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FEHETUKA BUOCUHTES3A XJIOPOPUIIIA:
TEMHOBOU N CBETO3ABUCUMbIN NMYTU

[IpunsiTble cOKpalleHUs:

c[TOP — cBeTo3aBHCHMAs TIPOTOXIOPODHUIINI-OKCHIIOPElyKTA34;
T[TOP — TemMHOBast MPOTOXJI0POGHIIHIL-OKCHIOPEYKTA3,;
[TXJIIL — npoToxJopodhHIIIINI;

XJL — xsopodummr,

OC — dorocucrema;

XJ1 — xsopoduar;

BXJI — Gakrepuoxaopoduiur;

OPC — oTkpbITasi paMKa CUHTBIBAHHSI.

BBEJIEHVIE

DoroTpoduble GaKTepUH U MIACTHB COEPXKAT TETPATHPPOJIbHbIE MHUIMEH-
Thl — OGakrepuoxyopodubl (BXJ1) u xnopoduninl (XJ1), obecneunBatoiime
npouecchl horocunresa (1llecrakos, 1998). AHoKcHTeHHbIE GAKTEPHU CHHTE3MU-
PYIOT UX B TEMHOTE, unaH06aKTepun — Ha CBETY U B TEMHOTE, a NOKPbITOCEMEH -
Hbl€ pacTeHHs1 — TOJIbKO Ha CBETY. Crnoco6HOCTD K CBETOHE3aBUCUMOMY I/I/I/IJII/I
ceerosaBucumMomMy ob6pasoBanuio XJI wian BXJI obecreunBaercst hepmeHtamu,
KaTaJM3UPYIOLIUMH TIpeBpalieHne npotoxaopoduntnaa (MXJIA) B xaopodumnina
(XJ1). B sBosio1inu chopMUpOBaJIOCh Ba MyTH OCYILIECTBIEHHS STOH peaKIyH.
OI[I/IH U3 HUX CBfA3aH C UCITIOJIbBOBAHUEM HE 3aBI/ICﬂLU,€fI OT CBeTa, HJH TEMHOBOH
npotoxaopodunna-okeunopenykrasol (tINOP). B cBoto ouepenn, cBeTo3aBuCH-
moe o6pazoBanue XJIJ1 ocyuiecteaser HAIIOH: nporoxsmopodummn okeunope-
nykrasa (c[1OP). CoBpemenHble npeacTaBaeHts O TeHETHIECKOH AeTepPMUHALNH,
[POUCXOKIAEHHUHN U le)yHKLIHOHHpOBaHI/II/I 9THUX Cl:)epMeHTOB KOPOTKO H3JI02KEHBI B
Hacrosuiem o63ope.

1. BUOCUHTE3 XJIOPO®WJT/IA

[IXJII — nocaeanuii obuinii 6HOCHHTETHUECKUH mnpeamecTBeHHUK XJI n
BXJI, 1BYyX CTPYKTYPHO POACTBEHHBIX MUTMEHTOB, KOTOPbIE PAa3JIMUAIOTCS, B UACT-
HOCTH, MPUPOJIOH OOKOBBIX Ll€Mel MPH aToMax yrjepoaa TeTparnupposbHOro MaK-
pouka (puc. 1). OHM MONJIOUIAIOT CBET H YUACTBYIOT B Pasjie/IeHUH 3apsifioB Mo-
NepeK SHeproconpsAratroliuix OHOMeMOPaH, YTo ABJAETCA OCHOBOH aHOKCHUTECHHOH
cortoTpodun y OGakrepuii, cunresnpyronx bXJI, u okcurenHo# horoTpodud y
nMaHo6aKkTepui, MPoXJ0POHUTOB, BOAOPOCE U BEICIINX pacTeHni. /n vivo XJI
1 BXJI cyuiectByioT B popMe HEKOBAJTEHTHO CBSI3aHHBIX XPOMO(OPOB MUIMEHT-
6€eJIKOBBIX KOMITIEKCOB CBETOCOOMPAIOIINX aHTEHH U PeaKIIHOHHBIX 11eHTPOB ([ 1u-
HeBuu, ABepuHa, 2002).

BuocunTes TeTpanupposos y GOTOTPOGHBIX OPraHU3MOB OCYILECTBISETCS
uepes3 LEMOUKy OMOXHMHUYECKHMX peakluil, KaTalH3HPyeMbIX KaK pacTBOPH-
MbIMH, TaK U MeMOpaHOCBsi3aHHbIMH (epMeHTamu. [1yTh npeBpaileHus TeT-
panuppoJibHoro Makpouukaa nporonopepupuna IX (ITI1), nocneanero obiie-
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cBeToHe3aBucMMast
npoToxnopoduinung,
okcuaopenykTasa

BchL
BchN
BchB

COcH COOOCH,
[MpoToxnopodunnng,
(Amakc: 625 Hm)

cocH COOOCH,
Xnopodunnng a
(AMakc: 661 HM)

Xnopodunnng a
(AMakc: 661 Hm)

xnopopunnup,
okcuaopedykTasa
—_—
BchX
BchY
BchZ

BakTepuoxnopodunn a
(AMakc: 771 HMm)

Puc. 1. Cunres xnopoduia 1 6akTe pHOXIOPOhHIIIA U3 IPOTOXIOPOPHUIILIA.
Y anoxcurennoii 6akrepuu R. capsulatus uuxknnueckuit Tetpanuppo [TXJIL npesparuaercs B XJI/1 B pesysisTate BOCCTAaHOBJICHHS
nBoHHOM cBsisn B nosoxkennu C,—C o B Kosbie D Makpouykia dpepmentom TITOP, cocrostumm us tpex cyGbemnni: BchLNB. Hanee
komniexe XJI-okennopenykrasbl BchXYZ, Boccranasiupaet asofinyio cesiab B kosible B (C,—C;) ¢ o6pazoBannem GakTepHox/iopo-
tunza, uz koroporo cuntesupyercst BXJ1 a. Ma XJ1I1 a y okeureHHbIX (DOTOCHHTETHKOB T10C/Ie TPHCOSAUHEHHsT (DUTOMIA 00pasyeTcst
XJI a. B ckoOKax ykasaHbl MAKCHMYMbI B CIIEKTPaX MOIVIOLLIEHHS] THTMEHTOB

ro 6MocuHTeTHYeCcKoro npeawecrsennuka XJI v rema, B
Mg-nporonopdupun 1X 1 nanee uepes psig HHTEpPMEIH-
aroB, B XJI uau BXJI, uaBecTHblll Kak MariueBasi BETBb
OMOCHHTE3a TETPANUPpPOJIOB (pUC. 2), XapaKTepeH Jis
Bcex doroTpoduex opranuamos (Reinbothe, Reinbothe,
1996). MulieHblo CBETOBOH PEryJIALHM STOTO MyTH CJIY-
*Kut [IXJ1L. /n vivo NUrMeHT cyllecTBYeT B IByX popMax:
muBuHua-TIXJIJL u monoBuHui-T11XJI, cooTHolieHue
KOTOPBIX BAPbUPYET y pa3HbIX OPraHU3MOB M 3aBUCHT OT
BHEUIHHX YCJIOBUH M CTaAuu OHTOTeHe3a. buosoruyeckas
11e71ec0006Pa3HOCTb TeTePOreHHOCTH STHX MOJIEKYJT 10 CHX
nop He sicia (Bbensiera, 2009).

[TXJIJI — cy6erpat peakuun, Kotopasi 3ak/iouaercs: B
BOCCTAHOBJICHUH JBOHHOH CBSI3U B YETBEPTOM KOJIbLE MOJIE-
Kyabl B nonoxkennn C . —C  (puc. 1). Ira peakuus moxer
MPOXOJUTh B TEMHOTE U Ha cBeTy. CBETO3aBUCHMOE BOCCTA-
Hossienne [TXJ1J] cBoiiCcTBEHHO OKCUreHHBIM (hoToTpOdaM.
TemuoBo# 1 cBeTo3aBUCHMBIN GuHocHHTe3 XJI cocyliecTBy-
I0T Y MHOTHX OPTaHU3MOB, B TOM UHCJIE€ UMAaHOOAKTEPHUI, BO-

JIopocJiel U rojioceMeHHbIX pacTteHui. [TokpeiTocemenHble
pactenust He o6pasyloT XJI B TemHOTE. DTa CMOCOOGHOCTD
yTepsiHa Uy Takux roJJoOCEMEHHBIX, KaK PEJIMKTOBOE JINCTO-
najHoe aepeBo Ginkgo biloba, Tponuueckas nuana Gnetum
ula v pactymas B nycteinsx Welwitschia mirabilis, a Tak-
)Ke 'y nanopotHuka Psilotum nudum, 3ejieHOl Boaopoc-
mi Euglena gracilis w kpacHo#t Bopopocau Cyanidium
caldarum. DBoJBIIMHCTBO aHOKCHTEHHBIX (POTOTPOGOB,
BKJIOUast MypriypHble U 3ejieHble 6akTepuu, o6pasyior bXJI
TOJIbKO B TeMHOTe (Armstrong, 1998).

Y opranusmos, cuntedupytowux XJI B TeMHoTe, Kavec-
TBEHHbIC U KOJHUYECTBEHHbLIC XaPAKTECPUCTHUKH 3TOro IMpo-
11ecca CHJIBHO BapPbHUPYIOT B 3aBUCHMOCTH OT CTajiH pa3BH-
THS U BHEUIHHX YCJIOBHH. AKTHBHbBIH TEMHOBOH OMOCHHTE3
XJI, xapakTepHblll A/1s1 B3pPOCJbIX IOJIOCEMEHHBIX pacTe-
HUH, 3HAYUTENBHO CHUXKEH y KX rnpopocTkoB (Wettstein et
al., 1995). IlepBuunble urosouxku cexkBoiin (Metasequoia
glyptostroboides) n BTOpUUHbIE HIOJIOUKH €BPOMEHCKOH
nunun (Pinus pinea) coxpaHuiu crnocoGHOCTb 3e/eHETh B
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Mg-npoTtonopdupuH IX
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Puc.2. Cxema OuocuHTe3a XJopoduiia B (POTOCHHTE3UPYIOLIEH
KJIeTKe.
[TurmMeHT cHHTE3MpyeTCsl U3 rylyTamara uepes3 cepuio gep-
MEHTATHBHBIX peaKiui, nokazaHHbx crpejkamu. AJIK —
5-aMHHOJIEBYJIMHOBAs KUC/IOTA — KJIIOUYEBOH HHTEpPMeInaT
6uocuHTesa. CTpesika yKasblBaeT MeXaHU3M  peryJisiuu
6uocuntesa XJI: nporoxsnopodusinn vepes Gesok FLU
penpeccupyer GluTR-ramyramar-tPHK-penykrazy (Mes-
kauskiene R., Apel K., 2002)

temuore (Laudi, Manzini, 1975; Ou, Adamson, 1995), Tor-
Jia KaK MPOPOCTKH HEKOTOPLIX BU/IOB JIMCTBEHHULL, HATIPUMED
Larix decidua, ee npaktnueckn yrpatuan (Mariani et al.,
1990).

2. CBETOHE3ABUCYIMbIV BUOCUHTE3
XJIOPODUITTIA: TEHETUHECKWE NICCJIEQOBAHVIA

2.1. loka3aTenbCTBa CyLEeCTBOBaHUSA ABYX NyTen
BoccTtaHoBneHus MXJ14: xentble B TEMHOTE
(yellow) myTaHTbI 3eneHbIX BOAOPOCIEN
Hpeunonomewe O HaJUYUHU HECKOJIbKHUX MEXaHHU3MOB,
o6ecneunBatolux Boccranossenue [TXJIII B npouecce 6uo-
cunresa XJI, 6bL10 BbICcKa3ano erile B Hadase H0-x rogos XX
BEKA TNPH H3YyYEHHH PA3HBIX BHIOB 3€JIEHBIX BOAOPOCIEH.
Kiaccuueckui reneTHdeCKUM aHaJu3 MO3BOJINJI BbISIBUTD JI0-
BOJIbHO OOLIMPHBIN KIacC TaK Ha3biBaeMbIX xKeqThIX (yellow)
MYTAHTOB C Hapyll€HHbIM TE€MHOBbIM CHHTE30M XJL KOTO-
pbl€ UMEJIN KEeJITYIO OKPACKY TPHU BbIpallluBaHUHU B TEMHOTE,

HO MOJOOHO 3THOJMPOBAHHBIM MTPOPOCTKAM BBICLIMX pacTe-
HHﬁ, 3€JIEHEJIN TTPU OCBEUIECHHUH. Hx I[MUC'MEHTAalUHusA B TEMHOTE
obycsosseHa orcyrerBueM XJI, nakonnenuem [TXJI] u na-
JIMUUEM 2KeJIThIX KapOTHHOWIOB. MyTaHThl yellow Oblin mo-
JIydeHbl y Psijla 3eJIeHbIX Bojlopoceil, B Tom uncie Chlorella,
Scenedesmus (Bogorad, 1976), a Takke Chlamydomonas
reinhardtii, B AlepHOM TeHOME KOTOPOH WIEHTH(PULMPOBA-
Hbl 7 JIOKYCOB, MyTallhUh B KOTOPBIX MPUBOJAT K MOABJCHHUIO
nono6Horo Qenotuna (Sager, 1955; Ford, Wang, 1980;
1980a). Ceftuac U3BeCTHO, UTO KOAUPYEMbIE STHMH TeHAMH
6eJIKH He BXOAT B cocTaB (hepmMeHTHOro kommjekca TIIOP
(cm. paznen 2.4). Tem He MeHee, SKCMEPUMEHTBI, B KOTOPBIX
ObLIO MOKA3aHO, UYTO CMOCOOHOCTL MyTaHTOB yellow xsamu-
JIOMOHA/Ibl 3€JICHETh HA CBETy MOXKeT ObIThb OJIOKUpOBaHa
slepHON MyTaler pc- 1, Mmoc/y’Kujn MoBOIOM TOBOPHUTH O
COCYULECTBOBHHU JIByX T€HETHYECKHU Pa3INnvHbIX (CBQTO38-
BHUCHMOTO W CBETOHE3aBMCHUMOTO) TMyTeH BOCCTaHOBJEHMS
[TXJIT (Ford et al., 1981).

2.2. CBeTOHEe3aBUCUMMOE BOCCTaHOBNEHUEe
nporoxsiopodounnupa y aHOKCUreHHbIX
c¢oToTpOohHbIX GaKTEepu ob6ecnevnBaeTcs
npoaykrtamu reHos bchB, bchL n bchN

OCHOBHbIE CBEJIEHHS O TeHETHIECKOM KOHTPOJIE TEMHOBO-
ro 6nocunresda XJIJL ua [TXJIJL 66111 nostydeHbl npu anaJu-
3e TIMTMEHTHBIX MyTaHTOB GakTepuit popa Rhodobacter. dtu
HecepHble MyprypHble GaKTEPHUH CTOCOOHBI K AaHOKCHTEHHOMY
(hoTOCHHTE3Y W HE3aBUCHMO OT cBeTa 00pasytotT bXJla. My-
TaHTbl PaKyJabTaTHBHBIX poToTpodoB R. sphaeroides u R.
capsulatus ¢ pa3HbiMu 1eekTaMi POTOCHHTE3a U OUOCHH-
T€3a MUTMEHTOB CTaJ/IH MPEJMETOM I'eHETHIECKOTO aHAJIN3a,
B pe3yJ/ibTaTe KOTOPOro Obl BbISIBJEH YUACTOK XPOMOCOMBbI
NPOTS?KEHHOCTHIO B 46 TITH, HA3BaHHBIH «(POTOCHHTETHUEC-
KHM reHHbIM Kaactepom». On coctout 6osee uem u3 40 re-
HOB, OTBEUAIOINX 33 (hOTOCHHTETHUECKHE (PYHKIIMH (ZSebo,
Hearst, 1984), u comepKut BClO reHeTHUECKYI0 UH(pOpMa-
uuio, HeoO6xoMMyto st cuuTe3a BXJI n3 nporonopdupuna
[X(puc. 3A). Cpean HHIY M POBAHHbBIX TUTMEHTHBIX MyTAHTOB
R. capsulatus 6bm 1 6ecxa0poHUIIbHBIE [ITAMMBI, HAKAarl-
muBatotye [TXJII. VIx MoJieKysipHO-reHeTHUeCKH aHa/Iu3
MO3BOJIMJ HAUTH TPH reHa — bchB, bchl w behN, myTaiun
110 KOTOPbIM OJIOKMPYIOT TeMHOBOE BoccTaHoBjieHne TTXJIJT
(Burke et al., 1993), 1 npeAnonoXuth, 4T0 KOAUPYEMblE MU
MOJIUMENTH/IbI ABJSAIOTCH CyObeUHHIIAMH (DepMeHTa, ToJTy-
UMBLIEr0 HA3blBaHWE TEMHOBOW (He 3aBMCHIIEH OT CBeTa)
okeuopenykrasbl (TITOP). [1pu 3TOM BbISICHUIOCH, UTO I'eH
bchl xonupyet 6esioK, ToMosiorHuHbIl cyObenuuuile NifH
HuTporeHasbl Oakrepuii (Hearst et al., 1985).

2.3. XnoponnacTtHbIl reH frxC — noucku pyHKunm

Opnny U3 npobJieM He 3aBUCHIIET0 OT CBeTa OHOCHHTE-
3a XJI ynanoch peuinTb Npu CpaBHUTENLHOM aHaU3e HYyK-
JICOTHJIHBIX TOCJIEN0BATENBHOCTEN MJIACTHAHBIX T€HOMOB
neueHounuka Marchantia polymorpha w nByx npeicTaBu-
TeJslell TTOKPLITOCEMEHHbIX pacTeHuil — Tabaka Nicotiana
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Puc. 3A. dorocunrernueckuii rennblit knacrep R. sphaeroides 2.4 (no: Choundhary, Kaplan, 2000).
YepHbIM 11BeTOM 0003HaUYeHbl TeHbl GHOCHHTe3a GakTeproxyopodusia (beh). Crpeskamn nokasaHo Harpas/ieHHe TPaHCKPHITLHHN

YKa3aHHbIX T€HOB

tabacum v puca Oryza sativa. BoJbIIHHCTBO U3 HUX ObLIH
cxoaHbIMU, HO OPC, nepBoHauanbHo HasBaHHyto frxC Gaa-
rofgapsi CTPyKTYPHOMY CXOJICTBY MPOJIYKTa ITOr0 reHa ¢ ep-
PEIOKCHHOM OaKTepHH, yAaJ0Ch HAUTH TOJBLKO B IMJIACTHJL-
Hom renome M. polymorpha (Ohyama et al., 1986). Ona
OKazasach TOMOJIOTHUHON TeHy R. capsulatus, xomupyto-
uemy NifH — vy-cyObennnuiy nutporenasnl (Fujita et al.,
1989). IlpucyrcrBue rena frxC B MJIACTHAHOM TeHOME Tie-
YEHOYHHMKA Ka3aJoCh MapajoKCoM, TIOCKOJIbKY sIePHbIE Op-
TaHU3MBbl He CIIOCOOHBI (PMKCHPOBATH MOJIEKYJSIPHBIH A30T.
B nanbHedimem, Korja oprogioru reHa frxC Obiu oGHapy-
2K€HbI B MJIACTHAHBIX F€HOMAaX 3€J/JICHECIOUIUX B TEMHOTE pac-
TEHHI — HECKOJIbKUX BUJIOB COCHBI H 3€JIEHOH BOIOPOC/IH
C. reinhardtii, NOABUIUCH TIPEANOJIOKEHUS, YTO MPOIYKThI
ITHX T€HOB BOBJICUEHBI HE B MpOLECC (UKCALMH a30Ta, a
HEOOXOIUMBI [IjIsi He 3aBUCSILIETO OT CBETA BOCCTAHOBJICHHSI
[TXJII (Lindholm, Gustafsson, 1991; Huang, Liu, 1992).

2.4. HekoTopble nnacTupHblie reHoMbl coaepxaTt
reHbl, kogupytouwue NMNOP

CyU_leCTBeHHle pOJib B U3yYEHUHU I'€HETHYCCKOTO KOHT-
poJisi TeMHOBOTO GuocuHTe3a XJI chirpanu MyTaHThl yellow
xnamupomonazpl. [Tomumo siiepHbIX MyTaumil (CM. paszen
2.1), y Hee Obljia OTIHCaHA XJIOPOTIJIACTHASA MyTallls, TPHBO-
nsuas K penotuny yellow (Anexcannposa, 1979). B nanb-
He#eM NofoOHbIe MYTaHTBI NOJy4YaJsd B Pe3yJ/ibTaTe HHeep-
unoHHoro myraretnesa (Roitgrund, Mets, 1990). OpTtosoru
OIHOI'O0 M3 TaKHWX AeJIETUPOBAHHBLIX XJOPOIJIACTHBIX T'€HOB
xJaMuoMoHapl gidA (cokp. aHri. no green-in-the-dark)
BCKOpe ObLIH HaﬁﬂeHbI B IJIACTHUAHBIX reHOMaX HECKOJIbKUX
BHUJIOB COCHBI, Il¢ OHM OKa3aJIMCb CLEIJIEHHbIMH C I'€eHOM
frxC (Lindholm, Gustafsson, 1991). CxonHoe B3auMHOe
pacroJsioyKeHne THUX reHoB (puc. 3B) GblI0 ycTaHOBJIEHO B
nJiacTuiHoM reHome M. polymorpha w Ha XpoMocoMe 1H-

anobakrepun Synechocystis sp. PCC6803 (Ogura et al.,
1992). Ipsmoe yuactue renoB frxC (chiL) n gidA (chIN)
B TeMHOBOM OuocuHTede XJI ynanoch nokazaTb MpH aHa-
Jm3e (eHOTHNOB MHCepUHOHHBIX MyTaHToB C. reinhardtii
(Suzuki, Bauer, 1992; Choquet et al., 1992) u asor¢uxcu-
pytolieil unano6akrepuu Plectonema boryanum (Lyngbya
sp. PCC7419) (Fujita et al., 1992; 1993). Bosee Toro, kak
1 B CJlyuae ¢ TOMOJIOTHEH TPOJyKTa reHa chll v nosvnen-
tuaa NifH (cm. pasnesst 2.1 1 2.2) 6b110 yCTaHOBJIEHO, UTO
0eJIOK, KOMPYeMbIil reHOM ch/N, HMeeT BBICOKYIO CTereHb
cxozictBa ¢ Gesikamu NifD u NifK (a- 1 B-cy6beaununamu
MoFe-6esika nurporenasnl 6akrepuii (Fujita et al., 1993).

B 1993 r. B nsacrumHbix reHomax M. polymorpha
u C. reinhardtii Obun oOGHApYKEHBI OPTOJOTH TeHa
bchB (chiB) R. capsulatus. @yHKIMOHAIBLHBIF aHAIU3 HH-
CEPUHUOHHBIX MYTaHTOB XJaMHUIOMOHA/bl 1 I_lI/IaHO6aKT€pI/Iﬁ
MO 3TOMY TeHy MOKasaj, 4To OeJIOK, KOAUPYEeMbIH TeHOM
chilB, neo6xomum juis Boccranosgaenus [1XJII1 B TemHorTe, a
€ro MepBUYHAsT CTPYKTYPa UMEET CXOJACTBO C aMHUHOKHCJIOT-
Hoil mocseoBatebHoCThIO GeskoB NifK n ChIN (Li et al.,
1993, Fujita et al., 1996).

2.5. Cnoco6HOCTb 3eneHeTb B TEMHOTE
Koppenupyet ¢ Hanuuuem reHos chiB, chiL v chIN
B XJIOPOMJIaCTHbIX FeHoMax

Ko/ib ckopo OblIO YCTAHOBJIEHO, UYTO XJIOPOTJIACTHbBIE
renbl: chiB, chll. v chIN KOHTpOJMMpPYIOT He 3aBuCsIIIEe OT
cseta BoccTaHoBs1eHUHe [TXJII], BO3HUK BOIIpOC, KOppeJupy-
€T JIM HAJIMYHE STUX TEHOB CO CITOCOOHOCTBIO 00PA30BbLIBATD
XJI B remuore. JHK-JAHK ru6puansaumsi, ocHoBanuble
na [ILIP mertonpl maeHTH(HUKALMKE ONpeeeHHBIX y4acT-
koB JIHK u npsimoe cpaBHeHHEe HYKJICOTHIHBIX [10C/1€10Ba-
TEJILHOCTEH XJIOPOTIJIACTHBIX T€HOMOB — BCE 3TH METOJIbI
OBL/IM UCIIOJIb30BAHbI JJIs1 TOUCKOB reHoB chiB, chiL w chIN
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R. capsulatus

bchM  bchL  bchH bchB bchN
IR KK ]
CHs Gk el Synechocystis sp. PCC6803
) > ,
chie ChiN  chiL Marchantia, Chlorella
]
chiB chiL chIN Pinus
< A )
chiB ChiN — chiL  cycas, Ginkgo
< << ]
chiB chik chiN Chlamydomonas
[ [ 2

Puc. 3b. CrpykrypHoe pacriosnio:xkenune reHos, kopupytoumx Tl IOP.

Ha nmarpamme npesicraBiieHbl opyeHTalsi U B3aumopacroJioxkenue retoB TIIOP B xpomocomax aHokcurentbix 6akrepuit (bchB,
behl., bchN), okcnreHHbIX 6aKTepHi U B XJIOPOTJIACTHBIX TeHOMAX siiepHBIX poToTpodoB (chlB, chil. chIN), cuuTesnpyrolmx XJI0po-
wn B Temuore. [enst behl v behM xomupyror H-cy6benunuily martuii-xenarasnl 1 pepmeHT Maruuii-npotonopgupun X mertni-

TpaHcdepasy

Y PasanyHbIX (OTOCHHTE3HPYIOLINX OpraHuamMoB. B remno-
Max BCeX M3YUeHHBIX K HACTOSIIEMY BPEMEHH TOKPhITOCE-
MEHHBIX PAaCTeHHI UX He oOHapy:Ku/u. B To ke Bpemst oHH
HailieHbl B xsoponactHoil JIHK rosocemeHHbIX pacTeHuit
(3a nckJoueHreM He CroCOOHbBIX 3e/IeHeTh B TEMHOTE MPef-
cTaBuTesiell cemelictBa rHetoduToB — Gnetum gnemon
u W. mirabilis), nanopoTHUKOOOpa3HbIX (KpOMe ycaThbiX
NanopoTHUKOB) U Bojlopocnieti. He okazanoch 3THX reHOB y
E. gracilis w 6ypoii Bojopocau Odontella sinensis, Kotopbie
He cuHTe3upytoT XJ1 B remHoTe (Armstrong, 1998). Takum
00pas3oM, BbISICHHJIOCH, YTO Ji/IsI TeMHOBOrO chuHTe3a XJI/]
u3 [TXJIII Heo6XoauMOo Ha/lMYHe B XJOPOIJIACTHBIX PFeHOMax
reHoB chiB, chll v chIN. Dto npaBuIo 0Ka3a10Ch HETIPUMe-
HUMBIM TOJIBKO K PEJIUKTOBOMY MTPECTABUTEIO TOJ0CEMEH-
HbIX G. biloba, MPOPOCTKH U JIMCTb KOTOPOTO HE CMOCOGHDI
3eJleHeThb B TEMHOTE, HECMOTPSI HA HAJIMUKE BCEX TPEX FeHOB
(Richard et al., 1994; McCoy et al., 2008). O6bsicHeHuUst
3TOMyY (peHOMeHY JI0 CHX TTop He HaHAeHO.

2.6. Perynauus cuHte3sa 1I1OP

ﬂaHHbIe O peryJsisitiui 3KCrpecCuu reHoB, KOJAUPYIOUIHX
cy6obemmnniiel TIIOP, noka ouenb parMeHTapHbl ¥ CUIBHO
pasMyIaloTCcsl B 3aBUCUMOCTH OT TAKCOHOMMUYECKOH MpHHA-
JJTeXKHOCTH M3yuaeMOro opraHu3Ma.

Tpanckpunuus rena chlL y unanobakrepuu P. boranyum
UMEET MECTO TOJIbKO TPU MOIaBJICHHUH HI/ITpOI‘EHaBHOfI aK-
tuBHocTH (Fujita et al., 1991). Dtot pakT no3Bosn 3akio-
UUTh, YTO CBA3AHHbBIH a30T U ( UJIH ) MOJIEKYJISIPHBIA KHCJOPOJL,
KOTOpble MHTHOUPYIOT (PUKCALHUIO a30Ta — HeoOXOAUMbIe
MPEANOCHIIKH 9KCITPECCHH 3TOTO N'eHa y LIMaHOOAKTEPHIL.

Tpanckpuntsl xjoponyacTubix renos chlB, chll w chiN
XJTaMUJIOMOHAa/1bl OIMHAKOBO MPUCYTCTBYIOT B KJIETKAX AUKO-
ro THMa ¥ MyTaHToOB yellow, pacTylyx U Ha CBETY, U B TeM-

HOTe, XOTSI ypPOBEeHb MX HAKOMJIEHHS] HA CBETY OKa3bIBAETCS B
2—4 pasza Boie. besku ChIN u ChIB raxcke BrIsiBAsIIOTCS
B CXOJHBIX KOJIMUECTBAX B KJIETKAX AUKOTO THIIA U MyTaHTOB
yellow, pacTyiiux u Ha cBeTy U B TeMHOTe, a 6esiok ChlL —
TOJIBKO Y IMKOTO THMA B TEMHOTE. $S11epHbIe MyTaHThI HE CO-
nep:kat 6eska ChlL 3a vckaoueHneM MyTaHTa y-7, KOTOpbI
CHHTE3MpPYeT MMMYHOPEAKTHBHBIH MOJHUMENTH MEHbIIEro
paamepa (Cahoon, Timko, 2000). Ha ocHoBe 3THX pe3yJib-
TaToB Obl1 ¢jles1al BbiBOJ, uTo y C. reinhardtii cunres 6e-
Ka Chll. HeraTuBHO PeryJUpyeTcsl CBETOM, a /IepHbIE TeHbI
yellow KOHTpoPYIOT ero 06pa3oBaHKe WK HAKOTIJIEHHE.

B xnerkax M. paleacea, koTopble 0I1HAKOBO XOPOLLIO 3eJ1e-
HEIOT B TeMHOTe U I1py ocBellieHuH, coneprkanie MPHK renos
chiB, chil. v chIN ne 3aBucut ot ceta (Takio, Satoh, 1995). I'o-
BBILLIEHHbIH YPOBEHb HX TPAHCKPHITTOB Ha CBETY OblJ1 0OHAPy KeH
TOJIBKO B KJIETOUHBIX JINHHUSIX, He CUHTE3UpPYIOLX XJ] B TeMHO-
Te, T. €. B YCJIOBHSIX, KOTJIa BO3MOKEH MPOLIECC 3e/IeHEHHSI.

Nayuenue perynsiuyu TeMHOBOro 6uocnHTeda XJ1y 3ene-
HBIX B TEMHOTE TPOPOCTKOB esi Picea abies n MMCTBEHHULI
L. decidua, cnocobHbIX HaKarMBaTh XJI B TeMHOTE TOJBKO
Ha PaHHHUX CTaIMsIX OHTOTeHe3a, MOKa3aso, UTo y 060HX BHIOB
rensl, koaupyiotie TI1IOP, skerpeccrpyioTest KOHCTHTYTHBHO.
Paszsinuust ObWIK HaleHbl HA YPOBHE GeJIKOB — IOXKEeJITeHHe
TMPOPOCTKOB JINCTBEHHUIIB! OKA3a/10Ch CBSI3AHHBIM CO CHIKEHH -
eM ypoBHs1 cofieprkannst 6esika CHLB (Dembko et al., 2009).

2.7. TNOP cxopHbl ¢ HUTPOreHa3samu 6akTepuin
Crpyktypa TI1OP KoHcepBaTBHa, OHa coxpaHsijach B
TeueHHe MUJUIMAPIOB JIET 9BOJIOLMH. MIeHTHIHOCTD aMu-
HOKHCJIOTHOH mnocJiegoBaTesnbHocT 6esikoB Behl, BehB u
BchN y R. capsulatus ¢ TIIOP npanoGakrepuii, 3eaeHbIX
BOJIOPOCJ/IEi, TamopOTHUKOOOPA3HBIX U TOJIOCEMEHHBIX pac-
tenuit cocrabsier 30—60 %. [Tpu 9TOM OHM UMEIOT 3HAYH-
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TeJIbHOE CXOJICTBO C CyObeAMHUIIAMH HUTPOTeHa3bl 3y6aKTe-
puit NifHDK (Fujita, Bauer, 2000).

HurporeHasa — 3TO YyBCTBHUTEJbHBIH K KHCJIOPOMIY
(hepMeHTHBI! KOMIJIEKC, KOTOPBIH BOCCTAHABJUBAET MOJIe-
KyJISIpHBIH a30T ¢ ucrnosbzoBanueM ATD u joHOpa 371€KTPO-
HOB:

N, + 8H*" + 8¢~ + 16AT® — 2NH, + H, + 16A/lD
+ 16D.

[onodepmMenT COCTOUT M3 ABYX KOMIMOHEHTOB: Fe-6eska 1
MokFe-6esika. Fe-6es1ok — 9TO 2/1eKTPOHIOHOPHBIH TOMOJIH-
Mep, KoIUpyeMblil reHoMm nifH, kotopblii umeet ia MgATd-
CBSI3bIBAIOLINX CAHTA H CONEPAKUT UyBCTBUTEJILHBIH K KUCJIOPO-
ny [Fe,S,]-knacrep, JMranapoBanHbIil YeTbIPbMsT OCTATKAMH
LMCTENHA, 110 JIBa OT Kakioro MoHomepa. MoFe-6e/ok npejt-
CTaBJsieT coOOON reTepoTeTpamep, COCTOALIMA U3 CyObEeIMHULL
NifDK. Kaknas napa cyobeauuui conepkut P-knacrep [Fe S, |
u Fe-Mo kodakrop [Fe,MoS,]. JIoHOPOM 3/IEKTPOHOB CJTyKHT
BOCCTaHOBJIEHHBIH (peppenoKcHt. Besen 3a ruaposnzom moite-
Ky MgAT® Fe-6esok nepeHOCHT 3/1eKTPOHBI OT (heppeIoK-
cuHa yepes P-knacrepbl K Mo-coeprkalliiM peloKe-1eHTpam
TeTpamepa NifDQKQ, a TOT, B CBOIO OYepe/ib, TPHAKbI OTAET
napy 3/JeKTPOHOB MOJIEKYJle cyOCTparTa, BOCCTaHABAB/IMBAsT ee
JI0 IBYX MoJieKys1 ammuaka (Rubio, Ludden, 2005).

[Ipn OOWIMM TEHEeTHUECKMX M MOJIEKYJISPHO-T€HETH-
UECKMX JIAHHBIX O He 3aBUCSIIEM OT CBETa BOCCTAHOBJIEHHH
[TXJIJT, noJstydeHHBIX B TeueHHe rnoceHux 50 jiet, ucceno-
BaHUsi GMOXUMHUH 3TOTO Mpollecca Hayaluch CPaBHUTEJIBHO
HenaBHo. M3 R. capsulatus ynanocwk uzonuposath TIIOP, u
ee aKTHBHOCTb OblIa U3yUeHa in vitro. DKCTPaKThl CyObeaH-
uuiL TTTOP nostydasu B pesysbrate CBEPX3KCIPECCHH TEHOB
behl v bchN-B, BBejieHHbIX B reHoM R. capsulatus ¢ nomo-
1IbI0 cKoHCTpyHpoBaHHbIx mnasmu (Nomata et al., 2005).
Mx ananna nokasas, 4to pepMEHT COCTOUT U3 ABYX KOMIIO-
HentoB — romomumepa L (BchL), u rereporerpamepa NB
(BchN),(BchB),, u anst ero akrupnoctn neo6xoaumbl AT® 1
JIOHOP 3JIEKTPOHOB. B COOTBETCTBHM C HETABHO YCTAHOBJIEH-
HOW Kpucranandeckoil crpykrypoit TIIOP R. cupsulatus,
Kakzast KataquTndeckast equnnua BechN-BehB conepaxut
omun [TXJ1JI v omn [Fe4S4] KJacrep, JUraHaupoBaHHbIN 0C-
TATKOM acrapTaTa U Tpems llicTeHaMu octaTkamu (Muraki
et. al., 2010). B npucyrersuu AT® L-6enok (BehL), nepe-
naet 2 ssekTpoHa oT deppenokcuna Ha NB-6esok (BechN-
BchB),, KoTopblii conepKuT KataauTHuecKHii caiT 115 BOC-
craHoBsieHust TIXJII. IIpocrpaHctBenHas ctpyktypa NB
kaacrepa u [TXJIJ] okasannch COOTBETCTBEHHO HAEHTHUHBbI-
mu P-knacrepy u Fe-Mo kocakropy B MoFe-6esike HUTPO-
reHasbl. CXOJICTBO MPOCTPAHCTBEHHbBIX CTPYKTYP 000UX (hep-
MEHTOB CBHJIETEJILCTBYET, uTo cyObeaunuiibl ChlL, ChlB u
ChIN oxasanuch (yHKIMOHANLHO CXOMHBIMU C CYObEIMHH-
namu Hutporenasbl 6akrepuii NifH, NifK n NifD.

Tak ke, kak HuTporenasa, TIIOP nuano6akrepuit uyBc-
TBHTeJIbHA K Kuesopoy. B onbitax in vitro O, unruGuposar
aktuBHoCcTh GesikoB ChIL u ChIN-ChIB B Teuenue 5 n 30
muHyT (Yamamoto et al., 2009). [To-BuauMomy, OKCHTeHHbIE
dhorotpodhbl Hayuusmch 3atiate TIIOP oT BosneiicTBus

O,, ¥ NPHPOJly COOTBETCTBYIOLIMX PEry/IATOPHBIX MEXaHH3-
MOB €l11€ MPEJICTOUT BbISICHUTD.

Y nyprypHoil Gaktepun R. capsulatus u3BecTeH elle
OJIMH (PEPMEHT, TIOXOXKH I HAa HUTPOTEHA3Y — 3TO XJI0PODHII-
aui-okeunopenykrasa (XOP), konupyemasi renamu behXYZ
(puc. 1), xoropas npespammaer XJII a 8 bXJI a (Nomata,
2006). AMHHOKHCJIOTHAST TTOCIE0BATENLHOCTD MOJIUIENTH -
na BehX cxonHa ¢ aMHHOKHCIOTHOM MOC/I€10BATENBHOCTHIO
cyObenuuuiibl Hutporenasol NifH u nmeer 32 % WIEHTHY-
HOCTH C IPOJyKTOM reHa behl.. Bosiee Toro, BehY u BehZ —
nBe apyrue cyobenuuuibl XOP — romosiornunbl Gesikam
BchN/ChIN u BchB/ChIB, cootserctsento. CTpyKTypHOe
1 (YHKIMOHANBLHOE CXOACTBO (DEPMEHTHBIX KOMIIEKCOB
t[1IOP (BchL, N, B) u XOP (BchX, Y, Z) y R. capsulatus
JIlaeT OCHOBAHHS TOBOPUTb 00 MX OOLIEM MPOUCXOXKIACHHH.
BeposiTHO, OHH MOSBHJIKCH B pe3yJibrate MyMJUKallud U JIn-
BEpPreHIIMH MPEIKOBBIX TeHOB, KOIMPOBABILIMX MEHee Criely-
(h1UHbIE M0 OTHOLIEHHUIO K CyOCTpaTy (PepMEHThI, CMOCOOHbIE
BoccranassuBath [IXJIJ] (Raymond et al., 2004).

3. CBETO3ABUCUMbIN BUOCUHTE3
XJIOPOOUTITIMAA

[TpopocTKH BbICLLIMX pacTeHHUH, BbIpALleHHbIE B TEMHOTE,
OKpallleHbl B 2KeJIThIN LIBET U MOp(i)OJIOI‘I/I‘{eCKI/I OTJINYAIOTCA
OT 3eJIEHbIX, PACTYLIMX Ha cBety. KX xj0poriacTbl He conep-
»Kat THIakon1oB U XJI, GHoCHHTE3 KOTOPOro rnpepbiBaeTcsi
Ha craaun obpazosanus [IXJIJL, u npeacraBssior cobon
STUOMJIACTBI C MPOJaMEJIJIIPHBIM TE€JIOM U OTXOAAUIUMH OT
Hero MpoTuaakouaaMu. B TemMHOTe B HHMX aKKyMyJHPYIOT-
csi komriekebl: TIXJI-HAII®H-cITOP. Crer 3amnyckaet
npouece 3eseHeH sl STHOMUPOBAHHBIX NpopocTKoB: TTXJIJT
npespautaercs B XJIIL u nanee B XJI, u npoucxonut nud-
(hepeHLMALIUA ITHOIIACTOB B XJIOPOMJIACTbI, KOTJA MpoJia-
MeJIISIpHBIE TeJla U MPOTHIAKOMIbl TPaHC(HOPMUPYIOTCS B
TUJIAKOUIbI C Pa3BUTOH JaMeJuIsipHOl cuctemoit. Crapro-
BbIM ME€XaHHU3MOM >5THX CprKTypHO-Cl:)yHKLLI/lOHa.HbeIX U3-
MeHeHHH cy:kut petieniusi ceta cI[IOP. K nacrosmemy
BpeMeHH OH JI0BOJIbHO ToApo6HO u3ydeH (Lebedev, Timko,
1998; Bensiea, 2009), u 31eCb Mbl OCTAHOBUMCSI JIHLIb HA
KPaTKOM H3JI03KeHHH HCTOpUH OoTKpbITHS c[TIOP 1 renern-
YeCKHX aCreKTOB ero HCC/1e10BaHUH.

3.1. FleHeTU4YECKUI KOHTpPOJb (hoTONpeBpaLLeHUsA
nxna

BriepBble 0 Bbljie/IeHHH U3 3THOMIACTOB MUTMEHT-6e-
KOBOT'O KOMIIJIEKCA, B OTCYTCTBHH KOTOPOTO He MPOUCXOIUT
BoccranoBsenue [1XJIML, coobumau A. A. KpacHoBckuii
(1952), a rakxke Cmut ¢ Benurezom (Smith, Benitez, 1953),
KOTOpbI€ HA3BAJIH €I'0 TIPOTOXJIOPOPHILIHU-TOJTOXPOMOM >,
YcraHoBJeHHe KOPpeJISiiiiK MeXK/y yYMeHbIIeHHeM Cojiep-
»kauus [IXJIL n yBesinuenuem conepxkanus XJ1IL npu oc-
BElLIEHWH 3THOJUPOBAHHBIX JHCThEB B YCJOBHSIX HHU3KHX
temneparyp (Smith, Trench, 1958) nogsosinso BbicKazaTh
NPENoozKeHHe, UTO FOJOXPOMHBIH GeJoK siBJsieTcst o-
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TO3aBUCHMON peLyKTa30H. DTa rurnoresa MoJaydusa moj-
TBepKeHue B KoHIle 70-x rooB, Korna c[TOP mosiekyssip-
Hoft maccot 36 kDa Gbl1a Belie/ieHa H3 TPOPOCTKOB SUMEHSsI
(Apel et al., 1980), a 3atem apyrux pacrenuit. ['en Por siu-
MeHst, KoTopblfl koaupyet cI1OP, 6611 KIOHHPOBaH MEPBBIM
Cpeay reHoB, KOHTpoJupylotiux 6uocuntes XJIy pacrenui
(Schulz et al., 1989). Aropam ynagoch Bbieauts c[1OP B
KOJIMUECTBE, 10CTATOUHOM /17151 CO31aHHsI AaHTHTEJI, KOTOpbIe
OblJIM HCMOB30BAHBI JIJIs TOMCKOB TeHa 3TOr0 (pepMeHTa B
oubauoreke Kk IHK. B ganbneiiiiiem 3ToT red OblJI HACHTH-
(bULHpPOBAH y pasHbIX pAcTEHHI: MIIEHUIBI, OBCA, TOpPO-
Xa, apaOMIOTNCHCa U COCHBI, @ TAKI)Ke Y XJaMHAOMOHAMbI U
uuaHobakrepuu Synechocystis sp. PCC6803 (Reinbothe,
Reinbothe, 1996).

Myrtantsl C. reinhardtii no renam, kopupyotim clTOP,
OblIM MOJydeHbl B pe3yJbTaTe MyTareHesa KJETOK Tep-
MOUYBCTBUTEJIHOTO JKeJITOro MyTaHTta y-1-4 (denornm:
JKeJNTHIA B TEeMHOTE, 3eJIeHbIH Ha CBETY), KaK LITAaMMbl, He-
crocoGHbIe 3eJIeHETh HA CBETY MPH HeMepMHCCHBHOH TeMTrIe-
parype. [eHeTHuecKkuii aHa/M3 MOKasaJ, UTo TakKoH PeHOTHI
06yC/IOBJIEH MyTALMSIMHU B SAEPHOM JIOKyce pc- I, KapTupo-
BaHHOM B [ rpynne cuensienust Ha 1 ¢M nucrajibHee Jiokyca
y-5 (Ford et al., 1981; 1983). Oxazasochb, uto pc-1 — 370
MyTallusl, MPUBOASIIAS K CABUTY PAMKH CUHTBIBAHHS B reHe
Porl, xomupyomieM cl[1IOP. KneTkn MyTaHTOB reHoTHma
pe-1 Gblmi cnocoGHbl cunTesuposath 52 u 36 % xmopo-
(bus1a IMKOTO THMA B TEMHOTE U HA CBETY, COOTBETCTBEHHO.
Dto 03Havaso, uto B oTcyTcTBUM c[TOP MexaHU3M TeMHOBO-
ro BoccranoBsennst [IXJIJ] MoxkeT yHKIMOHHPOBATH U HA
ceety (Li, Timko, 1996).

HeckosibKko reHoB, komupytolmx uodopmsl Gesnka [10OP
(PORA, PORB, PORC) umetorcs y A. thaliana (Oosawa et
al., 2000), slumens (Holtorf et al., 1995), u HekoTOPBIX BUIOB
rojioceMeHHbIX pacrenuit (Skinner, 1999), torna kak B re-
HoMe 1MaHoGakTepui u xnamunomonanst (Li, Timko, 1996)
OH MOHOMOp(EeH. Y BceX M3yueHHbIX pacTeHu# reHbl POR
10-pa3HoMy perysupylorest cBetoM. OH MHTHOMpYeT 3Kc-
npeccrio PORA — reH akTHBHO TPAHCKPHOUPYETCST TOJIBKO
B 9THOJIMPOBAHHBIX MTPOPOCTKAX, U AKTHBHPYET IKCIIPECCHIO
renoB PORB n PORC npu nepeHoce pacTeHUi H3 TEMHOTHI Ha
cset (Frick et al., 2003). Posib pazmmunbix uzopopm cI[1OP
1 KOAMpyloLMX Ux reHos B npespattennd TIXJI B XJII; B
6uoreHese THIAKOMIOB, B hopMHpoBanuu Kommaekca cITOP,
3aliiTe oT POTOOKUCIEHHS U B ITPOLIeCCe 3eeHeHHs B HACTO-
sllee BpeMst ycusieHHo uaydaercst (JIuteuH, bensena, 2007;
bBensiea, 2009: Masuda, Takamiya, 2005).

3.2 MonekynsipHas cTpykTtypa cl1OP

[IponykT rena stumenst Porl — 370 6esok u3 388
AMHUHOKHCJIOT C TPAH3UTHBIM MENTHIOM pasmepom 74 a.
0. (Schulz et al., 1989). I'enbr, konupytouue cl1OP, uzo-
JINPOBaHbI U3 OPraHU3MOB, OTHOCSAUINXCsA K Pa3HbIM TakK-
COHOMHWYECKUM Tpyrnimam, OT unaﬁoéamepnﬁ JIO BbICHIHX
pacrennti (Schoefs, Franck, 2003). [Tepsuunas ctpykrypa
6enka cl[IOP xapakrepusyeTcsi BBICOKMM CONEp:KAHHEM

AMUHOKHCJIOT C OCHOBHBIMH CBOHCTBAMH M GOJIBIIUM KO-
JIMUECTBOM THJIPOGOOHBIX aMUHOKHCJIOTHBIX OCTATKOB.
Bce usBecTHble K HacTosiiieMy Bpemenu cl[1OP conepxkar
4 KoHCepBATHBHBIX OCTATKa IIUCTeHHa (y ropoxa B MO3H-
uusx: 119, 170, 280 u 307), oMH U3 KOTOPBIX MOXKET ObITh
BoBJieueH B cBsidbiBanue ¢ [IXJIJ. Bropuunas ctpykrypa
c[1OP ycranoBsiena Ha ocHOBe CMIEKTPOB KPYroBOTro IHX-
pon3Ma MOHOMEPHOTo 6eJlKa — €ro MoJIeKyJ1a COCTOUT U3
8—9 a-criupaueit (33 %), 7 B-ueneii (19 %), 20 % nosopo-
T0B M 28 % cayuaitubix netedn (Birve et al., 1996). [Toka-
3aHo, uto moJjekyaa c[IOP npucoennnsiercst k MemGpane
JIBYXCTOPOHHUMH CETMEHTaMH, COJEepXKalllUMH OCTATKH
Tpunrtodana, J0KaJaH30BAHHOTO oKoJio C-KOHIA, HJIH
rujpdobubiMu netasimu. CpaBuenune cTpykTypsl cITIOP co
crpykrypoit ipyrux HAJI®-3aBucuMbIx 6€J1KOB MO3BOJIH-
JIO OTHECTH 3TOT (DEPMEHT K CEMEHCTBY aJKOTOJTbJIETHAPO-
reHas (Beale, 1999).

3.3 Jlokanusauusa u pyHkLumoHuposaHue clOP

In wvitro ounwleHblél 0eJOK, KOLUPYEMbIH TIeHOM
PORI, — MoHOoMep MoJieKyJspHOH Maccol 35—38 kDa
(Oliver, Griffith, 1980; Apel et al., 1980). B ycsoBusix
in vivo clIlIOP accouunpoBan ¢ memGpaHaMu MJacTHA.
O6paszoBanne Kommjaekca storo ¢epmenta ¢ HAJIDH
u [IXJIJ] siBasieTcss HeOOXOAUMBIM yCJOBUEM CTaOUJIb-
HOI accouMalluu ¢ Tuaakouaamu. [Tosnarator, 4to B 3T0OM
kommiekce TTXJIJL cayxut doropeuentopom (Griffiths,
1991), a HAJI®H BhicTynaeT B KauecTBe JIOHOpa 3JIeK-
TpoHoB, KoTopble mepenatorest [IXJII (Griffiths et al.,
1996). Ecain komnsieke He o6pasyercs, To c[IOP paspy-
aeTcsl nMporeasamu, cojpepxkauiumucs ctpome (Beale,
1999).

Tpanckpuntel siiepHbIX TreHoB, Koaupyiounx clIOP,
00BIUHO HAKAMJNUBAIOTCS B 1IMTO30J1€ OKOJIO MOBEPXHOC-
TH niactua (Marrison et al., 1996), rne u NpoucxoanT UX
TpaHcasuus Ha 80S pubocomax (Batschauer et al., 1982).
Mouiekyaibl  nipe-c[1OP, copepKaliiine XJopomnJacTHble
TPpaH3UTHBIE NENTH/IbI, TPAHCTIOPTUPYIOTCHA B XJOporiJjiac-
Tel. B 3T0 Bpemst onn B3aumonencTBytoT ¢ 6enxkamu PTC
(cokp. aura. protochlorophyllide-dependent translocation
complex), KoTopble siBasioTess komnonentamu Toc/Tic-
TPAHCJIOKOHOB, HJIH KOMIIJIEKCOB, KOTOPbIE PACMOJOKEHbI
1o 06e CTOPOHbI 000JIOUKH XJIOPOMNJIACTa U 00€CNeynBaIOT
uMnopt 6eaKoB U3 uurongasmbl (Reinbothe et al., 2004;
2005). CymecrBoBanue [1XJI/I-3aBUCHMBIX TpaHCJIOKO-
HoB (Schemenewitz et al., 2007) noarBepauao o6eyxaa-
emyto ¢ 1995 r. runoresy 06 yuactuu [1XJI/L B peryasinuu
TpaHcnopTa 6e/KoB B xJjoporniact (Reinbothe et al., 1995).
Yeranosaeno, uyto aasa accouuanuu clIOP ¢ Tumakounma-
MU B KadecTBe Kodaktopa Heobxoaum HAJID (Dahlin et
al., 1999). Boamoxxnast poJib B 3TOM Tpolecce BTOPHUHOIM
ctpyktyphl c[1OP aktuBHO 06cyrkaaercs (Aronsson et al.,
2003).

Eciu 3THONIMPOBAHHbIE MPOPOCTKH MOKPLITOCEMEHHbIX
pacTeHuil (UMeHs!, TpaJleCKaHIIMK U JIP.) OCBETHThb B Teue-
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TMNOP

ChiL chin e

cloP
s 0 POR £ .0
COOCH, COOCH,
COOH COOH
cnopP TMnoP
941 Arabidopsis thaliana PORA
996 Arabidopsis thaliana PORB Angiosperms
Al 0.05
(.)'—05._) Arabidopsis thaliana PORC p—
993 | 1450
Pinus mugo Gymnosperms Pinus thunbergii* 853
999
Marchantia paleacea Bryophytes Marchantia polymorpha™ | 484
Chlamydomonas reinhardtii Chlorophytes Chlamydomonas reinhardtii* 1000
Plectonema boryanum Plectonema boryanum
—|: Cyanobacteria 688
1000 Synechocystis sp. PCC6803 Synechocystis sp. PCC6803 638
Heliobacteria Heliobacillus mobilis
Green sulfur bacteria Chlorobium tepidum
I1 000
Green nonsulfur bacteria Chloroflexus aurentiacus
831
Purple bacteria Rhodobacter capsulatus
Mus musculus
L carbonyl reductase Azotobacter vinelandii NifH
100 Streptomyces hydrogenans 1000
3a, 20B-hydroxysteroid dehydrogenase Plectonema boryanum NifH
758 Escherichia coli

Ta-hydroxysteroid dehydrogenase

Puc. 4. ®unorenusi TTIOP u cI[1TOP.

[Tpencrasiena mosiekyasipHasi dusorenus (B) depmenros, ocyuiectsasiounx npespautedne TIXJI B XJIL (A) (no:

Yamazaki et al., 2006)

HHE HECKOJIbKHMX YaCOB, a 3aTeM CHOBA TIOMECTHTb HX B TEM-
HOTY, OHHU MPOJOJ/KAIOT CUHTe3UpoBaTh XJI Ha ypoBHe 20—
30 % nopmbl (Popov, Dilova, 1969; Adamson et al., 1985).
OTBeuast Ha BOTIPOC, KAKHM 00Pa30M OCYLIECTBIAETCH ITOT
cunre3 B orcyterBue TIIOP, Packun n [Bapu (Raskin,
Schwartz, 2003) ycraHOBHIIM, UTO HHIHOUPOBAaHUE ACKOP-
OaTrnepoKCHAA3bl CAMULUIOBON KUCJOTOH BEJET K MpeKpa-
ILIEHUIO0 TeMHOBOTO cuHTe3a XJ1 y sumensi. OHM Mpeanoso-
KU, uTo B TeMHoTe npespatiienne TIXJI1 B XJII1 moxeT
ocyutectsaTh U c[IOP, KoTOpast CTob3yeT 3/MEKTPOHBI,
rnoJslydeHHble OT ackopbaTta. MeTon HHU3KOTeMIlepaTypHOU
CTEKTPOCKOIMHUH MO3BOJIUJI M0KA3aTh, UTO KaTaJUTHUECKHH
mexanuam cITOP Bkjtouaer B ceGs Be NMPOMEKYTOUHbIE
CTajvu, He Tpebylolllie cBeTa, KOTOpble MOTYT ObITh CBfi3a-
HbI C UI3MEHEHHEM TOJIOXKEHHS HITH KOH(DOPMALIMH MOJIEKYJTbI
tdhepmenta (Heyes et al., 2003).

3.4 . OBonoymoHHoe npoucxoxpeHue NMNOP
[TepBoHauanbHo mogaranu, 4yto c[IOP mosiBunach B
npollecce IBOJIOLHH TOJNBKO y MPOKPBITOCEMEHHBIX pac-
Tenui, oqHako, B 90-x romax XX Beka BBISCHHJ/IOCH, YTO
FeHOMbl LIMAHOOAKTEepHUl U BOAOPOCJEH TaK»Ke Coxep-
JKaT TeH, KOAUPYIOUIUH 3TOT GepMeHT. ¥ 1LHaHo6aKTepHH
Synechocystis sp. PCC6803 on 6bl1 06HApyKeH KaK TeH,
KOTOPBIH TIpH TpaHCOpPMAILIUH KOMIIJIEMEHTHPYET MY-
Tal{lo0, aHaJOTHUHYI0 MyTaluu, GJokupytoiei TIIOP
R. cupsulatus (Suzuki, Bauer, 1995). AMuHokucj0THAS
MOCJIe/IOBATENBHOCTD OeJKa, KOAUPYEMOrO 3THM TEHOM,
0KasaJlach CXOAHOH ¢ aMHHOKHCJIOTHOH MOCJIe0BATE/Ib-
Hocteio c[IOP Beicmnx pacrenuii. PujoreneTHueckuit
ananus cy6veaunul clIOP n 6.1n3kux x Heil pepmeHTOB
ceMeiicTBa KOPOTKOLEMOUEUHbIX JerHAporeHas/peayKkras
nokasaadJl, UTo 9BoJIolMoHHast uetopus renos ¢l IOP naua-
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Jach ¢ uMaHoGakTepuil (puc. 4), a 5yKapHoOTbl MOJYUHIN
UX B pesyJ/ibTare 3HA0CUMOMOTHYECKOTO FOPH30HTAJ/BHO-
ro rnepeHoca, CJy4MBLIErocsi 10 MOMEHTa AMBEPreHLHH
tdoToTpodHbIX faepHbIX opranuaMoB (Yang, Chen, 2004;
Fong, Archibald, 2008). Mouxaexyasipnasi Qusorenus
TIIOP oaHO3HAYHO CBUAETENBLCTBYET O MPOUCXOXKIAEHHH
KOJIMPYIOLIMX €ro TeHOB OT HUTporeHnaa 6akrepuil (Xiong
et al., 2000; Yamazaki et al., 2006).

4. AHAJIN3 COLEP>XAHWSA XJIOPOOUJT/IOB
Y OPTAHU3MOB, CUHTE3UPYIIOLLINX
XJIOPO®UJIJI B TEMHOTE W1 HA CBETY

[lepBrunas onenka 3(hpeKTHBHOCTH TeMHOBOTO U CBe-
TOBOro 6uocuHTesa XJ1 MoxkeT ObITh JaHa yTeM H3MepeHHs]
YPOBHS STHX MUTMEHTOB B KJETKAaX JIMKOTO THNA M GeCXJo-
PO(HUIBHBIX MYyTAHTOB, BbIPAlllEHHBIX B TEMHOTE U Ha CBETY.
[Ipu u3yyeHnu BJHSIHUS OCBellleHUsl Ha HakorieHue XJIy
HECKOJIbKHX BHJIOB COCHbI ObLJIO YCTAHOBJIEHO, UYTO B TEM-
Hote 14—22-x nueBnele nmpopoctku Pinus taeda (Griffiths,
1991), P. thunbergii (Shinohara et al., 1992) u P. sylvestris
(Drumm-Herrel, Mohr, 1994 ) cuntesupyror 20—25 % cse-
TOBOro ypoBHs XJI.

Y MyTaHTOB LIHAHOOAKTEPHH C HEAKTHBHBIM KOMIJIEK-
com TITOP Ha cBeTy MOJIHOCTBIO BOCCTAHABJIUBAETCS YPO-
BeHb cofeprKkanus XJ1 3a cuer akrusHoctn cITOP. Ckopoctb
nakorienust XJI npu cotorpochHOM pocTe Tak ke, KakK H
B XeMOTeTepOTPO(MHbBIX YCJIOBHAX B TEMHOTE, Y MYTaHTOB
P. boryanum c nedpextHbiMu reHamu chll, chIM w chIN
ObIM CXOJIHBI ¢ TAKOBBIMH Y LITaMMOB jiikoro tvna (Fujita
et al., 1998). Anasoruunble pe3ysnbTaThl ObIM TOJyYeHbI
Ha myTaHTax Synechocystis sp. no renam chil v chIN (Wu,
Vermas, 1995); 1 3T0 CBUAETEJILCTBYET O TOM, UTO CBETOHE -
3aBUCUMbBIH OnocuHTe3 XJI He saBjsieTcst He0OXOAUMBbIM JJIs1
LMaHOOAKTEPHIl HA CBETY.

Mtuorue yellow-MyTaHTbl XJJTaMHIOMOHA/IbI (KaK sifiep-
Hble, TaK U XJIOPOTIJIACTHbIE) TIPH POCTE HA CBETY HaKar-
JuBaioT MeHblie XJI, uem mTammbl 1MKOro Tuna. B 3a-
BUCHMOCTH OT F€HOTHIA €r0 COAepPKAHUSA CHUXKAETCSH 110
35 % (myTanty-5) 10 78 —98 % (MmyTanty-la) yposHs qu-
koro tuna (Ford, Wang, 1980; Ford et al., 1981). Knetku
mytanta pe-1 C. reinhardtii, y KoToporo He (yHKIIHOHU-
pyet cI1OP (Ford et al., 1981; 1983; Li, Timko, 1996) B
TEMHOTE CojlepKaT HaroJJoBUHY MeHblie XJI, yem mram-
Mbl JIMKOTO THIMA, BbIpallleHHblE B CXOJHBIX YCJOBHSX.
B03M0XKHO, UTO OTCYTCTBHE CBETO3aBUCHMOr0O pepMeHTa
KaKUM-TO 06pa30M CHHXKAET YPOBEHb TEMHOBOTO CHHTE-
3a XJI, okasbiBasi Bausinue 6o Ha akTuBHOCTb TITOP,
an60 na conepxkanue I[IXJIJI. Ha cBeTy aToT MmyTanT Ha-
kanausaeT 36 % XJI quxoro tuna. ITo-BuaumMoMy, Takoil
ypOBeHb MUTMeHTa oOecneunBaeTcsl akTuBHOCTHIO TIIOP.
CrocoGHOCTb MyTaHTa pc-1 HaKanJMBaTh HA CBETY BTPOE
6oabliie XJI, ueM B TeMHOTE, MO3BOJISIET TPEANOXKHUTh, YTO
cetonesaBucumas peaykius [TXJIIL moxeT mo3uTHBHO
PEryJHpPOBATHCS CBETOM.

SAKJIIOHEHVE

Euie B navase 90-x rogos XX Beka CUHTAJH, UTO TEM-
HOBOH O6HocuHTe3 XJI — pesysibTat GMOXHMHUECKUX MOJIH -
¢dukaumnii c[TOP. Ceftuac o4eBHIHO, YTO TEMHOBOE M CBe-
To3aBucHMOe BoccTaHoBjeHue [IXJIIL kouTposupyloTcs
pa3HbIMK TeHaMH, KOJIUPYIOIMMH /IBa Pa3HBIX 10 CTYKType
M TMPOUCXOXKIEHHI0 (DepMEHTHBIX Komriekca. MeTtomamu
KIACCHUECKOH U MOJIEKYJ/ISIPHOH TeHETHKH M TeHOMHKH MPH
M3yueHun (POTOCHHTE3UPYIOIMX GAKTEPHH, 3e/eHbIX BOJO-
pocJiell ¥ BBICUIMX PACTEHUH ObLIM HAWIEHbI TPH TeHa, KOH-
TpoJipyloLHe cBeToHedaBucuMoe npespatenve [TXJI B
XJUL — chiL, chiB v chIN (bhIL, bhiB v bchN y Gaxrepuit,
cunresnpyronx bXJI). DTH reHbl KOMUPYIOT CyObHEIHHH-
bl pepmentHoro kommiexca TIIOP, cxomnble Mo cTpyKTy-
pe ¢ cyobenununamu vurporenassl NifHDK (Muraki et al.,
2010). Onu oGHapy»KeHbl TOJBLKO Y OPraHU3MOB, CHHTE3H-
pytowux XJI B TeMHOTe, W y MpeACTaBUTe/1eH SyKAPHOT J10-
KaJIM30BaHbl B reHoMax ryactus (Armstrong, 1998; Nomata
et al., 2005).

[Tono6uo JIHK-doTonaze (Begly, 1994), c[TOP — 310
«(pOTOIH3UM», UIH (hEePMEHT, KOTOPOMY ISl TPOSIBJAEHHS
KaTaJIUTHUECKON aKTHBHOCTH HeoOXoauM cBeT. OHa oTHO-
CUTCSl K ceMefiCTBY Jlerniporenas/petyKras KopoTKOoLero-
UeUHBIX CIIUPTOB U Tak ke, kKak TIIOP, umeer npokapuorHoe
TIPOUCXOXKIEHHE.

OcHoBbIBasich Ha (PUIOreHETHUECKOM aHAJH3e U XapaK-
tepe pacnpenenenus TIIOP u c[IOP cpean dortorpodhubix
OpraHW3MOB, MBI MOXKEM MPEANOJNOXKUTb, YTO TMpPHCYLIast
aHokcurennsiM 6akrepusim TIIOP — Gosee apxanunas
(bepmMeHTHAs cUCTeMa, HMelolast 061Ilee MPOUCXOKIEHHE C
nurporenasoil. B mpouecce sposounn cl1OP, no-suanmo-
MY, TIOSIBMJIACh BMECTE C OKCHTEHHOH (hOTOTPOHEN B OTBET
Ha yBeJnuenne conepxkanus O, B aTMocdepe, 4TO KOMIEH-
CHPOBAJIO MOTEPIO AKTHBHOCTH YyBCTBUTENBHOH K KHCJIOPO-
ny TITOP (Schoefs, Franck, 2003; Fujita et al., 2006).

Kaxkumu npuunHamu 66110 00yCJI0BJEHO [10SIBJICHHE CBe-
TO3aBHCHMOTO annapata 6uocunresa XJI? Kakopa 1ieHa yr-
patsl kommiekca TIIOP nokpbIToceMeHHBIMH PaCTEHUSIMH ?
HMcueprbiBaioliie oTBETH HA 3TH BOMPOCH! ellle He MoJtyde-
ubl. buonnrtes BXJI y coBpeMeHHbIX aHa9pOOHbIX OaKTepHit
MHrHOUpyeTes cBeToM M KucsaopogoM (Shiba, Shimada,
1997). Takoe mHru6upoBaHHe MOXKHO paccMaTpHBaTh Kak
MeXaHH3M MPelOTBPAleHHs] TMOTeHIHAIbHOH OMAcCHOCTH
torooxucaenus (LLaneiro, 2004 ). MonexyJisl ToppUPHHOB
(k xoTopbiM otHocsiTest BXJI, XJI 1 ux GHocHHTeTHUeCKHE
Tpe/IlIeCTBEHHUKH) — CHJIbHbIE (DOTOCEHCHOUIN3ATOPH,
Ha CBETY BBI3bIBAlOIIME 0O6pa3oBaHHe CHHIJIETHOTO KHCJIO-
pona. B aspoGubix yenoBusix uaruoupoatue TI1IOP cBeTom
1 KMCJIOPOJIOM MOXKET CHUKATh 9(DEKTUBHOCTb (DOTOCHHTE3A
v npuBomuTh K Hakoruienuto TIXJIJT (Fujita, Bauer, 2000).
[TosiBaienune clTOP npenotBpauiano sToT npouece u odec-
neunBaso 3PMEKTUBHBIA OKCHIeHHBIH (POTOCHHTE3.

YCTaHOBJIEHO, YTO OPTaHU3MBI, CMOCOOHBIE K CBETO3a-
BUCUMOMY U cBeTOHe3aBucUMOMY cuHTe3dy XJI (BXJ1), Bbi-
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6upator nytH BoccranoBsaenus [1XJII] B 3aBucumocTt ot

MHTEHCHBHOCTH OCBELIEHUS U CcofiepKaHus kucaopoaa. [u-

aHobGakrepus P. borianum Ha cnaboM cBeTy (HHTEHCUBHOC-

Thio MeHee 10—25 Mkmosib KBaHTOB M~ 2% ¢~ 1) 0Gpasyer XJ1

TosibKO ¢ omotipio TITOP; npu ocBeniennocTH caeiiie 130

MKMOJIb KBAaHTOB M 2% ¢! Bech XJ1 cunTe3upyercst HCKJIO-

unTesIbHO ¢ omoliibio ¢l TOP, a npu cpeiHeit MHTEHCHBHOCTH

cBeta (25— 130 MKMOJIb KBaHTOB M~ 2% ¢~ ') hyHKIMOHHPY -
toT 0o6a epmeHTa, U GoJblias yacth XJI o6pasoBbiBasach
no ceerodaBucumomy nytu (Fujita et al., 1998). Myranr,
quuennslt c[1OP, Tepsin cnoco6HOCTL pacTH B a3poGHBIX

YCJIOBUSIX U TIPU BBICOKOH MHTEHCHBHOCTH cBeTa. Ero nepe-

HECEHHE B aHAPOOHDIE YCJIOBHSA MPUBOIUIIO K BO30OHOBJIE-

Huio pocta u 6uocunresa XJ1 (Yamazaki et al., 2006). Bee

9TU JIlaHHbIEe CBHAETEJbCTBYIOT 0 ToM, uto TIIOP u c[1OP

KOMIEHCHPYIOT (PYHKIMK JPYT Jpyra B 3aBUCHMOCTH OT CO-

CTOSIHUSI OKPY2KalOlllel CpeJibl, TI03BOJIsIT OpraHku3MaM Bbl-

JKUBATh MPH H3MEHEHHH OCBELIIEHHOCTH U CONEPIKAHUS KHC-

Jiopoja.

Jlnst aspoGHbIX poTocuHTeTHKOB cITOP nmeet Heckosb-
KO oueBUJIHBIX Npeumyliects nepen TIIOP:

*  (pepMeHT HEeUyBCTCBUTEJIEH K KHCJIOPOJLY;

+  Kak (hOTOIH3UM, OH JIUMUTHPYET HaKOMJIeHHe (POTOCEH-
cubuanzatopa [XJ1/1, npenorspaiias npoiecchbl GpoTo-
JIECTPYKIIUH;

+ ckopocTb BoccraHoBseHus TIXJIJL ¢ momotubio cITOP
3HAUUTEJILHO Bhille, ueM B caydae TITOP, uro oGecneun-
BAET BbICOKYIO MPOAYKTHBHOCTb GHOCHHTe3a XJI.
[To-BUAMMOMY, 9TH TPEUMYILECTBA CTaJH TMPUUUHOMN

nepexojia MOKPbITOCEMEHHbBIX PACTEHHH K CBETO3aBUCH-

MoMy cuHTe3y XJI B yCJIOBHSIX OKCUTeHHOTO (POTOCHHTE3A,

UTO COTPOBOXKAANOCK TOTepeil reHoB, Kopupyiouux TI1OP.

Jlsig ananTtauuu K pa3HbiM YCJIOBHSM OCBEIIEHH ST HEKOTO-

pble pacTeHusi, HarnpuMep apaGHIONCUC, B3aMeH yTpaueH-

Hoit TIIOP o063aBesnch HECKOJbKHUMH TOMOJIOTHYHBIMH

reHamu c[TIOP (PORA, PORB w PORC), sxcnipeccus Ko-

TOPBIX T10-Pa3HOMY 3aBUCHT OT cBeTa W Hajmuus HAJIOH

(Kim, Apel, 2004).

CJieflyeT OTMETHTb, UTO CBET M KHCJOPOJ OKa3blBAIOT
KPUTHUYECKOE BJIUSIHUE HA YKU3Hb (DOTOCHHTE3UPYIOLINX OP-
TaHU3MOB U, TM0-BHIUMOMY, SBJSIOTCS OCHOBHBIMH (DaKTO-
pamu 3BOJIIOLMH (POTOTPOGOB, KOTOpas 111/1a B HAMIPaBJIeHUH
ajanTalil K 9THM H3MEHSIOIMUMCS MapaMeTpaM BHElIHeH
cpenbl. bosiee apxanuHblii TeMHOBO# GrocHHTe3 XJ1 chop-
MHPOBaJIC B aHAPOCHBIX YCJOBHUSAX, a 3aTeM 3BOJIOLHS
XJ1-cHHTe3UPYIOLIMX OPraHW3MOB 111J1a 110 MyTH afanTHIHN K
YBEJIMUEHHIO HHTEHCHBHOCTH CBeTa (MPH Mepexojie U3 BOJbl
Ha CyLly) ¥ COIep2KaHUsl KHCJI0POoJa.

B T0 Bpemst kak c[TOP ugyuena noBosibHO noapo6Ho (be-
asieBa, 2009), coBpeMeHHble 3HaHUS 0 TEMHOBOM GHOCHHTE-
3e XJI, TaK ke, KaK W CBeJeHHs] O MeXaHW3Max afanTaluu
PACTUTEJIbHON KJETKH K CBETY KpaiHe HeMHOTOUHCJIECHHbI.
B KysibTypax mraMMoB XJIaMHIOMOHAJIbI, PACTYIIHX HA CBE-
Ty, MyTalyi yellow cnoHTaHHO BOZHUKAIOT C BBICOKOM 4acTO-
toit (107=107*). [1o-Buaumomy, B pOTOTPODHBIX YCIOBHSIX

notepst TIIOP naer cenekTHBHOE MPEUMYIIECTBO, U HAJH-
uhe siIepHbIX TeHOB yellow, MyTallu Mo KOTOPbIM OJOKH-
pyioT TemHoBoe BoccTanosenne [TXJIJI, Heo6xonumo assi
perynsiunu aktusHoctd TIIOP. BeposiTHO, MpoayKThl 9THX
FeHOB Y4aCTBYIOT B PETYJISILIUH SKCIPECCHH XMOPOTIACTHBIX
reHOB, OTBETCTBEHHbIX 32 HuocunTes XJI Ha ypoBHe obpa-
30BaHMsl M (DYHKIHOHHPOBAHHS KOAMPYEMBIX HMH O€JIKOB
(Cahoon, Timko, 2000). BuoJsiornueckasi mpuposa U mMexa-
HU3MBI JIEHCTBUST STHX PETYNSTOPOB KpaiiHe HHTEPECHHI, HO
MOKa HEM3BECTHBI.

TemHnoBo#t 6uocuntesd XJI oGecneunBaeTcst He TOJLKO re-
HaMH, KOHTPOJMPYIOLUMY HaKomeHne u peryJsiio TITTIOP,
[Tomumo mytanTtoB yellow, y xn1aMUIOMOHAB!I OMHCAH MHOH
THIT MyTaHTOB 10 TeMHOBOMY OHocuHTedy XJI, KoTopble Ha-
KarJnBaloT B TeMHoTe npotonopdupun IX — Gosee panuuii,
ueM TIXJI[, npentectsenuuk XJI 1 crnocoGHble 3e/1€HETh B
temHote (Wang et al., 1974; UekyHosa, Keutko, 1986; [1la-
Jbiro u p., 1990). Kommnekcnoe renetnko-6HoXUMHUECKOe
uccsieioBanne atux mytantos (bre-1 u 1ts3) nossosiniio Haii-
T crnetuduunbii A1st sykapuor GATA L -TpaHCKpHITIHOHHBI
daxrop LTS3, HeoOXOAMMBIH /151 SKCTPECCHH B TEMHOTE
FeHOB, KOJUPYIOUIMX (PepMeHT MarHuii-xenartasy — Gosee
panHuii, yem [TOP B nienu Guocunresa XJI (Hekynosa, Ca-
BesibeBa, 2010). OGHapykeHue 3Toro hakTopa CBHIETE/bC-
TBYET, YTO HE3aBUCHMBIH OT CBEeTa OMOCHHTE3 TETPANTUPPOJIOB
B (hOTOCHHTE3UpYIOLIEeH KIeTKe 00ecneunBaeTcs  yTeM pe-
TYJISILK HA YPOBHE TPAHCKPHITLIMK TeHOB, KOAUPYIOLINX Mar-
HUI-XeJ1aTasy.

Hawm npeacrasjenuss o reHetuke GoJiee apXauuHOro
TeMHOBOro cuHTe3a XJ1 erte Tosbko hopmupytotes. Heese-
JIOBaHHUSI B 3TOH 06/1aCTH MO3BOJISAT BBISICHUTD POJIb T€HOMOB
s7Ipa M XJIOPOTJIACTOB B PETYJISILIMK 3TOTO MPOllecca, a TaKxKe
B o0ecrneueHnHy aganTauuu GoToTpodos K BarKHeHIIeMy /151
HHUX (DAKTOPY BHEILIHEH CPe/ibl — CBETY.

Pa6oTa BeimosHeHa npu (GUHAHCOBOH MOJIEP2KKe FPaHTa
PODIU: 09-04-01646a
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