUI0 TOIBKO IPH TeMIIepaType
Boie 278 K [10]; ucciaenoBaHue CeKTpoB ACUCTBUS €€ (poToIpeBpa-
LLIEHHS TT0Ka3aj0, YTO MPOLIECC OCYIIECTBIISIETCS Yepe3 CTaAuI0 Mpeod-
pa30BaHUsI HEAKTUBHOW KOPOTKOBOJIHOBOU (DopMbI B OoJiee IJIMHHO-
BOJIHOBY10 akTUBHYIO (hopMmy [1]. JIIMHHOBOJIHOBBIM CABUT CIIEKTPOB
aKTUBHOTO MPOTOXJIOPOPUIUINIA MOXET OBITH 00YCIOBJIEH XpOMO(pOp—
XpOMO(OPHBIM B3aUMOICMCTBUEM MOJIEKYJI TUTMEHTA, O YEM CBUIETEb-
CTBYIOT pe3yJibTaThbl UCCIIeOBaHUSI KpyroBoro auxpousma [84, 127],
noJisipu3aunu iryopecueHIy 1 Murpauuu sHepruu [132]. [penmona-
raeTcsi, YTO MOJIEKYJIbI MPOTOXJIOpOoGULINAA 00pa3yloT IUMEPHl WU
TeTpaMepsl [84, 132].

®OTOAKTUBHBIN KOMIUIEKC MTUTMEHTa C OEJIKOM OBLI AeTaJbHO
ncciaenoBaH B padorax [puddurca [73—78]. bbli BeiaeneH 1 McclieA0BaH
dorodpepment [TOP; o6HapyKeHO, UTO JOHOPOM BOAOPOIA CIIYKUT
HAO®H. ®orodepmenT Maccoit 36 k/la [42] pacrionaraeTcst Ha BHYT-
peHHMX MeMOpaHax 3TuoriactoB [57, 120] u JoKaJIn30BaH Ha 9KCTEP-
HaJIbHOU (CTpOMaJbHOM) cTopoHe TmiakouaoB [130]. Pe3ynbTaThl
HUCCe0BaHUN aMMHOKUCIOTHON mocieaoBaTesbHocTy [142] u BTO-
puuHoit ctpykTypbl [TOP [50] mokazanu, 4To 3TOT (pepMEHT MpUHaI-
JIEXKUT K CEMENCTBY KOPOTKOIEMOUYEYHBIX aJIKOTOJb—IEeTUAPOTEeHA3.
IToka He sicHO, KakuM 00pa30M pelyKTa3a paciojioXkeHa Ha MeMOpaHe,
OJIHAKO, MpeJrnojaraercs, 4To ee CBsI3b ¢ MEMOPaHOI 3JIeKTpoCcTa-
tuueckas [130]. CormacHo maHHBIM, IIpUBEICHHBIM B pabote [50],
pemyKTa3a MOXeT OBITh CIIeTUIeHa ¢ MeMOpaHO! Mu B—CIIosSIMU, WIH
A— CIIpaISIMU TTOJIMTIETITH/IA, COIePKAIIMMU TPUITO(haHOBEIE OCTATKH.
Kpome Toro ¢ akTUBHBIM CaliTOM 3H3MMa 3JIEKTPOCTATUUECKU CBsI3aHa
C,,—mpornuoHoBas rpyrmna nporoxiopobuuiaa [77].

C nomompio MeTona SIMP—crnekrpockonuu [44] moka3aHo, 4TO
npoToH, nocrynawowmmuii or HAI®H, npucoennnsercs s nonoxenue C
MOJIEKYJIbI TPOTOXJI0pOGUILINAA. ABTOPBI MPENNOJOXKUIN, YTO JOHO-
pOM BTOPOTO MPOTOHA MOXET CAYXUTbh WU BOJA, WJIU OEJIKOBbIE
rpynnupoBku. Buikc u Tumko [142] ycraHOBUIM, UTO B COCTaB aKTUB-
Horo caiita I[TOP Bxoast Tyr—275 u Lys—279. Ilpu uccienoBaHuu
MYTaHTOB ropoxa ObLIO MOKa3aHO, YTO MYyTallMM, CBSI3aHHBIE C 3TUMU
aMUHOKMCJIOTaMH, BEIYT K PE3KOMY MOHUXEHUIO aKTUBHOCTU (hep-
MEHTa. ABTOPBI MPEANOJOXUIN, YTO TUPO3ZUH MOXKET OBbITh TOHOPOM
MPOTOHA, TOTJa KaK JU3WHOBBI OCTAaTOK UTpaeT BaxKHYI poJib B
noHmxeHuu pKa peHobHOM TpyIIbl TUPO3WHA, T.€. 00JIerdyaeT aenpo-
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ToHupoBaHue. CorjacHoO MpeajoXKeHHON aBTOpaMUu MOJIeJIU MTPOTOH OT
(beHoIbHOI rpynnbl THPO3MHA NocTynaeT K C . aTOMy MOJIEKYJIbI
MpoToxIopoduuIHIa, Toraa Kak ruapua—uoH or HAILMH mepeHocuTcst
k C,, mosuimu.

CtpyKTypy (hOTOAKTUBHOIO KOMILIeKca OMOCHHTE3a XJIopodusia B
€r0 HAaTUBHOM BBICOKOAKTMBHOM COCTOSTHUM HEJIB3S CYUTATh OKOHYA-
TeJbHO BbIsicHeHHOoM. [Tomumo ITOP B aTnoriactax 0b111 OOHAPYXKEHbI
U IpyTHUE CBSI3aHHBIE ¢ MPOTOXJIopoduinaoM moaumnentuas: 70, 41,
17w 14 xHa [117]. Ansg uHTepnipeTauu OuoreHe3a (pOTOCMHTETUYECKOTO
armnapara ocoOblii MHTEpeC MpeACcTaBisieT 0OHapyKeHue B 3TUOIIacTaxX
TTOJTUTICTITUIOB, BXOASIINX B COCTaB peaKIIMOHHBIX IIEHTPOB (DOTOCUH-
te3a porocucteMnr 2 [94, 111]. C momobio MeToga ObICTPOI pagnoaKk-
TUBHOM METKM B HEOCBEIICHHBIX 3TUOITIACTaX STIYMEHS ObLTM OOHApY-
JKEHBI B HEOOJTBIITNX KOJTMYEeCTBAX MPAKTUYECKI BCE OCHOBHEBIE alTOOEIIKH
peaKIMOHHBIX LIEHTPOB 00eux dortocucteMm [63, 64, 93]. OnHako,
MHTEHCUBHOE HaKOILJIEHME 3TUX allo0eIKOB HAUMHAIOCh TOJbKO TOCe
OCBellIeHMUSI.

HaHHble, MoJlydeHHbIe KaK CHIEeKTPOCKOMMYeCKUMU [85], Tak u
npenapaTuBHbBIMU MeTogamMu [134], cBUAETEIBLCTBYIOT O TOM, YTO B
(boToaKTMBHOM KOMILIEKCE TIPUCYTCTBYIOT TaKKe (PIaBUHBI, (DYHKIIMS
KOTOPBIX MoKa HesicHa. Yosikep u [puddurc [134] Boickazanu mpen-
noJioxkeHue o (yiaBuHOBOM npupoae kosH3uma [1OP. Haitap u coasrt.
[113] Ha ocHOBaHMM ucclieqoBaHUS (POTOMHAYIIUPOBAHHOTO B3aMMO-
JIeCTBUS TOPOUPUHOB M (PIAaBUHOB B MOJEIBHBIX CHCTEMaxX TIpe-
MOJIOXKWJIN, UTO in vivo (TakKe, KaK M B MOJIEJIbHBIX cucTeMax) (piaBUHbI
MOTYT CJIY>KUTh JOHOPOM 3JIEKTPOHA B peakiuu (pOTOBOCCTAHOBICHUS
nporoxjopodwinuaa. B Haimx skcriepumeHTax [85], MpoBeeHHBIX Ha
LEJIBIX 9TUOJMPOBAHHBIX JTUCThSIX KYKYPY3bl, ObLIO OOHapy)keHOo (hoTo-
WHIYIHPOBAaHHOE TIPW HU3KOH TeMIlepaType yBeJIMYeHUE 3eJICHOM
(bnyopecuieHMu, npuHaaIexaniei hjaBuHaM, OTHOBPEMEHHO C Tylle-
HUeM (IIyOpeCHeHINN ITPOTOXJI0OpOoPMIInIa. DT JaHHBIE TAKXKE CBU-
JETEIbCTBYIOT O BO3MOXHOCTH y4acTusl (PJIaBUHOB B IIEPBUUYHBIX (POTO-
XUMMUECKUX peakirsX (hOTOBOCCTAHOBIEHUS MPOTOXJI0pOoGUIIIMIA.

Takum oOpa3om, Ha OCHOBAaHUU PE3YJIbTATOB, MOJYYEHHBIX LIEJIbIM
psIIOM MccienoBaTesieil, MOXHO 3aKJIIOUUTh, YTO OCHOBHBIMU KOMIIO-
HEHTaMM aKTMBHOI'O KOMILIeEKca (hOTOOMOCUHTE3a XJIOpo( LI SIBISI-
[oTCcs: akKTUBHas dopma mporoxiaopodmwummaa [1x 655/650; doTo-
¢depment ITOP, Tupo3uHOBas rpynmna KOTOPOro CIAYXUT OMHUM U3
noHopos npotoHa (1 nosuuuu C.); HAJIOH, ciyxammii foHOpoM
BTOPOTO ITPOTOHA (TUAPUI—MOHA) U, BO3MOXHO, (DJTABIHOBBIN KOYH3UM
depmeHTa.
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Anenemu cotp. [41,43, 81,82, 101, 118, 119, 128] Obl710 00HApYKEHO
cymectBoBaHue ABYX TUITOB [TOP, Kogupytomuxcs IByMsl pa3HBIMU
reHaMu. bbuto nmokazaHo, uto oauH u3 HUx (ITOP—A) akTuBeH B
MOJIO/IBIX pacTeHUsIX (MepBbie 4 yaca 3eJIeHeHUs), BTOPOil aKTUBEH Kak
B MOJIOJIBIX, TaK 1 BO B3pocCibIX 3eJeHbIX pacTeHUsiX (ITOP—B). [TIOP—A
u I[TOP—B xoaupyrotcs aBymst pa3andHbiMu reHamu: PorA u PorB (c
75% romonorun). [IOP—A cuHTe3MpyeTcss B TEMHOTE M COCTaBIISIET
ocHoBHYI0 Maccy kKpuctammdeckux ITJIT atuonnacroB. OgHako,
TpaHckpunius PorA reHa npexpaliiaeTcsi Ha CBETY, U 3H3UM ObICTPO
paspyuiaetcsl (nepBble 4 yaca 3eJIeHeHUsI) UHAYLIUPYeMO CBETOM
nporeasoit [118, 119]. C apyroit cropoHsl TpaHckpurius PorB rena
OCYILIECTBIISIETCS U B TEMHOTE U Ha CBETY C HEMTPEPBIBHOM Moceaytoliei
TpaHCsILMel B 9H3UM, OTBETCTBEHHBI 32 OMOCUHTE3 U HAKOILJIEHUE
xjopoduisia Ha JHEBHOM cBeTy. bojiee TOro, rjiacTUAHbIH UMITOPT
HuTOoIIa3mMaTuueckoro npeniiectseHHuka [TOP—A sasasiercs [1n—3a-
BUCHMBIM, Y€TO He HabomaeTcst 1jis npenmectseHHuka [IOP—B [128].
B Huzmmx pacteHUsIX 1 POTOCMHTETUYECKN aKTUBHBIX TTPOKapUOTax
ObL1a oOHapyxeHa Toibko [TOP—B B nomnosiHeHUe K CTPYKTYpHO He
CBSI3aHHOMY, aKTUBHOMY B TeMHOTe [11—BoccTaHaBIMBaOIIEMY SH3UMY.
V cnopoHocsux pacteHuit (Spermatophyta) nosiBasieTCsl TOMOJIHU-
teabHO [TOP—A [41].

POJIb ATPETALIMU ITPOTOXJIOPOOUJININIA U ITOP
B OBPASOBAHNU ®OTOXMMUYECKUN AKTUBHOI'O KOMITJIEKCA

Ve B paHHuUX padotax [28—30] BbICKa3bIBaIOCH MPEATONOXKEHUE O
TOM, 4TO JJIMHHOBOJIHOBasl akTUBHAas (popma rporoxiopodrumiaa I
655/650 mpencraBisgeT coboil arperaT MUTMEHTHBIX MoOJeKyna. O6
arperalMoOHHON IPUPOAe JIMHHOBOJHOBBIX (DOPM CBUIETEIBCTBYIOT
XapaKTepHbIe 0OCOOEHHOCTU UX CIIEKTPOB: CYXKEHME [10JIOC MOIIOILIEHMS
u iryopeceHnn akTuBHOM popMel [T 655/650 B moaTopa—aBa pasa
o cpaBHeHMIO ¢ dopmoii I1 633/628 ykaszpiBaeT Ha BO3HUKHOBEHUE
CUJIbHOTO B3aUMOICICTBUSI MEXAY DJEKTPOHHBIMU CTPYKTYPAMU XPO-
ModopoB. [eiicTBrE Ae3arperupyIolinX areHToB (HarpeBaHue, 106aB-
KM OPraHUYEeCKUX PacTBOPUTEJIE MM AETEPreHTOB) MPUBOAUT K
YMEHBIUCHUIO WM UCYE3HOBEHUIO JIMHHOBOJHOBBIX CIIEKTPAIbHbIX
M0JIOC Y YBEJIMYEHUIO KOPOTKOBOIHOBEIX [4].

HccnenoBaHus CIIEKTPaIbHBIX CBOCTB MOJIEIBHBIX CUCTEM B CPaB-
HEHMHU CO CIEKTPAIbHBIMU CBOMCTBAMM IIMTMEHTA i Vivo TAKXKE ITPUBEJIO
K pe3yJibTaTaM, MOATBEPXKIIAIOLIMM MPEANOJ0XKEHHE 00 arperupo-
BaHHOCTU aKTMBHOI (hOPMBbI IIPeALIECTBEHHUKA XJI0pOhULIA.

XapakTepHOe [JIsl arperaToB dHEPreTUYECKOe B3aMMOIEIICTBUE
MOJIEKYJI IIPOTOXJIOPOGUIIINAA B STUOIMPOBAHHBIX JIUCThSIX TOATBEPK-
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JaeTcs pe3yabraTaMM MCCIIeIOBaHWI TTONISIpU3alni (PIIyopecleHIINH,
KPYTOBOTO IVXPOM3Ma M MUTpAIlK SHepTru. MHTEeHCUBHBIN TBOHOM
curHan KJI, o MHeHUIO psiia ucciieaoBaTelield, TPUHAUICKUAT TUMEPY
WM TeTpaMmepy npoTtoxiopoduiuaa [84, 127, 132].

OO0HapyxXeHHe TIepeHoca SHEPTUH MEKIy MOJIEKYJIaMU IIPOTOXIIOPO-
dunmaa, a Takke ¢ MPOTOXIOPOGIIINIA Ha BHOBb 00pa30BaHHBIN
XJIOPOPUIUTUIL TIO3BOJIMIIO OLIEHUTD BEJIMYNHY (KOJIMYECTBO MOJIEKYIT)
arperupoBaHHOIO KOMITIEKCa, B KOTOPOM OCYIIECTBIISIETCS MUTPALIMS
sHeprum. [lepeHOC dHEPTUN MEXIY CIEKTPATbHO pa3TnyalomInMUCs
(opMam¥m TIpeIIecTBEeHHUKA XJIOPOGUIUIA B STHOJIMPOBAHHBIX JINCTHSIX
ObLI BriepBblie 0OHapyXeH B padboTe KanHa u ap. [91]. 3yueHue crieKTpoB
MTOTJIOMIEHUS] W BO30OYXKIeHUS (PIyopecleHIINNA 3TUOJIUPOBAHHBIX
JINCTBEB M MPOTOXJIOPOPUIIITUI—TOJTOXPOMOB Ha Pa3IMIHBIX 3TaIlax
¢orornpeBpalieHus Mokasajao cymiectBoBanue npu 77 K murpauun
SHEPTUU ¢ KOPOTKOBOJTHOBOI (POPMBI IIPEIIIeCTBEHHIKA (TTOTJIOIIeHIE
637 HM) Ha ero ITMHHOBOJHOBYIO dopmy I1x 655/650 u ¢ obenx sTHX
¢opm Ha obOpasyrowmuiicsa xaopopumang. CyliecTBoBaHUE IIepeHoca
SHEPTUU MEXIY HATUBHBIMU IMUTMEHTHBIMH (DOpMaMK B 3THOJIHPO-
BaHHBIX W 3€JICHEIONINX JIMCThIX MOATBEPXKICHO B O0Jiee MO3IHUX
ncciaenoBaHusx [4]. Pe3ynabraTel Heaoro psima paboT roBopsiT 00 3¢-
(beXTUBHOIT MUTpAIIMKM SHEPTUU Ha KOPOTOKOXUBYIIME HehIyopecIIn-
pyIoIre MHTepMeInaThl, 00pa3yoIIrecsT Ha TIepBOM 3Tare (hOTOBOC-
CTaHOBJIEHUS TTpoToxJopoduraa. TeopeTnueckuii aHannu3 3 ek TUB-
HOCTHA MUTPAIIUU 3HEPTUHM MEXIY MPOTOXIOPODUILTUIOM U 00pa3-
VIOIIUMCS XJTOPOMUIUIMIOM TTO3BOJIMI OLIEHUTD BEIMYUHY (KOJIMIECT-
BO MOJIEKYN) CYOBEAWHUIIBI, B KOTOPOU OCYIIIECTBIISIETCS MUTPAIIHS
sHepruu. [4]. [TonydyeHHbIe pa3HBIMM aBTOpPaMU pa3Mepbl MUTpa-
IIMOHHBIX KOMIUIEKCOB TIPOTOXIOPOGMIIINAA OJU3KU 110 BeTUYUHE U
cocTabJisitoT B cpenHeM 20 mojiekys. B padote JIuteuHa u MrHatosa [14]
OBLTM pacCUYMTaHBI MEXMOJEKYISIPHBIE PACCTOSHUS B KOMILIEKCE,
KOTOpbIe cocTaBistioT 17—30A.

Takum o6pa3oM, GOTOOMOCHHTE3 XJIOpO(PUIIIa OCYIIECTBIISIETCS B
KPYITHBIX KOMILIEKCaX, BKJIIOYAIOMINX OKOJIO0 20 MOJIEKYJI TIPOTOXJIO-
podWIIINIa, aCCOIMMUPOBAHHBIX ¢ ToHOpOoM 31ekTpoHa HAJIMH u ITOP.
ITockonbky ¢ ogHoit monekysoil ITOP cBsizanbl 2—3 MOJIEKYJIBI ITUT-
MEHTa, CTPOeHHWE aKTMBHOTO MUTMEHT—OEIKOBOTO KOMILIEKCa TIpeI-
CTaBJISTIOCHh KaK O0BbeAMHEHNE HECKOIBKMX KOMITJIEKCOB ITUTMEHT—I0-
HOp—hepMeHT TaKUM 00pa30M, YTO PACCTOSTHUE MEXIY MOJEKYyIaMu
MMUTMEHTA TT03BOJIIET OCYIIECTBISITBCS MUTPAIIUNA SHEPTUU 10 MHAYK-
TUBHO—pe30HaHCHOMY MexaHu3Mmy [4]. CnenoBartenbHo pepmeHt ITOP
JIOJKeH 00pa3oBBEIBaTh OJIMTOMepHl. [IpearnonaoxeHuss 06 arperupo-
BaHHoM cocTosiHuu [TOP Boicka3wsiBammch Takske beanu ¢ coast. [51]. B
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padore Bukropcona u ap. [141] ocyiiecTBisiIoCh (PpaKLIMOHMPOBaHNUE
TJIT metomoMm n3oanekTpudeckoro ¢pokycupobanus (MDD) Ha pa3HbIX
CTaJusX 3eJeHEeHMs. BBIIo Mmoka3aHo, 4To JaXke Ha 3aKITIOYUTETHHOM
aTare oOpa3zoBaHus XJaopoduiia Bo BpeMs capura [llubara murmeHT u
I[TOP accoumupoBaHbI B OTHOM U ToM Xe dpakunu UDD. ABTOpHI
TIPEATIONIOXIIIA, YTO KOPOTKOBOJTHOBBINM CTIIEKTPAIbHBIN CIBUT HAa 5TOM
3Tarle CBSA3aH He MPOCTO ¢ Je3arperalyeil MMrMeHTa, a Ipexiae BCero ¢
paspymenuem arperatoB [TOP, uto u mpuBoauT K Ae3arperaliuy MMrMeHTa.
HccnenoBanue TJIT ¢ nmomoliibio MeToa EPEKPECTHOIO CBSI3bIBAHUS
rmoka3zaio, 4to [1OP B mposaMeIsIpHBIX TeJIax MIIeHUIIBI HaXOIsTCS B
arperupoBaHHOM COCTOSIHUM, TIPEUMYIIECTBEHHO B BHJE TMMEPOB.
IMpsimast unmoctpalius arperupoBaHHoro coctosinust [TOP Oblna nmpu-
BeneHa B pabote Maptuna u ap. [108] rmpu uccienoBaHUM CyMMapHOTO
oenka MCB—ITOP (manbro3y cBs3biBaommii 6e10k—I1OP), momyueH-
Horo nyteM oBepakcripeccuu [TOP ropoxa B Escherichia coli. Metonom
rejab—GuabTpallMOHHON xpoMaTorpaduu ounieHHoro MCB—ITOP
OBbLIO TTOKA3aHO, YTO HATWBHBIN (DEPMEHT CYIIECTBYET MPEUMYIIECT-
BEHHO B TMMEPHOM COCTOSTHUU.

III. BAK/TIOYUTEIIBHAA CTAANA BUOCUHTE3A
XJIOPO®WUJUIA U3 TPOTOXJIOPOOWIUINIA:
INOCJIEJOBATEJIBbHOCTb U MEXAHN3M PEAKIINU

MMOCJIEJIOBATEJIbHOCTD PEAKIIM Y B ITPOIIECCE
OBPA3OBAHUS XJIOPODUIIIA M3 IMTPEAITECTBEHHUKA

Vxe B koHle 50—x romos O0bIO mMoKa3zaHo [28, 121, 122], uTto
00pa3oBaHMe HATUBHOTO XJIOPO(UIUIA U3 €T0 TpeAIleCTBeHHUKA TTPO-
Toxyiopopuiia(aa) B 3eJCHEIOMIUX JUCThSIX PACTEHUI BKJIIOYAET
HECKOJIbKO TTPOMEXKXYTOIHBIX 3TAITOB: OMHY (DOTOXMMHMYECKYIO PEaKIINIO
(coOGCTBEHHO BOCCTAHOBJICHHE IMPEAIISCTBEHHNKA) W JIBE TeMIlepa-
TYpPO3aBUCHMBIX TEMHOBBIX CTaauK. Ha ocHOBaHWM MCCIIeTOBAHMUS
crnekTpoB duyopeciieHIIMU [28] Oblia mpeaoxeHa clieaylolias cxema
pEaKIUi:

11633 11655 — X690-695—» X675-680—> X685-686

(umdpa ykaspiBaeT nmosioxkeHue Mmakcumyma cayopecteHiuu npu 77 K.
[1633 — HeakTuBHasA, [1655 — akTBHas hopMa TIpeAIIeCTBEHHUKA. )
B 10 ke BpeMsI B 3TUX paHHUX paboTax OBUIN IMOJYICHBI YKa3aHUS
Ha 00JIbIIYIO CJIOXKHOCTB Ipoliecca. B uactHocTu, B pabote JIutBuHa [29]
OBIJIO OTMEYEHO, YTO TTPU HU3KUX MHTEHCUBHOCTSIX JICCTBYIOIIETO CBEeTa
nepBoii obHapyxuBaeTcss He X690—695, a 6osee KOPOTKOBOJIHOBAS
dopma ¢ MakcUMyMOM (JIyOpeCLIEHIIMU OKOJIo 675 HM. DTOT (hakT
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TTO3BOJIMJI TIPEATIONIAaraTh CyIIeCTBOBaHME OoJiee CJI0KHOM CXeMBI CBETO-
BBIX M TEMHOBBIX CTaUiA.

HeTanbHBIE UCCIIEAOBAHUS 3TOM TTPOOIeMbI OBUIM OCYIIECTBIICHEI B
Hamwmx padotax [23—25,105,107] MeTomaMu HU3KOTEMIIepaTypHOI
abcopOLIMOHHOI U (hIyOpeClieHTHOM CeKTPOCKOIMY (OOBIYHOI U MPO-
MU3BOIHOIT). B COOTBETCTBUY C pe3ysIBTaTaMK 3TUX UCCIICTOBAHUI OOIITYIO
TTOCIeIOBATEIBHOCTD (POTOXMMUIECKUX U TEMHOBBIX peaKIInii 00pa3o-
BaHMs XJI0pouiIIa U3 €ero NpeAlleCTBEHHUKA IIpoToxXIopoduiuia(uua)
MOXKHO TIPEICTaBUTh B B CICAYIONIEH pa3BeTBIIEHHON cXeMbI I:

X1 690/680 ——» X1 695/685——» X1 683/670

T11.655/650 —— X1 684/676

la
Xn675/670

Cxema I. OOG1as nocnegoBaTebHOCTh DOTOXMMUYECKUX U TEMHOBBIX peaklUil
o0pazoBaHUsI XJIOpoUILIa U3 €To MpellieCTBeHHUKA ITpoToxyopoduiia(uaa).

3aech u panee HudpaMm 0003HAYEHO IMOJOXKEHUE CIIEKTPaJIbHbBIX
MaKCUMYMOB HAaTUBHBIX (hDOPM MUTMEHTOB ((hIyopeciieHIINs/TOTI0-
LIEeHME).

Cy1iecTBoBaHUE IBYX ITOCJIEIOBATEIHLHBIX (POTOXMMUIECKIX peaK-
it (peakiuu 1 1 2 Ha cxeMe 1) ObLJIO MOKa3aHO ITyTeM MCCJICIOBaHMS
JI030BOM 3aBUCUMOCTH CITEKTPaIbHBIX U3MEHEHUI 3THOJUPOBAHHBIX
JIUCTBEB, pa3nelicHHeM CIIEKTPOB ITPOAYKTOB TIEPBOIl M BTOPOIT (poTo-
peaknit ¢ TTOMOIIIBIO TTPOM3BOIHON CITEKTPOCKOITMHU, a TAKXKe ITyTeM
MCCIIeIOBAaHUS TEMITepaTypHOI 3aBUCHMOCTH CIIEKTPAIbHON KapTUHBI
IIpoLeccoB OMOCHHTEe3a XJopoduiuia. DHEPrus aKTUBALUU TIEPBOM
(otopeakiiuu He ipeBbilaeT 300—400 ka1/Moib, TOrna Kak AJisi BTopoit
(oropeakuuu oHa cocrtasiser 4—5 Kkan/moib. biarogapsi aTomy
yIaeTCsl HAKOITUTD ITPOIYKT MepBoii (hoTopeakmm Xa 684/676, ocBemas
JcThs Tipu 233 K. @oTopeakiiny ynaaoch pa3aeianuThb U IO CIIEKTPY UX
neiictBus [25, 107], Bo30yxkaas cHavaia IIepBYIO B CIIEKTPaIbHOM 00J1ac-
TH OCHOBHOM ITOJIOCHI TTOTJIONIeHUS TTpoToxiopodmmiraa I1m 655/650,
a3aTeM BTOpYylo — B 0oJiee JJIMHHOBOJIHOBOI 00JIaCTH, TJIe PacIiosioXeHa
T10J10Ca MOTIOIIEHMS IPOAYKTA ITepBOii (hOTOPEaKIINH.

M3 ananm3a 3KCTpaKTOB MMUTMEHTOB M3 OCBEIIEHHBIX JTUCThEB Clie-
IyeT, 4To (h)OTOBOCCTAHOBJIEHUE XPOMO(OPA MOJIEKYJTBI TIPOTOXOPODIII-
JIWIA OCYIIIECTBIISIeTCS YKe B IepBoii hoTopeakinu. [ToaTomy nBe poTo-
XUMUYIECKIE PeaKIIny MOXHO OOBSICHHUTH ITOCIeI0BAaTeIbHBIM BOCCTA-
HOBJICHMEM MOJIEKYJI B arperate TpoToxiopodmminaa. [TokazanHoe
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HaMU (C TIOMOIIIbIO IPOM3BOIHOM CITEKTPOCKOITUH) TUCKPETHOE TIPEB-
paleHne OgHO CIeKTpadbHOM (hopMBI B Apyryto (Xm 684/676 — Xn
690/680) BO3MOXXHO IPH MaJTBIX pa3Mepax arperaTa (1se (oTopeakiny B
ciyyae mumepa). CylecTBOBaHME IBYX ITOCIIEIOBATEIbHBIX (POTOpeaKITniz
B IIETIM OMOCHHTE3a XJI0pohHIIa OBLTO TTOATBEPXKACHO UCCICAOBAHUSIMU
Topna [131], Matucca u 3ayapa [110], Xennunrcena [80]. Pe3ynbraTsl
HCCIIeI0BaHUS KPYTOBOTO AMXPOM3Ma B XOJIE IIOCIeA0BATEIbHBIX peaKITUit
[110] mo3BosuAM MpeanoaoXuTh o0pa3oBaHUEe CMEIIaHHOTO auMepa
(TIpoToXI0pOGWIINA—XJIOPOPWIIINI) B pe3yJIbTaTe IepBoii (hoToOpeaKIu
1 AuMepa XJI0poUUTHIA B Pe3YJIBTaTe BTOPOit (hOTOpEaKIINN.

Ipu kpaTKoBpeMeHHOM (MCEK) OCBEIIeHWU, MHUIIMUPYIOIIEM
MMpOTeKaHNe TOJBKO TepBOM (hOTOPEaKIINU U MOCIEAYIOIeM BBIACP-
SKUBaHWUM OCBEIIIEHHOTO JINCTA B TEMHOTE OOHAPYKMBAETCS, YTO B TOUKE
COTIPSTKEHMST IBYX (poTopeakiuii (TTpoayKT X 684/676) oTBeTBIsIETCS
0okoBoIi MyTh (la Ha MpUBEJIEHHON BbIllle CXeMe), BeIylIuii K oopa-
30BaHMIO0 KOPOTKOBOJHOBOI (hopMbI xJIopoduiia Xi 675/670. Dta
peakiys IPOTeKaeT ¢ 3aMETHOM CKOPOCTBIO TOJBKO TIPU TeMITepaType
Boiiie 273 K. Ee ¢dbyHKIIMOHUpOBaHME OOHApPYKUBAETCsl TakxKe U MpU
JUTUTEIBHOM (MHHYTBI) OOJTyYeHUH JTUCThEB CBETOM HM3KON MHTEHCHB-
HOCTH TP IMOJIOXUTETBHOM TeMmItepaType. [1py TOBBIIIeHN MHTEHCHUB-
HOCTU CBeTa BTOpast (DOTOXMMHUYECKas peaKlrs HAYMHACT YCIIEITHO
KOHKYPHPOBaTh C OOKOBOI peakIreii 1a, 4To IPUBOANT K TOPMOXKEHUIO
TTOCJIeTHE W 1 TIepeKITIOUEHHIO TIpoIiecca Ha OCHOBHOM TTYTh.

[lpu oTpuIIaTeTLHBIX TeMIIepaTypaxX TeMHOBas pPeaKIMs 3aTOPMO-
>KeHa, W TIPOIIECC MIET IO OCHOBHOMY ITYyTH KaK TIPY HU3KOM, TaK W TIPU
BBICOKOI MHTEHCUBHOCTH CBETA.

AHa3 3KCTPAKTOB C MTOMOIIIBIO TOHKOCIOWHOI XpomaTorpadun
ITOKa3aJjl, 4YTO MPOAYKTOM OOKOBOI TEeMHOBOI peaKIUU SIBIISIETCS He
xyopodunun, a xaopodmnr. Takum obpa3zoM, 3TepuuKas MOJIe-
KYJTBI XJIOpOGUIIIA OCYIIIECTBIISIETCS He TOJIBKO BO BpeMsI caBura Lllnbara
(peakuus 4 Ha cxeme 1), kak cunTanaoch paHee [121, 122], Ho u co 3Ha-
YUTeJbHO 00JblIeN (Ha TTOPSIIOK) CKOPOCThIO HA CTaJAuN 00CYKaaeMoi
TEeMHOBOM peakiuu odpaszoBaHus Xi 675/670 3 mpomyKTa IepBOid
doropeakuu. [Mo—Bumumomy, X1 675/670 mipencraBiseTr coboit ogHy
13 HaTUBHBIX (hopM Xitopodwiia. Haamame MUTpanuy sHEpTU ¢ 3TOM
dopmer Ha X1 684/676 CBUIETETECTBYET O €€ OJIM3KOM PACITOIOKEHUHT
10 OTHOIIIEHWIO K IIEHTPY OMOCHMHTE3a OCHOBHOI MacCHl ITUTMEHTA.

Matucc n 3ayasp [110], a mozxe Onusep u I[puddurc [115] nmoa-
TBEPAWIN HE TOJHKO HAIll BBIBOI O CYIIECTBOBAHUM ABYX ITOCIEIO-
BaTeIbHBIX (POTOPEaKIINii, HO U BCIO TIPUBEICHHYIO BBIIIIE CXeMY CBETO-
BBIX ¥ TEMHOBBIX CTaIWiA, BKITIOYast 00KOBYIO PEAKIIHIO.
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Cynst To KOPOTKOBOJTHOBOMY CITEKTPAIbHOMY CIBUTY, a TaKXKe IT0
(hakTam ycTOMUMBOCTU MpomykTa Xi 675/670 K me3arperupyronium
BO3ICHCTBUSIM M JIydineit (rmo cpaBHeHMIo ¢ X1 690/680) skcTparu-
PYeMOCTBIO 3TOTO MPOAYKTa, OOKOBAsK peakilvsl, IT0 BCEl BEPOSTHOCTH,
COITPOBOXKIAETCA Ae3arperamueil murMenTa. [ToaTBepXKIeHNEM STOMY
CIYXXUT XapaKTep M3MEHEHUST CIIEKTPOB KPYTOBOTO IMXPOM3Ma TOMO-
reHaTOB M3 OCBEIICHHBIX STUOJUPOBAHHBIX JUCTHEB HAa 3TOM 3Talle
npouecca [110]. MoXHO IIpeanosloXnuTh, YTO TaK K€, KaK Ha CTaauu
cnpura lllmbaTa, meszarperamusi CliocoOCTBYeT (epMEeHTATUBHOMY
TIpoIIeCcCy 3TeprU(PUKALINI MOJICKYJIbI TTUTMEHTA.

Peaktmst X 690/680 — X1 695/685 (peakuus 3 Ha cxeme 1), ooHa-
pyXXeHHass HaMM, KaK IpeAIToarajoch, cBsi3aHa ¢ U3MEHEHUSIMU
MUTMEHT—TTUTMEHTHOTO WM MMUTMEHT—OEIKOBOTO B3aUMOIEUCTBUS.
[Mo3nree Db Xamoypu 1 CupoHBaib [65], a 3atem OnuBep 1 [pudpure
[115] mpumuiy K 3aKII0OUEHUIO, YTO TEMHOBOM JJIMHHOBOJHOBBIN CIBUT
MOXET OBITh CBSI3aH C PEKOHCTPYKIMEH BOCCTaAHOBICHHOUN (POPMBI
nykieornga HAJI®H nocie ¢poropeakunu. baroxpoMHoe cMeleHne
CITEKTPAJIBHBIX ITOJIOC MOKET OBITh CBSI3aHO, KaK 3TO MTOKA3aJIM UCCIIEI0-
BaHUSI MUTPALIMU DHEPTUU [14], U ¢ yMEHbBIIIEHUEM MEKMOJIEKYISIPHBIX
pPACCTOSTHHI B arperare MUTMEHTA.

Cnenywomias TeMHoBasi peakiiuss — casur [llubara (peakuust 4 Ha
cxeme 1) cBs3aHa ¢ atepudukaumeit xjpopodpuwuimaa, Ae3arperanneii
IMUTMEHTAa U ¢ KOH(GOPMALIMOHHOM IIepecTPOMKOI XJI0pOopUII—OeIKO-
BOTO KOMILIeKca, obecreyrnBalolleil BO3MOXHOCTh 3TepUpUuKamnu
xjopodpmwumaa [4].

IMEPBUYHBIE PEAKLIM ®OTOBOCCTAHOBJIEH WA
MPOTOXJIOPOOUININIA B JIMCTbAX PACTEHUU

Panee cunrtanmoch, 4TO TIEpBBIM MTPOIYKTOM, OOPa3yIOIIMMCS IO
JIEeCTBUEM CBETa M3 MPOTOXIOpOMIILINAA SBISIeTCS HedIyopecin-
pyrouuii natepmeauat X690 [4, 5, 46, 61, 35, 126], mosiBJeHNUE MOJIOCHI
MOTJIOIIEHUST KoToporo Haomonamu nipu 143—153 K. Tymenue ¢iyo-
PECLIEHITNN TTPOTOXIOPODIILINAA, COITPOBOXIAIOIIEE ITOSBICHUE 3TOTO
WHTepMearaTa, IMPUITACHIBAIN MUTPALIMU SHEPTUU C TTPOTOXITOPOdPIII-
ymaa Ha X690. OnHako, HEKOTOpbIe JaHHBIE MTO3BOJISUIA TIPEAINONarath
GoJiee CIOXHOM KaK KapUTHY MEPBUIHBIX (DOTOIMpPEeBpaALIeHUN TTPO-
ToXJIOpOoWIINAA, TaK M MX MHTepIIpeTannio. B Hareit padore [27, 106]
OBUIO MMOKa3aHO, YTO peakius oOpa3oBaHUs HehIyopecInPYIOIero
nHTepMennaTa X690 ¢oroodbparuma. Ha ocHoBaHMM McClIeqOBaHUS
KWHETUKHU TIPSIMOI M oOpaTHO (poTopeakiinii ObLIO BHICKA3aHO Mpe/-
TTOJIOKEHME O CYIIECTBOBAHWH €IIle OJHOTO KOPOTKOXKMBYIIIETO MHTEP-
Meauara, peaiecTByolero X690.



14 @.D. Jlumeun u dp.

7151 BEISICHEHUSI BO3MOXHOCTH CYIIECTBOBAHMST 00JIee paHHUX, YeM
X690, mposiBeHN T (GOTOXMMHUUECKOTO aKTa Ka3aloch HEOOXOTMMBIM
TIPUA UCCIIeIOBAaHWUN TIEPBUYHBIX CTAANN (DOTOBOCCTAHOBIEHUSI TIPOTO-
xJopouIuInIa TIepeiTH K elle 0oiee HU3KUM TeMIlepaTypaM.

Hawm ynanoch 3apukcupoBaTh (GOTOMHIYIIMPOBAHHOE TYIIEHUE
¢ayopeceHIMN aKTUBHOI (DOPMBI IPOTOXJIOPOPUILINIA B STUOIUPO-
BaHHBIX JILCTBbSIX HE TOJBKO MpU TeMrepaType xujakoro azota (77 K),
HO U 1ipu Temmnepatype xuakoro reius (4,2 K) [47]. DT1o yka3biBaeT Ha
3JIeMEeHTapHBIN (HOTODU3INIECKUN XapaKTep MEepBUIHON peakIInu,
CBSI3aHHOU ¢ TyIIeHueM (GIyopeclieHIINY MPOTOXJIOPOPUIUIHNIA.

DoToMHIYLIMPOBAHHOE TyllIEHUE (hIYOPECLIEHLIMU POTOXJIOPODUII-
mmna I[1x 655/650 mipy TiryOOKOM OXJTaskKICHUN XapaKTepu3yeTcss OYeHb
HU3KAM KBaHTOBBIM BBIXOIOM (Ha TPU MOPSIIKA HIDKE, YeM KBAaHTOBBIN
BBIXOJ €T0 (POTOBOCCTAHOBJICHUS ITPU KOMHATHOW TeMIlepartype),
KOTOPBIi ¢J1ab0 M3MEHSIETCST TIPY TTOBBIIIICHUM TeMIiepatypsl oT 4,2 K
1o 153 K u pe3ko Bo3pacraeT npu TeMnepatypax Boie 173—193 K [2].

Tymenue pryopeclieHIMN aKTUBHOM (POPMBI TPOTOXI0PODUILINIA,
HabJomaeMoe Ipyu HU3KKMX TeMIlepaTypax, 00paTUMO TIPY ITOBBIIIEHUT
Temnepatypsl 1o 233 K.

B 6onee panHux padorax poTOMHAYLMPOBaHHOE TYILIEHHE (PIyopec-
meHIuu mnpotoxiopodmmmaa [1655/650 mpu HU3KUX TeMIIepaTypax
00BsACHIN 3POEKTUBHOI MUTpallieil SHEPTUH C IIPOTOXJIOpoGILIAA
Ha uHtepMmennaT X690. OgHako, epBUYHBINA 3P(EKT OeUCTBUS CBETa
Ha 3TUOJIMPOBAHHBIN JIUCT, TPOSIBIISTIONINIACS TI0 TYIIEHHIO (Iryopec-
HeHIIMN TTPOTOXJIOpodMUINAa, HAOTIOZAeTCSI B TeX YCIOBHSIX, KOTIA
CITEKTp TIOTJIONIECHUST JIMCTA MMPAaKTUUeCKN Heu3MeHeH [6, 49]. Takum
00pa3oM. MOXHO 3aKJIIOUUTh, YTO 3 GhEKT TyleHUsT GayopecueHInn
OTIEJIEH OT peakuuu obpa3oBaHust uHTepMeauara X690. O6 satom
CBUAETENILCTBYET TaKKe (hakT poTomHaylIMpoBaHHOTO ipu 77 K Tyiie-
HUS GIayopeceHINN MOHOMEPHOTO TPOTOXJIOpOodUIINIa B pa3-
0aBJIEHHBIX PACTBOPAX, TIE OTCYTCTBYET MUTPAIIUS SHEPTHH (CM. HITKE).

PacueTsl TTokaszanm, 9To MPUIMHOM HU3KOTO KBAHTOBOTO BEIXOMIA
mpoiiecca (GOTOBOCCTAHOBIECHHS TTPOTOXJIOPODUIIINIA B IIEJIOM HE
MOXeT CIYKUTh OOHapy:keHHas B pabdote [6, 49] doToobpaTUMOCTh
peakiny oopaszoBaHmsT X690, a CYIIECTBYeT eIlle OTHO ITPOMEKYTOUHOE
3BEHO, MpelIecTBYIONIEe oopazoBaHuIo X690 1 BKITIoUaliee ObICTPYIO
00paTHYI0 peaKIInio, KOTOpast W MOHWXKAET BBIXOI TIPoIlecca B IICJIOM.
ITpennonaraeMblii ”HTepMenuaT o0o3HauUMIU MHIAEKCcOM R (reversible):

hv,
M 655/650 =——= R > X690 >

hv,
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AHaN3 CIIEKTPABHBIX U3MEHEHUI TTO3BOJIMIT TIPEATIONOXHTH, YTO
CITEKTp MOTIOLIEHUST IIEpBUYHOTO MHTEpMeIraTa R, mpenMyIinecTBeHHO
obOpasymouierocs rnpu 77 K, 61130k (ecjiv He UIeHTUYEH) K CIIEKTPY Tor-
JIOIIEHUSI aKTUBHOM (hopMbI TipoToxitopodrmmuaa (ipu 80% TyieHun
(ryopecieHIINM CITEKTp MOTJIOMIEHMS MPAKTUIECKN He N3MEHSIETCST).

O MOoSBICHUM B ILIETIM MPeBpPaIIeHU TTPOTOXIOPODIIIINAA KOPOT-
KOXHMBYIIIETO MHTepMEIaTa C TTOJIOCOH TTOTJIOMIEHMS, OJIM3KOM K ITo10ce
TTOTJIOIIEHHS aKTUBHOM (hOPMBI TTIPOTOXJIOPOMMILTNAA, CBUIETEIBCTBYIOT
TaKKe JaHHBIE CITEKTPOCKOIMU BBICOKOTO BPEMEHHOTO pa3pelleHus,
MOJIydeHHBIe TIpu pu3noiorndeckoit remmneparype [90].

B Hameit pabore [86] cylecTBoBaHUE HEDIYOPECUUPYIOLIETO
nHTepMeauara (rpeauectpyronero X690) co creKTpoM MOIJIOIECHMSI,
OJIM3KUM K CTIEKTPY TTOTJIOIIEHUST IPOTOXTIOPOMIIIINIA, OBUIO TTOKa3aHO
¢ moMoIbio nuddepeHInaTbHON W MTPOU3BOIHON CIIEKTPOCKOTINHT
STUOJIMPOBAHHBIX JINCTheB, ocBeleHHbIX pu 77 K. Ha ocHoBaHuM aHa-
JIA3a CTPYKTYPHI TG depeHIINATLHBIX CIIEKTPOB MOXXHO ITPEATIONOXHTD,
YTO MOJYIIMPUHA TIOJIOCH TTOTJIOMEHUST Ipy 650 HM, TTpUHAaUIeKaIIeit
MHTepMeanaTy R, HeCKOIbKO OOJIbIIE, YeM TTOTYIINPHUHA aHAJTOTUIHOMN
MOJIOChl aKTUBHOW (DopMbI mpoToxaopoduaiuaa. TakuMm odpasom,
MepBUYHBIN MHTepMeanat R, obpasyromuiics B pe3yIbraTe COOCTBEHHO
(oTopeakimm, GIM30K IO CIIEKTPY TMOMIOMIEHNS K UCXOTHOM (hopme
MPOTOXJTIOPOMMIUIHIA, HO OTIIMYAETCST OT Hee 0UeHb HU3KUM KBAHTOBBIM
BBIXOAOM (DIyOpeCLICHIINN.

[ToBbiieHMe TemnepaTypbl ocBellleHus n1o 143 K npuBonut K
YBEJMUECHUIO KOHCTAHTHI CKOPOCTH TIPSIMOU peaKIIny TpeBpaIeHUS
nHTepMearara R B X690. C moMolbo HU3KOTEMITEpaTypHO# nudde-
peHLMaIbHOM abcopOLrmoHHOM crieKTpockoruu (77 K) ObLTo moka3aHo,
YTO IIMPOKAs ToI0ca MOMIOoIIeHNT MHTepMearaTta X690 reteporeHHa 1
COCTOWT U3 ABYX oJioc: 688 1 697 HM, MpUHAIJIeKAITNX Pa3HBIM (hopMam
Hedyopecuupyrommx narepMeauatoB (R697 n R688), obpasylommmMcs
B TTapaJUIeTbHBIX peakInsIX, HO OTIUYAIOIINMCS TI0 CKOPOCTH 00pa3o-
BaHUs, KOTOpas BHIIIE Mg nHTepMenrata R697. INoBwirenne Temre-
paTyphl OCBELIEHHBIX JINCTheB B TEMHOTE 10 233 K mpuBOIMT K IIpeBpa-
menuio naTepMennrara X690 (R697 + R688) kak B xiopoduyummm, Tak 1
00paTHO B MPOTOXJIOPODUUIUA. BbLIO ycTaHOBIEHO, YTO 151 00pa3o-
BaHUS TIEPBUIHBIX (hOopM XITopodmIinaa (IIpX MOBBIIIEHUN TeMIlepa-
TYpBI) HEOOXOIMMO COBMECTHOE HAaKOIUIEHHE 000mX HedIyopecin-
pyronux uarepmeanaTon: R697 u R688.

TakuM 00pa3oM, MOXHO 3aKJIIOYNTh, YTO (DOTOBOCCTAHOBIICHHE
npoToxjaopodWIIMIA ik Vivo BKITIOUAET, 10 KpaiiHeil Mepe, 1Be 3J1eMeH-
TapHBIE peakKIlni, KOTOPhIE MOXHO 3aperuCcTpUpPOBaTh C TTOMOIIBIO
CITEKTPAJIbHBIX METOIOB IMPH OYeHb HU3KUX TeMIIepaTypax, Tpu KOTOPHIX
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CTaOUJIMBUPYIOTCS TIPOAYKTBI 3TUX peakliuii — Hedyopecuupyrolimne
WHTEpMEINATHhI:

1 655/650 — R 650 —* X690 (R697 + R688) —= Xn1.

O6pa3oBaHNe HECKOJBKUX JIAOMIBHBIX KOPOTKOXHUBYIIUX MHTEP-
MeIuaToB Tpoilecca (OTOBOCCTAHOBIEHUS MPOTOXJIOpODUIINIA
yIaJI0Ch Takke HabJMI0JaTh ¢ MOMOIIBIO CIIEKTPOCKOTIUM BBHICOKOTO
BPEMEHHOTO pa3peleHus Tpyr (hU3NOJIOTHYECKIX TeMITepaTypax [68, 90].

[MPEATTIOJIATAEMAA TPUPOAA TPOMEXYTOYHBIX TPOAYKTOB
OOTOBOCCTAHOBIIEHUA ITPOTOXJIOPOOUIININIA IN VIVO.
NCCIEJOBAHUE CITEKTPOB SITP

OOHapyXeHre KOPOTKOXMBYIIMX WHTEPMEAUATOB, CTAOUIU3U-
PYIOLIMXCSI TPU HU3KHKX TeMIlepaTypax, eCTECTBEHHO MO3BOJISLIO TIPeji-
rnoJjiaraTb, YTO 3T MHTEPMEAUATHI SIBJISIIOTCS IPOMEXYTOUYHBIMU TPO-
JIyKTaMy B CTYIMeHYaTON peakliMyd BOCCTAHOBJIEHMSI JTBOMHOI CBSI3U B
MOJIEKYJIe TIPOTOXJIOpOGUINIA, KOTOpas MOXET BKJIOUaTh CTaAuu
rnepeHoca 3JIeKTPOHOB, MPOTOHOB U B3aMMOJEUCTBUSI 00pa3yIOLLIUXCS
cBOOOAHBIX paaukasoB. HamMu OblIM MpoBeaeHbl CpaBHUTEIbHbIE
uccieaoBaHus HuU3KoremmnepaTypHbix (77 K) ontudyeckux (rmorjomnieHue
u piryopecueHus) 1 DI1P criekTpoB Lie/IbIX 3TUOJMPOBAHHBIX JIMCThEB
Ha pa3HbIX CTaaugX GOTOBOCCTAHOBIEHMS ITpoToxjopodwLnaa [6, 49].
B criektpe DITP HeocBellleHHOTo 3THoAMpoBaHHOTO JicTa rnpu 77 K Hab-
JIIofiajicsl o4eHb cy1abblii TEeMHOBOM curHai. Iloce ocBeleHust INCThEB
MHTEHCUBHBIM CBETOM IPU HU3KUX TeMmIlepaTypax oOHapy>KeHO BO3-
HUKHOBEHUE OECCTPYKTYpHOTO cUHIVIeTHOro curHaia DI1P ¢ g—dak-
TopoM, 2,0021, xapakTepHbIM i1 CBOOOZHOTO 31eKTpoHa. [lupunHa
CUTHaJja 3aBHCesa OT TIYOMHBI Tpoliecca (pOoTOBOCCTAHOBIEGHUSI TPO-
ToxJiopodmiunaa (IIpy pasHbIX TeMmIeparypax). OcBelleHue 3THO-
JIMPOBAHHBIX JIMCTheB pu 77 K, Korma npeuMyIiiiecTBeHHO 00pa3yeTcst
HedJJyopecuupyonuii nHTepMeauaT R, MpuBOaUIO K TMOSIBJIEHUIO
cuHrjaetHoro curHana AI1P ¢ mupunoit 1,1 MTna. I[Ipu noBeiIeHUU
TeMIlepaTypbl oOpasiia (HemocpeACTBEHHO B paJanMOCHEeKTPOMETPE)
HabJII01a]I0Ch YMeHbllIeHWe upuHbl curHaia ao 0,9 mTn npu 213 K.
OnHOBpeMEeHHO ¢ HaKoIUIeHMeM MHTepMmennaTta X690 (B TUCTBSX,
ocselieHHbIX Tipu 153 K) B criektpax DI1P obHapykuBajicsl CUHIJIET-
HbII curHa ¢ mumpuHoit 0,95 MTin. OgHOBpeMEHHO ¢ MpeBpalllcHuEeM
Hedyopecunpyolux UHTepMEAMaToOB B MEpBUUYHbBIE (hOPMbI XJIOPO-
¢unnuaa (Mpu MoBBILLIEHUU TeMIIepaTypbl oopasiia Bbiie 223—233 K)
pe3Ko yMeHbInaeTcs aMiintyaa curaana DI1P: mpu 253 K oHa mocturaer
HMCXOJTHOW TEMHOBOM BEJIMYMHBI.

Taxum oOpa3oMm, pe3ysbraTel cpaBHeHUS onTndeckux u DI1P cekr-
POB TMO3BOJISIIOT 3aKJII0YNUTh, YTO 00a He(JIYyOpPeCUUPYIOLIUX UHTEpMe-
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nrata R m X690 mapaMarHUTHBI M XapaKTepu3ytoTcs curHagamu DI1P ¢
mpuHoi coorBeTcTBeHHO 1,1 MTim 1 0,95 mTi. ITockonbKy g—dakTop
curHana OI1P (2,0021) uHTepMeanaToB XapakTepeH [iJisi CBOOOAHOro
3JICKTPOHA, TO MOKHO CIEJIaTh BBIBOI O TOM, YTO He(IIyopecIrpyroe
nHTepMenratel R 1 X690 mpenctaBisior co60it cBOOGOIHBIE paguKaIbl
MUIMeHTa (CM. HUXe).

MEPBUYHBIE ITPOLHECCHI ®OTOBOCCTAHOBJIEHUA
MPOTOXJIOPOOUINTIA(MAA) B MOAEJIBHBIX CUCTEMAX

JpyruM myTeM BBISICHEHHMST MeXaHW3Ma MEePBUYHBIX CTAAWi OMO-
CHHTe3a XJopoduiijia U3 TIPeAIIeCTBeHHNKA U PO OMOJIOTUYECKUX
CTPYKTYp B 3TOM TIpoIlecce MOCTYXIIO U3yIeHUe peaknn (GOTOBOC-
CTAaHOBJIEHUS MPOTOXJIOPO(MILIAa B MPOCTHIX cUcTeMax. [1omBITKI
(poToBOCCTAaHOBJIEHHUS TIPOTOXJIOpODUIIA 10 XJIOpODUIa BHE KIETKU
OB TIPEIIPUHSITHL B psae pabot. Hambosee paHHMe M ccTeMaTH-
YecKre MCCIIeIOBaHNS B 3TOM HaITpaBIIEHUU TTPOBOAINCH B J1abopa-
Topuu A.A.KpacHOBCKOTO ¢ MCITOJIb30BaHMEM PA3TUIHBIX MOAETBHBIX
cucTeM (pacTBOPHI, TBEPAbIC TUIEHKU, MULIEJIIPHBIC PacTBOPHI ITUT-
MeHTa). B pesymbraTe ymaisoch JOCTUTHYTh TOCTATOYHO OOJBIIOTO
BbIXOJa MpoayKTa poropeakumu (10 20%), naeHTuGUIUPOBAHHOTO KaK
xsnopodma [9, 19]. OnHako, B 3TUX ONBITaX peaKIUsI OCIOXHSIIACh
MTOOOYHBIMU ITPOILIECCAMHU, B YaCTHOCTHU, POTOBOCCTAHOBICHUEM XPOMO-
¢opa no cucreMe CoIpsKeHHBIX cBs13eil. B pabote bydanueHKO 1 cOaBT.
[8] mpu mpoBeaeHNM POTOBOCCTAHOBICHUSI IIPOTOXJIOPOdMIIIA B pacT-
BOpax CUJIBHBIMHM BOCCTAHOBHUTEISIMU TIPU HU3KUX TeMIIepaTypax
(243 K — 183 K) 0b11 0OHapyKeH CUHIJIeTHBIN curHan DI1P, kotopslii,
10 MHEHUIO aBTOPOB, IIPUHAMIEKUT aHNOH—paInKaly ITUTMeHTa.

OKa3ajyoch, YTO OCYIIECTBICHUE TIEPBUYHBIX CTaauii POTOBOC-
CTAHOBJICHUS MOJIEKYJIBI IIPOTOXJIOPOMUIIIA B pacTBOpax M IJIEHKaX
BO3MOXXHO 1 6€3 MCITOTh30BaHM BOCCTaHOBUTENEH |3, 6, 49]. [To—Buan-
MOMY, TOHOPOM BOIOPOa CIAYXKHUT pacTBOpUTEh. [1pu mcciaemoBaHnm
pa3daBIeHHBIX PACTBOPOB MPOTOXJIOpOodUIa U MPOTOXJIopodhuIrIa
(10-* M, moHoMmepHast (popMa) Tociie ocBelneHust 0opasios npu 77 K
ObL1 00HapyXeH 3(p(eKT TyleHus (PIyopecleHINH, KOTOPbIii 0Ka3ajacs
MTPAKTUIECKH TTOJTHOCTBIO 00paTUMBIM ITPH TTOCIIEAYIOIEM ITOBBIIIEHUT
temnepatypbl g0 273 K. OnHako, mocjie ocBelleHus oOpaslia He
HaO0JII0J1aJI0Ch YMEHbIIEHUS MOJIOC MOTJIOIIEHUST MPOTOXJI0opoduLIa,
COM3MEPUMOTO C U3MEHEHUEM (DIIyOPECIICHIINMT, 1 TTOSIBIICHUST KAKUX—
J60 HOBBIX MoJioc. JIpyrum apdexkrom, ooHapykeHHbIM MeToaoM DITP,
ObLIO BOBHUKHOBEHHUE NpU ocBellleHUur obpasiia (77K) cuHrieTHoro
curHana OI1P ¢ g—dakropom 2,0013 1 IIMPUHOI CUHIJIETHOM ITOJIOCH 1,2
MTJ1, KOTOPBIH TTOSIBIISIICS OMHOBPEMEHHO C TyIIeHHeM (PITyopecIeHITNN 1
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OBICTPO McUe3al MPH MOBBIIMICHUH TeMIIEpaTyphl, TapajielbHO C
BO3ropaHueM GryopeceHIn. TaKuM 00pa3oM, MOKHO 3aKJTIOUYHTh, YTO
HavajibHast (oOpartumasi) ctagusi (OTOBOCCTAHOBJICHUSI MOHOMEPHOTO
MIPOTOXJIOpOMUMILIA in Vitro TIpeICcTaBIIsIeT cOO0I 00pa3oBaHMe MPOIYKTA,
GJIM3KOTO IO TTOJIOKEHHUIO KPACHOM TTOJIOCHI TIOTJIOMIEHMS K UCXOTHOMY
XpoModopy, HO OTJIMYATOIIETOCS OT HETO HU3KHUM BBIXOIOM (DITyOpeCIIeHIINN
M TTapaMarHuTHOCTHIO. [1pOayKT Mcue3aeT MpH IMOBBIIIIEHUH TeMIIEPATYPhI
1o 253 K, mpeBpaiiasich 00paTHO B UCXOMHOE BellecTBO. [ToayyeHHBIE 11O
criektpam DI1P naHHbBIE TTO3BOJISTIOT MTPEATIOIOXUTh, YTO MEXaHW3M STOM
peakiny BKITIOYAET MepeHOoC 3JIEKTPOHA ¢ 00pa3oBaHWEM CBOOOTHOTO
pannkaia murMeHTa. CpaBHEHUE C OTTBITAMU Ha LIEJTBIX STHOJIMPOBAHHBIX
JICTBSIX (CM. BBIIIE ) ITOKA3BIBACT, YTO B STUX MOAETBHBIX SKCITEPUMEHTAX,
MO—BHUINMOMY, BOCIIPOM3BOIUTCS caMasi HadaJlbHasT CTaausl peaKlnu
(oToBoCCTaHOBIIEHUS TIPEAIIECTBEHHIKA XJIOPOMUIIIA, TIPOSIBIISTIOIIASICST
in vivo B TyIIIeHUW (hTyopeCLeHIINN aKTUBHOM (DOPMBI ITPOTOXIOPOG LTI
I 655/650 c 06pa3oBaHeM MapaMarHUTHOTO MHTepMeanaTa R.

Bbruto moka3aHo, 4TO B CHCTeMax C arperMpoOBaHHBIM ITPOTOXJIO-
poduIoM, ocylecTBIsieTcs 6oJiee TIyOOKOoe TpeBpalleHNe, BKITIO-
qalolee Kak repByio (00pa3oBaHye MHTepMennara R), Tak v cieyronyio
(o6pasoBanue nHTepMeanata X690) ctagnio (OTOBOCCTAHOBICHUS
MIPOTOXITIOPO(MIMILIIA B TUCTHSIX pacTeHU. O4eBUIHO, YTO BTOpAs CTaIHS
npoliiecca cBg3aHa ¢ y4aCTUEM arperupOBaHHOU JIJIMHHOBOJTHOBOU
dopmbl TTMTMeHTa. BosbImas Mo cpaBHEHUIO ¢ MOHOMEPOM TTUTMEHTA
TyOMHA TIpeBpalleHNsT arperata IMpOTOXJIOPOGIIIIIa MOXKET CIYXKHUTh
00BsSICHEHWEM TIPUYWHBI BHICOKOW aKTUBHOCTU IJTWHHOBOJIHOBOM
dbopwmbr mporoxtopodummuaa [ 655/650 in vivo, KOTOPYIO MOXHO
CBSI3aTh C B3aMMOJICCTBIEM B TIpOIlecce IBYX XpOMOMOPOB ITUTMEHTA.

IPEAITOJIATAEMBIYI MEXAHU3M ITEPBUYHBIX PEAKIINH
OOTOBOCCTAHOBIJIEHUA INPEAITECTBEHHUKA XJIOPOOUIIIA

Ecnu vucxoauth U3 conocTaBiieHUsI CTPYKTYPbl MOJIEKYJT XJ10podhui-
JINJA M €TO TIpelleCTBeHHNKA, (OTOXMMIWYEeCKasT CTaausl OMOCUHTEe3a
xjopoduiia mpeacTaBisieT co00il BOCCTaHOBIEHUE TMOJYU30JUPO-
BaHHOM 1BoiHOI cBsidu 7—8 B IV mupposbHOM Kosiblie. [TojydeHHbIe
HaMM pe3yJibTaThbl UCCJeN0BaHUsI (DOTOBOCCTAHOBEHUS MTPOTOXJIOPO-
duuma in vivo U in vitro MO3BOJISIIOT MPEANOI0XUTh, YTO UACHTU-
(uLMpoBaHHBIE TPOMEKYTOUHBIE CTAIUH CKOPEE BCETO COOTBETCTBYIOT
3JIEMEHTapHBIM PeaKIIsIM IlepeHoca IBYX JIEKTPOHOB 1 IBYX IIPOTOHOB
K IIMTMEHTHOM MOJIEKYJIE.

IMepBuuHas poTopeakiivs MposIBISETCS MO TYLIEHUIO (h1yopeclieH-
MU aKTUBHOM (DOPMBI TIPEAIIECTBEHHUKA W 110 TTOSIBIICHUIO CUTHAJIa
OIIP mocne ocBelieHUs IUCTa MIPU TIyO0OoKoM oxjaxiaeHun. CHexkTp
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MTOTJIONIEHMST OCTaeTCsT TIPAKTUYECKN HEeM3MEHHBIM. DTa TepBUYHAS
(oTopeakiust OCyIIeCTBIsIETCS U B pa30aBIeHHBIX pacTBOpPax MPOTO-
xsopodwmwuia(uaga), ocsemaeMblx mpu 77 K. Tymenue diayopecueHmmmn
TP HEM3MEHHOM CITEKTpe TIOTJIONIEHUST BO3MOXHO B clTydae TIpeoopa-
30BaHMS ITOI JIeHCTBHEM CBETA CJIA00TO KOMIUIEKCA C TIepeHOCOM 3apsina
B O0oJjiee ycroituuBblii kommiekc [11]. PazneneHue 3apsimoB Mexay
JIOHOPOM 3JIEKTPOHA U TIPOTOXIOPOMIIIIAIOM COMTPOBOXIAETCS 00pa-
30BaHueM aHMOH—panukanos nurmeHTa (P7). ITocKOIbKY MPOAYKT
TIEPBUYHOM peaKIiny — HedIyopecIMpyIonnii mHTepMenuar R xapak-
Tepusyercs curHajom DIIP ¢ g—dakTopoM cBOOOIHOIO 3JIEKTPOHA,
MOXHO 3aKJIIOUYHMTh, YTO OH IPEACTaBIsIeT cOO0I aHMOH—paIrKal
MMUTMEHTA, CTAOVITBHBIN TTPU HU3KOM TeMITepaType B KECTKOM MaTpHIIE.
Bim3ocTh criekTpa morJioneHus nHTepMeanata R, obpasyrorierocs B
TBepAol da3e MpU TIIYOOKOM OXJaXIECHWU, K CIIEKTPY MCXOTHOTO
MIPOTOXTIOPODMILTHIA CBUAETEILCTBYET O TOM, YTO 3JIEKTPOH, BOCIIPHU-
HUMaeMBIi MOJICKYJIOW IMUTMEHTa, U30JIMPOBAH OT TE—3JICKTPOHHOMN
KOHBIOTMPOBAHHOU cUCTeMbI e Xpomodopa. JlanbHeiilllee npeBpa-
meHue (TeMHOBOe 00pa3oBaHUe XJIOpOMUINIA) TOBOPUT O JTOKAJIM-
3allMM 2J1eKTpoHa 1o cBsi3u 7—8 IV nupposbHoro kojbua. Takas
JIOKAJIM3aIMsI, TTO—BUIUMOMY, BO3MOXHA B Pe3yJIbTaTe CIEIINaTbHOTO
B3aMMOPACITOJIOKEHUST MOJIEKYJI ITUTMEHTa M JOHOpa BOAOPOAA B
AKTUBHOM TTUTMEHT—OEJIKOBOM KOMILJIEKce, obecIrieynBaeMoro dep-
MEHTOM IPOTOXJIOPOPUIUINI—OKCUIOPETYKTA30M].

Cnenyromias peakuusi (R - X690) nprBOAUT K MOSIBJIEHUIO BTOPOTO
HepIIyopeCIMPYIOIIero MapaMarHUTHOTO TIpoaykTa. [TocKonbKy 3Ta
peakiys 3(pHEeKTUBHO MPOTEKaeT MpU OoJiee BHICOKMX TeMIlepaTypax,
yeM oOpa3oBaHue nHTepMmeaunara R, a coorBercTBytommii curaia I1P
nMeeT g—daKTop CBOOOIHOTO 3JIEKTPOHA, ECTECTBEHHO ITPEATIONIOXKUTD,
YTO 3Ta peakIys MPeACTaBISIeT COO0I CISIYIONIYIO CTAINI0 BOCCTAHOB-
JIEHUST MOJIEKYJIbI TIPOTOXJIOPOMIIIINAA — MIPUCOSANHEHNE MMPOTOHA C
obpa3zoBaHMeM HelTpaiabHoro panukaina (PH).

HauGoiee BepoITHBIM MEeXaHU3MOM JaTbHEUIIIeTO TTpeBpalleHUS
MTOJTYBOCCTHOBIIEHHBIX MHTEPMEINATOB B XJIOPOMIILINAI, IO HAIIeMy
MHEHUIO, MOXET OBITh JUCIIPONIOPIIMOHNPOBAHNE CBOOOIHBIX paIyi-
KaJIoB (B YCJIOBMSAX BBICOKOU JIOKAJTbHOMW KOHIIEHTPALIUM MOJIEKYJT
MMUTMEHTA in vivo). B ToNIb3y 3TOro MmpearnoyokeHus] CBUICTETbCTBYET
LIEJIbI psiim (paKTOB, B YACTHOCTH: 1) IMMEpPHOE COCTOSTHME aKTUBHOM
(opMbI TPOTOXTIOPOPUIIIINIA i# ViVo, 2) TOT (DaKT, UTO B MUCCIIETOBAHHBIX
HaMU MOJEIbHBIX CUCTeMax HeoOpaTnMoe (hOTOBOCCTAHOBIIEHUE OCY-
HIECTBIISIETCST TOJIBKO TIPU HAIMUWUM arperaToB MATMEHTA; 3) OIMMCcCaHHOe
BbILLIE HAOJIIOJEHIE, COTJIACHO KOTOPOMY MHTepMeaunaT X690 nmpeacras-
JIsIeT coboii cMech IBYX KOMITOHeHTOB: R697 m R688, mpeBpaimmenue
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KOTOPBIX B XJIOPOMWIIINI OCYIIECTBISIETCS TOJIBKO TTPU UX COBMECTHOM
HaKoIIeHUH. MI3BECTHO, YTO aTOMBI BOIOPOIA TT0 CBSI3U 7—8 B MOJIEKYJIe
xJI0poUJUTAIA PACITONATAIOTCS B TPAHC—TIONIOKEHUN,TT0O3TOMY MOXKXHO
MPEIOI0XUTh, uTo nHTepMearaT X690 (R697 + R688) nmpencrasnsier
c000ii cMech paguKaloB — CTePEOM30MEPOB MOTYBOCCTAHOBIEHHOIM
dopMBI MUTMEHTA.

[MockonbKy peakiiusi GOTOBOCCTAHOBIEHUS TTPOTOXJIOPODUIIIH -
Jla OCYIIECTBIISIETCS B paMKaxX XXeCTKOTr'0 JOHOPHO—AaKIENTOPHOTO
KOMIIJIeKca, BKJIIOYAIOIIETo arperaT MUTMeHTa, BEpOsSITHA BO3MOX-
HOCTh KaK AUCTIPOTIOPIMOHUPOBAHUS HENTpaJbHBIX PaINKalOB:
PH" + PH = PH, + P, Tak ¥ cMeIIaHHOT 0 IUCTIPOTTOPLUMOHUPOBAHUS
MEXIY HEMTPaJIbHBIM paglKaloM U aHHOH—pagukaiaoM: PH + PH™ =
=PH +P.

HMcxonst 3 TaHHBIX 0 TUMEPHOI (hopMe aKTUBHOTO IMPOTOXIOPODIII-
JMIa, MeXaHW3M TepBOi (hOTOPEaKIIM MOXHO TIPEACTaBUTh B BUJIE
CJIeYIOIe TUTIOTETUIECKOM CXEMBI:

+
(P"-PH)—> (PH -P) > (PH,-P)
(P-P) — 5 (prp¥)

(PH'-PH) —> (PH,-P)

Iz 655/650 » R » X690 > X

OnHAaKo, HEJIb3sl UCKIIIOYUTh HEKOTOPYIO BEPOSITHOCTh 3aBEPILIEHUS
peaKIMy TyTeM ITOCIIeIOBATEIbHOTO TTlepeHOCca BTOPOTO 3JIEKTPOHA 1 TTPO-
ToHa. Mexanu3m BTopoit (poTopeakmum (Xm 684/676 — X 690/680),
MMO-BUAUMOMY, OTJIMYAECTCSI OT MeXaHU3Ma IepBOil GoTopeakiuu
(Ix 655/650 - Xm 684/676), 0 YeM CBUIETEILCTBYET €€ Ha MOPSIOK
OoJiblilasi SHEPTUS aKTUBALMK. DTOT BOIIPOC TpeOyeT JajbHEMIINX
uccaegoBaHuii (cM. cxemy I).

JanbHeiilee TEeMHOBOE MpeBpalleHre He(IyopeclMpPYyOINX UH-
TEPMEAUATOB IIPUBOAUT K 00Pa30BAHMIO YETHIPEX MEPBUUYHBIX (HOPM
XJI0poUUTHAA, XapaKTEPU3YIOLIUXCS MAaKCUMyMaMu (hIyopeCLIEHIIMN
pu 684, 690, 695 1 706 1M [48]. O6pa3zoBaHME HECKOIBKMX CIIEKTPATIHLHO
pasIUYHBIX MEPBUYHBIX (OPM XIT0pOdUIIMIA HAa paHHUX dTarax
3eJICHEHUS JIMCThEB CBUAETEILCTBYET 00 OueHb paHHeM AuddepeH-
LMPOBAHUU HATUBHOIO IMMTMEHTA, KOTOPOE, O—BUAMMOMY, CBSI3aHO C
pa3BETBJIEHUEM IyTeil 00pa3oBaHUs (DYHKLIMOHAILHO PA3IUYHBIX POpM
xjiopoduiia, B yacTHocTH, murMeHToB PLI horocucrem m murmeHTOB
CBETOCOOMPAIOIIIET0 KOMILIEKCA.
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IV.IIYTU BUOCUHTE3A INTMEHTHBIX KOMIIOHEHTOB
®OTOCUCTEMBI 2

Crroco6HOCTh K (DOTOCUHTE3Y M aKTUBHOCTH IBYX (DOTOCHUCTEM
(boTocHHTE3a HAYMHAIOT MPOSIBIATLCS Ha TOCTATOYHO PAaHHUX CTaaUsIX
3eJIEHEHUSI STUOJIMPOBAHHBIX JINCTHEB M MyTAaHTOB Bojopociteii [79, 116,
124, 137]. OgHako, mmpolecc BO3HUMKHOBEHUST (POTOCUHTETUYECKOM
AKTUBHOCTHM pa3BUBaeTcs OoJjiee MEIICHHO, YeM IPOMCXOAUT (POTO-
BOCCTaHOBJICHHE TTPOTOXJIOPOMIIIINAA. DTO TTO3BOJIAET MPEAIToIaraTh,
YTO «CTapT» (POTOCHHTE3a OMpeesieTcsl He TOJIbKO OMOCUHTE30M
MOJIEKYJT KTI0OYEBOTO MUTMEHTa XJI0poIia, HO ¥ WHUIIMHPYEMBIM
CBETOM OMOTeHE30M CIelMaTu3UPOBAHHBIX MUTMEHT—0EJIKOBBIX KOMII-
JIEKCOB — pPEaKIIMOHHBIX IIEHTPOB (OoTOCHMHTE3a. Bo3HnKaeT Bompoc:
HeJIb3sT JIU TIPOCJIEANTh He TOJBKO OMOCHMHTE3 OCHOBHOI MacChl XJI0-
poduiia (CM. BbIIIE), HO U OMOTreHe3 peaKIMOHHBIX LIEHTPOB (POTO-
cuHTe3a, GOPMUPYIOIINXCS B TIpollecce 3eJeHEeHUS JTUCTheB. B 1moc-
JieHee BpeMs MPEIIPUHAT psll UCCIeI0BaHM OMoTeHe3a OeITKOBBIX
KOMITOHEHTOB peaKIIMOHHBIX IICHTPOB (DOTOCUHTE3a METOAAMU aHAJI3a
0eJIKOBOT0 COCTaBa MUTMEHT—OEJIKOBBIX KOMILIEKCOB, (DOPMUPYIOILITUXCS
B JINCTBSIX U BOJOPOCISIX B MIPOIIECCe MX 3eJICHEHUS, I COITOCTABICHMS
MX ¢ KOMITJIEKCAMU 3pejbiX pacTeHuit [69, 95, 144]. dpyroit moaxon
OCHOBaH Ha MCCJIeIOBAaHUM OMOCHMHTE3a MUTMEHTHBIX KOMIIOHEHTOB,
BXOISIINX B COCTAaB PEaKIIMOHHBIX IIEHTPOB (POTOCUHTE3a, HEIOC-
PEICTBEHHO B IIEJIBIX KJIETKAX W JIUCThSIX PACTEHUI C TTOMOIIIBIO CITEKT-
paTbHBIX METOIOB.

BUOCHUHTE3 ITUTMEHTHBIX KOMITIOHEHTOB PEAKIHMOHHbIX
HEHTPOB ®C-2 TP SETEHEHWHW PASBUTBIX
OTUOJMPOBAHHbIX PACTEHNU

B pabotax A.A.KpacHosckoro, B.B.Kitumosa, B.A.lllysanosa [96,
97] 6bu1a ycTaHOBJIEHA POJIb (heODUTUHA @ KaK BaXKHENI11ero KOMITOHEHTa
peakIMOHHBIX LIEHTPOB (DOTOCUCTEMBI 2 BBICIIMX pacTeHWH. YcTa-
HOBJIEHO [34, 136], uTO IMpaKTUUECKU BeCh (PEODUTHH d COCPETOTOUYEH B
3TUX LIeHTpax. BMecTe ¢ TeM ImyTh GnocuHTe3a heoUTHHA 10 HeTaBHETO
BpeMEHU OCTaBaJICsl HEM3BECTHBIM; €ro TPUCYTCTBUE B IIperiaparax
OOBITHO OTHOCHUJIOCH 3a cueT (heo(UTHHU3AINHY XJT0podHIIIa B IIpoliecce
BBIICJICHHUST U XpOMAaTOTpaIeCcKOi OUMCTKY TTUTMEHTA.

ITyTb 06pazoBaHyst heoUTUHA B TUCThSIX paCTeHUI OBUT yCTAaHOBJICH
TMpU AeTaTbHOM UCCJIEIOBAaHUU paHee OTKPbITOM [24] «00KOBOIM» peakun
6uocuHTe3a xJopoduiaia, HabIOIAIOIIecsS MPU OCBEIIeHUN
3TUOJMPOBAHHBIX JTUCTHEB CBETOM HU3KO MHTEHCUBHOCTH (CM. BBIIIIE).
B pa6ore [16] 66110 0OHAPYKEHO, YTO ITPU OCBEILIEHUN STUOJIMPOBAHHBIX
JINCThEB CBETOM HU3KOW MHTEHCUBHOCTH, HAPSAY C XJIOPOGUIIOM a,
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Puc. 1. buocunre3 dbeoduTnHa a IpU OCBENIEHUUN PAa3BUTHIX STUOTUPOBAHHBIX
pacTeHU KyKypy3bl.

a — U3MEHEHUEe CIEeKTPOB (JIyOPECIeHIINN ITUOJIMPOBAHHBIX JIUCTHEB TP
nporekaHuu peakuuit In 655/650 — Xn 684/676 ~ ®eo 679/675.
1— HeocBeleHHBbI JcT; 2 = | + 4 cex cBera 10 BT/MZ, 3 =2+ 15 cek B TeMHOTe
mipu 27 °C.

0 — M3MEHEeHME CIIeKTPOB BO30YXIEHUs JUIMHHOBOJHOBOW (iyopecueHIIuun
3TUOJIMPOBAHHBIX JIUCTHEB B X0jie peakuuu Xi 684/676 - deo 679/675.
1 — cnekTtp Bo3OyxaeHust it X 684/676; 2 — criekrp Bo30yxaeHus: st Peo
679/675.

cuHTesupyercs U eodutuH a (puc. 1). [Tpu 3ToM ObLIO MOKa3aHO, YTO
IIepBUYHAs peakins (GOTOBOCCTAHOBICHMS IMPOTOXIOPOGUIINAA
Ix 655/650 - X1 684/676 siBasieTcs 00IIeH 11T CHHTE3a XJIOpOod M-
J1a a u peoduTUHA g, 3aTeM IMyTU UX OMOCUHTE3a pa3BEeTBIISIIOTCS (pUC.
2). OCHOBHOI MyTh, MHULIMUPYEMBII BTOpOI poTopeakimeit Xua
684/676 - Xm 690/680, mpUBOAUT Yepe3 PsiI XOPOIIO M3YIeHHBIX
HaTuBHBIX popM (casur 11Imbara) K 0Opa3oBaHUIO ITyJIa XJIOpod LA a.
Cyast 1o KOJIWYeCTBY XJIOpODUIIJIa, CHHTE3NPYEMOTO STUM ITyTEM, €TO
CBSI3M C KAPOTHMHOMIAMH U C TI03THEe CUHTE3NPYIOIINMCS XJIOPOPUILIOM
a [39, 40], aTOoT IyJ1 MOXXHO MACHTUPUIHUPOBATH C XJIOPOPUIIOM
aHTeHHBI. «BOKOBasI LIeTb» TEMHOBBIX peaKIMii BeAeT K 00pa30BaHUIO
Kak xjiopoduiia a, Tak u ¢peoputruHa a. KoHeUHbIII IPOIYKT 3TOI
peakIn, KOTOPHIi paHee 0003Havascs Kak X1 675/670, B IefiCTBUTETb-
HOCTHU MpeACTaBIsIeT cO00M COBOKYIMHOCTh ABYX (hopM Xyiopoduinia
(Xt 671/668 1 Xi1675/668) mHatBHOI (hopMbI heodrTrHa Deo 679/675.
Bri1o ycTaHOBJIEHO TaK:Ke, YTO peaklus oopa3oBaHus peoduTrHA
nMeeT OMOCMHTETUIECKII, a He TeCTPYKTUBHBIN XapaKTep: OHa IpoTe-
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Tx 655/650 ——» Xi11 684/676 ——3 X171 690/680 —— X1t 695/684

X1 688/680
Tywenue
ghayopecuenyuu
X1 680
(P-680)
\/ ? v
*X71 675/670+ X1 683/670
9
;‘g;%ﬂ%gg | PEAKLIMOHHBIE XJIOPODUIIT
X1 675/668 ——>| LHEHTPHI ®C-2 AHTEHHBI

Puc. 2. CooTHolleHue nyTeil OuocuHTe3a XJopodusia aHTEHHbl U TUTMEHTOB
PEeaKIIMOHHBIX IIEHTPOB (POTOCUCTEMBI 2 B Pa3BUTHIX STUOJMPOBAHHBIX PACTCHUSIX.

KaeT TOJIbKO MPU COXPaHEHUM IEeJOCTHOCTA MUTMEHT—O0EIKOBBIX
KOMIIJIEKCOB, KOTOPBIE pa3pylraloTcs gaxe TP MOJTYIYeHUN TOMOTe-
HaToB. Peakmus mMeeT TeMITepaTypHBIN ONITUMYM ITPU (DU3UOJIOTH -
YECKUX YCIOBUSX, HEOOPaTUMO ITOIABIIsieTCsT ITpy HarpeBaHuy BbIte 50°C.
Ona aktuBupyetcs B ipuctyTcTBUr AT® u uarnoupyercss AM®.

HanbHe#me McclieToOBaHUS YKa3bIBaJdW Ha CIOXHOCTb 3TOTO
npouecca [87]. Oka3anoch, 4To 00pa3oBaBIINiiCSI PeODUTUH MOXET
MpeTeprieBaTh 00paTHOE TIpeBpaleHue B xaopodmmt X 671/668 B xome
TEMHOBOW peaKkIIMU M YTO dTa peaklMs oOpaliacTcsT Mo JeiCTBUEM
cBeta. MOXHO TMpeanosoXuTh, YTO oOHapyxkeHHast (hoTooOpaTUmMast
peakis Deo 679/675 — Xn 671/668 B3anmonpeBpaIleHUs ABYX TTUT-
MEHTOB C ITOJIOCAMU MOTJIOIIEHUST, XapaKTepHBIMU IS (heoUTHHA U
KOPOTKOBOJHOBOTO xj1opoduiia D /D, KOMIIEKCOB peaKIIMOHHBIX
LIEHTPOB (hoToCUCTEMBI 2 [59], CIyKUT MPUYUHOU U3BeCTHOTO 3(pPekTa
(poronHmyIMpOoBaHHOTO M3MeHeHMs cooTHoIeHust Deo/ X B PLL DC-2
[99, 101].

Takum 06pa3oM, MOKHO CYMTATh YCTAHOBJICHBIM, UTO B 3TUOJIMPO-
BaHHBIX JIUCTBSIX OCYIIECTBISIETCSI OMOTeHe3 HAaTUBHOTO KOMILIeKca
¢deodurnna u xyopodmiuia. BosHukaeT BoIpoc, B KaKOil Mepe 3TOT
KOMITIEKC HIeHTHYEH (peo(UTHHCOMEPKAIINM PeaKIIMOHHBIM LIEHTpaM
®OC—-2. MoXHO yKa3aTb HECKOJIBKO YePT UX CXOICTBA, TIOMUMO OCHOB-
Horo akTa — npucytcTBus peodutrHa. K HUM OTHOCATCS: 6J1M30CTh
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(MM MIEHTUYHOCTD) TOJIOXEHUST MaKCUMYMOB TTOJIOC TTOTJIOIICHUS
OITMCAHHBIX BBIIIe HATUBHBIX (hopM peodurrHa Deo 679/675, KopoT-
KOBOJTHOBOTO xyiopoduiina Xi 671/668 m nx aHaJI0roB B BHICOKO-
ounmeHnbix D, /D, xommekcax PLI @C-2 [59], nmonoxenne crexTpa
1 JaHHBIE U3MEPEHUI KPYroBOIO AUXPOU3Ma, CBUIETEILCTBYIOIINE O
TOM, 94TO B O0EUX CTPYKTYpaX 3TH IMUTMEHTBI TIPEICTABICHBl MOHOME-
pamu [66, 110, 127], 6muskoe cootHomeHne Meo/Xit (oko:o 0,5) B cpas-
HUBaeMBIX KoMmITIeKcax [16, 112], paHHee (hopMUpoBaHNE aKTHBHOCTH
doTocucTeMbl 2 TIPU OCBEIICHUU 3eIeHEIOMNX 3TUOJMPOBAHHBIX
JucTheB [79], Hanmuue xapaktepHoro mis PL ®dC—2 nmonunentuga B
MUTMEHTHBIX KOMITJIEKCaxX 3TUOJIUPOBaHHOTO aucTa [94, 95, 111].

C npyroit CTOPOHBI, BEICOKHMIT KBAHTOBBIN BBIXO (hIyOpECLICHITNN
beoduTHA B 3eJCHEIOIINX JUCThIX CBUACTEIBCTBYET O Pa3IUUNU
COCTOSTHHSI MOJIEKYJTBI B 9TUX CTpYKTypax v B P11, a Tak:ke 00 OTCYyTCTBUMT
hoToXMMMYECKOI aKTUBHOCTU (peodUTUHCOAECPKAIINX KOMIUIEKCOB
3eJIEHEIOIINX STUOJIMPOBAHHBIX JINCTheB. BO3MOXXHO 3TO CBSI3aHO C OT-
CYTCTBMEM BTOPOTO, XJtopodmmtoBoro KoMmrnoHeHTa PLL dC—-2 (P—680),
nAaeHTU(UKAIVS ITyTei OMOCMHTEe3a KOTOPOTO OKasajlach OoJee TpyaTHOM
METOIMYECKON 3amadeii, yeM st 6mocuHTe3a heoduTrHA.

Juist perieHuUs 3Toi mpoo6aemMbl aBTopaMu padoTsl [13] Oblia npu-
MeHeHa IpeaBapuTeIbHast MHKYOAIUs 3THOJINPOBAHHBIX TUCTHEB IPU
38 °C. Panee [83, 139] 6bUIO TTOKA3aHO, YTO TAKOIO pojaa oOpaboTKa
MOXET CYIIeCTBEHHO M3MEHSATh COOTHOIIIEHNE CKOPOCTEN OTHETBHBIX
peakmuii OMoCMHTE3a XJIOpodUILIa Y 3eJIeHEIOIINX MyTaHTOB BOIOPOC-
JIeil, He oKa3bIBasi, B TO Xe BpeMs, ITOBPEXKIAOIIero BO3NEUCTBUS Ha
MMUTMEHT—O0EJIKOBbIE KOMIUIEKCHI. B 7—10—1HEBHBIX 3THOJUPOBAHHBIX
JIUCTBSIX KYKYpPY3bl M TOPOXa, OCBEIIEHHBIX ITOC/Ie TEeMHOBOM MHKYOAIIHN
pu 38 °C, oGHapyXeHa HOBasi TeMHOBAsI peakIus MPOIYKTa (GOTO-
BOCCTaHOBJIeHMS TIpoToxiopodwmiraa [1x 655/650: oHa mposBisieTcsT
(puc. 3) Mo 6aTOXPOMHOMY CMEIIEHMIO CIIEKTPAJIbHBIX IT0JIOC XJIOPO-
dumumna X 684/676 u cormpoBoXKIaeTCs 3TepubUKaIIMeil TUTMEeHTa 10
ximopodmmna: X 684/676 — Xu 688/680. IMocie 3aBepIiIeHusT 3TOM
peakuuu Habmoganock obicTpoe (20—30 cex) mojiHoe TylieHue (ryo-
peclieHIIH ee mpoaykra X 688/680 — X 680 (cm. puc. 1 u 3). ABTOpBI
padoThl [13] OTOXIECTBISIIOT KOHEUHBIN IMPOAYKT 3TOM LIEH TEMHOBBIX
peakiuii — Hedyopecuupyromuii xaopobwnt X 680, ¢ MUTMEHTOM
peakiuoHHoro neHrpa ®C—-2 — P—680, npuBoas B MOJIb3Yy CBOEH
TUTTIOTE3bI CJICAYIOIINE TOBOIBI: 1) TTOJIOXKeHNE MaKCUMyMa TOTJIOIIEHHST
X1 680 coBImamaet ¢ TMOJ0XEeHUEM MaKcuMmyMa auddepeHInaTbHOro
crnekTpa P—680, KoTOpHIit, KaK U3BECTHO,ITOCTYKIJI OCHOBO JIJisl UEH-
TUdUKALMU 3TOM (POPMBI MUTMEHTA PeaKLIMOHHOTO 1ieHTpa. 2) [Tpsmbim
penanecTBeHHUKOM X1 688/680 ciryxxuT mHTepMmenuat Xu 684/676,
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Puc. 3. PazBeTBieHue 11ieTI TEMHOBBIX peaklnii OMOCUHTe3a XJI0pOUILIA B JIUCTHSIX
Pa3BUTBIX 3TUOJMPOBAHHBIX PACTEHU, 3€JICHEIOLINX B YCIIOBUSIX «TEIIJIOBOTO IIOKa»
(38°0C).

X1 688/680—Xi1 680

X1 675/670

a — CIIEKTPBI HU3KOTeMITepaTypHoii duryopecueHunu (—196 °C),

M1 655/650 — Xx 684/676<

6 — criekTpsl nomioieHus (—196 °C) aTHOIMPOBAHHBIX JTUCTHEB.

1 — HeocBelIeHHbIN 11cT; 2 = 1 + 4 cek cBeTa; 3 =2 + 15 cex B TemHoTe; 4 = 3 + 60
cek B temHore mipu 27 °C.

KOTODBIN stBisteTcst iuMmepom [110, 127]. C npyroit ctoponsl, 1 P—680,
KaK IIpeaIIoaraior, IpeacTaBiisieT co0oii numep xiaopoduiia [52, 53].
O6a mUrMeHTa CIIy>KaT aKIeNTOpaMy SHEPTUH BO30OYKICHMS C IPYTUX
MMUTMEHTOB M BMECTE C TeM MX (DIIYOpECLIEHIINS OKa3hIBAETCS MOTYIICH-
Hoit. 3) KoHeunas cragms obpa3oBaHms xiaopoduiia Xia 688/680,
MIPOSIBJISIONIASICSA 1O TYIIEHWIO (PIIyopeclieHIIMN IMUTMeHTa, He OOHa-
pPYXMBaeTCsl y MyTaHTOB ropoxa ¢ HapylieHueM (PyHKIM I peaKIIMOHHOTO
neHTpa porocucteMsr 2 [13]. JlomoaHuTe IbHBIC KCCIEIOBAaHMSI IIOKA3aJIN
[13, 17, 87], 4TO COOTHOIIIEHUE CKOPOCTEN JBYX KOHKYPUPYIOIIUX TEM-
HOBBIX peakunit xjopodrmumaa Xm 684/676 (peaknuu, Beaymeit K
obpaszoBaHUIO (DeoUTUHCOAEpKAIIEro KoMIuiekca «Xi 675/670» u
peaklmu, Beayllei K 00pa3oBaHuIo HeduryopecMpyollero xjaopoduiia
X1 680) 3aBUCHUT OT psiga BHEITHUX (pakTopoB (puc. 4). Peakiusa obpa-
3o0BaHusg XJ1 680 (B oTaMYMe OT KOHKYPUPYIOIIEro Mpollecca) MHTH -
OGUpyeTCcs B OTCYTCTBYE KMUCIOPOAA U B ITPUCYTCTBUY IIMAHKUIOB; PEAKIIHSI
obpazoBaHus «Xi 675/670» ctumynupyetcs B mpucyrctBuu AT® u
uHru6upyercs B cpene ¢ D,0O u npu nodasnenun AM®. Dtn naHHbIE
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Puc. 4. YcnoBust HaGTIOICHUSI TEMHOBBIX peakinii xiiopodusiuna X 684/676 npu
26 °C.

Ll TpuxoBble IUHUU — BIUSIHUE UHTUOUPYIOIUX (—) U CTUMYIUpPYOIIUX (+)
BHEUIHUX (PAaKTOPOB.

YKa3bIBaIOT Ha Pa3IMYHBIN MeXaHU3M (hopMUPOBAHUS «XJ1 675/670» 1 X1
680.

IMpuBeneHHbIE pe3yabTaThl (OHU 000011IEHbI HA pYC. 2) MO3BOJISIIOT Clie-
JaTh paa 3akmodeHni. [Tporoxmopodwmmma [11655/650 B 7—10—mHEB-
HBIX STUOJMPOBAHHBIX JIMCTBAX SBJISIETCS OOIINM TTPEIIIeCTBEHHUKOM
nurMeHToB PLl ®C-2 (dbeodutnna, xmopodumia P—680 u xoporo-
KOBOJIHOBOI1 (hopMbI xstopodmiiia PLL) u ximopodura anteHHB. Dop-
MHPOBaHWE 3TUX KOMIIJIEKCOB TTPOUCXOINT B pe3yJibTaTe MPOTEKaHUS
TpeX KOHKYPUPYIOIINX IMapauIeIbHBIX ITPOIIECCOB — JIBYX TEMHOBBIX U
OIIHO (hOTOXMMHUUYECKOI peakny nHTepMenuata X 684/676. Hatus-
Has (popMma xmopodmnaa X 684/676, iepBoii odopasyomasics u3 I
655/650, aBJsIeTCS TOYKOI TPOIHOTO pa3BETBIICHUS IS OMOCUHTE3a
nurmeHToB PLL @C—2 u xjtopoduia aHTeHHBI. AHTEHHbIN XJ10pOGUIIIT
dopmupyeTcs pu OCBEIIEeHNH 0Opa3IoB, coaepxkaiux Xm 684/676,
yepe3 peakimu «lllmbaroBckoro casura». B temHore Xm 684,/676 yuact-
BYeT B ABYX KOHKYPHUPYIOIIMX MPOIIeCccax: MePBhI M3 HUX — peaKIIns
obpaszoBaHusI peodUTHA M KOPOTKOBOJHOBOTIO XJIOPO(UIIJIA CO CIIEKT-
PaJbHBIMU CBOMCTBAMHU, OJIM3KMMU K aHAJIOTUYHBIM ITUTMEHTAM peak-
LIMOHHOTO IIeHTpa. BTopast TeMHOBasT peaKlIMsl KITIOYEBOTO MHTEpME-
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nuarta X1 684/676 BkirodaeT (popMupoBaHUe 060Jiee TITMHHOBOJIHOBOTO
XJIopoULI—coaepXaliero KoMmruiekca Xi 688/680 u mociemyromiee
MOJIHOE TyllIeHUe (iyopecleHIMr 3Toro nurmeHTa. TyueHue ¢ayo-
pecLieHLIMU 6JI0KUPYeTCs B MyTaHTax ¢ Aepekramu PLL ®C—2, uto (yuu-
TBIBasl CIEKTP MorjoleHus xaopodunia X 680) mo3BoJSIET OTOX-
JIECTBUTH MPOAYKT 3TOM e OMOCHHTE3a C MePBUIHBIM JOHOpOM PLI
®dC-2 — xsopoduiom P—680.

OCHOBBIBasICh Ha MPUBEACHHON CXeMe CJIeIyeT OXUAATh, YTO TPHU
OCBEIIEHNH 3TUOJIMPOBAHHBIX JTUCTHEB CBETOM HU3KOW MHTEHCHBHOCTHU
JIOJIXKHO HaOmoaaThest yckopenue ouorenesa PLL @C—2 o cpaBHEHNIO
¢ OMOCHHTE30M aHTEHHOTO XJIOpo(dMIIa. DTO 3aKITFOUYCHIE TTOATBE KA~
eTCST pe3yJIBTaTaMU TIPSMBIX U3MEPEHU OTHOCUTETLHOTO COIEpPKaHMS
PLI v murMeHT—06EIKOBBIX KOMIUIEKCOB aHTEHHBI B 3TUOJMPOBAHHBIX
JIUCTBSIX, 3eJICHEIOIINX TTPU CJ1a0OM M MHTEHCUBHOM OCBEIICHUU: HOJIS
PLI Bo3pacTaeT mpu 3aMeHe MHTEHCHUBHOTO OCBEIIIEHUs CBETOM HU3KO
uHTeHcuBHocTH [109, 114].

[Ipencrasisier MHTEpeC COMOCTABUTH CACTaHHBIC BBHINIE 3aKITIOYC-
HUSI,0CHOBaHHbIE Ha MHTepIipeTanun 3(p@eKkToB (popMupoBaHus ¢eo-
¢dutnHa 1 Tymenus dayopecueHunn Xi 680, paccMaTpuBaeMbIX B
KadecTBe KputepnueB 6uoreHeza @C—2, ¢ HAOIIOAEHUSIMIA aBTOPOB,
WCTIOJTB30BABIINX MHBIE TTOAXOABI M KPUTEPUH K MCCIICIOBAHUIO TIPOO-
nieMbl (hopmupoBaauss @C—2. Cys 1o BpeMeHU, TIPOIIIeAIIeMy ¢ Hadaia
ocBelleHus aThoMpoBaHHOro inucTa (10—20 cex) 06a onmmcaHHbIX BbIIIE
addexra MOTYT OTpakaTh HarboOJIee PAHHIOI CTATNIO (hOPMUPOBAHMS
smpa @C—2 — 6roreHe3 (hoToakTUBHOTO Komrutekca PLL dC—2; mepBuie
MPU3HAKW (POTOCHHTETUYECKOTO BBIIEICHUs KUCIOpoaa yaaeTcss Ha0-
mopaTth nozgHee — depe3 20—30 MuHyT ocBemeHus [79], MHIYKIINIO
dnyopecuenumu mpu 77 K n 293 K — yepes 2 yaca 3eyieHeHus [36, 67].
CormocraBiieHHe 3THX JaHHBIX TTO3BOJISIET TIPEATIONOXNUTE CIICTYIONIYIO
MMOCIeA0BATEILHOCTE (POPMUPOBAHUSA KOMIIOHEHTOB simpa PC—2 u
BKJTIOYCHMS X B €IUHBIN KoMIuTeKc: 6noreHe3 PLI dC—2 — dopmmposa-
HYe KACJIOPOIBBIIEIISIONIEro KOMIUIeKca — (opMHpOBaHKE BHYTpEHHE
AHTEHHBI KOMITJIEKCA.

BUOCHUHTE3 XJIOPOOUJJIA ®OTOCUCTEMBI 2
HA PAHHUX CTAOIUAX PABBUTUA PACTEHUU

OCHOBOIA /151 UCCIIEAOBAHMIA 3aKIIOUUTEIbHOM CTaAuN OMOCUHTE3a
XJ10podUJLIa U3 €r0 MPEAIIEeCTBEHHUKA ITPOTOXIOPOGUIUINAA, B IUCThIX
pacTeHuil B OOJBLIMHCTBE CBOEM MOCIYKUIM HAOIIOAEHUS 3a MPOTe-
KaHUEM 3TOTO IIPOLIECCa ITPU OCBELECHUM BbIPAILIEHHBIX B TEMHOTE T.H.
STUOJIMPOBAHHBIX pacTeHuii. Kak mpaBujio, B 5TUX KCIIEPUMEHTAX KC-
IOJIb30BAJIUCH «PA3BUThIE» STUOJIUPOBAHHBIE PACTEHMS, BEIPALLIMBAEMbIE
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B TEMHOTE B TeUEHUE JOCTATOUHO JUTUTENbHOTO BpeMeHU (7—12 cyToK) u
Onarogapsi 9TOMy HaKOMUBILME YAOOHbBIE sl U3MEPEHUI OOJIbIINE
KOJIMYeCTBa MPOTOXJI0podruinaa. DTU NCCIeA0BAaHUS OCTABUIN OTKPbI-
TBIM BOIIPOC O BO3MOXHOI 3BOJIIOLMM Tpoliecca OMOCUHTE3A XJI0PO-
¢uia B Xo1e pa3BUTHSI pacTeHMsI, B YACTHOCTU TPU MpopacTaHUU
pacTeHUil Ha CBETY, B IOBEHWIbLHOM MEPUOJE UX Pa3BUTUSI. DTOT IJ10-
OabHBIN Mpoliecc, MPUBOASIINI KaXIyl0 BECHY B IJIJaHETapHbIX Mac-
mTadax K OMOCUHTE3Y TUTAHTCKHX KOJIMUECTB IMTUTMEHTA, TT0—BUINMOMY,
MOXET TakKXe OTJIMYaTbCsl U OT aKTMBHO MCCJIelyeMOTO B TOcC/eaHee
BpeMsl perapalioHHOTO («pEMOHTHOTO») OMOCHHTE3a XJIOpohHIIIa BO
B3POCJBIX 3€JEHbIX PACTEHUSX (B UX YK€ C(DOPMUPOBABIIUXCS XJIOPO-
IUIacTax) ¢ yuactueM npotoxyiopodrnuapenykrassl [IOP—B (cM. Bbiie
u [103]). B xkauecTBe «IIPOMEXYTOUYHOI'O 3BeHa» MEXIY yKa3aHHBLIMU
KpaltHUMU CUTYyalusIMU (B3POCITBIMHA STUOJIMPOBAHHBIMU 1 B3POCTBIMU
3eJIEHbIMU PACTEHUSIMU) MOJIe3HbIMU OKa3aluch pe3yabraThl [18],
MOJIyUeHHBIE JUISI 3TUOJMPOBAHHBIX PACTeHMI, UCCIEeIOBABIIUXCS Ha
caMoll paHHHe! cTanuu UX pa3BUTUsI — yepe3 3—4 NHs Mmociie Mmpopac-
TaHUs CeMSsIH (Jajee IOBEHUIbHbIEC PACTeHMUST), Koraa (PU3MO0JOTMUYeCKue
pa3nmuums MeXIy pacTylIMMM B TEMHOTE M Ha CBETY pacTeHUsIMU [22],
MO—BUJAMMOMY, BbIpaXKeHBbI €llle He CTOJIb KapAUHAIbHO.
KpaTkoBpeMeHHOE OCBellleHHe IOBEHUJIbHBIX 3TUOJIUPOBAHHBIX
pacTeHM MPUBOIUT (KaK M B CIyJae UX pa3BUTHIX aHAIOTOB) K (hOpPMU-
poBanmio xiopodmmmnaa Xmx 684/676, KOTOpbIii TTpU KOMHATHOMU
TeMmIiepaType y4acTBYeT yXe He B OJTHOM, a B IBYX TEMHOBBIX peaKIIUsIX:
Xm 684/676 -~ X 675/670 u X 684/676 — Xn 688/680 —Xi 680 (puc.
5). [TpumeuaresieH TOT pakT, YTO BTOpaAst U3 3TUX PeaKkInil XJ0podu-
mmma Xn 684/676 mpoTeKaeT eCTeCTBEHHBIM 00pa3oM, 6e3 BO3IeCTBUS
MCKYCCTBEHHBIX BHELIHMX (HaKTOPOB (TeruoBoi mok, D,0), kotopbie
OBUTM HEOOXOIMMBI IIJIT MHUIIMMPOBAHUS aHAJOTMYHOTO TIpoliecca B
3pesibix pacTeHusix. B 1iesoM, o6a yKazaHHBIX TEMHOBBIX Mpoliecca, 1
peakiys, Beayias K oopazoBaHuio Xir 680, u peakunst (GOpMUPOBAHMS
Xn 675/670, cynst TI0 COOTHOIIEHWIO KOHIEHTPAINA KOHEYHBIX TTPO-
JIyKTOB, TTOJIOKEHU IO CIIEKTPOB MHTEPMEIUATOB, CKOPOCTU ITPOTEKAHUSI,
3aBMCUMOCTH OT BHEIIHMX (dakTopoB (Temnepatypa, O,, KCN) Becbma
CXOXM C aHAJOTUIHBIMUA OOKOBBIMU PEaKLMSAMM, HAOTIOAABITMICS B
Pa3BUTBIX ATUOJUPOBAHHBIX PACTEHUSIX MOCJIE TEIJIOBOIO 1110Ka. TeM He
MeHee, psiji pe3yJIbTaToOB IMO3BOJISIeT MperoaraTb, YTO NpeBpalleHue
xnopodmmmmaa X 684/676 B OBEeHUJTLHBIX U B 3pEJIBIX STUOJTMPOBAHHBIX
pacTeHUsIX MPOTEeKaeT B MUIMEHTHBIX KOMILIEKCAX pa3jiMyarolierocs
cocTaBa. Tak, HeCMOTpsI Ha COBMaieHHe MoJioc (uryopeciieHImu (684 HM)
U JJMHHOBOJHOBBIX IOJIOC HOTJOLIEeHUs (676 HM),CIIEKTPBl BO30YXK-
neHust GayopecieHIINM nHTepMeanara X 684/676 comepskanu st



Buocunmes xnopogpunna... 29

I
400 420 440 460 480 A, HM 650 700 A, HM

Puc. 5. Peakiiuu 3akJIl0uMTENIbHOTO 3Tara OMOCUHTE3a XJIopoduiia B 3TUOJIUPO-
BaHHBIX JINCThSIX FOBCHWJIBHBIX PACTCHUI.

au 6 — HU3KOTeMITepaTypHbIE CITEKTPHI (hTyOPECIICHITUY U ITOTJIONIEHUSI TUCTHEB,
COOTBETCTBEHHO: 1— HeocBelleHHbIN oOpa3zell; 2 = 1 + 4 cex ocBelleHuUs OebiM
ceetoM 10” Br/um %} 3=2+20 ¢ B TeMHOTe, 4 = 3 + 2 MUH B TEMHOTE.

B — CITEKTPHI BO3OYXXIEeHMsT HU3KoTeMITepatypHoii (—196 °C) diyopecueHmm
uHTepMeanara X 684/676 B pazButhix (1) U IOBEHUJIbHBIX (2) 3TUOJUPOBAHHBIX
pacTeHUSIX.

I — MocJie0BaTeIbHOE MTpoTeKaHue Liernu peakinii [11 686/676 — TIn 653/648 —
— X 684/676, rpociiexeHHOE 10 CIIEKTPaM ITOIJIOLIEHUS] IOBEHUIbHBIX STHOJIM -
POBaHHBIX pacTeHU: | — HeocBeleHHbII oOpasell, 2=1 + 30 cek ocBelleHUSI MOHO-
xpoMmartuyeckuM cBetoM 680 HM, 3 = 2 + 30 ceK OCBELIEHUSI MOHOXPOMATHUYECKIM
cBeToM 650 HM.
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3peJIbIX pacTeHU TOJBKO onHy Ttostocy Cope 448 aM (X1 684/676(448)).
IMomoca Cope y 3TOTo Xe MHTepMearaTa B FOBEHUJIBHBIX PACTECHUSX
COCTOSIJIa U3 ABYX paBHbIX cocTapistomux npu 440 u 448 HMm (MHTEp-
Meauat X 684/676(440) puc. 5t). Takke oTIMYaICh ojockl Cope n'y
(ryopecMpyomMX MPOIYyKTOB IJUTMHHOBOJIHOBBIX OOKOBBIX peakIInit X1
688/680(448) n Xir 688/680(440) cOOTBETCTBEHHO.

BTopbIM cyliecCTBEHHBIM OTJIWYMEM IIpollecca B I0OBEHUIBHBIX
pacTeHUsIX OBIJIO TO, YTO HaKoIUIeHNe X1 684/676(440) B TeUeHME TIEPBBIX
3—5 cexkyHa ocBelieHust 0enbiM cBeToM 102 Bt/M? mpoTekaio 0e3
3aMETHBIX M3MEHEHMI TI0JIOC TIOTJIOMIEHUST U (DIIyOpecieHIINU TTIPOTO-
ximopodmmuna [1x 655/650 (puc. 5a u 56), xots oTorpeBpalieHne
poToxjopoduiuIiaa (CyAs IO SKCTPAKTaM) MPU 3TOM ITPOUCXOIWIIO.
OIBITH ¢ MPUMEHEHNEM KaK MOHOXPOMATHYECKOTO OCBeIIeH s (B 00-
nmacti 680 HM — pHcC. 5T), TaK M OCBEIIEHMS OEJTBIM CBETOM TIPY pa3iidy-
HBIX TeMIIepaTypax IMO3BOJIMIIA TIPUUTH K 3aKTI0YEHUIO, YTO 3Ta Tapa-
JIoKcaibHas Jar—dasa SBISeTCS KaXyIIelcsT M 00bsICHSIeTCS POTO-
TMpeBpalleHreM HeM3BEeCTHOM paHee cirabodiryopecupyiomnieit GpopMbl
npotoxiopodruaa [1x 686/676(440) B untepmenuart [1n 653/648(440)
u nanee B xiopodwmiun Xin 684/676(440). KpaTkoBpeMeHHOE HaKOII-
JIeHWe MHTepMeIraTa ¢ mojiocaMu (piryopeceHIINY 1 JUTMHHOBOJTHOBOTO
TTOTJIOIICHUS , OJIM3KUMHU K CITEKTPaM OCHOBHOM (hOTOAKTUBHOI (POPMBI
npemirectBeHHnKa 11 655/650(448), BpeMeHHO KOMIICHCHPYET YOBIITb
TTOJI0C TTMTMEHTA Y YIIOMSTHYTOTO TIOCJIETHUM. B 11es1oM, mpoliecc B 1oBe-
HWIBHBIX PACTEHUSIX TTPU UX OCBEIIIEHNH O€JTBIM CBETOM MOKHO OTTHCATh
OJIHOBPEMEHHBIM MPOTEKAHUEM JBYX lieneit peakuuii (cxema I1):

T 655/650(448) —Y 5 X1 684/676(448) ——Y— 3 X1 690/680(448)

M
X1 675/670(440) X1 695/684(448)

T 653/648(440) — Y 5 X1 684/676(440) —— > X1 688/680(440)
o) T
I 686/676(440) X1 675/670(440) X1 680

Cxewma I1. [Tporiecchl, mpoTeKalole B IOBEHUIbHBIX pACTEHUSIX ITPU UX OCBEILIEHUU
O€JIbIM CBETOM.

OtHocutenbHOe comepkanue [1n 686/676(440) 110 OTHOIIEHUIO K
I 655/650(448) Hanbonee BeIMKO B 3—4—THEBHBIX 3TUOJMPOBAHHBIX
JucThsIX (20—25%); B pa3BUTHIX 7— 1 2—THEBHBIX paCTEHUSX 3TY GOpPMY
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Y MPOAYKTHI ee hoTornpeBpaleHus: Ha hoHe 10— 1 5—kpaTHOro Bo3pacra-
Hus KoHIeHTpamuu [11655/650(448) 11 cOOTBETCTBYIOIINX (POTOITPOIYK-
TOB 3apPEeTUCTPUPOBATh yKe He ymaercs. Ho maxke B TaKMX ONTUMAaTbHBIX
3—4—nTHeBHBIX I0OBEHUWJIBHBIX 00pa3liaXx 0Ka3ajoch HEBO3MOXKXHBIM
HaObJII0AaTh U30JIMPOBAHHOE ITIPOTEKaHUE LIeNn peakuii (2); boyee
TOr0, COBMECTHOE IIpoTeKaHue 1erneit peakumii (1) u (2) ynaercsa Ha0-
JII0IaTh TOJBKO IO MOMeHTa ucuepranus douma [1x 686/676(440):
5—10 cex mpu ocBemeHnn 6ebiM cBeToM 102 Br/Mm2. T1pu Gostee mmm-
TEJIbHOM OCBEILeHUHM HaOII0AaeTCsl TOJILKO 1LIerb peakiuii (1) — npeBpa-
HIeHre JOMUHUPYIoIeit (hopMbl TpoToxsiopoduiumiaa [ 655/650(448)
1 TIOCJIeAYIONINX HTepMEINaTOB.

Takum 06pa3oM, B STHOIMPOBAHHBIX JIUCTBSIX HA HAYAIBHOM CTaIH
WX pa3BUTHS, KpOMe M3BECTHOTO paHee KoMIuiekca I1m 655/650(448),
(bopmMupyeTcss KOMIUIEKC JIMHHOBOJHOBOTO ITPOTOXJIOPODMIIINIA
Ix 686/676(440), sBistolIniics MpeAIIeCTBEHHUKOM HedIyopec-
pymwouiero xuopoduina X 680 (PL @C—2 cM. Boiie). JanbHedmmia
CHUHTE3 TIPOTOXJIOPOPUIUINIA C POCTOM 3TUOJIMPOBAHHBIX PACTCHHUN B
TEMHOTE TIPUBOINT B OCHOBHOM K yBeJmdeHMIo oHma [11655/650(448),
T.€. TIPEIITOJIOXUTEIbHO, K TIPEUMYIIeCTBEHHOMY HAaKOTUICHUIO TIPEeI-
IIeCTBEHHMKa aHTeHHOTO XJtopoduiuia. [IpnopureTHoe hopMupoBaHe
KOMIIJIeKca TpeninecTBeHHUKa 1 PLL mpu mpopactannm ceMsH,
MO—BUINMOMY, He SIBJISICTCS CIIy4aliHBIM M O0YCJIaBIMBACT CBOMM paH-
HUM OMOTeHe30M 00CyXIaBIlleecs BHIIIEe MepBoodYepeIHoe GopMupo-
Banue PLI o cpaBHeHMIO ¢ ApyrumMu KommoHeHTamu PC—2.

B HacTosII1Iee BpeMsT TPYIHO OOBSICHUTH MEXaHU3M TTepeKITIOUCHUS
ey peakuuii (1), HaGIOMABIIEroCs TS Pa3BUTBIX STUOJMPOBAHHBIX
paCTeHUIA B YCJIOBUSX TEILIOBOTO III0KA, Ha ITyTh (hopMupoBaHmst X1 680,
XapaKTepHBIH IJIsT FOBEHITBHBIX pacTeHnit. OqHAKo, TOT (haKT, 9TO JaKe
B YCJIOBUSIX TETIJIOBOTO IIIOKa KITIOYEBBIE MUIST pacCMaTPUBAEMOTO TIPO-
mecca mHTepMeauaThl X 684/676(448) n X 688/680(448) coxpaHSIOT
noJioxxeHue mmojoc Cope, XapaKTepHOe IIJIST pa3BUTHIX STHOTNPOBAHHBIX
pactenuii (T.e. 448 um, a He 440 HM), CBUACTEIBLCTBYET O TOM, YTO 3Ta
WCKYCCTBEHHO CTUMYJIMPOBAaHHAs peakivs oopasoBaHmsa X 680 1po-
TeKaeT B KOMIUIEKCE, IUTST KOTOPOTO OHa SIBIISIETCS B €CTECTBEHHBIX YCIIO-
BUSIX He TJIABHOM, a MUHOPHOM (B OTJIMYME OT KoMITiekca X 684/676(440)
OBEHWJIbHBIX pacTeHM, TIe OHA JOMUHUPYET 0e3 TOTOIHUTEIBHOM
CTUMYJISILIUN).

[Ipupona HoOBOI Lenu peakuuii (2), Beayuieit K omocuHTe3y PLI
®C-2 HescHa. BrI3BaHHBIN CBETOM KOPOTKOBOJHOBBIN CIBUT ITOJIOC
nporoxaopodunanuna (1—s cragust uenu peakuuit (2) cxemsl 1) u
OTCYTCTBHE TIpsiMoro mpeBpameHust [1x 686/676(440) B ximopodummma
MOTYT OBITh CBSI3aHHI C (poTOAE3arperanyeil MIrMeHTa B aKTUBHOM
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ueHtpe ITOP, uto B cBOIO 0Uepeb, BOBMOXHO, 00eceurnBaeT He0OX0-
IUMBle KOH(POpMallMOHHBIE YCIOBUS IUIST (OTOBOCCTAHOBICHUS
Ix 653/647(440) mo xmopodwmimaa. Jde3arperanust numepa [TOP,
npeamnojiaraemMast B padore [129] B jaHHOM cjiy4ae IIpeaCcTaBisSIeTCs
MajioBeposTHOI: dotopeakums [1x 686/676(440) — I1x 653/647(440)
npotekaetT u npu 77 K. B 1o xe Bpems ¢poronezarperanms ITxi,
COITPOBOXKIAIONIASICSI KOPOTKOBOJTHOBBIM CIBUTOM ITOJIOC TTUTMEHTA U
npotekatolas Kaxk npu 293 K, tak u mpu 77 K, oGHapy:xeHa jJ1st arpera-
ToB HecBsi3aHHOTO ¢ [TOP murmeHTa BO BHYyTpEeHHMX 000JI0OUKAX CEMSTH
ThIKBBI [12, 15]). B monb3y ae3arperaliiOHHOM TMNOTE3bI CBUAETELCTBYET
u ToT ¢akT, uro doropeakius [1x 686/676(440) — I1x 653/648 (440)
Onokupyerca B npucyrctsun D,0 — uHrnburopa nesarperauyy Iur-
MeHTOB B X11/ITn—conepxkalmux KoMIIeKcax 3eJIeHeouX JucTbeB [31].

PEAKIIMM BUOCUHTESA TMTMEHTOB PII ®C-2
B BEJIEHBIX JIMCTbAX

EcTecTBeHHBIM IIPEACTABIISIETCS ITPEATIONOXKEHIE, HE CTAHET JIX LIeTTh
peakuuit (2) TOMUHUPOBATh NpU (GOTOTNPEeBpPAILIEHUN TTPOTOXJIOPO-
dummoa, peCUMHTE3MPYIOLIETOCS B HEHANOJTO 3aTeMHEHHBIX 3€JICHBIX
JIMCTBAX (XJIOPOIIACTaX): Ka3ajaoch Obl, (haKTOpP STUOJISILIMUA B 3TOM
clydyae IOJIKeH OBITh BBIpaXKeH B €llle MEHBIIEH CTeleHU, YeM IS
IOBeHWJIbHBIX pacTeHUit? Kak mokasanm u3MepeHus CIIeKTPOB ITOTJI0-
LLIEHUSI, U3JIydeHUsI U BO30yXIeHus ¢ayopecueHuuu [18], mpu 3ateM-
HEHWHN 3eJICHBIX JINCThEB 32 HECKOJIBKO YacoB Ha (poHE yKe CYIIECTBO-
BaBIIMX WHTEHCUBHBIX MOJOC XIopoduiia GopMupyroTcst ciabbie
ToJI0CHI (hoTOAKTUBHOM hopmbl 11 655/650(448) u 60166 KOPOTKOBOJI-
HOBBIX HEaKTUBHBIX (hopM TipeamrectBeHHrKa [1 632/628 u I1 644/637.
DTOT mpoliecc pecuHTE3a ObUT MHOTOKPATHO OITMCAH IS PsiIa BBICIIIMX
pactenmii panee [21, 31, 70, 102, 133]. BuactHoctn, JIebeaeBbIM U cOTP.
OBIJT ICCITeIOBABaH PECUHTE3 M (DOTOTpEeBpallieHIe peCUHTE3MPOBAHHOTO
Ix 655/650 B 3aTeMHSABIIUXCS 3eJIEHBIX pacTeHUsX cdaconm [21, 102].
OnHako B mocieiHee BpeMsl UMU OMUCaHbl MyTaHTbl Arabidopsis [101] u
TpaHcreHHble KoMIUiekchl [IOP—B 13 3TMOAMpPOBaHHBIX JIUCTHEB
sameHs [104], B kotopwix pecuHTe3 [1n 655/650 He MPOUCXOIUT:
¢doToMHAYLMPOBAHHOE HAaKOIUIEHUE XJopoduiia B 3TUX o0pa3uax
ITPOMCXOINT 3a cueT (hOTOIpeBpaIicHUSI 60Iee KOPOTKOBOJIHOBEIX (DOPM
PECHHTE3UPYIONIETOCS TPEIIIeCTBeHHUKA — C (hIyopecHeHIINei TTpu
645 1 633 aM.

Kak okazanock, cymuTh 0 TeMHOBOM HakorureHuu [1m 686/676(440)
Ha (hoHEe MHTEHCUBHBIX CITEKTPAJLHBIX TT0JI0C XJIOpO(MUIIa B 3KCIIEPH-
MEHTaX ¢ KpaTKOBPEMEHHBIM 3aTeMHEHHEM 3eJIEHBIX INCThEB HEBO3MOXK-
Ho. OmHaKo TOT (aKT, YTO TIPH TTIOCTEAYIOIIEM OCBEIIEHNH 3aTEMHSIBIITNX -
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cs1 00pa3IIoB MOJIOCHI PeCUHTE3MPOBaHHOTO B TeMHOTe [11 655/650(448)
CMEHSIJTUCh PaBHBIMU TT0 BeimumHe Tosocamu [l 653/648(440), cBu-
JIETeTbCTBYET, BO—TIEPBBIX, 00 OMHOBPEMEHHOM ITPOTEKAHNHU HAYaJTbHBIX
craauii uenei peakuuit (1) u (2) U, BO—BTOPBIX, O IPUMEPHO PAaBHOM
BKJIaJIe 3TUX IIPOLIECCOB B HaOmoaatomuiics agpdexr [18]. B coorBeTcT-
BHH C TIPUBEICHHO BBIIIIE CXeMOM, TajbHelIIee yBeTnIeHUE TTUTETb-
HOCTU OCBEILEeHUSI TPUBOAWIO K UCUE3HOBEHUIO U3 CIEKTPOB B CBOIO
ouepenb 1 mojoc [1x 653/648(440) — BTOpast cTamus LIEMH peakinii (2).
K coxaneHnuto, naeHTuduKauus mpoaykTos dororpeBpaiieHus (X u
X)) 1o yKa3aHHbIM BblllIe TPUYMHAM OKa3ajach B 3TOM Cjyvyae HeBO3-
MOXKHOW.

M3noxeHHbIe pe3yabTaThl MO3BOJSIOT MPOCIEAUTh TEHISHIIUIO
BO3pacTaHMs TOJIU LeNH peakiuii (2) B o01IeM 0MOCHHTE3e X10poduiuia
10 Mepe YMEHbILIEeHUSI IJTUTETbHOCTH BO3IECTBUS (haKTOpa STUOJISILIUM:
pa3BUTBIC 3TUOJMPOBAHHBIE PACTECHHUS, IOBEHIWIbHBIC STHOIMPOBaHHbBIC
pacTeHMsl, 3eJIeHbIe JIUCThsI, 3aTeMHEHHbIE Ha HECKOJIbKO YacOB. DTa TeH-
JEHLMS TTO3BOJISIET MPEATION0XUTh CBA3b Lienu peakiuii (2) ¢ [IOP—B
— (oTobepMeHTOM, (PYHKIMOHUPYIOLIUM, B oTiinuue oT [TOP—A, He
TOJIBKO B 3THOJIMPOBAHHBIX, HO M B 3€JICHBIX JIMCThAX (CM. BhIIIe). Ec-
TECTBEHHBIM KaxKeTcs B CBSI3U C 3TUM, yTO UMeHHO [TOP—B — nomunu-
pytomuit GoTodepMeHT 3eJIeHBIX INCThEB, SIBIISTIONTAIACS, BUAMMO, OC-
HOBOI «perapalimoHHOro» OMOCUHTE3a XJIopoduLia, CBSI3aH UMEHHO C
peaKIMOHHOM 1embio (2), Beayieil K cuHTe3y xjaopodwuia PLL ®C-2
(P—680), T.e. MuTMeHTa HaMbOJIEe «3aTPY>KEHHOT0» B (DOTOXUMHUYECKOM
MnJjiaHe W, BCJIEACTBUE 3TOro, HauboJjiee MoaABEepKeHHOTO (hOoTomecCT-
PYKIIUU.

V. BUOCHUHTE3 XJIOPOD®UJIJIA PEAKIIMOHHBIX IIEHTPOB
®OTOCUCTEMBI 1

Kak 0bIJ10 TTOKa3aHO BEIIIE B 3THOJUPOBAHHBIX JIUCTHSIX, HAPSIY
¢ OCHOBHBEIMU popMmamu TipoToxitopodummma(nma) (Ix 655/650, Ix(m)
642/637, I1x 633/628) IpUCYTCTBYET psII MUHOPHBIX JIIMHHOBOTHOBEIX
(opM mpeaiIecTBEHHUKA ¢ MAKCUMyMaMH TTomTomeHus npu 670—700
HM [32, 45]. UccaenoBanus rereporpocdHoro mytanta Chlorella vulgaris
B—15 ¢ mosHBIM TeHeTUYECKUM OJIOKOM TEMHOBOI'O OMOCHHTE3a XJIOPO-
(bmma mokaszanm, 9To Ipu TEMHOBOM KYJIBTUBUPOBAHUY B KJIETKAX 3TOTO
MyTaHTa, Hapsmy ¢ M3BECTHBIMU paHee (hopMaMU MPOTOXIOPODUI-
nma(una) Ix 655/650 u IIx(m) 640/635, HakaTIMBaeTCs 3HAYNTEITHLHOE
KOJIMYECTBO 3TepUPUIIMPOBAHHOTO MPEAIIECTBEHHIKA — TTPOTOXIOPO-
(wmnna, oTmualomerocs 6oJee JTMHHOBOJIHOBBIM, UeM OOBIYHO, Pactio-
JIOXXEeHUEM TT0J10¢ (hJIyopeciieHIIny 1 rortomennst — [1x 682/672 [88].
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AA 696 a

672

Puc. 6. Buocunresa xnopopuia supa @C—1 (P—700) B KieTKax 3€JeHEIOLIETO
mytaHTa Chlorella vulgaris B—15.

a — HaOsoaeHrne Tpex doroxumuueckux peakiuit ITx(n) 640/635 — Xu(n)
680/670; I 655/650 — X1 695/684 1 I1x 682/672 — X1 715/696 1o nudepeHInab-
HBIM CTIEKTpaM MOTJIOIIEHUS «CBET MUHYC TeMHOTa». |— IJist 4—THEBHOU KYJIb-
Typbl, 2 — i1 8—IHEBHOM KYJIbTYPHI.

0 — U3MEHEeHUEe CTIEKTPOB TOTJIOIIEHUS 9KCTPAKTOB U3 8—IHEBHOU KYJIETYPHI B
XOJIe €€ OCBellleHUs. | — CIEeKTp 10 OCBEIlEeHUs, 2— CIIEKTP MOCJe OCBELIEHMUS.

OcBellieHNE KJIETOK MyTaHTa B Auamna3oHe temmepatyp ot 26 °C 1o —70
°C npuBoauiio (Hapsiay ¢ M3BECTHBIMU IS 3eJIeHEIOIIMX Bomopoceii [20,
13,135] poTopeakusIMU KOPOTKOBOJTHOBBIX (DOPM MPEIIIeCTBEHHUKA
I 655/650 - Xm 695/684 u IIx(m) 640/635 -~ Xxa(m) 680/670)
K (hoTonpeBpalleHMIO JIMHHOBOJIHOBOI (hopMbl poToxjiopodusuia [1x
682/672 B cTabunbHyto Tipu 26 °C (KoHeuHy0) hopMmy xiaopodrmia Xt
715/696 (puc. 6). B pabote [88] BrIcKa3zaHO IpeamoaoXkeHue, 4To X
715/696 aBnsiercss murmeHToM simpa @C—1. B mosb3y 3TOM TUITOTE3HI
CBUJIETENIbCTBYIOT ClIeAyiolnne (DaKThl: MOJ0XEeHNEe JUIMHHOBOJIHOBOM
TTOJIOCHI TTOTTOeHUsST XJ1 715/696 GJIM3KO0 K TT0J10Ce MOTIOMIEHHST XJT0-
podwmia PLL ®C—-1 — P700 (697 am y Chlamydomonas [92]). [Tonoca
roryoreHus Xt 715/696 61m3Kka 1Mo ToJIOXKEeHUIOo 1 K CITEKTPY TTOTJI0-
IIEHUS TIEPBUYHOTO aKiienTopa amektpoHa ®C—1 — nmurmeHTa A L (700
HM [125]). MakcuMyM HU3KOTEMIIEPATYPHOTO CIIEKTpa (DIIyopeCLieHIIUN
X 715/696 coBmamaeT ¢ (aayopeclieHIMel Xjaopoduiia BHyTpeHHe!
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aHTeHHHI (core antenna) ssapa @C—1 [89]. Dra aHTeHHa, KaK U3BECTHO,
BKJIIOUeHa B KomIuieKc ¢orocucteMbl 1| — CP—1, coBMecTHO ¢ mur-
MeHTOM P—700 1 ux o61mM anonporenHoM 66—68 x/1a [55, 143]. Baxno
OTMETHUTH, 4T0 KoMmIuiekec CP—1, cyms 1o ero crieKTpaM IOTJIOIICHMS
[143], conepXuT HeOObIIOE KOJUUECTBO KAPOTUHOUIOB, 3TO Xe
CBOMCTBEHHO, CYAS MO CIIEKTpaM BO30yXIeHUs (DIyopecleHINN, U
Komriekey X 715/696 u ero npenmrectBeHHNKY I1x 682/672 [88]. Bee
3TU (haKTHI TTO3BOJISIOT TIPEIIIOJIaraTh Mog00He I UACHTUIHOCTD XIT
715/696 n xnopodwmmia sapa @C—1. O6 5TOM Xe CBUIAETEIBCTBYIOT
pe3yabTaThl u3MepeHust ¢GoroakTHBHOCTH PC—1 (hoTocTUMYIHPO-
BaHHOE BblaeIeHne H)): B 3eIeHEI0MMX KIleTKax 00CyK1aeMOro MyTaHTa
[7] aktmBHOCTE D@ C—1 HauMHAIA TTPOSBIATHCS MIPAKTUYECKU OTHOBPE-
MeHHO ¢ hopmupoBanreM X 715/696.

Doronpesparmienue [1x 682/672 - Xi 715/696 Habm0ma710Ch U TIPU
oTpuLaTebHBIX TeMItepaTypax (1o 70 °C), T.e. 110 Bceil BEPOSITHOCTH, B
XO0lle peakIIMM, MpoTeKamoIlleil B XKeCTKOM MaTpulle 6¢3 3aMETHBIX
M3MEHEHUI CTPYKTYPBI TUTMEHT—0ETKOBOTO KOMITIeKca. DTO MOATBEP-
XIaeTcs W pe3yJbraTaMi HaOTIONeHUS MUTPAIliA SHEPTUN 3JIEKTPOH-
HOTO BO30YXIeHUsI ¢ KapoTHHOMAOB Ha [1x 682/672 u Ha X 715/696: B
xome doropeakunn 3POEKTUBHOCTh MMEPEHOCAa YHEPTUM TIPAKTUISCKI
He MEHsIach, YTO BO3MOXKHO TIPU COXPAaHEHUU MEKMOJIEKYISIPHBIX
pPaCCTOSTHUI M B3aMMHOM OpHUEHTAIIH XpOMOMOPOB KapOTUHOWIOB U
noppupupuHoB. Ha 3Tom ocHoBaHuM aBTopamMu [88] mpeajoxeHa
TUIIOTE3a O TOM, YTO CTPYKTypa siapa (OTOCUCTEMBI 1, comepkarmast
MIPOTOXTIOPODMILT BMECTO XJI0pOodWIIa, TIPEICYIIECTBYeT B 3THOINPO-
BaHHBIX oOpa3siax, a popmupoBanue sgapa GPC—1 ToIbKO 3aBepIIacTCs
B pe3yJibTaTe BHYTPUKOMIUIEKCHOTO (hOTOBOCCTAHOBJICHHUS TTPOTOXIIO-
podria 1o xropoduiiia. Dta TUIIOTe3a MOATBEPXKAAeTC pe3yIbTaTaMu
pa6otsl [60], B KOTOpOIi AOKa3aH He TOJbKO TEMHOBOI XapakTep
OMOCHHTE3a MePEHOCYNKOB 3y1eKTpoHa PC—1, HO M MOKa3aHa UX
MMMYHHOXUMHUYECKAasd UACHTUIHOCTD C ITePEeHOCUMKAMM 3JIEKTPOHA
®C-—1 B 3eneHbIX 00pasnax. C Apyroit CTOPOHBI, YK€ B BEIpAIICHHBIX B
TEMHOTEe MyTaHTaX BOIOPOCIe 0OHAPYKMBAIOTCS, XOTS 1 B MUHOPHBIX
KOJIMUECTBaX, MOJUIIENITUABI C MOJIEKYJISIDHBIM BecoM 65—68 k]la,
xapakTtepHble 11 sapa @C—1 [98], Ha cBeTY UX OMOCUHTE3 3HAUNTETLHO
yckopsieTcsa. Bbamskuii 1Mo cocTaBy MUTMEeHT—OETKOBBINT KOMITIIEKC,
cojiepKaBIlUii OTHOBPEMEHHO MPOTOXJIOpOWILI(K) 1 XJT0podui(um),
¥ UMEBIIHI HEOOBIYHO OOJIBIION TS TIPOTOXIOPOMIIITAA—PETyKTa3hl
MOJIEKYJISIpHBIN Bec 65 k/la, ynamoch BEIACTUTh B MUHOPHBIX KOJTMYECT-
Bax (Hapsmy ¢ TOMUHUPYIOIIEH Cpe MUTMEHT—CBSI3bIBAIOIINX OCITKOB,
M3BECTHOM paHee IpoToxjiopopmna—penykrasoit 37 kJla) u3s 3eneHe-
JOIINX JUCTHhEB ¢ HEOOIBION TIIYyOMHOUM ITpeBpalleHnsT TTPOTOXJIO0-
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podwummaa [38]. DToT akT MO3BOISIET MPEANOI0XUTh (B OTINYUE OT
aBTOPOB UTUPYeMOIi pa®oThl [38]) cyliecTBOBaHUE B 3TUOJUPOBAHHBIX
JINCTBSIX TIPOTOXIOPOPUIITNA—PEAyKTa3bl HOBOTO THUITA — C MOJIEKY-
JIIpHO# Maccoit 65 kJla. Takum o6pa3oM, M3JI0KeHHAsT BBIIIE THIIOTE3a
o mipeacyiecTBoBanu syapa @C—1 MOKeT OBITh CITPABEIINBOI HE TOJIBKO
IUJIS 3eJIEHEIOMMX BOAOPOCIelt, HO M JUIST STUOJMPOBAHHBIX JINCTHEB
BBICIIIUX PACTCHMUIA.

CorrocTaBiisisa TaHHBIE 0 OMOCUHTE3¢ MUTMEHTOB peaKIIMOHHBIX
eHTpoB @C—2 u ®C—1 MOXHO cenaTh psaj 3aKkiaoueHuii. Buocunres
MMUTMEHTOB PEAKIIMOHHBIX IIEHTPOB ABYX (POTOCUCTEM B 3€JICHEIOIINX
BOJOPOCIISIX (2 BO3MOXKHO U B 3€JIEHEIOIINX JIUCThIX) OCYIIECTBIISICTCS
HE3aBMCUMBIMH JPYT OT JIPYra MyTSIMU U3 pasIMdHbIX (POPM ITPOTOXJIO-
podwmwura (npa). B ornmuune ot murmeHToB PLL dC—2 (cMm. BoIme),
xaopoduia saapa porocuctembl 1 (P—700, BHYTpeHHsII aHTEHHaA,
TTePBUYHBII aKIIETITOP) B 3€JICHEIONINX MyTaHTaX BOIOPOCIIei 00pa3yeTcst
B pe3yJibTaTe OJHOCTYNEHYATOro (MHTepMearaThl He OOHAPYXKEHbI)
(oToBOCCTAaHOBIICHUS IJTMHHOBOJIIHOBOM (hOPMBI ITpeAIIecTBeHHIKa [1x
682/672. Dra HaTUBHas (opMa OTAMYAETCS OT TpealIecCTBEHHUKA
MMUTMEHTOB (DOTOCUCTEMBI 2 00JIee CUJIBHBIM MEXXPOMO(OPHBLIM B3au-
MojieicTBIEM (KpacHOe CMEIIeHe OTHOCUTEIBHO CIIEKTPOB ITUTMEHTA
B pacTBOpe cocTaBisieT 0Kojio 50 HM), HaJluureM (puTosa U OJIM30CThIO
K MoJieKyjJaM KapoTuHounoB. He MckiIoueHo, YTO B JaHHOM cilyvyae
¢oTOBOCTAHOBJIEHUE MPOTOXJIOPODUIIA OCYIIECTBISIETCS C YyYacTUEM
HOBOT'O, HEU3BECTHOTO paHee TUIIa MPOTOXIOPODUIIUA—pPEaYKTa3bI.
Tax, nannusie [puddutca [77] cBUIETETBLCTBYIOT O TOM, YTO MTPOTOXJIO-
pobmmma—penykraza 37 x/la cnenmuduyHa K cyOCcTpaTy M He BOCCTa-
HaBJIMBAET 3K30T€HHbII MPOTOXJIOPOGDUILIT; TAKMM 00pa3oM isi OObsICHE-
HUSA (OTOBOCCTAHOBJICHUS 3TepUPUIINPOBAHHOMN (DOPMBI TIPEAIIeCT-
BEHHUKA MPUBJIeUCHUE TUTIOTE3bI O MPOTOXIOPOGUII—peayKTase
HOBOTO THIIA SIBJISIETCST JIOTUIECKN HEN30EKHBIM.

Kaprtuna Bo3aMoXHBIX IyTelt OuocuHTe3a nurmMeHToB PII ele 6os1ee
VCITOXXHSIETCSI, €CITN YIECTh YKe OTMEUaBIIUICS (haKT: CyOCTpATOM ISt
(hoTOBOCTAaHOBICHUS CITY:KUT KaK MOHOBHHUJITTPOTOXIOPOMIIIN, TaK
U JUBUHUITIpoTOoXIopodmumua [56, 138]. M, HakoHel, COOTHOIIIEHHE
00cyxXImaeMbIX IyTeit onocuHTe3a nurMeHToB PLI MoxeT cyiiecTBeHHO
OTJIMYATHCS TIPU OCBEIIEHNH ITOTHOCTBIO STHOIMPOBAHHBIX (BBIPOCIITIX
B TEMHOTE) pacTeHUI (CUHTE3 MUTMEHTOB de novo) U MpU OCBEIeHUN
BPEMEHHO 3aTeMHSIBIITUXCST B3POCIBIX 3€JCHBIX paCcTeHUI (pecHHTEe3
MUIMEHTOB U penapatus nospexaenuit PLI) [82, 101, 103].
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VI. BAKJTIOYEHHNE

Kak BugHO, coBpeMeHHas KapTUHA 3aKJIIOYUTEIbHON CTaauu
OMocuHTe3a xJopoduiia oKa3dblBaeTCs 1O0CTATOYHO Cl0XHOI. Oue-
BUJIHO, OJTHAKO, UTO 1 OHa ellle BecbMa (hparMeHTapHa 1 HeroJiHa. Jlaxe
ob1asi (peHoMeHOoIOTUSI Ipoliecca, MOCAe0BaTeIbHOCTh CTaAnuil Ooc-
TalOTCSI BO MHOTOM HESICHBIMM, B YaCTHOCTU 3TO KacaeTcsl OMoreHesa
PEaKLIMOHHBIX LIEHTPOB JIBYX (POTOXMMUYECKUX CUCTEM (POTOCHMHTE3A.
TosbKo MpeanosoXeHus: U He BCerja J0CTaTOYHO 0OOCHOBAHHbBIE
MOXKHO BbICKa3aTh O MEXaHM3Me OTIEIbHBIX CTaANI 1aXKe B OTHOILLIEHUN
COOCTBEHHO MUTMEHTHOIO KOMITOHEHTA. JIMCKYCCMOHHBIM OCTaeTCsI U
BOIMPOC O TOXJAECTBEHHOCTU MPOILIECCOB, MPOTEKAIOIIMNX B 3€J€HEIOIINX
U MOJTHOCTBIO C(hOPMUPOBABILIMXCS JIMCThSIX pacTeHuii. Bmecre ¢ Tem
MOXHO, ITO—BUAMMOMY, TOBOPUTH O TOM, UTO 3aBepllaeTcs OIpe-
JIeIeHHBII Y HEOOXOAMMBII 3Tall TO3HAHMS IIpoliecca (B OCHOBHOM, €T0
(eHOMEHOJIOTUYECKOM CTOPOHHKI), 3Tall, KOTOPHIM ITOCIYKUT OCHO-
BaHueM ISl OoJiee TJIOJOTBOPHBIX 3aBepllalolluX UCCAeloBaHUN B
OyaylIEeM CTOJIETUH.

PaGora BbIIOIHEHA TIpU HOLIEPKKe Poccuiickoro ¢hoHma GpyHmaMeHTaIbHbIX
uccienoBanuii (rpant Ne 99—04—48704).

JIUTEPATYPA
1. Axynrosuu H.K. /| ®opmupoBaHue 1 7. Botiuenko B.A., lumeun @.D. // buo-
CcOCTOsIHUE (DOTOAKTUBHOIO MPOTO- xumus. 1990. T. 55. C. 1309—1318.
XJIOPOGHMILTOBOrO MUTMeHTa. MIHCK: 8. Bybauuenxo H.B., Ympuxuna A.B.,
Hayka u rexnuka. 1983. 152 c. Kpacnoeckuii A.A. // Buobusuka.
2. bensesa O.b. // 3aximounTeNbHbIE 1979. T. 24. C. 588—593.
cTanuu GMOCHHTE3a XyTopoduiia B 9. Boiemposa M.H., Caghpornosa HU.A.,
JIUCThSIX pacTeHuii. JloKTopckas Kpachosckuii A.A. // Toxn. AH
nuccepranus B hopme nokana. Ily- CCCP. 1983. T. 270. C. 1227—1231.

mwuHo. 1994. 47 c.

10. B, I., b .b., U.
3. beasesa O.F5., Boicmposa M. H., 0. Baromep I, beanesa O.b., Henamos

H.B., Kpacnoeckuii A.A., Jlumeun

Cagpponosa HU.A., Tumeun D.D.,

Kpacnoeckuii A.A. // buobusuka. gng) N/'({ 9Bgoggzx13q9ecr<ne HayKd.

1985. T. 30. C. 933—938. e ’

11. lypunosuu I'.11., Ceguenro A.H., Co-

4. bensesa O.b., lumeun @.D. // Doto- n06ve6 K.H. // CrieKTpoCKOMHs XJ10-

ouocuHTe3 xyiopodpuiia. M.: MI'Y. podHILIa M POICTBEHHBIX COEIM-

1989. 104 c. HeHuil. MuHck: Hayka u TexHuka.
5. bBeasesa O.b., Jlumsun @.D. // buno- 1988. C. 470—471.

dusmxka. 1980. T. 25. C. 617—623. 12. Henamos H.B., Beasesa O.b., Tumo-
6. bensesa O.5., Tumogpees K H., JTum- gees K.H., lumeun @.P. // buo-

eéun ©.P. // buodusuka. 1987.T. 32. usuka. 1988. T. 33. C. 500—505.

C. 104—109.



38 D.D. JlumeuH u op.

13. Uenamoe H.B., Tocmumckuii C.A., 30. Jlumeun @.D., Kpacrosckuii A.A. /]
Camuna J1.4., Tumeun @.D. // N3B. AH CCCP. Cep. puznu. 1959.
buoxumust. 1998. T. 63. C. 95—104. T. 23. C. 82—85.

14. Uenamose H.B., lumeurn @.D. // 31. Jlumeun @.D., Puxupesa T.I'., Kpac-
buodusuka. 1981. T. 26. C. Hoeckuii A.A. // buodusuka. 1962.
664—668. T.7.C.578—591.

15. Henamose H.B., lumeun @.D. // 32. Jlumeun @.D., Cmaonuuyx U.H. /]
buodusuka. 1987. T. 32. C. ®uszuoin. pact. 1980. T. 27. C.
692—695. 1024—1031.

16. Henamos H.B., Tumeun @.D. // 33. Jloces A.1l., Jlanvkoea H.JI. // Mo-
buoxumuga. 1993. T. 58. C. aexynasap. ouois. 1979. T. 13. C.
1469—1480. 837—844.

17. Henamoe H.B., Jlumeurn @.D. // 34. [akwuna E.B., Jlebedes H.H., Jla-
buoxumusa. 1997. T. 62. C. oveur B.I., Kaumose B.B., Kpac-
366—374. Hosckuil A.A. // ®usnon. pact.

18. Uenamoe H.B., lumeurn @.D. // 1990. T. 37. C. 47—=33.
buoxumust. 2000. (B meyatn). 35. Packun B.HU. // Bectu AH BCCP.

19. Kpacrosckuii A.A., Boicmposa M. 1., Cep. 6uon. Hayk. 1976. N'5. C.
Jane . // Joxn. AH CCCP. 1970. 43—46.

T. 194. C. 1441—1444. 36. Paxumbepouesa M.I., Kapanemsn

20. Jle6edes H.H., Jxucenenosa H.JI., H.B. // Noxn. AH CCCP. 1977. T.
Kpacnoscxuii A.A. // buodusuka. 237. C. 224=-227.

1991. T. 36. C. 1022—1030. 37. Pybun A.E.,v Munuenxoea JI.E.,

21. Jle6edes H.H., lluggpen IT., Kpac- Kpacnosckuii A.A., Tymepman JI.A.
noeckuii A.A. // Buodpusuka. 1985. // bnodusuka. 1962. T. 7. C.
T. 30. C. 44—49. ST1=577.

22. Jlu66epm B. |/ ®usumonorus 38. Cmaonuuyk U.H., [loaskosa E.E.,

. M.© Mup. 1976. C. beasesa O.b5. // ®usnon. pact.
o480, mp- 19 1995. T. 42. C. 849—854.

23. Jlumeun @.D., beasesa O.b. // buo- 39. @padkun JI.H. // buorenes nur-

XUMMUSL. 1968. T 33. C. 928—936. MCHTHOTI'O aIrapara (I)OTOCI/IHTe3a
/ Pen. ®.®. JlutBuH. MuHck: Hay-

24. Jlumeun @.D., beasesa O.b. // buo- Ka n Texuuka. 1988. C. 164—191

xumust. 1971. T. 36. C. 615—622. ’ ny ’
40. Dpaoxun JI.U., Ulnvix A.A. // XKypH.
25. Jlumeun ©.D., Eumuyes E.U., Ue- UK. criekTpockomun. 1978, T.
namog H.B., beasesa O.b. /| ®u- -
29. C. 1029—1039.
3uoJ1. pact. 1976. T. 23. C. 17—24.
41. Apel K., Holtorf H., Armstrong G.,

26. Jlumeun @.D., Epumuyes E.U., UHe- : :

6 Reinbothe S. and Reinbothe C. //
gclzmoe §{7B // 12"0‘1’“3”‘(3' 1976.T. Chloroplast: from molecular biology
- €. 307=312. to biotechnology / Eds. G.H.Arge-

27. Jlumeun @.D., Henamose H.B. // roudy—Akoyounoglu, H.Senger.
Toxi. AH CCCP. 1980. T. 250. C. 1999. P. 179—184.

1463—1465. 42. Apel K., Santel H.J., Redlinger T.E.,

28. Jlumeun D.D., Kpacnosckuiit A.A// Falk H. // Eur. J. Biochem. 1980.
Toxi. AH CCCP. 1957. T. 117. C. Vol. 111. P. 251—258.

106—108. 43. Armstrong G., Runge S., Frick G.,

29. Jlumeun D.D., Kpacrnosckuit A.A// Sperling U., Apel K. // Plant Physiol.

Hokn. AH CCCP. 1958. T. 120. C.
4—17.

1995. Vol. 108. P. 1505—1517.



Buocunmes xnopoguina...

39

44,

45.

46.

47.

48.

49.

50.

S1.

52.

53.

54.

55.

56.

57.

58.

59.

Begley J.R., Young M. // J. Am.
Chem. Soc. 1989. Vol. 111. P.
3095—3096.

Belyaeva O.B., Boddi B., Ignatov
N.V., Lang F., Litvin F.F. //
Photosynth. Res. 1984. Vol. 5. P.
263—271.

Belyaeva O.B., Litvin F.F. //
Photosynthetica. 1981. Vol. 15. P.
210—215.

Belyaeva O.B., Personova E.R., Lit-
vin F.F. // Photosynth. Res. 1983.
Vol. 4. P. 81— 85.

Belyaeva O.B., Sundgvist C. /]
Photosynth. Res. 1998. Vol. 55. P.
41—48.

Belyaeva O.B., Timofeev K.N., Litvin
F.F. // Photosynth. Res. 1988. Vol.
15. P. 247—256.

Birve S., Selstam E., Johansson L. /]
Biochem. J. 1996. Vol. 317. P.
549—555.

Boddi B., Lindsten A., Ryberg M.,
Sundqvist C. // Physiologia Plan-
tarum. 1989. Vol. 76. P. 135—143.

Bosch M.K., Proskuryakov I.1., Gast
P., Hoff A.J. //J. Phys. Chem. 1995.
Vol. 99. P. 5310—15316.

Bosch M.K., Proskuryakov I.1., Gast
P., HoffA.J. //J. Phys. Chem. 1996.
Vol. 100. P. 2384—2390.

Brouers M., Sironval C. // Plant Sci.
Lett. 1975. Vol. 4. P. 175—181.

Chua N.H., Bennoun P. // Proc.
Natl. Acad. Sci. USA. 1975. Vol. 72.
P. 2175—2179.

Cohen C.E., Rebeiz C.A. // Plant
Physiol. 1981. Vol. 67. P. 98—103.

Dehesh K., Klaas M., Hauser 1., Apel
K. // Planta. 1986. Vol. 169. P.
162—171.

Dobek A., Dujardin E., Franck F.,
Sironval C., Breton J., Roux E. //
Photobiochem. Photobiophys. 1981.
Vol. 2. P. 35—44.

van Dorssen R.J., Breton J., Plijjter
J.J., Satoh K., van Gorkom H.J.,

60.

61.

62.

63.

64.

05.

66.

67.

68.

069.

70.

71.

72.

73.
74.

75.

Amesz J. // Biochim. Biophys Acta.
1987. Vol. 893. P. 267—274.

Dujardin E., Bertrand M., Radunz A.,
Schmid G.H. // J. Plant Physiol.
1987. Vol. 128. P. 95—107.

Dujardin E, Correia M // Photo-
biochem. Photobiophys. 1979. Vol.
1. P.25-32.

Dujardin E., Sironval C. // Photo-
synthetica. 1970. Vol. 4. P. 129—138.

Eichacker L.F., Muller B., Helfrich
M. // FEBS Lett. 1996. Vol. 395. P.
251—256.

Eichacker L.F., Paulsen H., Rudiger
W. // Eur. J. Biochem. 1992. Vol.
205. P. 17—24.

El Hamouri B., Brouers M., Sironval
C. // Plant Sci. Lett. 1981. Vol. 21.
P. 375—379.

Faier J., Davis M.S., Forman A.,
Klimov V.V., Dolan E., Ke B. /] J.
Am. Chem. Soc. 1980. Vol. 102. P.
7143—7145.

Franck F., Eullafroy P., Popovic R. //
Photosynth. Res. 1997. Vol. 51. P.
107—118.

Frank F., Mathis P. // Photochem.
Photobiol. 1980. Vol. 32. P.
799—803.

Funk C., Adamska J., Green B.R.,
Andersson B., Renger G. // J. Biol.
Chem. 1995. Vol. 270. N 50. P.
30141—30146.

Garab G.T., Sundqvist C., Faludi—
Daniel A. // Photochem. Photobiol.
1980. Vol. 31. P. 491—503.
Gassman M.L. // Biochem. Biophys.
Res. Commun. 1973. Vol. 53. P.
693—702.

Goedheer J.C., Verhulsdonk C.A.H.
// Biochem. Biophys. Res. Com-
mun. 1970. Vol. 39. P. 260—266.
Griffiths W.T. // FEBS Lett. 1971.
Vol. 49. P. 196—200.

Griffiths W.T. // Biochem. J. 1975.
Vol. 152. P. 623—635.

Griffiths W.T. // Biochem. J. 1978
Vol. 174. P. 681—692.



40

D.D. JlumeuH u op.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

Griffiths W.T., Mapleston R.E. //
Chloroplast Development / Eds.
G.Akoyunoglou, J.H.Argyroudi—
Akoyunoglou. Amsterdam. 1978. P.
99—104.

Griffiths W.T. // Biochem. J. 1980.
Vol. 186. P. 267—278.

Griffiths W.T. // Chlorophyll / Ed.
H.Scheer.CRC Press, Boca Ration,
FL 1991. P. 433—455.

Henningsen K. W., Boardman N.K. //
Plant Physiol. 1973. Vol. 51. N 6. P.
1117—1126.

Henningsen K.W., Thorne S.W. //
Plant Physiol. 1974. Vol. 30. P.
82—89.

Holtorf H., Apel K. // Plant Mol.
Biol. 1996. Vol. 31. P. 387—392.

Holtorf H., Reinbothe S., Reinbothe
C., Bereza B., Apel K. // Proc. Natl.
Acad. Sci. USA. 1995. Vol. 92. P.
3254—3258.

Hoober J.K., Marks D.B., Keller B.J.,
Margulies M.M. // J. Cell. Biol.
1982. Vol. 95. P. 552—558.

Houssier C., Sauer K. // Biochem.
Biophys. Acta. 1969. Vol. 173. P.
492—502.

Ignatov N.V., Belyaeva O.B., Litvin
F.F. // Photosynthetica. 1993. Vol.
29. P. 235—241

Ignatov N.V., Belyaeva O.B., Litvin
F.F. // Photosynth. Res. 1993. Vol.
38. P. 117—124.

Ignatov N.V., Litvin F.F. // Pho-
tosynth. Res. 1995. Vol. 46. P.
445—453.

Ignatov N.V., Litvin F.F. //
Photosynth. Res. 1996. Vol. 50. P.
271—283.

Ish—Shalom D., Ohad I. // Bio-
chim. Biophys. Acta. 1983. Vol. 722.
P. 498—507.

Iwai J., lkeuchi M., Inoue J. // Pro-
tochlorophyllide Reduction and
Greening / Eds. C.Sironval.,
M.Brouers. The Hague. 1984. P.
99—112.

91.

92.

93.

94.

95.

96.

97.

98.

99.

100.

101.

102.

103.

104.

105.

106.

Kahn A., Boardman N.K., Thorne
S.W.//J. Mol. Biol. 1970. Vol. 48.
P. 85—101.

Karapetyan N.V., Rakhimberdieva
M.G., Bukhov N.G., Gyurjan I. //
Photosynthetica. 1980. Vol. 14. P.
48—54.

Kim J., Klein P., Mullet J. /] J.
Biol. Chem. 1994. Vol. 269. P.
17918—17923.

Klein R.R., Camble P.E., Mullet J.E.
// Plant Physiol. 1988. Vol. 88. P.
1246—1256.

Klein R.R., Mullet J.E. // J. Biol.
Chem. 1986. Vol. 261. N 24. P.
11138—11145.

Klimov V.V., Klevanik A.V., Shu-
valov V.A., Krasnovsky A.A. // FEBS
Lett. 1977. Vol. 82. P.183—186.

Klimov V.V., Krasnovsky A.A. /]
Photosynthetica. 1981. Vol. 15. P.
592—609.

Kotzabasis K., Schuring M. P., Senger
H. // Physiol. Plant. 1989. Vol. 75.
P. 221—-226.

Lebedev N.N., Barskaya 1.V. //
FEBS Lett. 1989. Vol. 255. P.
248—252.

Lebedev N.N., Chan Van Ni., Kras-
novsky A.A. // FEBS Lett. 1989. Vol.
247. P. 97— 100.

Lebedev N., van Cleve B., Armstrong
G., Apel K. // Plant Cell. 1995. Vol.
7. P. 2081—2090.

Lebedev N.N., Siffel P., Krasnovskii
A.A. // Photosynthetica. 1985. Vol.
19. P. 183—187.

Lebedev N.N., Timko M. // Pho-
tosyth. Res. 1998. Vol. 58. P. 5—22.

Lebedev N.N., Timko M. // Proc.
Natl. Acad. Sci. 1999. Vol. 96. P.
9954—9959.

Litvin F.F., Belyaeva O.B. //
Photosynthetica. 1971. Vol. 5. P.
200—209.

Litvin F.F., Ignatov N.V., Belyaeva
O.B. // Photobiochem. Photobio-
phys. 1981.Vol. 2. P. 233—237.



Buocunmes xnopoguina...

41

107.

108.

109.

110.

I11.

112.

113.

114.

115.
116.

117.

118.

119.

120.

121.

122.

123.

124.

Litvin F.F., Ignatov N.V., Efimtsev
E.I., Belyaeva O.B. // Photosyn-
thetica. 1978. Vol. 12. P. 375—381.

Martin G., Timko M., Wilks H. //
Biochem. J. 1997. Vol. 325. P.
139—145.

Mathis J.N., Burkey K.O. // Plant
Physiol. 1989. Vol. 90. P. 560—566.

Mathis P., Sauer K. // Biochim.
Biophys. Acta. 1972. Vol. 267. P.
498—511.

Mullet J.E., Klein P.G., Klein R.R.
// Proc. Natl. Sci. USA. 1990. Vol.
87. P. 4038—4042.

Nanba O., Satoh K. // Proc. Natl.
Acad. Sci. USA. 1987. Vol. 84. P.
109—112.

Nayar P., Brun A., Harriman A.,
Begley T.P. //J. Chem. Soc., Chem.
Commun. 1992. P. 395—397.
Nyitrai P., Sarvari E., Lang F. //
Photobiochem. Photobiophys.
1986. Vol. 12. P. 143—145.

Oliver R.P., Griffiths W.T. // Plant
Physiol. 1982. Vol. 70. P. 1019—1025.

Plesnicar M., Bendall D.S. // Bio-
chem.J. 1973. Vol. 136. P. 803—812.

Redlinger T.E., Apel K. // Arch.
Biochem. Biophys. 1980. Vol. 200.
P. 253—260.

Reinbothe C., Apel K., Reinbothe S.
// Mol. Cell. Biol. 1995. Vol. 15. P.
6206—6212.

Reinbothe S., Reinbothe C. // Eur.
J. Biochem. 1996. Vol. 237. P.
323—343.

Shaw P.J., Henwood J.A., Oliver
R.P., Griffiths W.T. // Eur. J. Cell
Biol. 1985.Vol. 39. P. 50—55.

Shibata K. // Carn. Inst. Wash. Year
Book. 1956. Vol. 55. P. 248—274.

Shibata K. //J. Biochem. 1957. Vol.
44.P. 147—172

Shioi Y., Sasa T. // Plant Cell Phy-
siol. 1984. Vol. 25. P. 139—149.

Shlyk A.A., Fradkin L.1., Domanskii
V.P. // Proc. FEBS Congr. Pt. B.
VNU Science Press. Utrecht. 1985.
P. 61—66.

125.

126.

127.

128.

129.

130.
131.

132.

133.
134.
135.

136.

137.

138.

139.

140.

141.

Shuvalov V.A., Dolan E., Ke B. //
Proc. Natl. Acad. Sci. USA. 1979.
Vol. 76. P. 770— 773.

Sironval C., Kuyper P. // Pho-
tosynthetica. 1972. Vol. 6. P.
254—475.

Shultz A., Sauer K. // Biochem.
Biophys. Acta. 1972. Vol. 267. P.
320—340.

Sperling U., Franck F., van Cleve B.,
Frick G., Apel K., Armstrong G.A. //
Chloroplast: from molecular
biology to biotechnology / Eds.
G.H.Argeroudy—Akoyounoglu,
H.Senger. 1999. P. 97—102.

Sundqvist C., Dahlin C. // Phy-
siol. Plantarum. 1997. Vol. 100. P.
748—759.

Teakle R., Griffiths W.T. // Biochem.
J. 1993. Vol. 296. P. 225—230.

Thorne S.W. // Biochim. Biophys.
Acta. 1971. Vol. 226. P. 128—134.

Vaughan J.D., Sauer K. // Biochim.
Biophys. Acta. 1974.Vol. 347. P.
383—394.

Virgin H.I. // Photosynthetica.
1975. Vol. 9. P. 84—92.

Walker C.J., Griffiths W.T. // FEBS
Lett. 1988. Vol. 239. P. 259—262.

Wang W.J. // Plant Physiol. 1979.
Vol. 63. P. 1102—1106.

Watanabe T., Nakazato M., Mazaki
H. // Biochim. Biophys Acta. 1985.
Vol. 807. P. 110—121.

Wellburn A.R., Hampp R. /
Biochim. Biophys. Acta. 1979. Vol.
547. P. 380—397.

White B.I1., Griffiths W.T. //
Biochem. J. 1993. Vol. 291. P.
939—944.

White R., Hoober J.K. // Plant Phy-
siol. 1994. Vol. 106. P. 583—590.

Wiktorsson B., Engdahl S., Zhong
L.B., Boddi B., Ryberg M., Sundqvist
C. // Photosynthetica. 1993. Vol.
29. P. 205—218.

Wiktorsson B., Ryberg M, Gough S.,
Sundqvist C. // Physiologia Plan-
tarum. 1992. Vol. 85. P. 659—669.



42 D.D. JlumeuH u op.

142. Wilks H., Timko M. // Proc. Natl. 144. Wollman F.A., Minai L., Nechushtai

Acad. Sci. USA. 1995. Vol. 92. P. R. // Biochim. Biophys. Acta. 1999.
724—728. Vol. 1411. P. 21—85.

143. Wollman F.A., Bennoun P. // Bio-
chim. Biophys. Acta. 1982. Vol.
680. P. 352—360.



