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PaccMoTpeHBl COBpeMEHHBIE MPEACTABICHUS O OMOCHHTE3€ KapOTHHOHMIOB JYKapHOT, Kak
o0mmue Uil BBICIIMX PAacCTEHUH M 3€JEeHBIX BOJIOPOCIEH, TaK W crenu(uyeckue XapakTepHbIE JUIs
Pa3IUYHBIX CUCTEMATHYeCKUX IPynn Bogopociaeid. OnucaHbl Bce TeHbI U (PePMEHTHI, YIaCTBYIOIIUE
Ha KaXIOM OJTame Ipolecca OHOCHHTE3a  KapOTHHOUAOB, a TaKkXkKe  JIOKaIHU3aIus
MYJIbTU(GEPMEHTHBIX KOMIUICKCOB B MeMOpaHax XJIOpPOIUIacToB. JleTanbHO 0O0CYXIaroTcs
MeTa0O0JIM3M U OCHOBHBIE (DYHKIIMU Hambosiee BaXKHBIX KCaHTOPHIUIOB: 1 — cBeTocobmparomas, 2 —
CTpykTypHas U 3 — doro3amuTtHas. Oco0oe BHUMaHHUE YAEICHO OINMCAHUI0 MEXaHHU3MOB
q)OTOSaIIII/ITI)I, B TOM YUCJIC C yHaCTHUEM CHGIII/I(bI/ILIGCKI/IX KapOTUHONOOB: 1- BHUOJIAaKCAaHTHHOBOI'O, 2
— JIIOTEHH-5,6-3M0KCUAHOTO M 3 — AMAJAWHOKCAHTUHOBOTO IHKIJIOB. IlepBBIii M3 HUX SBISETCS
XapPaKTCPHBIM JIA OOJIBIIIMHCTBA OYKapuoT, a BTOpOﬁ u TpeTI/Iﬁ BCTPCHAIOTCA TOJBKO Y OTACIILHBIX
rpynn Bojopociei. PaccMoTpeHO ydacTHe KapOTMHOHMIOB B (DOTOTAKCHCE OJHOKIETOYHBIX
3eneHbIX Bojopociei. [loka3aHo, YTO MX CBETOYYBCTBHTEJIbHAs OpraHeila — IJIA3HOE ISTHO
CONEPKUT KapoTHHBL. [IpuyeM, C MOMOLIbI0 MYTAaHTOB XJIAMHJIOMOHAJbI BIIEPBBIE Y/IajOCh
JI0Ka3aTh BO3MOXKHOCTh HM3MEHEHHS COCTaBa KapOTHHOB B TJIOOyJax TIJIA3HOTO TIISITHA ITyTEM
MyTareHesa.

Ways of biosynthesis, localization, metabolism and functions of carotenoids in chloroplasts of
different types of algae

Ladygin V.G.

It has been considered current ideas on biosynthesis of eukaryotes’ carotenoids both general
for higher plants and green algae, and specifically distinctive for different systematic groups of
algae. It has been described all genes and enzymes participating at every stage of carotenoids’
biosynthesis, as well as localization of multi-enzyme complexes in chloroplasts’ membranes.
Metabolism and main functions of the most important xanthophylls are being discussed in detail: 1
— light-harvesting, 2 — structural, and 3 — photoprotective. A special attention is paid to description
of the mechanisms of photoprotection, including that ones with participation of specific
carotenoids: 1 — violaxanthin, 2 — lutein-5,6-epoxide and 3 — diadinoxanthin cycles. The fist one
from them is typical for the most eukaryotes, and the second and the third one are met only in
separate groups of the algae. It has been considered participation of carotenoids in phototaxis of
unicellular green algae. It has been shown that their light- sensitive organella, the eyespot, contains
carotenes. Moreover, with the help of Chlamydomonas reinhardtii mutants we managed to prove
first possible changes of carotenes’ composition in the globules of the eyespot by mutagenesis.
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BBEJAEHUE

M3 Bcex KIAacCOB MPUPOJHBIX MHUTMEHTOB KapOTHHOWUIBI  Haubojee  IIUPOKO
pacipocTpaHeHbl B IPUPOJAC U, HECOMHEHHO, MPUHAICKAT K YUCITY OUYCHb BAXHBIX COCIMHCHHIA.
Onu oOHapy»XeHbl Y BCEX MPEACTABUTEICH PACTUTENBHOIO IAPCTBA KaK B (POTOCUHTE3IUPYIOUIHX,
TaK U B He(DOTOCHHTE3UPYIIUX TKAHIX. DT MUTMEHTHI YaCTO BCTPEUAIOTCS y OakTepuii, rpuOoB U B
KJIETKaX MHOTHX »XHBOTHBIX, OOYCJIOBIUBAasl X OKPACKy, OCOOCHHO MNTHUIl, PHIO, paKOOOPa3HBIX U
HAceKOMBIX. KapoTHHOMIBI W WX TPOM3BOAHBIC MMEIOT OOJBIIOE 3HAUCHUE KaK ISl PACTCHUU,
y4acTBYySl B OpraHu3alud W (QYHKIHMOHUPOBAHWU (POTOCHUHTETHYECKHMX MeMOpaH, Tak W MJis
KUBOTHBIX, SIBJISISICH OCHOBOW 3PHUTENBHBIX MUTMEHTOB, OTBETCTBCHHBIX 3a BOCIPHUATHE CBETa U
pasnuueHue 1BeToB. OHU (0COOCHHO [-KapOTWH) — IEHHBIH OWOTEXHOJOTUYECKHA IPOIYKT,
HCIMOJIb3YEMBbII B MEJIMIMHE, CEJIbCKOM XO34MCTBE, a TAKXKE B INHUILEBOM, KOCMETHYECKOW U
nap@roMepHOH TNPOMBIIJIEHHOCTH B KayecTBe (DU3HOJIOTMYECKH AaKTUBHBIX COEAMHEHUH,
MIPUPOIHBIX KpPACUTENEH U HCTOYHUKA BUTAMUHOB.

Celiyac U3BECTHO OIpOMHOE pazHOOOpa3ue KapoTUHOUIOB. Tak, B-KapoTUH COAEPKUTC Y
OakTepuil, TpuOOB U Becex GoTocuHTe3upyronmx opranu3MoB (Kapuaayxos, 1988, 2000), B To Bpems
KaK O0-KapOTUH U MPOHM3BOJAHBIE OT HETO0 KCAHTO(UIUIBI CHHTE3UPYIOTCS TOJIBKO B XJIOPOILJIACTAaX
BOJIOPOCTIEH M BBICHIMX pacTeHH, HMeronux aBe ¢porocuctemsl (Young, Britton, 1989; Emenhiser
et al., 1996). [loaTomy Bo3HUKaeT OOIBILIOI HHTEPEC KaK K MPOIECCy OMOCUHTE3a 3TUX COCTMHEHUI
U TEHETUYECKOMY KOHTPOJIO OTIENBHBIX €ro JTAloB, TaAK M K CHENU(PUKE UX JOKAIU3AlUd U
BO3MOXXHOW (DYHKIIMOHATBHOW poiu B (OTOCHHTETHUECKUX MeMOpaHax. Jlo cux mop Takux
cBeneHuit ouenp Mano (Young, Britton, 1989; Britton, 1998). B 310iif paboTe MBI pacCMOTpUM IyTH
OMOCHHTE3a PA3IMYHBIX KAPOTHHOMJIOB XJIOPOIUIACTOB U ydacTHUe B ATOM Ipouecce (EepMEHTOB,
KOHTPOJIHPYEMBIX Pa3IMYHBIMHA T'€HAMH.

bnaroaaps ucnonp30BaHuIO B KauecTBe 00BEKTOB MyTaHTOB OakTepuii, rpudoB, Bo1OpOCien
W BBICIIMX PACTCHUH: sYMEHs, Tabaka, TOMATOB M TIepIia, HEKOTOPHIE JTambl OHOCHHTE3a
KapOTHHOHUJIOB YK€ JIOCTaTOYHO xopoio u3ydensl (Davies, 1975; Bishop, 1992; Sandmann, 1993).
OpmHako u3-3a OrPOMHOTO Pa3zHOOOpa3us U CHEnu(UUEecKoro cocTaBa KapOTHUHOHUIOB Y Pa3IMUHBIX
opranu3moB (Bilger et al., 1995; Hartel et al., 1996; Jlagpirun, upukosa, 1993, 1999) ocraercs
ele MHOXXECTBO BOMPOCOB 10 BBIICHCHHIO TPOMEXKYTOUYHBIX TIPOAYKTOB, COCTaBy |
(GYHKIMOHATBLHOM PO KapoTHHOB M KcaHTopmuioB (Young, 1993; Goodwin, 1993; Macnoa u
ap., 1996). Llenp paboThl cocTosiia B TOM, YTOOBI HA OCHOBAaHMM OOOOIICHHS COOCTBEHHBIX U
TUTEPaTypHBIX JaHHBIX TOCIEIHUX JIET TMPEACTAaBUTh OOIIyl0 CXeMy | CcrHenu(uuecKue
0ocoOeHHOCTH OWOCHMHTE3a KapOTHHOHMIOB B TUIACTHIAX JYKAPHOT, YACIUB 0c000e BHHMaHUE
HauMEHee H3yYEeHHBIM PaHHUM M 3aKIIOYUTENBHBIM J3TafaM Iend OMOCHMHTe3a KapOTWHOB U
KCAaHTOPWIUIOB C XapaKTEPUCTHUKOW (PEpMEHTOB W TEHOB, YCTAHOBJICHHBIX IS XJIOPOIUIACTOB
BOJIOPOCJIEN U BBICIIUX PACTEHUN.

Mbl  HajeeMcs, UYTO TOHMMaHHE TIPOIECCOB  OWOCHHTE3a  KAPOTHHOWIOB W
MPOCTPAHCTBEHHOM JOKanu3auu (GEepMEHTOB OyIeT crmocoOCTBOBATh AallbHEHIIEMY BBIICHEHHIO
WX pOJIM B OpraHW3ali W (PYHKIIMOHUPOBAHUU (POTOCHHTCTHUYECKUX MEMOpaH XJIOPOIIACTOB U
PEIICHUIO0 BaKHEHIIIHNX 3a7]a4 OMOTEXHOJIOTHH.

|. TEHETUYECKHAW KOHTPOJIb 1 TYTU BUOCHUHTE3A KAPOTUHOHJIOB
OBIIME CBEJEHMA O KAPOTUHONJAX

KapoTuHonapl — MIMPOKO pacmpOCTPaHEHHBIM Kiacc CTPYKTYPHO U (PYHKIMOHAIBHO
pa3nUYamuXcs MPUPOIHBIX MUTMEHTOB, OOBIYHO HMMEIOMIMX JKEITYIO, OPAaH)XXKEBYIO M KPAaCHYIO
okpacky. OHM CHHTE3UPYIOTCA Y OPOACOKEH, TPUOOB U BO BCeX (POTOCHMHTE3UPYIOMIUX OpPTaHU3MaXx,
HauuMHas OT OaKkTepuil M MHMKpPOBOJOPOCIEH 10 BBICHIMX pacTeHuil (Annstrong, 1994; Liaaen-
Jensen, 1998). B omnmume OT NPOKApUOT y HSYKAPUOT C OKCUTEHHBIM (OTOCHHTE30M OHHU
HAKaIllJMBAIOTCA B IUIACTHAX BOAOPOCIEW M PA3IMUYHBIX TKAHEW BBICIIMX PAaCTEHUI: KOPHSX,
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cTeOMNsX, JUCThSIX, TUIO/AAX, JITIECTKAX W MbUIbIE MBETKOB. M X0Ta B crenuuyecKux opraHax
HAKaIlJIMBAIOTCS PA3IMYHbIe KaPOTUHOM/IbI, OCHOBHBIE 3Talbl UX OMOCHHTE3a OCYLIECTBIISIOTCS 10
MPEJIOKEHHBIM 37I6Ch CXeMaM JI0 XapaKTePHBIX ISl UX TUIACTU KOHEYHBIX mpoaykToB (Britton,
1995b). Ceituac yxe u3BecTHO Oosiee 600 CTPYKTYpHO pasaudaroniuxcsi KapoTHHOHIOB (Straub,
1987; Kull, Pfander, 1995). B coBOKymHOCTM BCE€ MPOKAPHOTHBIE U DYKAPUOTHBIC OPTaHU3MBI
CUHTE3HUPYIOT exerogno 6omee 110 miH. T atux nmurmentoB (Klaui, 1982; Olson, Krinsky, 1995).
OHU SBIAIOTCS OMOTEXHOJOTHMYECKH IEHHBIM TPOAYKTOM M UMEIOT (U3MOJIOTHUYECKHA BAXHOE
3Ha4YeHHE s CTPYKTypbl W (ynkmum kiaetok (Pfunder, Bilger, 1994; Macnosa u np., 1996;
Kapnayxos, 2000). B nocienHue rogpl UCCIeI0BaHUS KAPOTUHOUIOB AKTUBU3UPOBAIUCH B CBSI3H C
HOBBIMHU JTaHHBIMA 00 aHTHOKCHIAHTHOW aKTHBHOCTH KapoTHHOB M kcaHTodmioB (Miller et al.,
1996; Niyogi et al., 1997), yuacTuu KcaHTO(PHIIIOB BUOJTAKCAHTUHOBOTO IIUKJIA B (OPMUPOBAHUU U
(GYHKIIMOHUPOBAHUM ~CBETOCOOMPAIOLIET0 MUTMEHT-0eNKoBOro Komiuiekca ¢otocuctemsl 11
(Demmig-Adams et al., 1996; Montane et al., 1998; Saccardy et al., 1998), a Takxe 0 BO3MOKHO
JIOKAJIM3alMM BUOJIAKCAHTHHOBOTO IuKjiIa BOMM3U (otocuctembl [ (Koprromenko u ap., 1977,
Jlapeirun, lupukosa, 1987; Hager, Holocher, 1994).

[Toutn Bce KapOTMHOUIBI HMEIOT TEPIEHOUIHOE CTPOEHHUE. YTJIEPOJIHBIM CKeleT HX
nocTpoeH u3 BocbMH Cs-M30MPEHOBBIX eAMHHUI n3oneHTeHmiandocdara, nosromy Cgo-puronn n
MIPOU3BOJIHBIE OT HETr0 KapOTHHOWIbI Ha3bIBalOT C40-U30MPEHOMTAMH, WIH TETpaTepreHOUIaMU
(Canoxunuko, 1967; Weedon, Moss, 1995).

[Io XuMHYECKOMY CTPOCHHMIO BCE€ H3BECTHBICE KapOTHHOUIBI MOXHO pa3leiuTh Ha
COCMHEHUSI C OTKPBITOM WENbI0 — ayuKkiuyeckue, U COCIUHEHHsS, COJACpKAIlMe HAa OJHOM WU
000MX KOHIIAX MOJIEKYJbI IHMKJIOT€KCAaHOBbIE (MOHOHOBBIC) HIIM ITMKJIONEHTAHOBBIC KOJbIIA,
yuxknudeckue. K coeMHEHUSAM C OTKPBITOM IETIbI0 OTHOCATCS: (-KapOTHH, HEUPOCHIOPHH, JIMKOIIHH
(puc. 1, @) 1 MHOTHE aUKJINYECKUE KCAaHTO(MUIUTBI OakTepuid u rpudboB (Armstrong, 1994; Liaaen-
Jensen, 1998). K MmoHommxim4yeckum kapotuHouaam otnocsares 7',8',11',12'-rerparunpo-y-kapoTuH,
o- U [-3eaKapOTHUHBI, 0- U Y-KapOTHUHBI U UX mpousBoaHbie (Czygan, 1982; Armstrong, Hearst,
1996). B To xe Bpems o-, B- U €-KapOTHHBI COJEPKAT B CBOEH MOJIEKYJIE J1BA MOHOHOBBIX KOJIbLIA U
JAIOT HAYajJo MPOHM3BOAHBIM OT HHUX KCAaHTOPWIIAM C JABYMS IIMKJIaMH, B YaCTHOCTU BCEM
KCaHTO(HIIaM BOJIOPOCIIeH U BhICIIUX pacteHuid (Sandman, 1994; Liaan-Jensen, 1998).

Kak anuknnueckue, Tak ¥ IMUKIMYECKUE KAPOTUHOUIBI, MOJEKYIbl KOTOPBIX UMEIOT YUCTO
yrieBojopogHoe crpoeHue (Hampumep, CgqoHse — nmukonuH, o-, € U B-KapoTHH), HA3BIBAIOTCS
kapotuHamu (Siefermann-Harms, 1987; Yamamoto, Bassi, 1996). Bce kucnopoacoaepxaiiue
kaporuHOWAbl (Hampumep, CsHs60, — 3eakcaHTWH, JIFOTEHWH, JTAKTYKaKCAaHTHH) HAa3BIBAIOTCS
KCaHTOQWIIaMU. ATOMBI KHCIOPOJa MOTYT BXOAMUTH B COCTaB MOJIEKYJT KCaHTO(HIIJIOB B BHJE
THJIPOKCHIIBHOM, KapOOHMIIbHOM, KETO-(0OKCO-), SMOKCUIHON U JPYTUX TPYIIT U BBITOJHATH B HUX
pasnuuHyto GyHnkiuto (Canoxxnukos, 1967; Miller et al., 1996; Yamamoto, Bassi, 1996; Saccardy
et al., 1998). B cTpykType MOJEKyIIbl KAPOTUHOUA MOYKHO JIETKO Pa3IuYUTh IEHTPAIILHOE 3BEHO U
KOHIIeBbIe Tpymmbl (puc. 1, a). LleHTpanbHOE 3B€HO — 11ellb KOHBIOTUPOBAHHBIX JABOWHBIX CBSI3EH —
Ha3piBaeTcsi XpomodopoM. KoHIeBble Tpynmbl OBIBAIOT AlMKIMYECKHE, KaK Yy JMKONHHA, M
[UKITUYECKHE, KaK Yy 0-KapoTuHa (¢ - U &-IUKIOTeKCAaHOBBIMU KOJIbIIAMU) WM KarmcopyOuHa (c
JIBYMSI IUKIIOTIEHTAHOBBIMU KOJIBIIaMH). XPOMO(OpP MOJIEKYT KapOTHHOUIOB OOBIYHO COCTOHUT W3
18 + 4 = 22 yrnepoJHbIX aTOMOB, a KOHIIEBbIE TPYIIBI B MMOAABISIONIEM OOJIBIIUHCTBE COJIEPIKAT
o 6 + 3 =9 aromoB yriepona (Goodwin, 1993).

Hywmeparius aToMOB yriepojia HaYMHAETCS OT KOHIIEBBIX TPYII K IIEHTPY MOJEKYIbI (puc. 1,
a) (Britton, 1995b, 1998). Ceituac u3BectHo 6osee 50 BHUIIOB KOHIIEBBIX TPYMI, B TOM uucie 7
TunoB Cg-KOHIEBBIX Tpynmn (puc. 1, 6) I TIacTUI BOJOPOCIEH W BBICHIMX pPACTEHUH —
aIIKIIMYecKasl Y, XapaKTepHas JUIS JIMKOIWHA, U 6 TUIIOB IMKJINYECKHX: PB, €, v, K, ¢, y (Britton,
1995b, 1998). Cnemyer Takke OTMETUTh cHeUM(pHUECKHE KOHIEBble rpynmbl (puc. 1, 6):
A1eH08YI0, XapaKTEePHYIO Ui HEOKCAaHTHHA M (DYKOKCAaHTHHA, MMEIOIIYI0 JBE HEHACHIIICHHBIE
JIBOMHBIE CBSI3U y 7-r0 aToMa yriepoaa (puc. 1, 6, 3), u ayemunernogyio — ¢ TPOIMHOH CBSI3bI0 MEXKITY
7-M u 8-M atromamu yriaepoza (puc. 1, 6, 4), yCTaHOBJICHHYIO JUIsl aJNIOKCAHTHUHA U TMATOKCAHTHHA
Bogopocieir (Britton, 1998; Liaaen-Jensen, 1998). AnneHoBble U aleTUICHOBBIE KOHIICBBIC
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IPYIIIBL, TaK XKe, KaK ¥ [UKJIOTIEHTaHOBbIe KOJbIla (puc. 1, 6, 2), 00pa3yroTcst U3 IMKJIOTeKCAaHOBBIX
KOJIeI[ AMOKCHUKapoTuHOWAOB (puc. 1, 6, 1) aHTtepakcanTMHa W BuonakcantuHa (Britton, 1998;
Cunningham, Gantt, 1998, 2001). V pacreHmii KapOTHHOUABI OOpa3ylTCS Kak C
HECUMMETPUYHBIMU (0-KapOTHH, KalCaHTHWH), TaK W C CUMMETPUYHbIMU (- U &-KapOTHHBI,
KarcopyOuH) KoHLeBbIMU Tpynnamu (Britton, 1995b, Albrecht et al., 1996; Ronen et al., 1999).

17 18 19 20

S e e P il S N
8 10 12 14 15

20' 19 18 17
JIuxkonuH

518

4 o-Kaporun
17 16 17 16

17 18 R , R

2 6 6
1 3 5 R 3 3
AN S 5 5
16 2 4 6 4 18 4 18

O 6 \
5 7
&
-— o) —
HO
2 OH 1
Hsg Hss Hsg

H2R HZS H2R

Puc. 1. a — Hymepanus aTOMOB yriiepoja B MOJEKyNax AalHUKINYeCKuX (IuUKonuH) u
MUKJIAYECKUX (0-KapomuH) KapOTUHOUIOB; O — OCHOBHBIC KOHIICBBIC T'PYIIBI: AlUKJIAYECKas \,

XapakTepHas [UIsl JIMKONMHWHA, W IUKINYeckue: P, & vy, K, @ U ¥; 6 — TpaHchopmanus
IIUKJIOTEKCAHOBOTO  KOJIbIIa OSIMOKCUKAPOTHHOWIOB (1) B IHKIIONEHTAHOBOE KOJBIO (2) |
cnenu(uyeckue KOHIEBbIE Tpymnmnbl: antenosylo (3) u ayemunenosyio (4); 2 — MeXaHU3M

o0Opa3oBaHMsl KOHBIOTUPOBAHHON JBOWHOM CBsI3u Xpomodopa KapOTHHOWAOB IyTeM trans-
ANMUMHUHALMU  2-Pro-S-5-pro-R aromoB Bomopoxa. CIulomHOW JWHHEH TOKa3aHbl Pro-S, a
MYHKTUPHOH TuHUEH pPro-R — Bogopoanbie cBs3u.
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Hannuaue comnpspKeHHBIX TBOWHBIX CBS3€M B IIEMU IMOJMEHOBOTO Xpomodopa ompenenseT
CHEKTPHI TMOTJIONIEHUS KaXI0TO M3 KapoTuHOWaoB (Mimuro et al., 1992).Te u3 HUX, KOTOpBIC
umeroT 7 + 4 = 11 u Oojee HEHACBHIIICHHBIX JBOWHBIX CBsA3€W, HauMHasi OT (-KapoTuHa,
HEHpOoCHopuHA M JIMKONHMHA, a TaKXe BCE LMKIWYECKUE KapOTUHBI U KCAHTO(MWIUIbI, HMEIOT
MaKCHMYMBI TOTJIONMIEHUSI B BUIUMOM oOmactu criekrpa npu 350-550 um (Britton, 1995a). bonee
paHHue TpeamecTBeHHUKU a0 ¢utouHa (3 + 6 = 9) u ¢urodnyuna (5 + 5 = 10) OGecrBeTHH H
MOTJIOIIAIOT CBET B OJIMXKHEH ynbTpaduoneroBoi yactu crekrpa mpu 250-380 um (Mimoro et al.,
1992; Britton, 1995a).

CyliiecTBeHHYIO posib B OMOXMMHH KapOTHHOMJIOB MIPaeT WX M3oMepu3alus. B mpupone,
KaK MpaBWJIO, KAPOTUHOM Il HAXOAATCs B mpaHc-hopme. Ho mpu onpeneneHHbIX yCIoBUSIX (SIpKUid
CBET, BBICOKasl Temneparypa, pH u ap.) oHu MOryT (JOpMHPOBATHCA B BUJE KaK yuc-, TaK U MPaHc-
n3oMepoB. DuTouH U QUTODGIYUH SBISIOTCA E€CTECTBEHHBIMU NPEIIIECTBEHHUKAMH BCEX
KapOTHHOUJIOB.

VY OGakrepuil u rpub0OB OHU MPHUCYTCTBYIOT TOJIBKO B MpaHC-, a Y BOJOPOCIEH U BBICHINX
pacreHuii — B yuc-koHpurypanuu. ®akt yuc-, mpanc-u30Meprun UMEET OTPOMHOE 3HAUCHHE KaK B
OuocuHTe3e, Tak U B (PyHKIMOHUPOBaHUU KapoTuHOUAOB (CamoxHukoB, 1967; Britton, 1998). B
pacTBOpax COOTHOIICHHE HW30MEPOB MOXKET CYIIECTBEHHO H3MEHATHCA. Tak, MpU KHUIISTYCHHH B
OeH30JIe WM T'eKCaHe B pacTBOpEe OBICTPO 00pa3yercs cMech U30MEPOB. ITOT IPPEKT ycunuBaeTcs
IIPU OCBEIICHWH, MpUYeM HauOOINbIIAs yuc-mpanc-n3oMepu3aysl HaOIOAAeTCs MPH OCBELICHUN
CBETOM C [JJIMHOW BOJHBI, COBMAJAIOLIEH C TMOJIOCOW OCHOBHOTO MaKCHMMyMa IOTJIOIICHUS
nurmenra. Jlobaenenue 1% ioxa Ha CBETy YCWJIMBAE€T 3TOT IPOLECC, TaK KaK OH SIBJIETCA
dhoTocencubmmuzaropom. Kak mpaBuio, mpawnc-uzomep 0ojiee CTaOWICH, UMEET 0oJiee BBICOKHE
TOYKY IUIABJICHHUS M ONTHYECKYIO IUIOTHOCTh, MAaKCHMyM IIOTJIOIIEHUS €ro CIBUHYT B
JUIMHHOBOJTHOBYIO ~CTOPOHY IO CpaBHEHHIO C MAaKCUMYMOM TMOIJIOIICHUS yuc-u3oMepa
(Canoxnukos, 1967; Mimuro et al., 1992; Britton, 1995a).

BMOCHUHTE3 KAPOTHHOB

CuHTe3 KapOTHMHOMIOB  SBJIIETCS  CIIOKHBIM  OMonoruuecku™m  mpoueccoM. Ol
OCYIIECTBISIETCA B KJIeTKax OakTepuid, rpuOOB, BOAOPOCIEH U BBICIINX PACTEHUH U NMPOTEKAET C
YYaCTHEM Pa3IMYHBIX SH3UMATHYECKHX CHCTEM, KOHTPOJIUPYEMbIX MHOrMMHU reHamu (Boudreau et
al., 1994; Scolnik, Giuliano, 1996; Ronen et al., 1999; Cunningham, Gantt, 1998, 2001). Becs
npoiiecc OMOCHMHTE3a YCIOBHO MOXKHO Pa3IeIuTh HAa HECKOIBKO HanboJiee BaKHBIX 3TANOB (puc. 2):
1 — pannme ortansl OuocuHTe3a Cs-M30IPEHOBBIX €OUHMIl H30NeHTeHWwIaudocdara; 2 —
dopmupoBanne MoHo- (Cig), ceckBu- (Cis) m aurtepnenoB (Cy); 3 — cHUHTE3 TeTpareprieHa —
¢urouna (Cyg); 4 — nmermapupoBanue (mecarypauus) ¢urouHa no ¢urtodnyuna, (-KapoTHHA,
HEUpPOCTIOpMHA M JIMKONHWHA; 5 — NUKJIM3AIUs W oOpa3oBaHUE O-, - M €-KapOTUHOB, 6 —
TMJIPOKCUIIMPOBAHUE, OKCUT€HUPOBAHHE M SIOKCHIMPOBAHHE KapOTHMHOB U (OpMHUpPOBaHUE
MUKIMYECKUX KCAaHTO(QUILIOB TUTACTH]T BOJIOPOCIIEH U BBICIINX PACTEHUIA.

TpaauLMOHHO B Hay4yHOW JMTEpaType M B ITOW CTaTbe Mbl UCIOJIb30BATH TPUBHAJIBHBIE
Ha3BaHUS KapOTHHOWJIOB, JaHHBIE WM B TIPOIIECCEe IMEPBOM WACHTHU(HKAIMHA, M OMHCAHUS, KaK
NpPaBUJIO, C y4eTOM OOBEKTa, M3 KOTOPOIO OHM BIEpBbIE BbLIeNeHbl. OHU yqoOHee M MeHee
TPOMO3JIKH, XOTS W HE OTPAXKAIT UX XHMHUYECKYIO CTPYKTYpYy. XHMHYECKYI0 HOMEHKIATYPY
IUPAC (Klaui, 1982; Weddon, Moss, 1995) Mbl ucnonp3oBaad TaM, IJe ObLIO HEOOXOIUMO
MOKa3aTh Pa3InIMsl B XUMUYECKOH CTPYKType U (HOPMUPOBAHUH KOHIIEBBIX TPYIIIL.

1. /{sa nymu buocunmesa uzonenmenunougocgpama

Jonroe BpeMsl CUMTaIW, YTO aleTaT ¥ MEBAJOHOBASI KWCJIOTA SBJISIFOTCS €IWHCTBEHHBIMH
MpeIIeCTBEHHUKAMU B OMOCHHTE3€ BCEX M30MPEHOUIOB, B TOM YKCIe U KapoTHuHONA0B (Goodwin,
1993; Ilacemnnuenko, 1998). OmgHako HENaBHO TMOJy4YEHbl MPUHIIMIIAAILHO HOBBIE JaHHBIC,
MIPEIIOJIararoIIfe BO3MOXHOCTh CYIIIECTBOBAHUS JIBYX AIbTEPHATHBHBIX ITyTeH OMOCHHTE3a
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Cunres Cs-
M30MPEHOUNIOB

®opMHpOBaHHE MOHO-,
CECKBH- H JUTEPICHOB

Cunre3 ¢uTONHA

JerugpupoBanue

Huknu3auus

T'unpoxCHINpOBAHUE,
9MOKCUANPOBAHHE,
OKCHT€HHPOBAHHE

Aunerart (Cy)

|

MesBasnionoBas

I'moko3za (Cy)

|

T'nmunepansaerun-3

kucnora (Cg) -¢ocar (Cy)
Iupysar (C5)
________ - M3omepasa
Ippl Ipi Ipp2
Wsonenrenun- — [lumerunannui-
mudocdar (Cs) mudpocdar (Cs)
—————————————— - |Ggpsl ------ T'epaaunrepanui-
mudocdaTcunTasa

______________ - Psy - - - - - - - - ®OTOMHCHHTA3a
durtout (Cyg)
+02
______________ - Pdsl - - - ----- ®uronHaecarypasa
Zdsl -------- {-Kaporunmecarypasa
JIukomnux
-0,
______________ - CrtL-b - - - - - - - JIlukonuH-P-1uKIa3a
Cril-e  __ ____. JIukomH-€-1MKIa3a
o-, B-, e-Kaporuss!
+02
______________ -— CrtR-b - - - - — - B-Kaporunrugpoxcuiasa
CrtR-e  ------ e-KapoTtuHruppokcunasa
Zepl  ------ 3eakCcaHTHHRNOKCHIAa3a
Vdel ------- BuonakcaHTHHIAEINMOKCHAA3a
Nsyl -——----- HeoxkcanTuHCHHTa3a
CrtO  ------- B-Kaporun-C-4-okcuresasa

Huknnyeckue KCAaHTO(UIIBI IVTACTHT,
BBICIUMX PACTEHHUI U BOTOPOCTEH

Puc. 2. O6mas cxema 1ienu GMOCHHTE3a KAPOTHHOUAOB B XJIOPOIUIACTAX 3YKAPHUOT.



kmoueBbix Cs-mzonperounoB (Rohmer et al., 1993; Lichtenthaler et al., 1997; Rohmer, 1999).
Takumu KiroueBbiMH  Cs-COCTUHEHUSIMH B OWOCHHTE3€ BCEX TEPICHOHMIOB, B TOM YHUCIIE W
KapOTHHOUJIOB, SBJISIOTCS M3oneHTeHwnndocar u numermnamumnandocdar (puc. 3).

a

CH;
O Cuntaza_ O S—CoA o O O +H,0 HO. 0
o A —~ _~ HOOC._
CH; OH (oASH CH; CoASH /U\_).l\ SCoA™™ “SCoA (oASH \/<)|\SCOA
Aunerar AueroaneTun-KoA 3-T'uppokcu,3-MeTHn-
@) SCoA rnytapun-KoA
Auernn-KoA

2NADPH CoASH

OH ATP ADP OH
N S HOOC X~y Nt HoOC X~y p

I'MTI-KoA-penykrasa Kunaza MBK Knnaza 5-c¢ocdo-
MeBasIOHOBas KHCIIOTA 5-®occhomesanoHosas MBK
KHCJIOTa

ATP ADP

ATP  ADP CO,

OH N )\/\
HOOC \></\O -P-P AnrugpokapOOKcHIasza )\/\OPP H3omepaza AN OPP

S'JIPIq)OCCl)OMBBaJIOHOBaH I/IHH(I’ HMAH(D
KHCIIOTa
7]
H_ 0
H——o0H CH,OP CHO CH, €O, o
HO——H —_— )=0 = H+0H — l:o — P
H——OH CH,OH CH,OP COOH CH; ~ SCoA
H——OH A KoA
CH.OH HOurugpokcu-  Iimnepansgerun- Tupysar HETHI-K.0
2 auerongocdar 3-docar
I'moko3a
CH, CHj;
CH;, CHs CHO PPT——OH jfp '=o
}‘:O ﬁ— |=TPP + H+OH —= HO——H HO—H
COOH tpp o, OH CH,0P H——OH H-—T-OH
IMupysat 1-Tugpokcuatun- Tnuuepaneperup- CH,0OP CH,OP
THaMEHHOCDAT -3-cpocdpar D-1-[1e30KCHKCHIYI030-5-
cdocar
Piﬁ\ NADP - H |>\O;\
[ O0x OX )\/\ —p- /J\/\ —p—
O OH OH OH O-P-P O-P-P
2-C-MeTun-D-apurpuron HUII® IMAIOD

Puc. 3. JIa mytu OuocuHTe3a Cs-M30NPEHOMIOB: @ — alleTaTHO-MEBAJIOHATHBIM MyTh
ounocunTtesa n3onenreHmwiaudochara (UIAD) u aumernnammunaudocdara (JIMAJID) u3 anerara
yepe3 cTaguio (opmupoBaHus MeBajioHOBOM kuciaoTel (Porter, 1969; Britton, 1998); 6 —
riuuepanpaeruapocdar-nupysarubiii myte ouocuntesza UIJAD nu JMAD u3 riaoko3sl myTem ee
IJIMKONIM3a M KOHJAGHCAlMM  NPOAyKTa  JeKapOOKCHIMpoBaHMs  nupyBara —  1-
ruapokcudTHITHaMuHInbochara (Cy) u rmunepansaerua-3-pocdara (C3) (Rohmer, 1999).



[Ipenmonaraercs, 4ToO 3TH BEIIECTBA B KJIETKAX BBICIIMX PACTEHUH MOTYT CHHTE3UPOBATHCS
KaK B IIMTOIUIa3ME U3 alerara (ameTaTHO-MEeBAJIOHATHBIN MyTh) (puc. 3, a) U HCIOIB30BaThCS MPH
dbopmupoBanuu creposos (Camnoxauko, 1967; Porter, 1969; Britton, 1998), Tak u B xJoporiactax
W3  TIOIOKO3bl  (rmiepanbaerua-3-dhochar-nupyBataelid  myTh) (puc. 3, 0), SABISSICH
npenmiecTBeHHUKaMu  kapotuHonaoB (Rohmer et al.,, 1993; Lichtenthaler et al, 1997;
[Tacemanuenko, 1998).

[lpu wucciaenoBaHWM KyJBTYphl KJIETOK BBICIIMX PACTEHHHA OBUIO yCTAHOBIEHO, YTO
MEBAJIOHATHBIN (aIeTaTHBINA, IUTO30JIbHBIN) U HEMEBAJIOHATHBIN (TJIFOKO3HBIN, TUIACTHIHBIN) MyTH
O6uocuHTe3a n3oneHTeHmwiIupocdara, mo-BUIUMOMY, He cBsi3aHbl Apyr ¢ apyrom (Lichtenthaler et
al., 1997). Hammuume Takol BO3MOXHOCTH TOJATBEP)KIACT IIOJyYCHHE MYTaHTOB Tabaka,
Ae(QUUIUTHBIX 1O THAMHUHY. Y HUX ObUT OJIOKUpOBaH OMOCHMHTE3 KapOTHHOUAOB M XJIOpO(HILIA, HO
He cTeposioB W KUpHBIX KUCIOT (IlacemHmuenko, 1998). OOBscCHsAETCS 3TO TEM, YTO THAMUH
ABISIETCA KO(AKTOPOM PEaKIMM JeKapOOKCUIMpOBaHUS HHUpyBara (puc. 3, 6) U HE 3aTparuBacT
alleTaTHO-MEBAJIIOHATHBIN MYTh CHHTE3a H3ONeHTeHwIaudochaTa U CTEPUHOB B IUTOILIA3ME
pactennii (Britton, 1998; Rohmer, 1999).

Crenyer 0co060 OTMETUTb, YTO JIst SCENEdESMUS, BeIPAIIEHHON B TeTepOTPOGHOM KyIbType
Ha Cpele ¢ TIIOKO30i, ObLIO TOKa3aHo oOpa3oBaHue Tpuozodocdara m mUpyBara B IMpoIEcce
pacilerieHusl TIF0KO3bI KaK M0 MIUKOJUTHYECKOMY IyTH B IIUTOIUIa3ME, TaK U [0 OKUCIUTEIILHOMY
nenTo3odocharnomy mytu ([lacemnmyenko, 1998), 4yro obierdaer WX HUCHOIB30BAaHUE IPHU
OMOCHHTE3€ KapOTUHOMIOB BHYTPH XJIOPOILIACTOB. DTHU JaHHBIE XOPOILIO COTNIACYIOTCS C TEM, UTO Y
BBICIIIUX PACTCHHH OMOCHHTE3 M3ONMeHTeHMIAu(ocdara U3 TIIOKO3bI (T.. U3 (POTOCHHTETUYCCKU
ycBoeHnHoi CO7) MOXKET OCYIIECTBISATHCS TOJILKO B xyoporutactax (puc. 3, 6) (Lichtenthaler et al.,
1997; Rohmer, 1999).

OpnHako ecTh JaHHBIC, YKa3bIBAIOIIME HAa TO, YTO HM3OMEHTEHWIIU(pochaT MOXKET JErKo
TPaHCIOPTUPOBATHCSI M3 LMTOIUIA3Mbl B xJoporutacT (uur. mno: Ilacemnuuenko, 1998). Ha
OCHOBAaHUU 3TUX JAHHBIX HENb3s TMOJHOCTHIO HCKIIOYUTH TOrO, YTO, HANpUMEp, Y MYTAaHTOB
OMOCHHTE3 KapOTHHOHJIOB IUIACTHA MOXET OCYIIECTBIATHCA M B OTCYTCTBHE (POTOCHMHTE3a W
TJIIOKO3BI 3@ CUeT M30IMeHTeHWupocdara aneraTHO-MEBaJIOHATHOTO MyTH, KaK 3TO UMEET MECTO
npu OMOCHHTE3€ KapOTHHOMJIOB B KieTkax Oaktepuil u rpu6os (Britton, 1998). [Ins npoepku
Takod BO3MOXKHOCTH OHMOCHMHTE3a B XJIOPOIUIACTaX OCOOBIM WHTEpeC TMPEACTABISIN OBl
UCCIIeIOBaHMsT HE(OTOCHHTE3UPYIOIIUX MYTAaHTOB BOJIOPOCIEH, WCIONB3YIOIINX B KadeCcTBE
eIMHCTBEHHOT0 MCTOYHHMKA yriepona Jubo amerar, kak, Hanpumep, Chlamydomonas reinhardtii
(JTagerrun, 1970), mubo rimokosy, kak Chlorella wiu Scenedesmus obliquus (ITacemauuenko, 1998;
Rohmer, 1999).

2. DopmuposaHue MOHO-, CECK8U- U OUMEPNEHO8

Haunnas ot um3onentenumnaudocpara m no odpasoBanus MoHO- (Cig), ceckBu- (Cis) u
mutepnieHoB (Cpo) 1enb OMOCHMHTE3a BCEX H30INPEHOUIOB OCYLIECTBISIETCS MO €IMHOM CXeMme,
HE3aBHCHMO OT TOrO, I'IE 3TO COEAMHEHHWE CUHTE3UPYETCS: B LUTOILIA3ME WM B XJIOPOILIACTax
(puc. 4). lna obpazoBanuss MmoHoTeprieHa repanuinaudocdara (Cip) HEOOXOIUMBI U30MEPHU3ALIUS
n3oneHTeHmnochara ¢ momompo pepmenta nzoneHreHmandocharusomepassl (reust Ipi, Ipp
1, Ipp 2) B mumertunammunaudocdatr U KOHACHCAIUS THUX IBYX Mojekyn (puc. 4, a). Bnepsoie
dbepment m3onenteHuwandochaTuzomepasza O6bu1 BeieneH B 1959 1. u3 mpoxokeii (CamoXHUKOB,
1967). OToT hepMeHT OKazayics €IUHCTBEHHBIM B OMOCHHTE3€ TEPIEHOWIOB, YYBCTBUTEIBHBIM K
MOHOMOJYKCYCHOM KHCIIOTE, KOTOpas HWHTUOMpYeT BKJIIOUYEHHE MEBAJOHOBOW KHCJIOTHl B
KapOTUHOH/IbI, YTO KOCBEHHO yKa3bIBaJIO HA €r0 y4acTHe B Ipoliecce nzomepusanuu. JlanpHeimme
WCCIICIOBAHMS peakIMM TMpeBpaimieHus uszoneHTeHuwanudocdara B gumermnamumnaudocdar
MOKa3aJid, YTO ATH BEIIECTBA HAXOMATCA B MPOIEHTHOM COOTHOmEHuW 13 : 87 wm sBIAOTCA
crepeocnieuUIHBIME IO 3ToMy (epMeHTy. CrepeocnenupuyHOCTh Obljla YCTAHOBJIEHA JBYMS
COCOGaMH: @) C HCIONB30BAHHEM MedeHoil 1o Ttputmio “Hy0 u  6)  yIHiMsammu
crepeocnennpuyecky MEUeHO! MO TPUTHIO MEBAJIOHOBON KUCIIOTHI.
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a /l\/\ H3zomepasa )\/\
Ipp 1, Ipp 2
IIHTOKHHUHB] ~ - - - - - - - - - = O—-P—P % O—-P—-P

duron xnopopunIos - - - -
XUHOHBI
I'u66epennuubl

IIMATI® (Cs) crt E MR (Cs) ' 8
Ggps 1 ! E
MosnoTepneHb! = - - - - - - - - = = o-p-p *t O—-P—P : .E.
Cepanmngudocdar (Cig)  |erg HNOP : _é
Ggps 1 ! =
CeckBUTEPIIEHBI )\/\/k/\)\/\ )\/\ E E
CkBanmeH = ------------ X = = o-p-p * O—P—P '8
Crepo. @
TEpOIILE dapuezunpudocdar (C,s) e HAIIO® ' B
Ggps 1 X E
R =%
HuTepne}lbl /I\/\/I\/\/I\/\)\/\ . a
= = = = O—P—P '
Y

I'epannnrepanunpudocdar (C,g)

6 H EE P_P_O\(Y\/WY
/l‘\/\/‘\/\/k/\/l\)\

"0-p-p H H
T'epanunrepanungudocgar (C,g) 3\ ‘A P I'epanunrepaaunaucgocdat (C,g)
crt B, Psy

= X

duronHcHHTa3a, reHel Crt B u Psy

- - - - = m e m e e e e e . m - -

15,15'-cis-®uroun (Cyp)

Puc. 4. a — Ouocunte3 MoHO- (repanmngudocdar), ceckBu- (hapuesmnaudocdar) u
auteprienoB (repanwnrepanmiaudocdar); 6 — cuares all-trans- wmm 15,15'-cis-puronna u3 nByx
MOJIEKYN TepaHuirepanuiaaudocdara uyepe3 craguio GopmupoBanus mnpeputouHaugpocdara
(Britton, 1998).

I'enor Ipp 1 u Ipp 2 — wusonenrenuwnaudocdaTuzomepasbl, Tenol CIE u Ggps —
repaHmwirepanunandocdarcunTaspl, reust CrtB u PSy — dutonncrunTasbl.
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Mexanu3M nzoMepu3auy noapoodHo onucan B padotax [Toptepa (Porter, 1969) u I'ynBuna
(Goodwin, 1971, 1993). B pesynbrare KoHAcHcanuu wu3oneHTeHwIIndochara (Cs) w
mumermnaumiandocdara (Cs) obpasyercs monoteprieH repanmwigudocdar (Cip). Dta peakuus
KaTam3upyercss GpepMeHToM TepaHunarepanuigudocdharcuarazon (Armstrong, 1994; Armstrong,
Hearst, 1996; Zhu et al., 1997).

OH ke KaTaau3upyeT JajbHeillnee mocaea0BaTelIbHOE IPUCOSIUHEHUE ellle ABYX MOJEKYI
n3oneHTeHmwiandocdara ¢ oopazopanuem BHauane dapuesunaudocdara (Cis), a 3aTeM TuTEpricHA
repanmirepanmiaadocdara (Cy) (puc. 4, @), mpudeM Ienb OWOCHUHTE3a KAPOTHHOHWJIOB OT
mzonenTermwandocdara (Cs) no dapuesmngudocdara (Cis) coBmagaeT ¢ ILEMbIO OHMOCHHTE3a
creposoB (Canoxxaukos, 1967; Armstrong, Hearst, 1996), ocHOBHBIM IIpeIIIIECTBEHHHKOM KOTOPBIX
apnsiercs ckBasieH ([Tacemmnmuenko, 1998; Britton, 1998). I'epanunrepanunmudocdar ciayxur
0OIIMM MPEIIIECTBEHHUKOM IIeTieii OMOCHHTE3a XUHOHOB, THOOEPEITMHOB, (GUTONIA XJIOPO(DUIIIOB
u xaporunon1oB (Goodwin, 1994; Armstrong, Hearst, 1996; Britton, 1998).

3. Cumnmes ¢pumouna

[TocnemqauM 3BeHOM B LIENMU OMOCHHTE3a YTIIEPOIHOTO CKEJleTa KapOTHHOMIOB, COCTOSIIETO
u3 40 yriaepoAHbIX aTOMOB, OKa3biBacTcs TerparepiieH (urtoud (puc. 4, 6). duroun (Cap)
o0pasyeTcst myTeM KOHJCHCAIIMHU IBYX MOJIEKYJ quTeprnena repanuirepanmiaudocdara (Coo + Coo)
no tumy “xBocT K xBocry” (CamoxsukoB, 1967). Ceiiuac ycTaHOBIIEHO, YTO NPOIYKTOM 3TOH
peakimu  CyHUT Cgo-pUTOMH, KOTOPBIH HMMEET HEHACHIICHHYIO JBOWHYIO CBS3b MEXIY
ueHTpaabHpiMu aToMamMu yriepoga (C-15 u C-15'), a He Cao-nmuxomepcen (Britton, 1998).
[locnennuit  oOpasyeT OAWHAPHYIO  LEHTPAIbHYIO  CBs3b, aHaIOrM4HO  (C3p-CKBaJICHY,
MIPEIIECTBEHHUKY TPUTEPIICHOB M CTEPOJIOB, KOTOPBIA (opmupyercs u3 aByx Moiekyn Cis-
dapaesmwmudocdara. Ha psme pacTUTENBHBIX CHCTEM OBUIO TOKa3aHO MPSMOE BKIIFOUCHUE
repanwirepanunaudocdara B putoun (Schutte, 1983), mpuyem ObUT0 T0Ka3aHO, YTO ATOT MPOLIECC
NpOTeKaeT B JIBa JTama: BHAdayle CUHTEe3Upyercs mnpeduromHaudocdar, a 3aTeM MTPOUCXOIHUT
necarypauus (C-15,15") u ob6pasyerca ¢uronn (Britton, 1998). Ilpu 3TOM Yy pa3nIu4HbIX
OpPraHU3MOB MOKET CHHTE3upoBaThest 1100 all-trans-uzomep (00buHO y GakTepuii U rpuOOB), THOO
15,15-cis-puronn (y Bomopocieil M BblcmMX pacteHuil) (puc. 4, 6). Becp mporecc cunTesa
Karanusupyercsi (pepMeHTOM (UTOMHCHHTA30M, uMeromedn woin. Maccy 40 xJla, xoTtopas
KOAMpPYETCsS OHUM T'€HOM crt B y OGakrepuit u PSy y Bojopocieii u Beicmux pacrenuii (Hirschberg,
1998). Cumraercsi, 4TO WMEHHO (GUTOWH SBISETCS KIIOUYEBBIM Co-TIPEAIIECTBEHHUKOM BCEX
KapoTUHOB U KcaHTopuiuioB. ['yneun (Goodwin, 1993, 1994) cucremaTu3npoBai U MpeACTaBUI BCE
(bakTh, KOTOpBIE TOBOPST B MOJB3y 3TOTO MHEHHUs. BO-TIEPBBIX, M30JIMPOBAHHBIC XPOMOILIACTHI
KpPacHbIX IJIOJOB TOMAaTOB OCYIIECTBISIOT HpPSAMOE NpeBpallleHHe repaHuwirepaHwigudocdara B
¢utonH. Bo-BTopbIX, HHruOMpoBaHHE JAUPEHUIAMUHOM OHWOCHHTE3a KAPOTHUHOWAOB Yy
MHUKPOOPIaHU3MOB MPHUBOAMT K HAaKOIUIEHHIO (uronHa. B-TpeTbux, MHOrue O€eCIBETHBIE,
0eCKapOTHHOUIHBIE MYTaHTHI OaKTEpUi, BOJOPOCIEH U BBHICIIMX PACTEHHI HAKAIUTUBAIOT (DUTOWH.
B-ueTBepThIX, M3BECTHO, UYTO JETUAPUPOBAHME (AecaTypalus) SBISETCS KUCIOPOI3aBHUCUMBIM
MPOIIECCOM, TO3TOMY B aHa’pOOHBIX YCIOBUSAX M B OTCYTCTBHE MOIXOMSAIIETO aKIeTopa
AJIEKTPOHOB ~ HaOMIOaeTcss HMHrUOMpoBaHME OWOCHHTE3a KApOTHHOB, MPU 3TOM  TaKKe
HakarumBaeTcs puroun (Goodwin, 1993, 1994).

4. Jlecuopuposarnue ghumouna 00 1UKONUHA

Ucxons u3 crpykrypHO#l (opmynbl (putonna, umeromero 3 + 6 = 9 HeHaCHIICHHBIX
JIBOMHBIX CBSI3€H, MOXKHO BUAETH (pUC. 5), UTO AJS €ro mpeBpaiieHus B JukonuH ¢ 11 +2 =13
JBOMHBIMU CBSI3SIMM HEOOXOJMMO TOCJeI0BaTeNIbHOE JETHApPUPOBaHUE (JecaTypaiusi) BOCbMHU
YIJIEPOAHBIX aTOMOB. OTOT IIpoLEcC JOJDKEH HATH 10 KpaillHEll Mepe uepe3 ueThlpe
MIPOMEXYTOUHBIX dTana, KaX/Iblil U3 KOTOPhIX OyJIeT MPUBOIUTH K 0Opa30BaHUIO OJHOM IBOMHOMN
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cBs3u. Takast mocienoBareNbHas aecarypanus GUTOMHA 10 JIMKOMHMHA MPUBOAUT K 00pa30BaHUIO
xpoModopHoii cucteMbl kKapoTuHOU10B (Goodwin, 1993; Britton, 1998).

B HacTosiiee Bpemsi YCTaHOBJIEHO, YTO B pe3yJbTaTe MEPBOI peakiuy JeruIpupOBaHUS
obpasyercs ¢urodaynH. DTO IMEpBOE MPOMEKYTOYHOE BEIIECTBO B OMOCHHTE3€ JHMKOMHMHA WU
nocjeHee B [ENH BCEX MPEIIIeCTBEHHUKOB KapOTHHOUIOB, uMeroee 5 + 5 = 10 HeHachIIIeHHbIX
JIBOMHBIX CBSI3€H, KOTOpoe, Kak M (uTOMH, sABIsAETCS OECHBETHHIM M HMMEET MaKCHUMYMBbI
noryomeHus B ynerpaduoneroBoit odmactu cnekrpa 250-380 um (Britton, 1995a). lanbueliee
JAETHIPUPOBAHNE TPUBOIANUT K 00pa30BaHMIO (-KapOTHHA U XpOMO(OPHOH CHCTEMbI KapOTHHOHIOB,

Bkimtovaromeii 7 + 4 = 11 u Oornee HEHACHIIIEHHBIX JBOMHBIX CBs3€i, O0OYCIIOBIMBAIOLINX
MOTJIONICHUE B BUAUMOM YacTu criekTpa rnpu 350-550 um (Mimuro et al., 1992; Britton, 1995a).

HIN

duroungecarypasa, ren crtl

- - - =~ = = m m = = =% == mmm == ®mm === == == mmm == &= 2eoo---=e~==-~--

JInkonuH

Puc. 5. Cxema necarypauuu all-trans-putonHa 10 JWUKONMHMHA y OakTepwii u TpuOOB,
MOKa3bIBalOLIasi ~ BO3MOXKHOCTh  ¢opmupoBaHus y Hux 7,8,11,12-reTparuaponukonuaa
(HecUMMETpUYHOTO Hu30Mepa (-kapoTuHa) u3 (uroduynHa BMecTo (-KapoTuHa. Bech mporiecc
KaTaJlM3upyeTcs OJHUM GepMEeHTOM — puTonHaecarypa3ou (reH crt ).
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[TepBBIM B psily KAPOTHHOUAOB, MMEIOIIUM KEITYI0 OKPACKY U MaKCHMYMBI TTOTJIONICHUS B
OJMKHEH yiIbTpauoJIeTOBON U BUAMMOM obnacTsax cnekrpa rnpu 350—450 um sBasiercs (-KapoTHH,
oOHapyKeHHBIN y Bogopocieit u Beiciinx pactenuit (Jlagsirun, [lupukosa, 1993; Britton, 1998). B
TO e BpeMs y Oakrepwuii 1 rpuboB, Harpumep y Phycomyces blakesleanus (puc. 5), B pe3ynbrare
JETUIPUPOBAHUS ¢butodrynaa BHauaje obpasyercs 7,8,11,12-TeTparuipoTMKONH
(HecummerpuuHbld m3oMmep (-kapotuHa) (Davies, Ress, 1973; Britton, 1998). 3atem oH nu6o0
nepexoaut myrem mukiau3amuu B 7,8, 11',12'-TeTparuapo-y-kapotuH, nubo, Tak ke, Kak u (-
KapOTHH, IIyTeM JIerHJPUPOBAaHUS OYEPENHBIX JIByX aTOMOB YIJiepojia IpeBpallaercs B
neiipocriopun (Kushwaha et al., 1970; Qureshi et al., 1974). IIpakTiuuecku y BceX OpraHu3MoB 4-s
peakmus IeruaprupoBaHus MPUBOIUT K 00pa3oBaHuio U3 HelpocnopuHa 9 + 3 = 12 nukonuua 11 +
2 = 13 (Davies, 1981).

Becb mpouecc neruapupoBaHuss OT (UTOMHA [0 JHMKONHWHA Yy OakTepuil u TpHOOB
Karanusupyercs ogHuM pepmenToM — puromHAecaTypaszoi (reH Crt 1) (puc. 5), a y Bogopocieit u
BBICIIMX pacTeHuid — gaByms (epmentamu: ¢uromHaecarypaszod (rew Pds 1) u (-
kapotuHaecarypasoit (red Zds 1) (puc. 6) (Qureshi et al., 1974; Hirschberg, 1998; Cunningham,
Gantt, 1998). IIpouecc 06pa3oBaHus Bce OOJIBIIEr0 YHCIa HEHACHIIEHHBIX JBOMHBIX CBS3€CH B X071
MOCJIeIOBATEIBHOTO JACTHAPHPOBaHUs (HopMUpPyeT XpoMo(hop KapOTHHOUAOB, YTO OOYCIOBIMBAET
CIBUI MaKCHMYMOB IOTJIOLIEHUS B JJTMHHOBOJIHOBYIO 4YacTh crekTpa (Goodwin, Williams, 1965;
Schwieter et al., 1969, Mimuro et al., 1992; Britton, 1995a).

DKCrepuMEHTAIbHBIE I0KA3aTeIbCTBA B MOJIb3Y MOCIEI0BATEILHOTO JETUIPUPOBAHUS ObLIH
MOJTYYEHBI Pa3HBIMU criocobaMu. Bo-TiepBbIX, MPU ACHCTBHM HHTHOUTOPA CHHTE3a KAPOTHHOUIOB —
nudeHnIaMria B KieTkax HaOJIro[anoch HakoIuieHne (UTOMHA, a MOCJie ero yaajieHHs CHHTE3
KapOTHHOHWJIOB BOCCTAaHaBIUBAICs. lcciemoBaHue KWUHETHKH IPEBPAICHUN IMOATBEPIMIO, YTO
CUHTE3 UJIET Yepe3 MPOMEXKYTOUHbIE MPOAYKTHI: GuTOo(IynH, {-KapOTUH, HEUPOCTIOPUH U JTUKOIIHH.
Bo-BTOophix, BBeneHne MedeHHOW -~ C MEBAJIOHOBOM KHCJIOTHI TOKAa3allo, YTO pacIpeesieHHe
yIeIbHOW AaKTUBHOCTH COEAMHEHMN HAOII0JAIOCh B COOTBETCTBHHM C YKA3aHHOH  BBIIIE
MOCTIEIOBATEIBHOCTBIO. B-TpeTbux, Ha KIETOYHBIX OJKCTpaKTax OakTepuil ObUIO OOHApPYXKEHO
npeBpatienre purodayrnHa B {-KapoTuH. B-ueTBepThIX, OBLIO YCTAaHOBIIEHO, YTO MJIACTHU/IBI TUIOI0B
TOMAaTOB M JPYIMX pacTeHHH W BOAOpOCHEH crnocoOHBl mpeBpamiare (GUTOMH B (GuUTOQIyHH
(CamnoxnukoB, 1967; Corona et al., 1996).

VY Oakrtepuit u TpuOOB peaKIHUU NETHIPUPOBAHUS HAYT TMOCIENOBATEIHHO: BHAYANlC JBE
CIpaBa OT LIEHTPAa MOJEKYIbI, a TIOTOM JBe cieBa (puc. 5). B mmactumax pacteHuil necaTyparius
(¢uTOMHA MPOTEKAET aJbTEPHATUBHO, MIOOYEPETHO CJeBa U crpaBa OT HeHTpanbHbIX C-15 u C-15'
aToMoOB yriepoaa Xxpomodopa (puc. 6). Ilpu dopmupoBanuu ¢urodnynna, C-KapoTHHA,
HEHpOCTIOpMHA ¥ JIMKONMHA Kax1as HOBas JBOWHAS CBS3b B TIPOIECCEe JETHIPHUPOBAHUS
oOpa3yercs, Kak MOKa3aHO Ha puc. 1, e, MyTeMm trans-3MUMHUHALUU 2-Pro-S-5-pro-R aromon
BosopoaoB (Goodwin, 1994; Britton, 1995b, 1998). O6suHO B XJOpOIUIACTaX PaCTEHUM TOJIBKO (-
KapOTHH, HEHPOCIIOPUH U JIMKOMHUH BCTpeUaroTcs B all-trans-koHpurypamuu, a y 6akTepuil B TaKon
KOH(Urypauu MoryT (opMUpOBaTbCA BCE MPEILIECTBEHHUKH, HauuHasg oT ¢gurouHa (Qureshi et
al., 1974; Armstrong, 1996; Britton, 1998). CuuTaercs, 4TO B XJIOPOIUIACTAX BBICIIUX PACTCHUH U
BOJIOpOCIeH, B oTiimune oT Oaktepuid u TpuboB (Qureshi et al., 1974; Davies, Taylor, 1976),
¢uTouH u puTOhIYUH UMEIOT NepBOHavYaIbHO 15,15'-cis-koHurypanuio (puc. 6).

DTOT MOCTyJaT Ipeanoiaraer, yto 15-cis-puronn neruapupyercs no 15-cis-putodnaynHa,
KOTOPBIA 3aTeM H30Mepu3yercs o all-trans-kondurypanuu. JlanpHeilee neruapupoBaHue UACT
no (-xapoTWHa, HEHpOCIIOpWHA W JIMKONWHA, KaK TPABWIO, HMEIOIMX all-trans-reoMeTpHro.
Onnako m3BecteH myrant C-6D Scenedesmus obliquus, y xoroporo mmeer mecro oOpaTumas
nzomepusanus (-xapotuna (Powls, Britton, 1977; Sandmann, 1993), npuuem cis-(-kapOTUH Ha
CBETY MpeBpalaeTcs B trans-(-KapoTUH, a B TEMHOTE — B TOJHU-CiS-M30MEPBI: MPOHEUPOCTIOPUH U
nposukonuH (Goodwin, 1993; Sandmann, 1993, 1994). Ceituac u3BectHO (pHC. 7) CTpOCHUE TTOTH-
cis-iponukonuna — 7,9,7',9'-tetra-cis-nukonuna (Sandmann, 1994; Britton, 1998).
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Puc. 6. Cxema necarypamuu 15-cis-putouna 1o all-trans-nukonvHa B XJIOPOIUIACTAX
BBICIIIUX pacTeHWd ©  Bojgopocied. Peakmuu  karamu3upyrorcs JaByMs  (depMEHTaMU:
¢duronnaecarypasoii (rer Pds 1) u {-kaporunaecarypasoii (ren Zds 1).

15

reHsl crtQuZds |
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2H Pds 1
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=

Puc. 7. Cxema necatypanuu 15-cis-puronna no nonu-cis-nponukonuna (7,9,7',9'-tetra-cis-
JauKonMHA) B Twiactugax myranta C-6D Scenedesmus obliquus, opamxeBbIX IUIOJ0B TOMATOB
(Licopersicon esculentum) u »xenthix 1BeTkOB Hapiucca (Narcissus pseudonarcissus). Peaknuu
KaTaJIn3uPyOTCs AByMs GepMmenTamu: putonHaecaTypasoi (reu Pds 1) u (-xkapoTtuHaecaTypa3oi

(ren Zds 1). Ilocme ¢opmupoBanus 7,9,7'.9'-tetra-cis-nukonuHa OWMOCHHTE3 OCTAHABIMBACTCS
(Britton, 1998).
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Ero mpenmiectBennukamu y mytanta C-6D Scenedesmus u B xpomorniactax OpaH:KEBBIX
mwiogoB tomaroB (Licopersicon esculentum) ssasirorcst: 15-cis-dpurtonn, 15,9'-di-cis-purodnynn,
9,9'-di-cis-{-kapotun u 9,7',9'-tri-cis-ueiipocniopun (Powls, Britton, 1977; Sandmann, 1994; Ronen
et al.,, 1999). AnanoruyasiM 00pa3oM HJIET aecaTypalyds B XPOMOIUIACTAaX IIBETKOB MKEJITOTO
napuucca (Narcissus pseudonarcissus) in vitro (Britton, 1998). B aspo6ubix ycinoBusx u3 15-cis-
¢butouna obpasyrorcs: 15,9'-di-cis-putodayun, 9,9'-di-cis-kaporun, 9,7',9'-tri-cis-Hefipociopus u
7,9,7',9'-tetra-cis-nexonun (puc. 7). bUOCHMHTE3 KapOTHMHOB HA 3TOW CTaJMH OCTAHABIUBACTCS
(Beyer et al., 1989).

Kaxk nokaszano Ha myrante C-6D Scenedesmus u xpomoruiactax elThIX II0JJOB TOMAaTOB U
[[BETKOB HApLuUcca, A3TOT MPOIEecC NPEBpAIICHUs] MOJIU-CiS-MPOJIUKONMHA B IOCIEIYIOIINe
[UKITNIECKHE KApOTHHBI HE MOXKET MPOJOJKATHCS B TEMHOTE JaXke MpH 00aBIeHUU (epMeHTa
mukonuHIKKIa3el (Goodwin, 1993; Sandmann, 1994). Ho y yHukaapHOro MytaHTa Scenedesmus
obliquus cis-(-kapoTuH U Apyrue MOIH-Cis-IPEANICCTBEHHUKN JTUKOITMHA Ha CBETY M30MEPU3YIOTCSI
B trans-u30MeEPHI ¥ 3aTeM MOT'YT IIpeBpamarbcs B B-kapotud (Sandmann, 1993; Britton, 1998).

JanbHeliee mpeBpalieHne KapOTHHOMJIOB MOXKET OCYIIECTBIATHCS JBYMS IyTSIMU: a)
MyTeM HUX OKHUCJIEHHS C OO0pa3oBaHHEM KCAaHTO(DUIIOB C OTKPBITOM LEMbI0 (XapakTEepHO s
Oaktepwii) uiau 0) BHayalie MyTeM LUKIU3AUH (OPMHUPYIOTCS KapOTHHBI, a 3aT€M OHU MOTYT
OKHUCIIATbCA W TPHUCOCAUHATH JBE TUIPOKCUTPYIMIBI, KaK y 3€aKCaHTHHA, JAKTyKaKCaHTHHA U
JIOTEWHA, JBE ATMOKCHUTPYIIIbI, KaK y BHOJAKCAHTUHA M JIFOTCOKCAHTHHA, JIBE OKCOTPYIIIBI, KaK Y
KarncopyOrHa M KaHTAKCaHTHHA, a Tak)Ke OOJNBIIETr0 WJIM MEHBIIEr0 YMCIa 3TUX TPYHN y APYTUX
[MUKITNICCKIX KCAHTO(QWIUIOB, XapaKTEPHBIX JJIS XJIOPOIUIACTOB BOJOPOCIICH M BBICIIMX PACTCHHN

(Kushwaha et al., 1970; Olson, Krinsky, 1995; Liaaen-Jensen, 1998).
5. Huxnuzayus kapomunos

[Tporiecc LMKIU3AIMKM KAapOTUHOB, KaK MPaBHJIO, MOXKET OCYILECTBIIATHCS TOJBKO B TOM
cilydae, €clid OJlHa WM 00€ KOHIICBBIC TPYIIITBI UMEIOT OJHY OJHWHAPHYIO CBs3b Mexkay C-3 u C-4
wi C-3' u C-4' aromamu yriepoga. OH HE MOXET MPOUCXOJUTh HU MPHU HAIMYUM JIBYX U Ooisiee
OJIMHAPHBIX CBS3€H, HU MPU UX OTCYTCTBUH, Kak y 3,4,3',4'-reTrpanerunponukonuna (Britton, 1998;
Cunningham, Gantt, 1998, 2001).

®opmMupoBaHuEe HUKINYECKHX KapOTHHOB XJIOPOILUIACTOB HAYMHAETCSA ¢ 00pa30BaHUs JIBYX
TUIIOB KOHIIEBBIX TPYII: - M €-MOHOHOBBIX KOJIEL Y 3- ¥ 0-3€aKapOTHHOB COOTBETCTBEHHO (pHUC. §).
MexaHu3M [UKIM3AIAA JIOCTATOYHO TOapoOHO ucchenoBan (Britton et al., 1977; Schutte, 1983;
Sandmann, 1994). ¥V Bcex opraHuzMoB, oT OakTepuil /10 BBICIIUX PACTEHUH, OH IMPAKTUYECKH
onnHakoB. CylleCTBEHHOE OTJIWYHE COCTOUT JIMIIbL B TOM, YTO y OakTepuil M rpuOOB Hayaio
LUKIN3alUd MOXKET IPOUCXOAUTh paHbuie. [lepBoe mMoHoumknnueckoe coegunenue 7',8',11',12'-
TETParuApo-y-KapoTUH y HUX oOpa3yercs elle W3 HECUMMETPUYHOIro Hu3oMepa (-KapoTHHa
(7,8,11,12-terparuaponukonuna) (Davies, Rees, 1973; Armstrong, 1994). C moMomsi0 MyTaHTOB
3enenbix Bogopocieir Chlorella 5/520 (Claes, 1957), Scenedesmus C-6D u PG-1 (Britton et al.,
1977; Schutte, 1983; Sandmann, 1994) u Chlamydomonas reinhardtii C-41 u np. (Krinsky, Levine,
1964; Sirevog, Levine, 1973; Francis et al., 1973, 1975; Eichenberger et al., 1986; Jlaapirus,
[Hupukosa, 1993) ObIIO YCTaHOBIIEHO, YTO MEPBBIM MPOAYKTOM IMKIN3AIUN KAPOTUHOB SBISETCS
B-3eakapotun (puc. 8), KOTOpBI y Bogopociel obOpasyercs u3 HedpocmopuHa (Czygan, 1982;
Sandmann, 1994; Armstrong, Hearst, 1996). U3 neiipocnopuHa ¢opMupyercss U MepBoe &-
MOHOHOBOE KOJIBIIO B TIPOIIECCE CHHTE3a o-3eakapoThHa (Armstrong, 1994; Britton, 1998). B
JambHEeHIIeM y BOJOpOCIEH B pe3yibTaTe JErMApUpPOBaHUS U3 0-3€aKapOTHHA oOpasyercs O-
KapoTUH (&,y-KapoTuH), a u3 [-3eakapoTUHa — Y-KapoTHH (&,y-KapoTuH). C TMOMOIIBIO
paaMoaKTHBHOW METKH OBUIO ycTaHOBIIEHO, yTo y Scenedesmus (Britton, 1995b) Bo3moxHO
(dbopMHpoBaHUE BHauajie JUKONKHA (,y-KapoTHHA), a 3aTeM €ro HUKIU3alus 10 O- U Y-KapoTHHOB
(Armstrong, 1994; Britton, 1998), Tak e, Kak 3TO MPOUCXOTUT B XPOMOIUIACTAX KPACHBIX ILIOIOB
tomaToB (Sandmann, 1994) u xmoporutacrax Arabidopsis thaliana (Cunningham, Gantt, 1998,
2001).
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Puc. 8. Cxema muxim3anuu KapOTHHOB, IOKa3bIBaIoIias oOpa3oBaHUE [-HOHOHOBOTO
Koublia (B-3eakapoTHH) ¢ yuacTHeM JUKOnUH-P-nukinassl (reu Crt L-b), u e-moHoHOBOTO KOIBIIA (0-
3eakapomun) ¢ ydacTHeM JIMKonuH-g-nukiasel (red Crt L-e) (Hirschberg, 1998; Cunningham,
Gantt, 1998, 2001).

B pesynbraTe mMKIM3aLMU BTOPOW KOHIEBOW TPYNIBI W 0Opa3oBaHUs £-KOJbLA WIH [3-
KOJbIa U3 O- U Y-KApOTHHOB CHUHTE3UPYIOTCS TPH TUIIA KAPOTHHOB: £-KapOTUH (€,£-KapOTHH), O-
kapotuH (f,e-kapotuH) u B-kaporun (P,p-kapotuH). B ckoOkax gaHO Ha3BaHWE COCIUHEHUU TIO
xumudeckort HomeHkiatype IUPAC (Klaui, 1982; Weedon, Moss, 1995).

Kak BHIHO M3 Ha3BaHMS KAapOTHMHOB, BCE OHM PA3IMYAIOTCA MEXKIY COOO TONBKO IO
KOHIIEBBIM TpymnmnamM. B mactujgax 3eleHbIX BOAOPOCIEH M BBICHIMX PACTEHUH B OCHOBHOM
BCTPEYAIOTCS TPHU THUIMA KOHIIEBBIX TPYMI: OJIHA, XapaKTepHas ISl JIMKOMHMHA, alukiandeckas (-
KOHIIEBas IrpyMia) U JIBe HUKJInYeckue (B-nOHOHOBOE KOJIBIIO M €-MOHOHOBOE KOJIbII0). JIBa KoybLa
pa3NIUYarTCa MEXIy COOOH MOJI0KEHUEM TBOMHOM CBSI3H, PACIIONIOKEHHON B [3-KOJIbLIE MEXIY 5-M
U 6-M, a B €-KoJblle — MeXIYy 4-M U 5-M atomaMmu yriepoja. Bece stanbl HUKIM3alMU KapOTHHOB
MPOTEKAIOT ¢ ydacTueM (epMeHTOB. Vcnomnp3ys WHTHOMTOPHI B YMEPEHHBIX 03aX, HampuMep
UHTHOUTOPHI (-KapOoTUHAECATypa3bl, MOKHO 3aMEJIUTh OOpa30BaHMUE JIMKOMHWHA M OOHAPYKUTH
cuHTe3 P-3eakaporrHa (Sandmann, 1994). ®opmupoBanue [-Koiblla U €-KOJbIA KOHTPOIUPYIOT
pasHble TeHbl. Tak, /Ui XPOMOIUIACTOB KPACHBIX IJIOJAOB TOMAaTOB M xJyoporuiactoB Arabidopsis
ycTaHoBiieHO, 4To reH Crt L-b koHTposimpyeT cHHTE3 JIMKONHMH-[B-IMKIa3bl, KaTaIU3UPYIOIICH
oOpa3oBaHue J-HOHOHOBOTO KoJjbIla. B To xe Bpems ren Crt L-e KOHTpoIupyeT CUHTE3 IMKOMUH-E-
LMKJIa3bl, KOTOpasl KaTaIu3upyeT oOpa3oBaHUE €-MOHOHOBOTO KOJIbLA B IPOIIECCE CUHTE3a €- U O-
kapotuHoB (Siefermann-Harms et al., 1981; Sandmann, 1994; Liaaen-Jensen, 1998; Cunningham,
Gantt, 1998, 2001).

VY GakTepuil U BOJOpOCIEH HUKIU3AIMS JUKOIMMHA OCYIIECTBISETCS C MOMOIIBIO JTUKOHH-
B-1MKITa3bl, CHHTE3 KOTOpOH KoHTposupyeT omuH Crt L (crt Y)-ren (Sandmann, 1994; Armsrong,
Hearst, 1996). B a3po06HbIX ycioBusX iN VIitro mis 3T1oit peakimu tpedyercs nodasienne HAJID-H
(Sandmann, 1994). V Bbeiciux pacTeHUN MPOAYKT [cy-T€HAa — JTUKOMUH-B-IIMKIa3a 00ecreuynBaeT
muKIM3anuio  Mostekya  all-trans numkomuHa Ha BCex dTamax MpEBpAIleHHsS MPOMEKYTOYHBIX
npoaykToB 0 P-kaporuna (Nitshe, 1974; Cunningham et al., 1993; Linden et al., 1994). T'en Icy
BBICIIIMX pacTeHUIl ObLI BIIepBbIe KIOHHPOBAH, BBIJEIEH U JeTalbHO oxapakTepusoaH (Linden et
al., 1994). Ananornunslii rex Crt L-nmukonun-p-uuknasel onucad y 6akrepuil. O0a reHa KOAUPYIOT
OJIMH ¥ TOT ke 43 kJla monmunenTua TMKonuHIMKIa3bl (Sandmann, 1994). Bee stanbpl muKIn3anum
KapOTUHOB IMPOTEKAIOT B aHa3pOOHBIX YCIOBUSAX B OTJIMYHME OT JecaTypaluu, s KOTOpOH
TpeOyeTcst KUCIOPO/.

BUOCHUHTE3 KCAHTO®UJIJIOB

Bce xucnoponconepxaiiue MNpoU3BOJHbIE KapOTHHOB Ha3bIBalOTCa KcaHTodumiamu. B
IIaCTUAX dYKapUOTHYECKUX PACTEHHUI OHM 00pa3yroTCsl MyTeM SH3MMATUYECKOTO OKHCIEHUS €-,
- U P-KapoTHHOB. Peaknuu mnpoTekalOT B adpoOHBIX yciaoBUAX. OOBYHO OOJNBIIMHCTBO
KHCIIOPOJICO/ICPKAIUX TPYII, OOHapyKEHHBbIX B KCAaHTOQWIIAX XJIOPOIUIACTOB, HAXOISATCS B
¢dopme b0 runpokcurpymnm (—“OH) u cBs3ansl ¢ 3-m yriepoausiM aromoM (C-3 niu C-3'), mubo
okcorpym (=O) u cBsi3aHbl ¢ 4-M yriaepogabsiM atoMoM (C-4 i C-4'), miubo snokcurpym (—O—) B
MOJIOKEHUH MEXIy 5-M U 6-M yriepognsiMu atomamu (C-5,6 win C-5',6") MOHOHOBBIX KOJIEIl.
W3BecTHO, 4TO Bce TpU THUIMA KHUCIOPOJCOAEPKALIUX TPYyHH O0pa3yloTcs 3a CHeT peakIHid
OKHCJICHHS C HCIIOJIb30BAaHHUEM MOJIEKYJISIpHOro Kuciopoja atmocdepsl (MacnoBa u ap., 1996;
Britton, 1998).

B pesynbraTe mepBBIX peakiMi TUAPOKCUIMPOBAHUSA O- MU [-KapOTHMHOB 00pa3yroTcs
3€MHOKCAaHTHUH M O-KpPUNITOKCAHTUH (MOHOTHJIPOKCH-0-KapOTHH) (pHUC.9), a TakkKe B-KpUIITOKCAaHTHH
(MoHOTHIIpOKCU-PB-KapoTuH) (puc. 10). DTa cTynmeHb NpEeBpaIleHUs KapOTHHOHMIOB SIBIISETCS
TUMMMYHON MOHOOKCHUTEHa3HOM peaknuert (Sandmann, 1994).
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B Hacrosimiee Bpemsi aiisi BOJOpOCHEH W BBICHIMX pacTeHui ycraHoBieH reH Crt R-b,
KOHTPOJIMPYIOMUI CHUHTE3 (epMEHTa, KAaTATH3HPYIOMIET0 OKHCICHHE IHUKINYECKAX KapOTHHOB
(Hirschberg, 1998). Ananornunslii ren, Ha3BaHHbIi crt H (Bilger et al., 1995) u o6o3na4yeHHbIi B
npyroi myonukanuu kak Crt Z (Misawa, 1990), o6HapyxeH y Oaktepuii. Bce 3Tu reHbl KOTUPYyOT
cuHTe3 [-KapoTHHruaApokcuiassl (Armsrong, 1994; Armstrong, Hearst, 1996; Hirschberg, 1998).
Cunrtaercs, 4TO [-KPUNTOKCAHTHH SBIICTCS TPOMEKYTOYHBIM 3BEHOM B JBYXCTYIIEHYaTOM
OouocuHTe3e 3eakcaHTHHAa u3 P-kaporuna (puc. 10). ITosromy rewsr Crt R-b, crt H u crt Z
KOHTPOJIMPYIOT, a UX MPOJIYKT B-KapOTUHTHIPOKCHIIA3a KaTaJU3UPyeT 00€ Peakiuu MpEeBpaIiCHUs
B-xapoTHHa Kak 10 PB-KpUNTOKCaHTWHA (3-TUApPOKCH-B-KapoTWHA), Tak M A0 3eakcaHTuHa (3,3'-
IUTUAPOKCH-B-kapoTuHa) (Armsrong, 1994; Bartley et al., 1994; Sandmann, 1994).

WMHaue mpouMCXOAMT CHUHTE3 JIIOTEMHa W3  oO-KapoTuHa. Bnavane oOpasyrorcs
MIPOMEKYTOUHBIC TPOIYKTHI O-KPUIITOKCAHTUH (3-THIPOKCU-0O-KApPOTHH) W 3eHMHOKCaHTHH (3'-
TUAPOKCH-0-KApOTHH), a 3aTeM JtoTerH (3,3'-Turuapokcu-o-kapoTuH) (puc. 9). OTanyue coCTOUT B
TOM, 4YTO B CHHTE3€¢ JIIOTCHMHa YYacTBYIOT J1Ba (QepMeHTa, [-KapOTHHTHAPOKCHIA3a W &-
KapOTHHTUAPOKCUIIa3a, KoHTpompyeMbie reHamu Crt R-b (mpu ruppokcummpoBanuu B-Kouibla) u
Crt R-e (mpu rugpokcunupoBanuu e-konbiia) (Hirschberg, 1998; Cunningham, Gantt, 1998, 2001).

[TockoNbKY 0-KapOTHH C €r0 £-MOHOHOBBIM KOJIBLIOM CHHTE3UPYETCS TOJBKO B IIACTHUAAX
BOJIOPOCIICH M BBICHIMX PACTEHHH, TO W €ro MPOU3BOJHBIC 3CHMHOKCAHTHH, O-KPHIITOKCAHTHUH,
JIOTEHH, JJOPOKCAHTHH, CH(pOHAKCAHTUH M (PPUTIINEITIAKCAHTHH (pHUC. 9) HAKAIUTMBAIOTCS TOIBKO Y
aTux opranu3moB (Sandmann, 1994; Thompson, 1996; Liaaen-Jensen, 1998). Hamportus, [-
KPUNTOKCAHTUH M 3CaKCAaHTHH CHHTE3UPYIOTCS KakK y OakTepwii W rpubOB, Tak W Yy BCEX
9YKAPHUOTHYECKUX PACTECHHUI U BOJIOPOCIICH.

HenaBuo oxapakrepusoBaHa [-KapOTHHTHAPOKCHIIA3a Kak Oellok ¢ moil maccoi 22 kJla
(Hundle et al., 1993). 1 xoTs oH sBIsSeTCI MEMOpaHHO-CBS3aHHBIM OCJIKOM, SH3UMaTHYECKas
aKTUBHOCTH €ro Oblla OOHApYXKEHa TOJBKO B MPUCYTCTBHH KOMIIOHEHTOB IUTOILUIA3MAaTHYECKOM
¢bpaxuu (Sandmann, 1994; Cunningham, Gantt, 1998, 2001).

Uro xacaercsi KCaHTO(DHIIIIOB — IPOU3BOJHBIX O-KapOTHHA, COAEPIKAIINX OAHO 3-HOHOHOBOE
U OJTHO £-MOHOHOBOE KOJIbLIA, TO O HUX, KPOME IIUPOKO PaclpOCTPaHEHHOI'O JIIOTENHA, OYE€Hb MaJIo
M3BECTHO. BO3MOXKHO, 3TO OOBSACHSIETCS TE€M, YTO (-KApPOTHH CHHTE3UPYETCS TOIBKO y BOJOPOCIEH
U BBICIIUX pPAacTeHUH, a OoJblIas YacTh HCCIEAOBaHMM MPOBOJMIACH Ha OakTepusx, rpubax u
IMaHOOAKTEPHSIX.

VY 3enenoii Bogopociu Chlamydomonas reinhardtii oOHapykeHbl Takke MOTeHH-5,6-
AMOKCHUJI, IIOTEOKCAHTHH U JIopokcaHTHH (puc. 9) (Francis et al., 1973; Nitshe, 1974; Eichenberger
et al., 1986; Niyogi et al., 1997). Jlopokcautun nomumo Chlamydomonas 6b11 Haiinen y Euglena
(Nitshe, 1974), Chlorella (Claes, 1957; Nitshe, 1974), Scenedesmus (Nitshe, 1974; Britton et al.,
1977) u y xapoBbeix Bogopocneil (Grumbach, 1983). 1 xoTs, kpome TIOTEMHA U JOPOKCAHTHHA
(Pogson et al., 1996), conmepxanue APYrux MPOU3BOAHBIX O-KAPOTHHA HE3HAYUTEIHHO, HEIb3S
UCKJIIOUUTh OYE€Hb BAXKHYIO (DYHKIIMOHAIBHYIO POJIb 3TUX KAPOTUHOUAOB B XJIOPOIUIACTaX PACTEHUMN
u Bojopocneii. Tak, Hampumep, JIIOTEMH YIacTBYET B 00pa30BaHUU CBETOCOOMPAIOIIETO KOMITIIEKCa
¢orocucremsr II (Kiihlbrandt et al., 1994). ®yHKiMOHaNBbHON poONM APYTrUX KapOTHHOMJIOB
MTOCBSAIIEHHI crieuanbHbie 0030pbl (CanoxHukoB, 1967; Britton , 1995b; Kapnayxos, 1988, 2000).

B nocnennue rospl MosiBUIIOCH OOJIBIIOE YUCIIO MyOIMKALUM, TOCBSIIEHHBIX HCCIIE0BAHUIO
BronakcantuHoBoro 1ukia (Hager, Holocher, 1994; Bilger et al., 1995; Hartel et al., 1996;
Demming-Adams et al., 1996; Montane et al., 1998; Saccardy et al., 1998). Xopoio ycTaHOBJICHO,
9TO U3 3€aKCAaHTHUHA 00pa3yeTcsl BHaYajle aHTEPAKCAHTHH C OJTHOW SMOKCH-, a 3aTeM BHOJIAKCAHTHH
¢ 1Byms snokcurpynnamu (puc. 10). /IBe snmokcurpynmsl nocieaosatensHo Gopmupytores B C-5,6-
n C-5'6"-mooKeHNsIX aTOMOB yIiIepojia [-MOHOHOBBIX KOJICH. Peakius Smokcupanuy Oblia
u3ydeHa IN VItr0 Ha M30JMPOBAHHBIX XPOMOILIACTaX KpacHBIX II0a0B Capsicum annuum
(Sandmann, 1994; Armsrong, Hearst, 1996). HenaBuo y Arabidopsis thaliana 6sutn u3onupoBass
MYTaHTBl C pa3IMYHBIMKA HapYLIICHUSMH CHHTe3a aOCIHM30BOWM KHCIOTHI (aba — abscisic-acid-
deficient), oO6ycioBneHHbIMU MyTalsiMu B aba-rene (Rock, Zecvaart, 1991). B pe3ynbrare Bcex
MyTallMii B JIOKyce aba-reHa B XJIOPOIUIACTaX MYTAHTOB HaOJIOAAJIOCh CHIIBHOE YMEHBIICHHE
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COJIEp’KaHUsI BCEX OIIOKCUKAPOTWHOWJIOB, 4YTO VYKa3blBaeT Ha HapymieHwe TeHa Zep 1 -
3eaKCaHTHUHAOKcH a3kl (Sandmann, 1994).

TemHOBast SMOKCHAALMS 3€aKCAaHTHHA JI0 BHOJAKCAHTHHA B XJIOPOIUIACTAX SBIISIETCS
o0paTUMbIM LHUKIMYECKUM IpolueccoM. Ha cuibHOM cBeTy (IpU CBETOBOM CTpecce) peaxius
JESMOKCHIAIIMM BHOJIAKCAHTHHA Yepe3 aHTEPAKCAHTHUH /IO 3€aKCAHTHWHA BBIMOJHSIET 3allUTHYIO
byuknuto B xioporuiacrax (Demming-Adams et al., 1996; Montane et al., 1998; Saccardy et al.,
1998). Dta cBeTo-TeMHOBasi pEryisus IMpoliecca OOpaTUMON AMOKCHUIAMU—IEITTOKCUIAIIUN
omycaHa BO MHOTHX 0030pHBIX cTaThsix (CamoxkuukoB, 1967; Hager, Holocher, 1994; Demming-
Adams et al., 1996; Macmoa u ap., 1996; Kapuayxos, 2000). Mecrto JoKaqu3aluu
(GYHKIIMOHATIBHOE 3HAYEHHE ITOTO MpoIlecca ellle 10 KOHIA HE BBISICHEHBI, HO YK€ UMEETCS MHOTO
CBEJICHHUH, yKa3bIBAIOUIMX HAa y4acTHE MpOIecca SMOKCHIAUH—IEINOKCUIAIMN B arperaiui u
(GYHKIIMOHUPOBAaHUM CBeTOocoOMparomero komiuiekca II, a Takke B MexaHM3Me 3aIlIMThHI
peakmoHHOro 1eHTpa dhotocuctemsl 11 ot poTomectpykuuu (Gilmore, 1997; Montane et al., 1998).
EcTth Takxke naHHbIE O TOM, YTO BHOJAKCAHTHUHOBBIA LHUKI MOXKET y4acTBOBaTh B OpraHU3alluu
CBETOCOOMpAIONIEro KOMIUIeKca | M, BO3MOXHO, CBs3aH C (YHKIMOHMPOBAHHUEM PEAKIIMOHHOTO
uentpa gorocucremsl | (Koputomenko u ap., 1977; Jlageirun, Hlupuxosa, 1987; Hager, Holocher,
1994; Macnosa u np., 1996). Panee ObUIO MOKa3aHO, YTO PeaKIHs SIOKCUAANNHA U MPEBPAIICHUE
3€aKCaHTHHA B BHOJIAKCAHTHH MOXET OCYIIECTBISATHCSA B IMperapaTax, COAEp KalluX BbIIEICHHbBIE
obomouku xyoporutactoB (Grumbach, 1983). He mckirodeHo, 9To BaXHOE 3HAYCHHUE IS 3TOTO
mpolecca MMEeT COCTOSHHUE JIMIUTHOTO OHCIOs (DOTOCHMHTETHYECKHMX MEeMOpaH XJIOPOIUIACTOB
(Havaux, Gruszecki, 1993; Knstuko-I'ypsud u np., 2000).

Cpenn OCHOBHBIX KapOTHHOUIOB XJIOPOILIACTOB 3€JICHBIX BOAOPOCIEH U BHICIIUX PAaCTEHUN
BCerJa TPHUCYTCTBYET HEOKCAHTHH. OJTO SIOKCHKAPOTHHOWZI, y KOTOPOTO TIIOMHMO OJHOMH
SMOKCUTPYIIBI UMEIOTCS TPU THAPOKCUTPYIIBI U OfHa crheruduyeckas i HEro ajaieHoBas
KOHIeBas cBA3b (puc. 10), T.e. ABE CONpsHKEHHbIE IBOMHBIE CBSI3U y 7-T0 aroma yriiepoja (puc. 1, g,
3). Cuuraercs, 4yTO HEOKCAaHTUH 0Opa3yeTcs W3 BHUOJIAKCAHTHHA IyTeM IEPECTPONKU OJHOI
AMOKCUTPYIIIHI B S-ruapokcurpymry (Britton, 1998). Bo3aM0OXHOCTE OCYIIIECTBICHUS dTOW peaKIun
Oblla TPOJEMOHCTPUPOBaHA Ha OECKIETOYHON cucTemMe B romoreHarax Ampuilinium carteri
(Sandmann , 1994). HenaBHo ycraHoBieH reH NSy 1, BblieneH U oxapakTepu3oBaH (EpPMEHT
HeokcaHTHHCHUHTa3a (Al-Babili et al., 2000; Bouvier et al., 2000), ocyIiecTBIsSIONIUN 3Ty pEaKIIUIO.

JpyrumMu  TIpOM3BOAHBIMU  [-KapOTHHA SIBIISIOTCS OKCOKAPOTHHOWBI: KANCAaHTHH U
karcopobun (Czygan, 1982; Sandmann, 1994), koTopble 00pa3yloTCsi B XpOMOIUIACTaX KPacHbIX
monoB niepua (Capsicum annuum) W SBISIOTCS WX OCHOBHBIMU KcaHToQwmmiamu (puc. 10).
Kamncantun o0Opasyercs 3 aHTepaKCaHTHHA MyTeM TpaHC()OpMAIMK STOKCUTPYIIBI B OKCOTPYIIITY
Y TIpeBpalieHus B-MOHOHOBOTO KOJIbIIAa B IMKIONeHTaHOBOE KoJibllo (Cunningham, Gantt, 1998;
Hirschberg, 1998). AnanornunsiM o0pa3oM popMupyercs: karncopyOuH U3 BUOJAKCAaHTHHA. TOJIBKO
B 3TOM Cllyyae JIB€ AMOKCUTPYIIbI TPaHC(HOPMHUPYIOTCS B JIBE OKCOIPYNIbl U 00a [-MOHOHOBBIX
KOJbIla TPEBpAlIAlOTCS B JIBa IUKJIONEHTAHOBBIX KOJNbIA. Takasg TMOCIEA0BaTEIbHOCTh
MIpEBpaIeHHs OMMMCAHHBIX KapOTHHOMIOB ObLJIa TIOATBEPIK/IEHA HAa BBICJICHHBIX XPOMOIUIACTaX M3
kpacHbIX ogoB Capsicum annuum (Sandmann, 1994). CuHTe3 KancaHTHHa W KarlcopyOHHA
KaTaJIM3upyeTcs KalCaHTUH-KancopyonHcuHTa3oi (ren Ccs). OHa ke OCYIIECTBIISIET MEPECTPONKY
-noHOHOBOTO KOJBIIA B IHKIONEeHTaHOBoe Koubllo (Hirschberg, 1998; Cunningham, Gantt, 1998,
2001).
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Puc. 11. Cxema ¢popMupoBaHUs aJICHOBBIX (MPOW3BOJHBIX HEOKCAHTHWHA) U all€TUJICHOBBIX (MPOM3BOJHBIX JUATOKCAHTHHA) KApOTHHOWIOB
Bojopociei. JIBymsi cTpenkamMu TIOKazaHa oOpaTtumasi ATMOKCHUAAIUS—IEITIOKCUIAINS JHATOKCAaHTHHA W JUAaJAHOKCAHTHHA, MOJ00Has
BHUOJIAKCAHTUHOBOMY ITUKJTY y BBICIIUX PACTEHUH.
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W3 wambornee IMHMPOKO PACIPOCTPAHEHHBIX KCAHTOPWILIOB XJIOPOIUIACTOB  BBICHINX
pacTeHMii: 3eaKCaHTHMHA, AHTEPaKCAaHTMHA U BHOJIAKCAHTHHA — OOpa3yloTCs aJUICHOBBIE H
alleTWICHOBBIE KapOTHHOMJBI, KOTOpBIE BCTPEYalOTCs MOYTH y Bcex sykapuor (Liaaen-Jensen,
1998). 13 anTepakcaHTHHA U BUOJAKCAHTHHA 00Pa3ylOTCS COOTBETCTBEHHO JI€3MOKCUHEOKCAHTHH U
HeokcaHTHH (puc. 11), a Takxke npyrue alyieHOBbIE KcaHTOGHILIIBI Bogopociei (Britton, 1995b,
1998). Coe Ha3BaHHWE OHHU MOJYYWIH OJjarojaps HAJIMYUAIO y HUX XapaKTEPHOW aUICHOBOMH
KOHLIEBOH I'pyNIbl, T.€. ABYX HEHACBIIIEHHBIX ABOWHBIX CBA3€H y 7-ro atoma yriaepoaa (puc. 1, s,
3). B cBoro ouepenp M3 AEIMNOKCUMHEOKCAHTHHA M HEOKCAHTHHA CUHTE3UPYIOTCS AalleTUIICHOBBIE
KCAaHTO(QWIUTBI BOJIOPOCIICH: TUATOKCAHTUH W JTUAJAMHOKCAHTUH (puc. 11), mMmerommue TpOWHYIO
alleTUJICHOBYIO CBA3b MEXIY 7-M U 8-M aromamu yriepoaa (puc. 1, 6, 4). OTu KapOTHHOU[BI B
XJIOPOIUIACTaX BOJOPOCIEH MOTYT OCYLIECTBISATh pEaKUUU DJIOKCHJALMU B TEMHOTE U
JIedMOKCUIAIIMHN Ha CBETY, OJI0OHO KCAaHTO(UIUIaM BHOJAKCAHTUHOBOTO IIMKJIA BBICIIUX PACTEHUIN
(Britton, 1998). Kpome Toro, w3 nmuaguHOKcaHTWHA oOpa3yercs amiokcantuH (7,8,7',8'-
TeTpaaeruipo-3,3'-TUruapoKCcu-f-KapoTrH), OAWMH M3 XapaKTEPHBIX KCAHTO(HIOB BOIOPOCICH,
coJiepKalluX JBE TPOWHBIE allETHJICHOBBIE CBSI3M MEXIY 7-M U 8-M, a Takke 7'-M u 8'-M aroMmaMu
yriaepona. AHaJIOTHYHBIM 00pa3oM (OPMUPYIOTCS AallETUICHOBBIE KOHIIEBBIE TPYIIBI Y

KapOTHHOMJIOB, MIPOU3BOIHBIX acTaKCaHTHHA: 7,8-nuaeruapo- u 7,8,7.8'-
TeTpajeruapoacTakcanTuta (puc. 11).

Actakcantud  (3,3'-guruapoxcu-4,4'-nuokco-f-KapoTuH)  —  JOCTaTOYHO  LIMPOKO
pacrpoCTpaHEHHbIN KapOTUHOM] BOJIOPOCIIEH, KOTOPBIH, KaK M BCE NEPEUHUCICHHbIE alNICHOBBIE U
alleTUJICHOBBIE KapOTHHOU/IBI, SBIISICTCS MIPOU3BOIHBIM B-xapoTHHa. Hpyrumu

OKCOKapOTHHOUIAMH, MPOU3BOJHBIMU [-KapOTHHA, SIBISIFOTCS SXHHEHOH (4-0KCo-fB-KapoTuH) U
KaHTakCaHTUH (4,4'-IMOKCO-B-KapOTHH), XapaKTEepHbIE IS LUAHOOAKTEPHH U TeTepOTPOQHBIX
O6akTepuil. OHU MOTYT OBITH TaK)Ke OOHApPYKEHBI KaK BTOPUYHBIC KApOTHHOUIBI Y BOJOpOCIEit
(puc. 12), pacTymux B pa3IMYHBIX YCIOBHUSAX CTPECCa, B 4aCTHOCTH mnpu aeduiute azora (Czygan,
1982). V 3eneHbIX BOJOPOCIEH OHH, TaK ke KaK (PPUTIIMEINIAKCAHTUH, ACTAKCAaHTHH, CeMHUACTalleH
Y acTalleH, MOTYT HaKaIlJIMBaThCs B KJIETOUHOU cTeHke 300cmop (Thompson, 1996).

Ceifuac Mano M3BECTHO O pEaKIUsAX, OTBETCTBEHHBIX 3a (HOPMHUPOBAHHE OKCOTPYII,
CBA3aHHBIX C 4-M yriepogHeiM atromMoMm (C-4 wiu C-4') B-xapotuna (puc. 12). C nomomibro
BBIJICJICHHBIX MeMOpaH nuanobaktepuit Synechocystis 610 ycTaHoBjeHO N Vitro mpesparienue -
KapoTuHa B 4-OKCONMPOM3BOJHOE — exuHeHOH (Sandmann, 1994). OtoT mnporecc sBIseTCS
HAJI®-H-3aBucumbiM 1 unrubupyercss KCN. HemaBHO mosyueHO A0Ka3aTeNbCTBO TOTO, YTO
oOpazoBanne C-4 OKCOTpYMIIbI €XUHEHOHA MPOTEKAET B JIBa ATama: MyTeM THAPOKCHIUPOBAHUS U
ruapupoBanuss  (Sandmann, 1994;  Britton, 1998). Cunrte3  kaHTakcaHTuHa, 4,4'-
JMOKCOIIPOU3BOJIHOTO [-KapOTHHA, TNPUXOIAUT YEpe3 COOTBETCTBYIOIIME YEThIpE JTama 3THUX
peaKuui.

W3 B-kaporuHa y Bojopocieil o0pa3yercs HECKOJbKO KETOKapOTHMHOUAOB: 3XWHEHOH,
KaHTaKCaHTHH, aJIOHUKCAHTUH, aIOHUPYOUH, acTakcaHTuH (puc. 12). HegaBHO ycTaHOBIEHO, 4TO
npucoeauHeHne okcorpyisl (=0) katanusupyercs B-kapoTuH-C-4-0KkcUreHa3oil, KOTOpYI0 MHOTa
Ha3bpIBatoT -kapoTuHkeTonazoi (Hirschberg, 1998). ¥V Gakrepuii ee cuHTE3 KOHTPOJIUPYET reH Crt
W (Havaux, Gruszecki, 1993; Pfunder, Bilder, 1994), a y Bomopocieil aHaJOTHYHBIC TEHBI
obo3navarT kak Crt O unu Brt (Lotan , Hirschberg, 1995; Sandmann et al., 1999). ITog nelictBuem
3THX TeHOB y Bojopociu Haematococcus pluvialis B ycmoBusix crpecca B Iia3majieMe KIIETKH
HAKaIJIMBAIOTCS dXWHEHOH, KaHTakcaHTUH u actakcaHTuH (Lotan, Hirshberg, 1995; Sandmann et
al., 1999). Ilokazano, yto B-kapoTuH-C-4-0KCUTeHa3a KaTaM3UPYyeT BKIIOUEHHE ABYX OKCOTPYII B
B-MOHOHOBBIE KOJbIA, T.€. NpEBpalleHHe [-KapoTHHA B KAHTAKCAaHTHH Yepe3 MOHOKETOH —
sxuHeHoH (Lotan, Hirschberg, 1995; Cunningham, Gantt, 1998).

[Ipu cunTe3e acrakcanTtuHa y Bogopocieit (reabl Crt O wiu Brt) u y 6akrepuii (ren crt W)
B-kapotun-C-4-okcureHasa MoKeT (PYHKIIMOHUPOBATh B COYETAHHM C [-KapOTHHIHIPOKCHIIA30H
(rens! crt Z u Crt R-b).

25



B-Kaporun-C-4-okcurenasa, rensl crt W u Crt O

B-Kaporuuruppokcunasa, reust crt Z u Crt R-b

- - - - - - -
- - - = - m - -

CemMuacraneH AcraueH

Puc. 12. Cxema OMOCHHTE3a OKCOKaPOTHHOMIOB BOJIOPOCIICH M BBICIIMX PAacTeHUi ¢ yyactueM (-kapotuH-C-4-okcurenassl (ren crt W, Crt O)
u B-xkapoTuHrHApOKcHiIassl (reusl Crt Z, Crt R-b) (Thompson, 1996; Hirschberg, 1998).
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e-Kaporun

Crt o, HO® JlakTykaKCaHTHH

e-Kaporu-C-3-okcurenasa, ren Crt O

e-Kapotunrugpokcunasa, reu Crt R-e
(@]

4-T'uppoxcu-3,3'-IHOKCO-E,E-KAPOTHH

OH }
0 . Crt R-e

HM3oacrakcaHTun

OH

Puc. 13. buocuHTe3 KCaHTO(MIIIOB pACTEHHiA, MPOU3BOIHBIX €-KapOTHHA: JAKTYKAKCAaHTHHA B XJIOpoIUlacTax camarta Lactuca sativa L.
(Siefermann-Harms et al., 1981) 1 Bo3MOXXHBIE TTyTH CHHTE3a N30aCTaKCAaHTUHA MTPEIIIOJIOKHUTENBEHO C y4acTHEM (PEPMEHTOB €-KapOTHHTUAPOKCUIIA3BI
(ren Crt R-e) u e-xapotun-C-3-okcurenassi (een Crt O).

27



[TockonmbKy CHHTE3 TUIAPOKCH- U OKCOTPYII B KOHIIEBHIX [-HOHOHOBBIX KOJBIIAX MOXKET
OCYILIECTBIATHCS INPU  COBMECTHOM  JEWCTBUM 3TUX JBYX (epMeHTOB B  Jt000it
MOCJIeIOBATEIBHOCTH, TO OHU, BEPOATHEE BCEro, (PyHKIMOHHMPYIOT HE3aBHCHUMO JAPYT OT Jpyra u
cyocTpaTel ux cuHTe3a pasnuunsl (Hirschberg, 1998).

M3BecTHO, 4TO Cper BBICIIUX PACTEHUN U BOJOPOCIIEN €CTh BUBI, Y KOTOPBIX IIOMHUMO O~ U
B-kapoTWHa MPUCYTCTBYET &-KapoTuH (&,e-kapotuH) (Linaaen-Jensen, 1998). [lo cux mop oueHb
MaJIO U3BECTHO KCAHTO(PHIUIOB, IPOU3BOIHBIX £-KapoTHHA. Tak, U3 XJIOPOILUIACTOB pacTeHHi canara
(Lactuca sativa) Obul H30JHMpPOBAaH H JICTAIbHOOXApaKTEPH30BaH JakTykakcaHtuH (3,3'-
TUTUIPOKCU-E,e-KapoTuH) (puc. 13) (Siefermann-Harms et al., 1981). Oto u3omep morenna (ot a-
KapoTHHA) U 3eakcaHTWHA (0T [-kapoTuHa). [IpOMEXYTOUHBIM NPOIYKTOM MEPBON peakluu
THJIPOKCHIIMPOBAHUS €-KaPOTUHA SBIACTCS E-KPUNTOKCAHTHH (3-THIPOKCHU-€,6-KapoTuH). O6e
peaKkiuu THIPOKCHIMPOBAHUS MIPH CHHTE3€ JIAKTYKAKCaHTUHA, MO-BUINMOMY, KaTaIU3UPYIOTCS €-
KapOTUHTUAPOKCHIa30i, koHTposmpyemor reHom Crt R-e (Cunningham, Gantt, 1998, 2001).
AHAJIOTUYHBIA JTUTUAPOKCUKAPOTUHOW] — TyHaKcaHTUH (3,3'-IUTrUIpOKCH-€,E-KAPOTUH) OBLI
obHapyxeH u onucan y peid Oxyjulis californicus (Siefermann-Harms et al., 1981; Schiedt, 1988).

HecmoTps Ha TO 4TO €-KapoTUH ObUT UACHTU(DULIMPOBAH Y HECKOIBKUX BHUJIOB BOJIOPOCIIEH
(Liaaen-Jensen, 1998), kakux-1100 XapakTEPUCTUK APYIUX MPOM3BOJHBIX OT HEro KCaHTO(MHILIOB
JI0 CHUX IOp MOYTH HeT. B TO ke BpeMsi BHICOKOOKHCIIEHHBIE POU3BOIHbIE €-KapOTHHA JOCTATOYHO
XOPOIIO ONMUCAHBI JJIS KJIETOK JKHBOTHBIX opranu3MoB (Schiedt, 1998). B Haubosnbiei cTrenenn 3To
OTHOCHUTCSI K KCaHTO(UIUIaM, COJEpXKallMM THApOKcUrpymmnbl B monoxeHun C-4 u C-4' u
okcorpynmsl B nonoxkeHnn C-3 u C-3' yriaepoaHbIX aTOMOB €-HOHOHOBBIX Kourer (Schiedt, 1998).
OHU SBISIOTCS MPOMEXKYTOUYHBIMH MPOJAYKTaAMHU M B CHHTE3€ M30acTakcaHTHHA (4,4'-IUruapoKcu-
3,3'-mnokco-¢,e-kaporuna) (puc. 13).

MOXHO MpeAnoa0XKUTh, YTO pPeaKUUd TUAPOKCHIMPOBAHUS M  OKCHUTECHUPOBAHUS
OCYIIIECTBIISIOTCS C IMOMOIIBI0 JBYX (hepMeHTOB: &-KapoTHHTUApokcunasel (reH Crt R-€) u e-
kapoTuH-C-3-okcureHassl (mpeanonaoxutenbio, Ten Crt O), KOHTPOIUPYEeMbIX pa3HBIMU T€HAMH.
[TocnemoBaTenbHOCTD PEAKIMIA MOXKET OBITh TAKOH, KaK MMPeJICTaBlIeHO Ha puc. 13.

Opnako OHa, TO-BUIUMOMY, HE SBISIETCS IKECTKOW, TIOCKOJBKY TIOCIE peakluu
THJIPOKCHIIMPOBAHUS M 00pa30BaHUs €-W30KPHUIITOKCAHTHHA MOXKET TPUCOSAUHUTHCS THO0 BTOpAst
THAPOKCH-, MO0 okcorpymma. [loATBepAeHHeM TakoW TOYKM 3PEHUS MOXKET CIYXHTh (akT
OOHapyXeHHs y PbIO, paKoOOPa3HBIX M NTHIl COSAUHEHHUH THIA 4-THIPOKCH-3'-0KCO-€,E-KapOTHHA,
4'-ruipoKcu-3'-0KCo-¢€,e-KapoTuHa, 4'-ruapokcu-3,3'-IuoKco-¢,e-kapoTuHa, 4,4'-muruapokcu-3-
OKCO-€,6-KapoTuHa u apyrux (Schiedt, 1998). OTu nanHble 7al0T OCHOBaHUS MMOJAraTh, YTO CHHTE3
M30aCTaKCaHTHHA Y BOJOPOCIIEH MOXKET OCYIIECTBIATHCS MO0 MPeIOKEHHON Hamu cxeme (puc. 13).

JIOKAJIM3AINA MYJIbTUOGEPMEHTHBIX KOMIIJIEKCOB

B Hacrosmee BpeMs MeXaHHM3M (YHKIMOHUPOBaHHS (EPMEHTOB, Y4YacTBYIOUIMX B
OMOCHHTE3€ KapOTHHOHIOB, B KIIETKaX PaCTeHUI W3ydeH O4YeHb ci1abo. Bee Oorblie HakarmBaeTcst
CBEIEHM O TOM, YTO OMOCHMHTE3 KapOTHMHOMJOB OCYIIECTBISETCS C IOMOIIBIO JBYX THIIOB
MYJIbTH()EPMEHTHBIX arperaToB WM KOMILJIEKCOB: a) THAPOQPIIBHBIX, JIOKAIN30BAaHHBIX B CTPOME
XJIOPOIUTACTOB U 0) TuApOPOOHBIX, aCCOIMUPOBAHHBIX ¢ MeMOpanamu TuiakounoB (Kleinig,
Britton, 1982; Cunningham, Gantt, 1998). IlepBas rpynmna ¢bepMeHTOB UCCIEA0BaHA 3HAYUTEIHHO
ayuyme.  Tak,  W3BECTHO, UYTO  TPU  BOJOPAacCTBOPUMBIX  ¢epmeHta  (puc.  14):
m3onenteHmwiaudocharnzomepasza, repanmwirepanmigudocharcuaTaza U (PUTOMHCHUHTa3a (TEHBI
Ipp 2, Ggps 1 u Psy 1), xoropsle KaTalu3UpYyIOT MyTh OHOCHMHTE3a MpEAlIeCTBEHHHKOB
KapoTHHOMAOB OT Cs-M30mpeHOuI0B 10 (uTOMHA, — OBUTM HM30JMPOBAHBI BMECTE B COCTaBe
MyiabTH(QEepMeHTHBIX KomIuiekcoB (Camara, 1993). Ilpeamomaraercs, u4to ruapodoOHbIE
depmenTsl: putonnaecatypasza (PDS), (-kaporunaecarypasza (ZDS) u nukonuH-(P-u €-)-1UKITa3bI
(LCYB u LSYE) (renst Pds 1, Zds 1, Crt L-b u Crt L-e) — cBs3aHbI ¢ MeMOpaHaMu THUJIAKOUIIOB U
TaKke, BEPOSTHO, 00pa3yroT MysbTH(QepMeHTHbIe KoMmiutekesl (Cunningham, Gantt, 1998, 2001).
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Xnopomnacr

T'uppodpunbrbie
KOMIUIEKChI CTPOMBI

8 Monex&')n M30MEH-_____
XJIOPOIUIaCTOB

tenummudocara

duroun

'

B.B-Kommnekc B,e-Kommnekc ¢,e-Kommnekc

PDS| PDS LCY g [CYB) B pDS| PDS 22

I'nppodobGHbIE KOMILIEKCHI MemGpana
THITAKOUI0B THIIAKOHIa

B-Kaporuu o-Kaporun e-Kaporun

Puc. 14. Cxema CTpyKTYpHOH MOJENTH MPEAINOJaraéMbIX CTPOMAIBHBIX M THJIAKOMIHBIX MYJIbTH()EPMEHTHBIX KOMIUIEKCOB B XJIOPOILIACTAX
pacrenunii (mo Cunningham, Gantt, 1998). IPI — wusonenrenmngudocdarnzomepaza, GGPS — repanmnrepanmwiaupocharcunraza, PSY -—
¢utonncunrtasa, PSD — ¢utomnnecarypasza, ZDS — (-kaporunnecarypasza, LCYB — nuxonun-B-umxinaza. LCYE — nukonuu-g-muknasza. 3Hak (?)
03Ha4aeT BO3MO)KHOCTh CYIIECTBOBAHUS €,£-KOMIUIEKCA ISl CHHTE3a E-KapOTHHA.
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['unoreTrueckass MoJeIb TaKUX KOMIUIEKCOB Obuia mpeiokera B 1998 r. (Cunningham,
Gantt, 1998) u momuduiupoBana Hamu (puc. 14).

Panee ObUIM MONYYEeHBI JOKA3aTENbCTBA TOTO, YTO THAPOQPIBHBIA (UTOMHCUHTA3ZHBINA
KOMIUIEKC COJEPKUT OJIHY Komuio wu3oneHreHunaudocharuzomepassl (/PI), nBe komuu
repanwirepanunaudocdarcuatassl (GGPS) B popme romogumepa (Dobgo, Camara, 1987) u ogny
koruro ¢puronHcuHTasbl (PSY). KoHeuHBIM MTPOIYKTOM peakiinii 3TOr0 KOMILJIEKCA SIBIISICTCS CHHTE3
nuzomepa 15-cis-puronna. B jxenteix nBerkax Hapiucca Oblia oOHapykeHa MEeMOpaHHO-CBSI3aHHAsS
(UTOMHCHHTA3a, YTO HE HCKIIOYAeT BO3MOXKHOCTH KOHTaKTa TAaKOro KOMIUIEKca ¢ MeMOpaHamu
mwiactun (Schledz et al., 1996).

Uro kacaercsi ruapoPoOHBIX (HEpMEHTOB, TO MOKAa HET HUKAKHX MPSMBIX JOKA3aTEIbCTB
TOTO, YTO MEMOpPAaHHO-CBSI3aHHBIC JecaTypasbl, LUKIA3bl U TUAPOKCUIA3bI 00pa3yloT MOJO0HBIC
MynbTHGepMeHTHBIE KoMIiekehl (Candau et al., 1991). Onnako B 1998 r. Obula BBIIBHHYTA
runore3a (Cunningham, Gantt, 1998) o Tom, 4YTo AecaTypasHO-IMKIa3HbIC (DEPMEHTHI TOXKE
JOJKHBI (DOPMHUPOBATH arperaThl UM KOMIUIEKCHI, COJIepKallie 10 J1Be KOMUU (PUTOMHAECATYpasbl
(PDS), (-xaporunaecatypasbl (ZDS) u nukonuH-f-umknasel (LCYB) wim namMkonuH-g-1MKIa361
(LCYE) (puc. 14). YuursiBas, 4T0 B XJIOpOIIacTax 0OJIBIIMHCTBA BOAOPOCICH M BBICIINX PaCTEHUI
CHHTE3UPYIOTCS TOJBKO 0-KapoTHH (3,e-KapoTHH) U -kapotuH ([3,B-KapoThH), MOXKHO AyMaTh, YTO
U B UX IUIACTUJAX, MO-BUAMMOMY, HEOOXOAMMO HAJTUYHME TOJIHKO COOTBETCTBYIOIIUX IBYX THIIOB
JecaTypa3Ho-IMKIa3HbIX (hepMEeHTHBIX KoMIuiekcoB (Cunningham, Gantt, 1998, 2001).

C momo1ipto 3T0i TUIIOTE3bI, BEPOATHO, MOXKHO B KAKOK-TO CTENEHU OOBSICHUTH OTCYTCTBUE
y OOJBIIMHCTBA PACTECHHH KCAaHTOQWIIOB, TPOW3BOAHBIX €-KapOTHHA (&,6-KapOTHHA), €CIH
MIPEIIOJIOKHUTD, YTO (DepMEHTHBIE KOMIUIEKCHI ¢ AByMs JTukonuH-g-nukinazamu (LCYE u LCYE) y
HUX HEe ¢dopMmupyrorcs. M mumb B OYCHb PEIKUX CIIyYasX y PACTCHUH €,6-KOMILIEKC MOXKET
CYILIECTBOBATh, KakK, Harpumep, y canara Lactuca sativa L. On MokeT obecrieynBaTh CHHTE3 KakK &-
KapOTHHA, £-KPUNITOKCAHTHUHA, TaK U JIaKTykakcaHTtuHa (3,3'-Auruapoxcu-g,e-kapotuna) (puc. 13)
(Siefermann-Harms et al., 1981). Bo3MoHO, 4TO €,6-KOMILIEKC 00pa3yeTcs OO0 B AOMOTHEHHE K
JIByM W3BECTHBIM, OO B3aMeH [3,e-komruiekca. OAHAKO TaKoe NMPEANOiIoKEHHE HEeb3s CUUTATh
OKOHYATEJIbHO JIOKa3aHHBIM, TaK Kak F€HHO-MH)XeHepHble uccieqoBanus 1999-2001 rr. mokazanwy,
9TO METOJIOM HAIpPaBJIEHHOTO MyTareHe3a C MOMOIIbIO 3aMEHBI OTJCIBHBIX AMHHOKHCIOT MOYKHO
JIOOUTBCS TOTO, YTO JIMKOMHH-€-IIMKIIa3a oObIuHbIX pacteHuii Arabidopsis thaliana cranoButcs
CIIOCOOHOM CHHTE3MpOBaTh &-KapoTuH (10 92-98%) BMecto o-kaporuHa (Cunningham, Gantt,
2001). Msl Hageemcs, 4YTO JaNbHEWIINE HCCIEAOBAaHHUS IO3BOJST OTBETHUTh HAa BOIPOC, YTO
OTIpe/IeIIIET AKTUBHOCTH (DEPMEHTOB: YUCIIO KOTIHIA UM €T0 MOJICKYJISIpHAS CTPYKTYpA.

TakuM o00pa3oM, € Y4eTOM Ba)KHEHIIMX COBPEMEHHBIX JOCTH)KEHHH HaMH TOJIPOOHO
paccMOTpeHa Ielb OWOCHHTE3a OCHOBHBIX TPYIT KAapOTHHOWJIOB, TPOHM3BOAHBIX O-, - H &-
KapOTHHOB, HanbOJIee YaCTO BCTPEUAIOIIMXCS B XJIOPOIUIACTAX BBICIIUX PACTEHHI M BOJOPOCIEH.
OnHako B mpoliecce HaIero OOCYXIEHUS BO3HUKIO MHOTO HOBBIX BOIPOCOB, MPEICTABIISIONINX
OonplIOW MHTEpec i OMOXUMMH, OMO(U3MKM, TEHETUKH M (u3nogoruu pacteHuid. s
MOJTYyYEHUsSI OTBETOB Ha 3TH BOMPOCHI B OYAyIIEM MOTPEOYIOTCS €Ille 3HAYUTEIbHBIC YCUITHS.

1. MEXAHU3MbI ®YHKIIMOHUPOBAHUA KAPOTUHOUIOB

B Hacrosiiee Bpemsi BeIyTCS aKTHBHBIC HMCCICIOBAaHUSA 10 M3YUEHUIO (YHKIIMOHATHHOU
POIU KapOTHHOMJIOB M UX JIOKATM3AIMU B MeMOpaHax XJoporiacToB. 3a npeapiaymue 10—15 ner
OBUTH JOCTUTHYTHI 3HAYUTEIBLHBIC YCIIEXH B U3YYCHHUH TIpOIiecca OMOCHHTE3a KapOTHHOUIOB U €T0
rereruueckoro kKoHtpois (Britton, 1998; Hirschberg, 1998; Jlansirun, 2002). OqHako B Bompocax
JIOKQJIM3AIMA KapOTHHOUIOB W WX (YHKIIMOHHPOBAHHS OCTAETCS €IIe OYEeHb MHOTO HESCHOTO.
Pa3HOMIaHOBOCTh MOMYYEHHBIX PE3yAbTATOB U 3HAYUTENBHBIE YCIEXU MO OTAEIBHBIM BOIPOCAM
00yCIIOBHIIN HEOOXOAMMOCTh OOOOIIEHUSI ATHX PE3YJIbTATOB C IIEJIBI0 OCBEIICHHUS] COBPEMEHHOTO
COCTOSIHUSL (DYHKIIMOHATILHOW 3HAYMMOCTH KapOTHHOMJIOB U y4acTHS UX B (DOTOXHMMHUYECKUX
peaknusax mporecca GOTOCUHTE3A.
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KapotuHOMabl  SBISIOTCS ~ MIMPOKO  PAaCHpOCTPAaHEHHBIM  KJIAcCOM  MHUTMEHTOB,
oOHapyXeHHBIX B mpupojae. OHU BCTpedaroTcs y OakTepuid, TpuOOB, BOAOPOCIEH, pacTCHHA W
KUBOTHBIX. B Hactosimee Bpems usBectHo Oosiee 800 BumoB kaporunousoB (Kapnayxos, 2000).
Oto Ooublasi TPYIIMa JKENThIX, OPAH)XEBBIX WM KPACHBIX MUTMEHTOB, KOTOPBIE MPEICTABISIOT
cO0OH TOJMEHOBBIE COCITUHEHUS NMpeuMyliecTBeHHO ¢ 40 aromMamu yriepona, MOCTPOCHHBIE W3
n3onpeHoBbiX (Cs) emuHuil (0OBIYHO M3 BOCBMHU). Pasznmuuaror 1Be Trpynmbl KapOTHHOHJIOB:
KapOTUHBI U KCaHTOOWIITBL. KapomuHsl — 3TO yrI€BOAOPOIbI, KOTOPBIE COIEPKAT B CBOEM COCTaBE
TOJIKO aTOMBI yIJiepoa U Bojopoaa. Kcanmoghunibi — 3T0 KHCIOPOI-COIEPIKAIIUE TPOU3BOIHBIC
KapOTHHOB, KOTOpPbIE, TIOMHMO aTOMOB YTJIEpOoAa U BOJOPOIA, UMEIOT aTOMBI KHCIIOPOJa B BHJIC
rugpokcu- (—OH), smokcu- (—O-) u okco- (=O) rpymn (Britton, 1998; Jlageirua, 2000, 2002).
CuuTaercs, 4TO KapOTHHBI MPUHUMAIOT Y9acTHE B OPTaHU3ANNHA U (PYHKIIMOHUPOBAHUU OCHOBHBIX
(core) KOMILJIEKCOB peakIIMOHHBIX IIeHTPoB ¢ortocucteMm (Hashimoto, Koyama, 1990), B To Bpems
KaK KCAaHTO(QWIUIBI YYaCTBYIOT B OPTaHHM3AI[MU BCIIOMOTATEIbHBIX CBETOCOOUPAIOIINX (AHTCHHBIX)
koMmrIuiekcoB gorocucreM (Ruban et al., 2001).

K ocHOBHBIM (DyHKIIHSM KapOTHHOUIOB MOXXHO OTHECTH CBETOCOOHPAOIIYIO, CTPYKTYPHYIO
u (dorozammrHyro. Baxnas ¢dorozammrHas poyib KapOTHHOMIOB CBSi3aHA C MEXaHHU3MOM
He()OTOXMMHUYECKOTO TYIICHHS (IyopecleHIny XJIopopmiuia W yd4acTHeM HX B OOpaTUMBIX
peakiusIx KCaHTO(DUIUIOBBIX IMKJIOB. AHANU3y TOCIEIHUX TOCTH)KCHUH IO 3TUM BOIPOCAM
MOCBSAIIICHA JaHHas padoTa.

XAPAKTEPUCTUKA KAPOTMHON/0OB OYKAPHUOT

B ocHOBe CTpyKTypbl KapOTHHOWUJOB JICKHUT IOJMEHOBas LENb C OOJIBIIUM YHCIOM
HEHACBILICHHBIX CONPSDKEHHBIX JBOMHBIX CBA3ed. CONpsyKEHHBIMH HA3bIBAKOTCS JBOMHBIC WIIU
TPOWHBIE CBSI3U, pa3/JeJIEHHbIE OJHOM MPOCTOM cBsA3bl0. Eciin oHM pa3geneHbl AByMs uiau Ooliee
MIPOCTBIMHU CBSI3SIMH WJIM JIBE€ IBOMHBIE CBSA3M IPUMBIKAIOT K OTHOMY U TOMY K€ aTOMY yriepoja, TO
OHHU HE SIBJISIIOTCS COIPSIKEHHBIMHU.

17 18 19 20
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2 4 6 8 10 12 14 15
20 19 18’ 17
JIuKonmmH
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17 16 17 16
17 18
3 2 R 2 R
1 5 R 6 6
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16 S 3 3
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v 4 4

Puc. 15. Hymepauus atomoB yriepoza, CTpykrypa xpomodopHoil yactu (a) u Hambosee
XapaKTepHBIX KOHIIEBBIX TIpymnm (6) MOJEKyJl KAapOTHHOMAOB B XJOPOILIACTaxX BOAOPOCIEH H
BhIcIINX pactenuid (Britton, 1998; Jlaneirun, 2002).
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KapoTHOUABI XJIOPOILUIACTOB COCTOST U3 LIEHTPAIBbHON XPOMO(OPHOH YacTH — JMHEHHON
L[ENM HEHACBIIICHHBIX COMPSDKEHHBIX JIBOMHBIX CBSA3€HM, M JIBYX KOHIIEBBIX TI'PYNI — MOHOHOBBIX
kozer (puc. 15). XpomodopHas TpyIima ¢ onpeAeTeHHbIM YUCIOM CONPSHKCHHBIX JBOWHBIX CBSI3EH
B MOJIEKYyJie KapOTHHOHJAa OOYCJIOBIUBAET €ro CHEKTP MOTJIOUICHHS M OKPacKy. DTH MUTMEHTHI
MOTJIOIIAIOT cBeT B obusactu 280—550 HM.

Puc. 16. Crpykrypuas oprammsamuss PC-l. Lhca 1-Lhca 4 — cBerocoOuparomue
xnopodui-a/b-6enxoBbie komruiekebl BHenHel anteHasl @C-1; PSI-C — PSI L, PSI-G (G), PSI-K
(K) — cBerocobuparomue komriekchl BHyTpeHHeW aHTeHHbl PC-l; PSI-A/B — saapoBsiid
xnmopoduit-a-6enxossiit komruieke @C-1 (Wollman et al., 1999; Fromme et al., 2003).

[Tornomenuem cBera B cuHeil 0071acT 0OBSACHIETCS JKENTO-OpaH)KeBas U KpacHas OKpacka
KapoTuHOU0B. C yBEIMYEHHEM YHCJIA CONPSDKEHHBIX JIBOMHBIX CBSI3e B MOJIEKYyJax
KapOTHHOUIOB OHM TOIJIOUIAIOT CBET ¢ OOJNbIIeH JUIMHOW BOJHBI B BUJMMOH 00JAaCTH CHEKTpa U
CTaHOBATCA 00Jiee NHTEHCHUBHO OKpalleHHbIMH. Tak, B merposeitHoM s¢upe GutonH, nmeromuii 3
CONPsDKEHHbIE IBOMHBIE CBSA3M (3 C.1.C.) U MAKCUMYMBI MOTJIOMIEHUS B yAbTpadHOIeTOBON 001aCTH
Amax = 275, 285 1 296 um, u putrodayus (5 c.a.c.) ¢ Amax = 331, 348 u 367 um OecuBeTHsI. [[3eTa-
KapoTuH (7 c.4.c.) UMEeT IMOIJOUIEHHE B CMHEM KOPOTKOBOJIHOBOM Y4YacTKE BHJMMOIO CIEKTpa
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(Amax = 378, 400 425 HM) 1 IOTOMY BBITJISITUT KENTHIM, HelpocmopuH (9 c.a.c.) ¢ Amax = 414, 439,
467 — xxenTo-opaHXeBbIM, a JukonuH (11 c.1.c.) morjomaer B BUANMOM CHHE-3€JICHOM JIHara3oHe
CHEKTpPa C Amax = 444, 470, 502 HM o0agaeT xapakTepHOH OpaHKEeBO-KPACHON OKPaCKOH.

ConpskeHHbIE JBOWHBIE CBSI3M IOJUEHOBOW LEMU OOYCIOBIMBAIOT AHTHUOKCHUIAHTHYIO
AKTUBHOCTh W XUMHYECKYI0 PEaKIMOHHYI0 CIOCOOHOCTh KApOTHHOHWIOB 10 OTHOIICHUIO K
OKHUCJISIOIIUM areHTaMm u cBoOoaHbiM pamukanam (bputron, 1986; Britton, 1995). Kaporunouas
BEHITIONHSIOT BaKHBIE OWoyIormueckue (QYHKIIMH HE TOJIBKO KaK aHTHOKCHIAHTBI, HO M Kak
npeamecTseHHUKH BuTamuHa A (Kapnaayxos, 2000).

Bricime pacTeHHs MOKAa3bIBAIOT CTAOWIBHYIO OJHOPOAHOCTh KAPOTHHOHMJJIHOTO COCTaBa.
OHu copepxar 0-KapOTUH, [-KapOTUH, JIOTEUH, 3€aKCAHTHH, aHTEPAKCAHTHH, BUOJAKCAHTUH U
HEOKCAHTHH. DTH KaPOTUHOUBI PUCYTCTBYIOT B XJIOPOILJIACTAX BCEX BBICIIUX PACTCHUH.

Penko BcTpewyaemble Ipyrue KapOTHHOUIBI MPUCYIIH JUIIb HEKOTOPHIM TAKCOHOMHYECKUM
rpyIiam, HapuMep JTaKTYKaKCaHTHH (3,3 -AUruApOKCH-€,-KApOTHH) OOHAPYKEH TOJIBKO B JINCTHSIX
pacrenwuii canara Lactuca sativa (Siefermann- Harms et al., 1981).

y CP26 1 e,y :
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Puc. 17. Ctpykrypras opranuzamus aumepa OC-I1. Tpumepsr LHC-II — cBetocobuparomme
xnopoduiui-a/b-0ekoBbie KOMIUIEKCHI BHEITHEH, nepudepudeckoii anrenusr OC-11; CP24, CP26,
CP29 — cBerocobuparoriue xyiopodumi-a/b-0enKoBbie KOMIUIEKCHI BHyTpeHHeH anTeHHb PC-II;
D1, D2, Cyt bssg, CP43, CP47 — simpoBbie xsopoduiii-a-6enkonsie komiuiekcsl ®C-11; OE23, OE33
— OeJIKU BOJOOKHCIISAONIEro KoMiuiekca ¢ moj. maccor 23 u 33 xJI (Wollman et al.,, 1999;
Amerongen, Dekker, 2003).
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B xnopomnacrax 3enensix Bonopociueit (Chlorophyta) coctaB KapOTHHOMIOB MPAKTUYECKU
TaKoM ’Ke, KaKk M y BBICHIMX pPAacTEHHUI, HO WHOTAA IOIMOJHUTEIBHO BCTpEYaeTcs JOPOKCAHTHUH
(JTageirun, 2000, 2002). B To xe Bpems kpacubie (Rhodophyta) , ssrinenossie (Euglenophyta), a
Takke Oypble, 30JI0THCTBIE, JAMATOMOBBIE U JIPyrHe MOPCKHE BOJOPOCIU (OTHOCALIUECS K
Chromophyta) otnuuarorcs 60bIIMM pazHoOOpa3ueM KapoTHHOUIOB. e-KapoTun (g,6-kapoTuH) B
MaJiblX ~ KOJHMYeCTBaX HakamuuBaercss y Bogopocieir  (Cryptophyceae, Diatomophyceae,
Prasinophyceae u Chlorophyceae) (Liaaen-Jensen, 1998). Bce kapOTHHOWIBI JIOKAIU3YIOTCS B
iacTorno0ynax Wik THIAKOUIHBIX MeMOpaHax, TJe pacupeaessatoTcs reTeporeHHo. Yacte U3 HUX
CBSI3BIBAETCS CO CIeUU(PUIECKUMHU XJI0pohmiT-6eaKoBeIME KoMIutekcaMu dorocuctems! | (OC-1) u
dotocuctemsl |l (OC-1I) (Wollman et al., 1999). Pactnipenenenue kapoTHHOHIOB MEXTY SIPOBBIMU
KOMIUIEKCaMH  peakuoHHBIX IeHTpoB DPC-1 u DC-Il, a Takxke Mexay CBETOCOOHPAIOIIMMU
nurmMeHT-6enkoBeiMu KoMiiekcamu | u Il (LHC-1 u LHC-I1) BHyTpeHHE#H W BHEMIHEH aHTEHHBI
dorocucTteM oueHb HepaBHOMEpHO (puc. 16, 17).

[TokazaHo, YTO KapOTUHBI (B OCHOBHOM OJTO [-KapOTHH) MPUHUMAIOT Yy4acTHE B
Oprau3anuu U QyHKIUMOHHUPOBAaHMH peakiuoHHbIX 1eHTpoB DC-1 u ®C-11 (Nanba, Satoh, 1987;
Hashimoto, Koyama, 1990), a kcantoduiisl — B CTPYKType U (PYHKIIMH CBETOCOOMPAIOLINX
xnopodusi-a/b-6enkoBeix komiuiekcoB LHC-1 u LHC-11 (Demmig-Adams et al., 1996; Gal et al.,
1997; Peterman et al., 1997; Amerongen, Dekker, 2003; Fromme et al., 2003; Green et al., 2003).
VYCTaHOBIIEHO TaKkKe, YTO O-KapOTHH, KaK M [-KapOTHH, MOXET CBS3BIBATHCS B OCHOBHOM C
peakumonubiMu  HeHTpamMu @DPC-1 u OC-Il u TONBKO B MalbIX KOJMYECTBAX — C UX
cBeTocobuparonmu komruiekcamu (Young, Britton, 1989).

B wuccnenoBanusix mocienHux JeT Obula OOHapy)KeHa BakHas (PYHKIMOHAIbHAs pOIb
KapOTHHOUOB, YYACTBYIOIIMUX B OOPATUMBIX PEAKIHIX KCAaHTO(MMIIOBBIX TUKIOB. BbIIO MoKa3aHo,
YTO B XJIOPOILJIACTAX 3YKAPHOT KJIIOYEBasi POJIb MPUHAICKHUT KCAHTOPIIIIAM BUOJIAKCAHTUHOBOTO
UKJIa (BUOJIAKCAHTHH, aHTEPAKCAHTUH M 3€aKCAaHTHH), KOTOPBIC CBSA3BIBAIOTCS TJIABHBIM 00pazom
co cBeTocobuparonmMu xsopoduini-a/b-6enkoBbiMu komiutekcamu LHC-1 u LHC-I1 (Siefermann-
Harms, 1985; Thayer, Bjorkman, 1992; Lee, Thomber, 1995; Yamamoto, Bassi, 1996). Otun
KCaHTO(UIIBI pachpeeseHbl HepaBHOMEPHO cpenu pazinuuHbix komrmiekcoB LHC-I u LHC-II.
Cuuraercs, 4yTo oOoraiieHue KapOTHHOMJAMH KCaHTO(UIIJIOBOTO IMKJIa B OOJbIIEH CTENEHU
OpHUCYyIle MHUHOPHBIM KOMIIOHEHTaM CBETOCOOMPAOIINX XJIOPOGHLI-a/D-0enKoBbIX KOMILIEKCOB
(CP29, CP26 u CP24), obpasyroumx BHyTpeHHIOI0 aHTeHHy PC-ll (puc. 17), yem riaaBHOMY
ceetocobupatoiemy komriekcy @DC-II (tpumepsr LHC-II), dopMupyromemMy BHEIIHIOW
nepudepuueckyio antenny (Bassi et al., 1993; Ruban et al., 1994; Lee, Thornber, 1995; Demmig-
Adams et al., 1996; Goss et al., 1997; Verhoeven et al., 1999; Wollman et al., 1999).

B MuHOpHBIX KOMIIIEKcax Jokanusyercs 10 80% MUrMeHToB KCaHTO(UIUIOBOTO 1IMKIIA, B TO
BpeMs Kak B cocTaB IiaBHoro nepudgepudeckoro kommiekca LHC-II Bxoxut mumb 20% 3THX
nurmeHToB (Gilmore et al.,, 1998). BaxHo oTMeTuTh, 4TO KCAaHTOPUIUIBI HAXOASTCA B ITHX
KOMILIEKCaX B HEMOCPEeACTBEHHOM Onm3octu K xJjopodumry. I[lomumo ¢HoTOCHMHTETHYECKUX
MeMOpaH KapOTHMHOWIbl €CTh M B 000JOYKax XJIOPOIUIAaCTOB, B TOM uucie okosio 1%
BuosakcantuHa (Siefermann et al., 1978; Douce, Joyard, 1979; Joyard et al., 1998). YcraHosieHo,
9TO JEIMOKCHIAIMS BUOJTAKCAHTHHA JI0 36aKCaHTHHA MPOMCXONT KaK B THJIAKOWIAX T'paH, TaK U B
TUIIaKouaax crpomsl (Siefermann, Yamamoto, 1976).

JIOKAJIM3ALIMA HAUBOJIEE BAKHBIX KCAHTO®UJIJIOB

Bonbmioit mporpecc B Bompocax OMOCHMHTE3a KApOTUHOUIOB OBbLT JOCTHUTHYT HEIaBHO C
IIOMOIIIBKO HOBBIX MOJ'IeKy.TIﬂpHBIX MaHHHyanHHﬁ, KOTOpBIe IIO3BOJINJIN HA TCHECTUYCCKOM ypOBHe
YacTUYHO pa3o0paThCsi B OMOCHHTETHYECKOM MYyTH KCAHTOQWIIOB Yy BBICHIMX PACTEHUH U
Bogopocien (Britton, 1998; Cunningham, Gantt, 2001; Jlageirun, 2002). B Tedenune mociemHero
JeCSITUIETUS] ObUTM KJIOHUPOBAHBI TeHBbI (DEPMEHTOB, YYaCTBYIOIIMX B CHUHTE3€ O-KapoTuHa (f,e-
kapotuH) u P-kaporunHa (f,B-xapotuH) (Sandmann, 1994; Cunningham, Gantt, 1998, 2001).
['maBHBIMH KcaHTO(HMIUTAMH, KOTOpPbIE MOTYT BCTpeuaThCs B (POTOCHHTE3MPYIOIIMX OpraHax
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pacteHui, ABnsAOTCS JoTeuH (3,3'-TUTHIPOKCH-0-KapOTHUH), 3eakcaHTuH (3,3'-muruapokcu-p-
KapoTuH), aHTepakcaHTuH (3,3'-auruapokcu-5,6-smokcu-p-kaporun), BuomakcantuH (3,3'-
TUTUIPOKCU-5,6,5',6'-muamokcu-B-kapotun) u 9'-cis-Heoxcantud (3,3'-muruapokcu-5',6'-3mokcu-p-
KapoTuH). JIIOTEUH CUHTE3UPYyeTCs U3 0-KapOTHHA, B TO BpeMs KakK JApyrue 4eTbipe KcaHTo(husia
SIBJISIIOTCSL  [TPOM3BOJAHBIMU  [-kapoTuHa (puc. 18). HemaBHO ObLIM KJIOHHUPOBAHBI T'CHBI W3
Arabidopsis thaliana (Sun et al., 1996) u u3 miomos nepia Capsicum annuum (Bouvier et al., 1998)
U YCTAaHOBJICHBI aMHUHOKHUCIIOTHBIC IMOCJICA0BATCIBHOCTU B-KaPOTHHOBOﬁ TUAPOKCUIIA3bl, KOTOpasd
CBSI3bIBAET TUPOKCHU TPYMIY C TPEThUM aTroMoM yriepoaa C3 B-HOHOHOBOIO KOJIbLIA.

JIukonuH (Y, Y-KapoOTHUH)

B-umknasza
(Crt L-b)

€-IMKJIasa
(Crt L-e)

v-Kaporun (B, w-KapoTuh) d-KaporuH (g, y-KapoTuH)
B-umknaza €-LMKJ1a3a B-umknaza
(Crt L-b) (Crt L-e) (Crt L-b)
B-Kaporun (B, B-Kaporun) e-Kapotus (g, e-KapoTus) a-KapOTHH (B, e-KaporuH)
i B-rugpokcunasa B-ruppokcunasa (Crt R-b)
(Crt R-b) e-rugpokcunasa (Crt R-e)
3eakCaHTUH R ( JTroTenH
3MOKCcHUaasa Ae3MOoKCuaa3a 3MOKCHAA3a AEe3NOKCHAa3a
(Zep 1) (Vde 1) 5{ (Zep 1) (Vde 1)
AHTEpakCaHTHH }a JIroTeuH-5,6-3mokcus
3MOKCHAa3a AE€3MOKCcUa3a -
(Zep 1) (Vde 1)
BuonakcaHTHH y, ( JAMaTOKCaHTHH
HEOKCAHTUHCUHTA3a 3MOKCHUAa3a IE3NMOKCHa3a
(Ncy 1) 8 < (Zep 1) (Vde 1)
Heoxkcantun (Chlorophyceae) JInagMHOKCAHTUH
7 \\ - N
BouepunakcaHTuH DYKOKCAaHTHH INepupunun ANOKCaHTHH
(Eustigmatophyceae, (Chrysophyceae, (Dinophyceae) (Cryptophyceae)
Xanthophyceae) Diatomophyceae,
Fucophyceae,
Haptophyceae, ['eTepokcaHTHH
Raphidophyceae,) (Euglenophyceae)

Puc. 18. [lytu GuocuHTe3a OCHOBHBIX KAPOTHHOUAOB B XJIOPOIUIACTaX AyKapHoT. [TokazaHo
TPH THTNIA KCAHTO(PHMIUIOBBIX IMKJIOB: BHUOJAKCAHTHHOBOTO (a), JOTEHH-5,6-3mokcuaHoro (6) U
JIMAaTUTHOKCAaHTHHOBOTO (6). B HIDKHEH yacTW CXeMbl MEpEeuuclIeHbl OCHOBHBIE KCAaHTO(UIUIBL,
BBITIOJTHSIFOIITME CBETOCOOMPAONIYI0 (DYHKIMIO Y pa3HBIX TaKCOHOB Bojopocien (Jlagpirun, 2002;
Macpherson, Hiller, 2003; Scheer, 2003).
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C nmomomipio (pepmenTa B-ruapokcuiasbl MOKa3aHO MPEBpAICHHE HJOTCHHOro [B-KapoTuHa 10
3€aKCAaHTHHA Yepe3 MPOMEXYTOYHOE COCIUHEHHE [-KPUNTOKCAHTUH (3-TUIPOKCHU-B-KapOTHH) Yy
Arabidopsis thaliana.

VY BelcmIMX pacTeHHid © 3ejeHbIXx Bojopocieii (Chlorophyta) 3eakcanTuH BHauane
SMOKCUJIUPYETCS /10 5,6-MOHOARIOKCHJA aHTEepakCaHTHHA, a 3areM 10 5,6,5',6'-nusnokcuaa
BHUOJIAKCAHTHHA C MOMOIIBI0 (pepMEHTa 3€aKCAaHTUHOBOM 3mokcuaasbl (puc. 19), nokanuzoBaHHOM
Ha BHemHeW cropoHe wmemOpansl Twinakouna (Hager, Holocher, 1994). T'eneruueckue
uccuenoBanuss Ha Myrantax Arabidopsis thaliana (Rock, Zeevaart, 1991), Nicotiana
plumbaginifolia (Marin et al., 1996) u 3enenoit Bomopociaun Chlamydomonas reinhardtii (Niyogi et
al., 1997) nokasanu, 4To 3T OPraHU3MBI COJIEPKAT TOJIBKO OJUH IreH Zep 1, KoTophIii OTBETCTBEHEH
32 SNOKCHIA3HYIO PEAKLUIO KaK B OMOCHHTE3€ aHTEPAKCAaHTHHA U BUOJIAKCAHTUHA, TaK U JIFOTEHH-
5,6-3mo0KcHaa ¥ AMaIMHOKCAHTHHA B IPYTHX KCaHTOGMILIOBBIX mukiaax (puc. 18, a—s) (Demmig-
Adams et al., 1996; Bungard et al., 1999; Lavaud et al., 2002).

cO,
I'mokosa

NADP* [NADPH + HY &) 3eakCcaHTHH-

3MOKCHa3a

JIromeH

120,
nH*

BuonakcaHTHH-
He3NOKCHAa3a

Puc. 19. Jlokamu3zauus ¢epMeHTOB B MeMOpaHaX THIJIAKOMJIOB: BHOJAKCAaHTHHOBOMN
NIEdNOKCHUa3bl B HEaKTUBHOM (A) ¥ akTUBHOM (b) COCTOSHUSIX M TIPOYHO CBSI3aHHOM
3eaKCaHTHHOBOM 3mokcuaassl (B) (Hager, Holocher, 1994).

B BuonakcantuHOBOM 1HKie (puc. 18, a), TOKaIM30BaHHOM B THJIAKOMTHBIX MeMOpaHax
XJIOPOIUTACTOB, B YCIOBHUSAX HM30BITOYHOTO OCBEIICHHUS BHUOJAKCAHTUH OBICTPO JIEATIOKCHAUPYETCS
70 aHTepakcaHTHHa W 3cakcantuHa (Goss et al., 1998) ¢ momompio kKoaupyemoro reom Vde 1
(dbepMeHTa BHOJAKCAaHTHHOBOM Aesnokcuaassl (puc. 19), koropas nokanu3yeTcss B JIOMEHE Ha
BHYTPEHHEHN CTOpOHE MeMOpaHbl THiIakouaa. Ee MakcuManbHas akTUBHOCTh HaOmrogaetcst npu pH
5.2, anpu pH 6.5 u BbIllIe OHA CTAHOBUTCS HEAKTHBHOW. B TeMHOTE U mpu c1aboil MHTEHCUBHOCTH
CBETa 3€aKCaHTHH IMpeBpallaeTcsi OOpaTHO B BHOJAKCAHTHH C TIOMOIIBIO 3€aKCaHTHMHOBOM
snokcuaaszsl (Hager, 1980; Hager, Holocher, 1994). T'en Zep 1, koaupyrouiuii 3eakCaHTHHOBYIO
3MOKCHIa3y, ObLT BhICIeH U uaeHTrduuupoBad B mucThsax Nicotiana plumbaginifolia, Arabidopsis
thaliana (Marin et al., 1996) u B mmonax nepua Capsicum annuum (Bouvier et al., 1996). ITosryueHo
JIOKA3aTelIbCTBO, YTO 3€aKCAaHTHMHOBAs DSMOKCHAA3a, NMPHUKPEIUICHHAs K BHEIIHEW CTPOMAIbHOU
CTOpPOHE THJIAKOMJIHOW MEeMOpaHbI, CTAHOBUTCS MaKCUMaJlbHO (PYHKIIMOHAIBHO aKTUBHOUM mpu pH
7.5 (Siefermann, Yamamoto, 1975a; Hager, Holocher, 1994). ITony4yeHHass ¢ moMOIIbI0 TE€HHON
WHXCHEPUU OYMIIEHHAS 3€aKCAaHTHMHOBAsS AMOKCHJa3a M3 IUIOJNOB IEpIia y4acTBYET B PEaKIMsIX
TOJNBKO C KCAaHTOWIIIIAMH, UMEIOIIMMH THAPOKCHIIBHYIO TPYINY y TPeThero aroma yriaepoaa C3
i C3' HMOHOHOBBIX KOJEI, TONyYeHHBIX U3 [-KapoTWHA, T.e. C [-KPUNTOKCAHTHUHOM,
3€aKCAaHTUHOM WJIM aHTEpaKCaHTMHOM, HO HE MCIOJIb3YyeT Kak cyOcTpar cam B-kapoTtuH (Bouvier et
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al., 1996). MyraHTsl ¢ HapymieHUsIMU B TeHe Zep 1 3eakCaHTHHOBOM SMOKCHAa3bl HaKATUTHBAIIN
OO0JIBIIIOE KOJMYECTBO 3€aKCAHTHHA, HO HE MOTJIM CHHTE3UPOBATh aHTEPAKCAHTUH W BHOJIAKCAHTHH
1 ObLTH Te(DUIIUTHBI KaK MO 3TUM MMUTMEHTaM, Tak U 1o HeokcanTuHy (Rock, Zeevaart, 1991; Marin
et al., 1996; Niyogi et al., 1997). DTu pe3yapTaThl MOATBEPAWIA 0OJIee PaHHEE MPEIIOJIOKEHUE O
TOM, YTO BUOJAKCAHTHUH SIBJIICTCS MPSIMBIM MPEANICCTBEHHUKOM HeokcaHTuHa. OnHako (epMeHT
HEOKCaHTMHOBas cuHTaza (reH NCY), karanu3upyromuid obpa3oBanue trans- wmm 9'-cis-
HEOKCAaHTHHA M3 BUOJIAKCAHTHHA, ObUT uiacHTUUIMpoBaH ik HeaaBHo (Al-Babili et al., 2000;
Bouvier et al., 2000).

B otnmume ot xnopodwmni-a/b-conepxaniux 3eneHbix Bogopocieit u3 oraena Chlorophyta
(Liaaen-Jensen, 1998) cpean MOPCKHX M OKCAHHMYECKUX XJIOPOQHILI-al/c-coaepKamux BOAOPOCIIEH,
otHocsmuxcst kK ormeny Chromophyta (Christensen, 1989; Liaaen-Jensen, 1998), moxHO
OOHApYXXUTh 3HAYUTEIBHO OoJiee Pa3HOOOpa3HbIi HAaO0Op KAapOTHHOUIOB, B OCHOBHOM
npou3BoaHbIX B-kaporuna (Bjornland, Liaaen-Jensen, 1989). M3 Hux cieayer oco00 OTMETHTH
KCaHTO(MWIUTIBI, COJEpIKAIllMe aJUICHOBYIO WJIM alleTHJICHOBYIO TPYIITy. DTO CBSI3aHO C TEM, YTO
HAJIMYKME AJJICHOBOW TPYIIIBI YaCTO XapaKTEPHO Ui CBETOCOOMparomux kcantodumios (puc. 18),
Takux Kak (QykokcaHTuH y mauaromoBeix (Diatomophyceae), Oypeix (Fucophyceae, wu
Phaeophyceae) u rantopuroBeix (Haptophyceae, wmu Prymnesiophyceae) Bomopocieid,
nepuauauH y  auHo(uareuat  (Dinophyceae) wim  BOIIEpHAKCAaHTHMH Yy  KCAHTO(UTOB
(Xanthophyceae) (Anderson, Barrett, 1986; Wilhelm, 1990; Bjornland, Liaaen-Jensen, 1989).
AneruneHoBas Tpynmna OOHAapYXKeHa y TakUX KapOTHHOMJIOB, KaK JHUATOKCAaHTHH, €ro 5,6-
MOHOATIOKCH/T INAIMHOKCAHTHH, TE€TEPOKCaHTHH Y 3BrIIeHOBBIX (Euglenophyceae) u ayuiokcanTuH y
kpunropuroseix (Cryptophyceae) (puc. 18). Y MOpcKkuX U OKEaHHYECKHX XJOpoduii-alc-
COZIepKaIINX BOJOPOCIEH, TAaKWX, KaK IHATOMOBBIC, Oypble, MUHO(IATeIUIATHI, TanTOGUTHl U
KCaHTO(MUTBI,  PEAKIMU  B3aUMOINPEBPANICHUN  JHAJUHOKCAHTHMHA W JUATOKCAHTHHA
OCYIIECTBISIOTCSA TpHU (HYHKITMOHHPOBAHUH JTUAJAWNHOKCAHTHHOBOTO KA (puc. 18, B), KOTOpPBIH
SIBJSIETCSI albTEpHATHBOW BHONakcaHTuHOBoMY Iukiy (Hager, 1980; Bjornland, Liaaen-Jensen,
1989; Liaaen-Jensen, 1998; Al-Babili et al., 2000; Bouvier et al., 2000). B nmanbHeiiem ObL1O
YCTaHOBJIEHO, YTO Y MOPCKHX BOJOPOCIEH B OMPEEICHHBIX YCIOBHUSX 00a 3TH IUKIA MOTYT
¢byHkmonuposarb ogHoBpeMeHHO (Lohr, Wilhelm, 1999, 2001).

VY Bomopocieli ObLT KJIOHHpPOBaH TONbKO oauH reH Cril-b (nukonuH-B-nukiassr),
KOHTPOJIUpYONUii oOpa3zoBanue P-kaporuHa kak y xmopodumi-a/b- (Chlorophyta), tak u y
xnopoduit-alc-cogepxamumx (Chromophyta) sykapuor. B 0oboux ciy4asx peakiuu, Bemyliue K
CUHTE3y P-KapoTuHa, KartamuszupyeT (epmeHT nukonuH-PB-muknasa (Scheer, 2003). B teuenue
JUTUTEIHHOTO BPEMEHHU HAIll B3TJISA Ha KCAaHTO(UIUIOBBIM CHHTE3 Y 3TUX BOJIOPOCIEH OCHOBBIBAJICS
OoypIIeil YacThl0 HAa XEMHCHCTEMATUYECKHX COOOPaKEHHSX, KOTOpBIE NPEAIOoaraii, 4YTO
BHUOJIAKCAHTUH SIBISIETCA OOIIMM TPEANIECTBEHHUKOM BCEX KapOTHHOWJIOB, COJEpPKaIINX
aJUICHOBBIE WM aneTwieHoBble rpynnsl (Milborrow, 1982; Bjornland, Liaaen-Jensen, 1989;
Jageirun, 2000, 2002). HemaBHO ynanoch NOATBEPAUTH OTy THUIIOTE3Yy, IOKa3aB, YTO ¥y
JTUATOMOBBIX, OYPBIX M JIPYTHX BOJOPOCIEH, OONaNaroNuX IUAJWHOKCAHTHUHOBBIM IIHKIIOM, TIPH
ONTUMAJIFHBIX YCIOBHSIX OCBEIICHHS TaKXKe COJEPKATCS B OYCHb MAJIbIX KOJIWYECTBAX MUTMEHTHI
BHOJIAKCAaHTHHOBOTO IiKiIa. OHAKo, KOTr/ia OBICTPOpaCTyIIUE alalTHPOBAHHBIC K CIIA0OMY CBETY
BOJOPOCIH TMOJBEPTAIM PE3KOW CMEHE MHTEHCUBHOCTH OCBEIUICHHS B TEUEHHUE HECKOJIBKHX YacoB,
OHM HAKaIUTMBAIM 3HAYUTEIHHBIE KOJIMYECTBA KCAHTO(PHMIUIOB BHOJaKcaHTHHOBOrO Iwkia (Lohr,
Wilhelm, 1999, 2001). JletanpHble HCCIEIOBaHUS Ha TUATOMOBO# Bojopociu Phaeodactylum
tricornutum moxasaiy, YTO BUOJAKCAHTHH SIBJISICTCS MPOMEKYTOYHBIM COCTMHEHUEM B OMOCHHTE3E
muanuHokcanTuHa (Lohr, Wilhelm, 1999). [Ipyrue aBtopst (Goericke, Welschmeyer, 1992), ucxoas
U3 DKCIIEPUMEHTOB Ha IUATOMOBOM Bojopocau Thalassiosira weissflogii, mpeamonoxuau, 4to
JTUAIMHOKCAHTUH B CBOIO O4YEpENb MOXET CIYXKUTh MpeniecTBeHHUKOM ¢ykokcantuna (Lohr,
Wilhelm, 1998, 1999). Illupokoe pacmnpocTtpaneHue BHosakcanTuHa y 3eneHbix (Chlorophyta) u
uBeTHbIX (Chromophyta) Bogopociieit HABOAUT HAa MBICIIb O TOM, YTO OMOCHHTETHUECKUI MyTh OT [3-
KapOTHHA JI0 BUOJIAKCAHTHHA Y HUX OJMHAKOB.
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HccnenoBanust OMOCHMHTETHYECKOTO MYTH KCAaHTO(QWIIJIOB y IMATOMOBOM Bogopociu P.
tricornutum, HaunHasi OT -KapoTHHA J0 BUOJAKCAHTHHA, TIO3BOJIMWIN: 1) UICHTH(GUIIMPOBATH YHCIIO
MOTEHIMATBHBIX TPOMEXKYTOYHBIX COEAMHEHUH Ha NYTH A0 BHOJIAKCAaHTHHA, 2) W3YYUTh
II0CJIEI0BATENbHOCTD IIPEBPAILEHHUS IUTMEHTOB OT BUOJAKCAHTUHA 10 (PYyKOKCAaHTHHA, TPEJI0KUTh
MaTeMaTHYECKyI0 MOJETb IyTed KapOTHHOMIHBIX B3aUMOIIPEBpAICHHH Yy JHaTOMOBBIX
BOJIOPOCIIEH, Mpemoarasi, 4T0 OMOCHHTE3 BUOJAKCAHTHHA Y HUX MJET 110 TOMY K€ IyTH, KaK y
3eJIeHbIX Bojiopocieil u Beiciux pactenuit (Lohr, Wilhelm, 1999, 2001).

KpoMme TOro, mHTEpecHO OTMETUTb, YTO B IpolLecce OMOCHMHTE3a BUOJAKCAHTHHA M3 [3-
KapoTUHA ObLTH MIESHTH()UIMPOBAHBI ABA BO3MOXKHBIX TPOMEKYTOUHBIX COSAMHEHUS, a UMEHHO, [3-
KPUNTOKCAaHTUH M [-KpPUITOKCAaHTHH-5,6-3mokcua. Ha cuwibHOM cBeTy HakamiuuBaercs [3-
KPUNTOKCAHTWH, a Ha ciaboM mpeoOiagaer P-KpUNTOKCAHTHUH-5,6-3mokcua. Bo3moxHO, Tak
IPOUCXOIUT B pE3yJbTaTe IOBBIIICHHOM AaKTMBHOCTM Ha CWJIBHOM CBeTy (epmeHTa
BHOJIAKCAaHTHHOBOHM Jesnokcuaasel. Ilpeamonoxkenue, 4To 3€aKCaHTHH SIBISIETCS 00s3aTeNbHBIM
IIPOMEKYTOUHBIM CO€AMHEHUEM B CHHTE3€ BUOJAKCAHTUHA, IPUBOAUT K OOJBIIUM PacXOKIACHUSAM
MEXIy W3MEPEHHBIMH M PACCUYMUTAHHBIMH CKOPOCTSIMH €ro SMOKCHIAanud Ha ciaboMm cBeTy. B
YCIOBUAX CJIA0Or0 CBETa BMECTO 3€aKCAHTMHA B OMOCHHTE3 BHOJIAKCAHTHHA Yy JUATOMOBBIX
BOJIOPOCTIE  MOXET OBITh BOBJICYEH [-KPUNTOKCAHTHUH-5,6-3MOKCHA, KOTOPBIH  MOXKET
IIpeBpaIlaTbCs CPa3y B aHTEPAKCAHTUH, MUHYS CTAJMIO CUHTE3a 3€aKCAHTHHA.

Hus P. tricornutum u Cyclotella meneghiniana 6sutn onpesiesicHbl KWHETHKH HECKOIBKHX
sTanoB npeBpamienus kcantoduiioB (Lohr, Wilhelm, 2001). DxcniepumeHTanbHO OINpeneIecHHbIE
CKOpPOCTH TIPEBpALICHUsT KCAHTO(MILIOB OBLIIM MCHOIB30BAHBI JUIS OIICHKH THIIOTETUYECKOTO ITYTH
UX CHUHTE3a Yy JMAaTOMOBBIX Bogopocied. [[ng stoil menm Obula pa3paboTaHa MaTeMaTHyecKas
MO/IeNIb, KOTOpasi TMO3BOJIMIIA PACCUUTATh TEOPETHUECKHE CKOPOCTH MPEBPAIICHUS TUTMEHTOB IS
MHUKPOBOJIOPOCIEH NMpH CTaOUJIBHBIX YCIOBHUAX OCBelleHUs M pocta. CpaBHEHUE M3MEPEHHBIX U
pacCYMTAaHHBIX CKOPOCTEH MpEeBpaIleHUs] MUTMEHTOB XOPOIIO COTJIACYETCs C IPEaroaraéMbIM
CHHTE30M (DYKOKCAaHTHHA Yepe3 BUOJAKCAaHTHH.

OYHKINU KAPOTMHONIOB B XJIOPOITJIACTAX
1. Ceemocobuparowasn gpyukyus Kapomunouoos

[Tormomenue ¢GOTOHOB CBETa AHTCHHBIMH MHUTMEHTAMH HMEET KIIOUEBOE 3HAUYCHHE ISt
(OTOCHHTETHUYECKON Iemu TMepeHoca SIEKTPOHOB U  (PYHKIIMOHWPOBAHHS XJIOPOIIacToB. B
nporiecce (POTOCMHTE3a B KaUe€CTBE BCIIOMOTATENIbHBIX MUTMEHTOB KAPOTHHOU/IBI TIOTJIOMIAIOT CBET
B obmactu 350-550 HM U mepeAarT JOMOTHUTEIBHYIO SHEPTUIO HA XJIOPOQHILIBL.

KopotkoBosiHOBbIE  (OpMBI  XJIOPODHIITIOB  CBETOCOOUPAIONIEH aHTEHHBI IMOTJIOMIAIOT
(OTOHBI KpacHOTO cBeTa ¢ OobInei SHepruel (amuHa BoiHb 650—680 HM), YeM ATUHHOBOJTHOBBIE
dbopmbl peakinoHHBIX 1EHTPoB DC-1 u OC-Il (nnmuna Bomabl 680—710 HM). B doTocucremax
SHEpPrusi KBAHTOB CBeTa Kak OBl ‘‘CTekaeT BHU3 B CTOpPOHY Ooliee IJIMHHOBOJIHOBBIX (opM
XJIOPOPUILIOB, T.€. BETUYMHA YHEPTUM KBAHTOB CBETA BCE BPEMSI YMEHBIIIAETCS MPU MEPEXO0Je OT
MMUTMEHTOB aHTEHHBl K MUTMEHTaM PEaKUUOHHBIX HEHTPOB Pggg DC-II u P7oo ®C-1 (I'yasus,
Mepcep, 1986; Horton et al., 1996, 1999).

KapoTtuHouab! B OTIMYUE OT XJIOPO(HUIIIOB MOTTIOMIAIOT CBET B CHHE-3EICHON 00JacTH. ITO
O0COOEHHO BaXKHO JIsi BOJHBIX MOPCKHX W OKEAHHMYECKHUX BHJIOB BOJOPOCIEH, KOTOpPHIE B HX
€CTECTBEHHOU cpeJie XOpoIo 00ecreYeHbl CHHEe-3eJIeHbIM, HO HE KPAaCHBIM CBETOM BCIIEACTBHE €TI0
CUJIBHOTO TIOTJIONIEHUS BOJTHOM cpemoil. B cuHe-3eneHoi o0nacTu cnekTpa KapoTHHOUIBI Oonee
3¢(deKkTHBHB B COOMpAHMHM CBETa, YeM XJOPOPHIIIBI, YTO OMpeneiseTcs UuX BBICOKOMN
KOHIIEHTpanuei u 3¢GeKTUBHONW MUrpaiel sHepruu Ha xymopodwnt (Siefermann-Harms, 1987).
Bynyun BcmomoraTenbHbIMM MUTMEHTAMHU, KapOTHHOHBI MEpPEaloT MOIVIONIEHHYIO SHEPTrUi0 Ha
MOJICKYJIBI  XJOopoduiUia @, HaAXOIAIIUECS Ha DJHEPreTUYECKH HHU3KOM YpPOBHE CHHIJIETHO-
BO30Y>KJICHHOTO COCTOSIHHUSI Si. Y pacTeHUi SHEeprusi KBaHTOB CBETa C MOJEKYN KCAaHTO(MUIUIOB
cerocoOuparomero komiuiekca @DC-ll  mepemaercst Ha Monekynbl xiopodwmina a C
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3¢ (HEeKTHBHOCTHIO COOTBETCTBEHHO: OT BHOJNIAKCaHTHHA — 54%, mrotrenHa — 62%, HEOKCAaHTHHA —
85%, a ot xjopoduiia b — 97% (Siefermann-Harms , 1985; Gruszecki et al., 1999).

[TocnenoBaTenbHOCTD pEAKIMi, HAYMHAIOUNIMXCS C IEepexoJa MOJIEKYJ KapOTHHOWIOB B
BO30Y)KIICHHOE COCTOSIHHE JI0 OCYIICCTBICHHS (OTOCHUHTETHUYECKOW AaKTUBHOCTH, COCTOUT W3
HEeCKoJIbKUX 3TanoB (Siefermann-Harms, 1987):

1) mormomenue ¢orona ceera (V) u mepexom Mojekynbl kaporuHouma (Car) B
BO3GYKICHHOE CHHIVIETHOE cocTosiHue (“Car*):

'Car + hv — *Car*;

2) OT KapoTMHOMAA B BO30Y)XICHHOM CHHIJIETHOM COCTOSIHUM S (1Car*) SHEprus
BO30YXK/ICHHS TEpeIacTCss Ha OCHOBHOE COCTOSIHHE XJopoduiuia (1Ch1), KOTOPBIA TIEPEXOJUT B
CHHIJIETHO-BO30Y)KJICHHOE COCTOSIHUE (CHHTJICT-CUHTIICTHBIN MEPEHOC):

'Car* + 'Chl — 'Car + 'Chl*;

3) ot enuHMYHBIX Moyiekyn xjopodwmmia (Chl;) B CHHTIIETHO-BO30YKICHHOM COCTOSIHUU
SHEPTHs BO3OYKICHHS MEepeacTcsl Ha APYrue JTMHHOBOJHOBBIE MOJIeKYIbl XsopodmmioB (Chlp) ¢
00J1ee HU3KUM DHEPTETHICCKUM YPOBHEM S1:

chly* —» — — chl,.*

Mouekynbl  X7T0podHIIOB B CHHIIIETHO-BO3OYkaeHHOM cocrosamn (‘Chly*) mepemaror
YacTh CBOCH 3HEPruu BO30YXIeHHs B peakiroHHble HeHTphl PC-1 u OC-Il, rne unaynupyorcs
(OTOXUMHUYECKUE PEaKITHIH:

chl* — tchl, + boToXUMHSL.

Ora (oroxuMudeckas peakius B XJIOPOIUIACTaX PACTCHUU IMPUBOJUT B JIBIDKEHHE BCE
dotocunTeTnueckue mnporeccol ¢ yuyactuemM OC-1 u OC-Il no Beinenenus O, u duxcanuu COs.
Hewncnonp30BaHHast yacTh SHEPTUU BO3OYKIACHUS JTMOO BBHICBEUMBAETCS C MOJIEKYI XJopoduiuia B
Bujie (hIyopecieHIInH,

chl* — 'Chl, + puyopecuenmus,
n100 MpeBpaIlaeTcsi B TEIUIO, KaK MPAaBUIIO, C YYaCTHEM KapOTHHOUIOB. AHAJOTHYHBIC TPOIIECCHI
OCYIIECTBISIIOTCS, Korga (HOTOXMMHUYECKas peakius OJOKMpOBaHa WM OTCYTCTBYET, Kak,
HamnpuMmep, B BBIIEICHHBIX CBETOCOOMpPAIOIMX MUIMEHT-0enkoBbiX KoMiuiekcax LHC-1 u LHC-II
WIK y MyTaHTOB ¢ HapymeHueM ¢orocuctem (Siefermann-Harms, 1987; Demmig-Adams et al.,
1996; Jlaapirun, 1998).

2. @omozawumuas hyHKyus KapomuHouoos

B 3ammre XJI0poIuiacToB OT MOBPEXIAIOIIErO JAEHCTBHUS cBeTa Hanbosee CYIIECTBEHHYIO
POJIb UTPAIOT KapOTUHOUBL. OHU NEUCTBYIOT HETIOCPEICTBEHHO MJIM ONOCPEIOBAHHO C MOMOIIbIO
psia 3alIMTHBIX MEXaHU3MOB B T€X CiIydasX, KOIrJa CUCTEMa CTaHOBMTCS CBEPXBO30YyKAEeHHOU. B
U3MEHSIOMIMXCSL CBETOBBIX YCIOBUSX OTH 3allUTHBIE MEXAaHM3MBbl SBISIFOTCS BaXXHBIMU IS
(OTOCHMHTETHYECKOIO ~ammapara, YMEHBIIAIOT PUCK €ro MOBPEXJIEHHs U JEHCTBYIOT Kak
“aBapuiinble kinananbl” (Niyogi, 1999; Falkowski, Chen, 2003).

BONBIIMHCTBO 3alIMTHBIX MEXAHU3MOB C Y4aCTHEM KapOTHMHOWIOB OCHOBAHO HAa MX OYEHb
OBICTPO BHYTPEHHEH KOHBEPCHM, KOTOpas OCYIIECTBIISIETCS Oyarogapsi BBICOKOW IIJIOTHOCTH
KoJIe0aTeNbHbIX COCTOSHUHN JTAOUIBHBIX MOJIEKYJ B COYETAaHWHU C CHIIBHBIM 3allpeToM Iepexoaa So
— S; B030yxaeHus. BTopbiM BaxHBIM (DaKTOpOM SBIISE€TCS OUYEHb HU3KUI JHEPreTHYecKui
YPOBEHb TPHUIUIETOB KapOTMHOWUJOB, KOTOpPBIM y MHOTHMX W3 HUX HHXE, 4€M Yy TPHUIUIETOB
xjiopoduisia, U TaKKe HUXKE, YeM Yy CHHIJIeTHOro kuciopona (1274 um, 7849 em™ i 93.9
kJ>x/MOJIB).

Celiyac W3BECTHO UEThIpE OCHOBHBIX (DOTO3AMIMTHBIX MEXaHM3Ma C Yy4acTUEM
KapOTUHOMIOB.

1. KapotuHonap! AeWCTBYIOT Kak (PUIBTPBI, KOTOPbIE YMEHBLIAIOT KOJWYECTBO CHHETO M
OJDKHEro yNbTpadHoIeTOBOrO CBETa, TOCTUTAIOLIET0 (POTOCHHTETHUECKOro ammnapara. Takyro xe
(GYHKIUIO OHM BBINOJHSIOT B HE(POTOCHHTE3UPYIOUIMX OpraHU3Max WM TKaHAX, HampuMmep
acrakcaHTHH y Bojopociu Hematococcus pluvialis (Kobayashi et al., 1991) u 9-cis u all-trans-B,p'-
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kapotunbl y Dunaliella bardawil (Ben-Amotz et al., 1989), rae GONBIIMHCTBO KapOTHHOUIOB
JIOKJIM3YETCS B OpraHesjiax TUMa “0JeocoM”. DTH BOJIOPOCIU MPOAYLUPYIOT KAPOTUHOWIBI B
TaKMX KOJHMYECTBAX, YTO OHM HCIIONB3YIOTCS KaK KOMMEPYECKUN WMCTOYHUK JUJISI €CTECTBEHHOTO
acrakcanThHa u B,B'-kapotrHa cooTBeTcTBeHHO (Ben-Amotz et al., 1989; Kobayashi et al., 1991).

2. KaporuHOMabl MOTYT JEWCTBOBaTh KakK TYIIUTEIN BO30YKIEHHBIX CHHIJICTHBIX
COCTOSIHUH XJIOpOHIUIA, TaK KaK HWKHUH YPOBEHb SHEPIHMH WX CHHIJIETHOTO BO30YKICHHOTO
COCTOSIHMSI HAXOJWUTCS HUXKE YPOBHS OHEPrUU CHHIJICTHOTO BO30YXKJICHHOTO COCTOSIHHS
xjopodunia;

'Chi* + 'Car — 'Chl + 'Car*.

YpoBeHb SHEPruH BO30YXKJICHHBIX COCTOSHUN KapOTHHOHMJIOB MOXET H3MEHSTBHCS TIpU
YBEIIMYCHUU WM YMEHBIICHHWU YHUCIIa KOHBIOTUPOBAHHBIX ABOMHBIX cBsized (puc. 20, 21), uro
NPUBOJAUT K HM3MCHEHWIO (YHKIWUH KAapOTUHOWIOB: JOHOPOB SHEPruM (IMUTMEHTHl AHTCHHBI),
MepealouX TMOTJOMEHHYI0 SHEPTUI0 Ha PEAKIMOHHBIE IICHTPHI, W aKIENTOPOB JHEPTHH
(TymuTenu), abCopOUPYIOIIMX U PACCEHBAIOIINX M30BITOUHBIN CBET.

| BronakcaHTHH a duagMHOKCAaHTHH O
20 :
! 3eaKCaHTHH | Huarokcantun
| [ Sy(1'By) : 1 Sx(I'By)
20 | | | |
T4 : | | |
2T | : | |
2 — i _ |
UE- 15 B N Ch-i\ i N Chi\ |I
& | e s,21Ay
LV 1
14 T SiI2'Ay
Qy L Q)’
So(1'A,) Sp(1'Ap)

Puc. 20. Dmueprernyeckue ypOBHM KapOTHHOWJOB BHOJIAKCAHTMHOBOIO (@) U
JMAIMHOKCAHTUHOBOTO (6) LUKIOB B Si- U S»-COCTOSHUAX OTHOCHTENBHO XJopoduuia a (Frank et
al., 1994, 1996; Horton et al., 1999).

Takoe u3MeHeHue (YHKIMHA KapOTHMHOMJOB MEXIY COOMpaHHEM CBETa U paccenBaHUEM
SHEPruH OBUIO TOJPOOHO W3YYEHO B BHOJIAKCAHTHHOBOM IIMKJIE PACTeHHH, B KOTOPOM
BUOJIAKCAHTUH TpeBpaliaercss B 3eakcaHTHH. CBeTocOOMpAaOUIMii MUTMEHT BHOJIAKCAHTHH,
COZIep KA JEBITh KOHBIOTUPOBAHHBIX JIBOMHBIX CBSI3EH, MBAXKIBI 00PaTUMO AEIMOKCHIUPYETCS
70 3€aKCaHTHHA, COJEpXallero OAMHHAIIATh CONPSDKEHHBIX JIBOMHBIX cBsized (puc. 21), myrem
npubaBneHus AByX NBOMHBIX cBsizel AS u AS' (Scheer, 2003).
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3eakCcaHTHH
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OH | f |
0 1 2 3

Tywenne npu pH S.b

Puc. 21. BrnusiHue pasmudHbIX KapOTHHOUIOB, conepxkammx C5,6 wm C5,8 smokcuaHbe
rpynnsl, Ha 3GGEeKTUBHOCTh TYyIIeHUsS (IyopecleHIun XJIopoduiia CBETOCOOMPAIOIIETO
komrutekca @C-11 mpu pH 5.0 (Ruban et al., 1998b; Horton et al., 1999).

[Toxokre WUKIBl AMOKCHIAIUU—IEINOKCHIAINN, YYAacTBYIOIIHME B 3alllUTe KJIETOK OT
CBETOMHYIIUPOBAHHOTO IOBPSKICHUS, OBUTH OOHApYyKEHbBI B MOPCKHX H OKCAHHUYECKUX
BOJOPOCISAX C ydacTHeM IuaguHOKcaHTHHA U auatokcantuHa (Lohr, Wilhelm, 1998, 1999; Lavaud
et al., 2002, 2003). JlesnokcuaAMpOBaHHbIE 3€aKCAHTUH U JAUATOKCAHTUH NMPUOOPETAIOT CBOMCTBA
TYIIUTENS ¥ YYacTBYIOT B HE)OTOXMMUYECKOM TYIIeHUU (prryopectieHIInu xiopoduiia. MexaHuzm
He(OTOXMMHYECKOrO TYIIEHHs MOKa J0 KOHIa He siceH. llpenmonaraercs mpsiMoit crmocoO ero
peanu3anuu, CyTh KOTOPOTO COCTOMT B TOM, YTO COCTOSIHHME S; BHOJAKCAHTHHA JICKUT BHINIE Si
pacrnoyioxeHHbIX psiioM Moiiekyn Chl a, B To Bpemsi kak cocTosiHHE S1 3eakcaHTHHA HIKE, YeM
cocrosiHue s1-kak BuonakcantuHa, Tak U Chl a (Frank et al., 2000). [TosTomMy BHOIaKCAaHTHH MOKET
OBITh JTOHOPOM CHHTJIETHOW JHEPTUU, a 3€aKCaHTHH — akuenTopoM (Tymutenem). [Tockonbky
BO30Y)KJICHHBIC COCTOSHUSI KQPOTHHOUOB SIBIISIFOTCSI KOPOTKOKUBYIIMMH, TO TIepeiada JHEPTHH OT
HUX U K HUM 3P PEKTUBHA TOIBKO MPH OUYEHb MAJIOM PACCTOSHUU MEXKIY TOHOPOM U aKIEITOPOM.
[ToaTomy nmaxke HEOOJBIIHME CTPYKTYpPHBIC M3MEHEHUS MOTYT NMPHBECTH K OOJIBIIUM Pa3IUIHsSIM B
3¢ (HEeKTHBHOCTH Tepeaun YHEPTHH, B YaCTHOCTH JiIs Mexanu3Mma Jlekctepa (Owens et al., 1992).

KapoTuHOMIBI MOTYT OBITH TYIIMTEISIMHU TPHUILICTHBIX COCTOSIHHMHA Xiopodmuia. HecMmoTps
Ha TO 4YTO CHHIJICTHBIE COCTOSIHHSI KApOTHHOWIOB HAXOJSATCS BBINIE CHHIJIETHBIX COCTOSHUUN
XJIOpoWIUIa, WX TPUIUICTHBIE COCTOSHHUS TOPa3l0 HWKE TPHILICTHBIX COCTOSHHUN XJopoduinia.
Monekyna xnopoduiuia, HaXoAsAmIascs B BO30YKIEHHOM TPHUIUIETHOM COCTOSIHHH (3Ch|*),
pearnpyer ¢ MOJEKYJIONH KapOTHHOM/A, HAXOISIIEHCS B OCHOBHOM CHHIJIETHOM cocTosHuu (*Car).
B pesyibTaTe MOJNEKyla XJIOpodUIIa MEPEeXOMUT B OCHOBHOE cuHIieTHOe coctosHme (TChl), a
MOJIEKYJIa KapOTHHOHWJAa — B TIEPBOE€ BO3OYXKICHHOE TPHUIUIETHOE COCTOSTHHE (3Car*). Ota
CTIMHPa3peIalolias PEaKIA OCYIIECTBILIETCS ClIEYIOLIHUM obpazom:

SChi* + 'Car — “Chl + °Car*,
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s aToro mpouecca TpeOyercss TeCHbIH KOHTAKT MEXKIY MUTMEHTaMH, IMOTOMY YTO 3Ta
neperaya SHEPTrUH, BEPOSITHO, MPOUCXOAUT MOCPEICTBOM MeXaHHM3Ma OOMeHa 3JEKTPOHOB. XOTs
o0pa3zoBaHKe XJIOPOPHUIUIOBBIX TPHUILICTOB SIBIAETCS OOBIYHO MEJICHHBIM IPOLIECCOM (S), HO B
(hOTOCHHTE3UPYIOIIMX OpraHU3MaxX OH MOXET ObITh Ha HECKOJIbKO TMOpsAKOB ObicTpee (Scheer,
2003).

Jlanee mpoucxosiT MHTEPKOMOMHAIIMOHHAS KOHBEpCHUS U KojebarerbHas pejakcanus B
MOJIEKYJIe KApOTUHOM/IA, ¥ OHA TIEPEXOAUT B OCHOBHOE CHHIJIETHOE COCTOSIHHE, PACTPATHB U30BITOK
SHEPTUH B BUJIE TEIUIA:

3Car* — 'Car + Teruno.

B »TOM MexaHu3Me TyllleHHs KapOTHHOHJ INPUHHUMAET Ha ceOsl SHEPrui0 BO30YKIACHHOIO
XJIopopuiuia ¥ MPENATCTBYET €ro B3aUMOJCHCTBHUIO C MOJICKYJISAPHBIM KHCIIOPOJIOM, TEM CaMbIM
npenoTBpaiias GOoTOOKUCIUTENbHOE pa3pyllIeHue XJIopouiia.

4. He meHee BaXHO TO, YTO KapOTHHOHUJBI SIBISIOTCS TYIIUTENISMU aKTHUBHBIX (hopm
KHCJIOpOJIa (102, OH") (Bmagumupos, 1998). Monekyna KapOTHHOH/IA B CHHTJIETHOM COCTOSHHH
YCar B3aUMOJICUCTBYET C MOJIEKYJION KHCIOPO/ia B BO30YK/IEHHOM CHHTJIETHOM COCTOSTHUH '0,*. B
pe3ynbTaTte MOJIEKyJia KHCIOpOAa TMEpPeXOAUT B OCHOBHOE TPHUILIETHOE COCTOSHUE (0,), a
MOJIEKYJIa KapOTHHOUAA — B IIEPBOE BO30YKIEHHOE TPUIIETHOE COCTOSIHHUE (3Car*)

'0,* + 'Car — %0, + *Car*.

Jlanee MPOMCXOIST HHTEPKOMOMHAIMOHHASL KOHBEPCHS M KOJleOaTeNbHas pelakcamms ~Car*
B 'Car  Termio, KaK B IyHKTE 3.

Peakuust TymieHus: akTUBHBIX (OPM KHCIOpOJa SIBISICTCS CIWH-PA3pPEIICHHOHN, MO3TOMY
TPUILIETHBIE COCTOSIHMSI KApPOTHMHOUJOB C HHU3KUM SHEPreTHYEeCKHMM YPOBHEM MOTYT OBICTPO
TYIIUTh CHHIVIETHBIA KHCIOPOZ. TpHUIUIETHI KapOTHHOHWJOB MMEIOT TAKYI0 HHM3KYIO DHEPTHIO, YTO
MOBPEXKAAIOMMUMU dPPEeKTaMu MOKHO, BEPOATHO, IpeHeOpeub. OHU pacoIOkKEHBI JIOKATbHO U
SBIISIIOTCSL  CPAaBHUTENIBHO KOPOTKOXKMBYIIMMHU. B mpormecce (})OTO(l)I/IBI/ILIeCKOFO TYLICHUS
TIPOKCXOUT BOCCTAHOBIICHHE KapoTHHOMAA depes ISC-penakcarmio: “Car no "Caro (Edge, Truscott,
1999; Scheer, 2003).

Hegomoxumuuecxoe mywenue ¢hayopecyenyuu xnopoghunna. Ilocaennue roasl aKTUBHO
00CYXIIaeTcs KOPPENSTUBHAS 3aBHCUMOCTh MEXKIY COACP)KaHWEM 3€aKCAaHTHHA U THIIOM TYIICHHS
¢ayopecueniun xnopoduuia npu porounHrndbupyromem crpecce (Demmig-Adams et al., 1996;
Gilmore, 1997). WccnemoBarenu mpenmnonaraloT, 4YTO 3€aKCAaHTHH BOBJIEYEH B IPOIIECC
0e3bI3Ty4aTeNIbHOM  JUCCUNallMd  SHEPTrUU, KOTOPbII HMEeT MeCTO B CBETOCOOMPAIOIIEM
xnopodui-a/b-6enxoBom komiuiekce OC-11 1 mo3BosIsIeT TEPEBOAUTH BO30YKICHHBIN XJIOPODHILT
B €ro OCHOBHOE COCTOSHHE MOCPEACTBOM TerutoBoil smuccun (Demmig et al., 1987; Demmig-
Adams, 1990; Gilmore, Govindjee, 1999; Miiller et al., 2001). B cBeTocobuparoriem xmopodusi-
alb-6enxoBom komriekce LHC-II TpumetHsie cocTostHUS XJI0poduiia TymaTces KCaHTOPHLIaMK
IpH KOMHATHOW TeMIlepaType, COKpamias TaKuM oOOpa3oM BpeMs J>KHU3HH XJIOPO(UILIOBBIX
TPUILJIETOB Ha HECKOJbKO nopsakoB (Peterman et al., 1997). CnenoBatenbHo, pemaromas pojib B
TYIIEHUU BO30YKIEHHBIX COCTOSHUI XJopopuiia MNpUHAIEKUT KaporuHouaaMm (Gilmore,
Yamamoto, 1993; Gilmore et al., 1995). MakcumanbHoe TymeHHe (HIyOopecleHIIMH, HECMOTpPs Ha
CXOXKHE CHEKTpPaIbHBIE CBOMCTBa HECKOJNBKHX KCAaHTOQWILIOB, OOBIYHO HaONFOMaM, KOTJa B
komruiekce LHC-I1 mpucyrcTBoBan 3eakcantus (Ruban et al., 1998b; Polivka et al., 2002).

Baxnoe 3HaueHHe 1151 PYHKIMOHATHLHON aKTHBHOCTH MOJIEKYJI KADOTHHOM/IOB UMEET JTHHA
MOJIMEHOBOM LIeNH. Y UIMHEHHE LIEeTH COMPSKEHHBIX IBOMHBIX CBA3eH OT 9 B BHOdakcaHTuHe 10 11
B 3€aKCaHTHHE OOYyCIIOBIMBAET MU3MEHEHHE (U3UKO-XMMHUYECKUX CBOMCTB ATHX Mosekyn (Britton,
1995).

N3BectHo, uto HempoToHupoBanHas cuctema LHC-II, cBs3biBaromass BHONTAKCAHTHH,
HaXOJUTCSl B COCTOSIHUHU, KOTOpOe O00ecleunBaeT MaKCUMaJbHYIO 3(()EeKTUBHOCTH B COOMpPAHUU
cBera. [I[poTOHMpPOBaHUE W CBSI3BIBAHWE 3€aKCAHTHUHA MPHUBOISIT K COCTOSHUIO, B KOTOPOM DHEPTHS
paccemBaeTcs B BHJAE TeIIa. ODTH COCTOSIHUA KOH()OPMAIMOHHO DPA3IUYHBI U, IMO-BUIMMOMY,
OOBSICHAIOT TECHYIO CBSI3b MEXKAY DHEPru30BaHHBIM pH-3aBUCHUMBIM  HE()OTOXUMUYECKAM
tymenueM (E) u u3MeHeHnueM moJiockl norsiorieHus npu 535 am (AAsss) (Horton et al., 1999).
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B Hactosmee Bpemst i OOBSACHEHHS mpolecca He(YOTOXMMUYECKOTO TYIICHUS
MpeIokKeHo ABa MexaHu3Ma. CorjiacHo NepBoi TUIIOTE3€ CUHIJIET-CHUHIJIETHAS Tepeada SHepTuu
oT xJopoduiana Ha KapOTUHOWJ TPHUBOIUT K TYIICHHIO (IIyOpecUeHIIMH XJopoduuia u
paccerBaHHUIO SHEPrUU BO30YyxkAeHus (mpsmoe TymieHue). [lo BTopoil rumorese KapOTHHOWIBI
BUOJIAKCAHTHHOBOTO IIMKJIA KOHTPOJUPYIOT CTPYKTYPHYIO OPTraHH3aLMUI0 CBETOCOOHMPAIOIIETO
koMmiuiekca @OC-ll. 3eakcaHTUH 3TOro IUKIAa YYacTBYeT B KOH(GOPMAIMOHHBIX H3MEHEHMSIX
MeMOpaH, KOTopble 00yCIOBIUBAIOT O€3bI3/IydaTeIbHOE PACCEMBAHNE SHEPTUH (HEMPSMOE TYIICHUE
dbayopecnieniiun) (Horton et al., 1999).

a) Illpsamoe mywenue. MHOrue y4yeHble MOAJEPKUBAIOT MJACHO O MPSIMOM TYIIEHUU
dbayopecneniuu xaopoduinia 3eakcantuaoMm (Horton et al., 1999; Miiller et al., 2001). Cuuraercs,
YTO MEPEHOC AIEKTPOHOB MEXKIY MOJEKYJaMH XJIOPO(HUIUIOB M KapOTHHOHMIOB OCYIIECTBISIETCS,
BEPOATHO, uepe3 MexaHusM Jlekcrepa, KOTophlil TpeOyeT GIM3KOro pacroyioKEeHUs STUX MUTMEHTOB
C TepeKpbIBaHHEeM HX cnekTpoB moriomenus (Owens et al., 1992). DHepreTuyecku 3TO MOKET
OBbITb CBOMCTBEHHO KapOTUHOMUAM B IIEPBOM CHHIJIETHOM COCTOSHUM S1 ¢ Ag-CUMMeETpHE (21Ag),
KOTOpPOE COOTBETCTBYET Ooyiee HH3KOMY »JHepreruueckomy ypoBHIO (puc. 20). ChexTpsr
MOTJIOLIEHUS] TUTMEHTOB B BUIUMOW OOJACTH OTPaKalOT IEpPexoja 3JCKTPOHA U3 OCHOBHOTO
COCTOSIHUS S (11Ag) B cocTosiHie Sy, KoTopoe mmeer By-cummerpuio (1'By). DHeprus u Bpems
KHU3HU COCTOSHUS Sy 3aBUCIT OT CTENEHHM KOHBIOTALUU T-3JIEKTPOHA KAPOTHHOMAA. YBEIUYECHUE
YlCJia CONPSKEHHBIX JIBOMHBIX CBSA3E€H MPUBOAUT K YMEHBIICHUIO 3HEPTUU B Sp-cocTosHuu (Horton
etal., 1999).

Cocrosnue S; obnamaer cummerpued Ag (21Ag) B UJCAIM3UPOBAHHONW TOUEYHON IpyIIe
Con. OcHOBHOE COCTOSIHHE Sg TaKkKe UMEET Agy-CUMMETPHUIO (llAg) U, KaK pe3ysbTar, nepexon So —
S: 3anpemieH. Benmnunnbl 3HEpruil Si-cocTOSIHUN OBUIM OMpEAETICHBI IMyTeM H3MEpPEHHs CIa0bIx
(BcencTBue mepexona S; — Sp) CHEKTPOB (IIyOpecHeHIIMH KapOTHMHOUAOB, UMEIONINX MEHee
JEBSITH KOHBIOTMPOBAHHBIX JBOWHBIX cBs3eil (Andersson et al., 1992). Jlns Oonee ATMHHBIX
XpoMo(OpOB JOMUHUPYET SJEKTPOHHBIN mepexon S; — Sp, U ypOBEHb JHEPTUU S; TPYIHO
ycranoButh (Frank et al., 1997). Ilostomy ypoBeHb S; »dHeEpruil s KapOTHHOWOB
KCaHTO(UJJIOBOTO LHMKIA OBLI pacCUMTaH IyTeM OSKCTPANoJSALMM JaHHBIX, MOJYYEHHBIX C
HCIIOJIb30BAHUEM BpPEMEH JKM3HU Si COCTOSHUII B COOTBETCTBMM C 3aKOHOM SHEPreTHYECKOro
npoMexyTka (the energy gap law) nns Ge3p3mydarensHbix nepexonoB (Engelman, Jortner, 1970;
Frank et al., 1994, 1996; Chynwat, Frank, 1995).

Paznuuust B JUIMHE LENM CONPSDKEHHBIX JBOWHBIX CBsi3edl (C.A.C.) KapOTHHOHUIOB
KCaHTO(UIJIOBOTO 1IMKJIAa (BUOJIAKCAHTHUH N = 9, aHTepakcaHTuH N = 10 u 3eakcantud N = 11 c.x.c.)
oTpaxkaroTcs Ha BenuuuHe ux S sHeprum (Frank et al., 1994). Bpemena xu3Hu coctostHust S1 AJis
BHUOJIaKCaHTHHA T = 23.9 ps, ans aHtepakcaHTuHa T = 14.4 ps u ans 3eakcantuHa T = 9.0 ps ObLIM
MCIOJIb30BaHBI /ISl TOT'O, YTOOBI PacCUMUTaTh YPOBHU SHEPIUi B S1-COCTOSHUM. Y CTAHOBJIEHO (pHC.
20), 9TO SHEpruM Al KApOTHHOMUJOB KCAHTO(PHIUIOBOTO ITMKJIA COCTABIISUIM: JIJISl BUOJIAKCAaHTHHA
15.290 CMfl, JU1sl aHTepakcanTuHa 14.720 cm tu It 3eakcanTtuHa 14.170 cm ! (Young et al., 1997).

C nomoueto abcopbunonHoi cnexkrpockonuu (Frank et al., 1994) 6vino o6HapyxeHO, YTO
S1 cocrosiHMe BHONakcaHTHHA (9 c.J.C.) PHepreTudecku Bblle, a 3eakcaHTuHa (11 c.g.c.) Hike
JHEPreTHYecKoro ypoBHs S; xyopodmmia (puc. 20). DHepreTHYecKrii YpOBeHb aHTEPAaKCaHTHHA
(10 c.n.c.), kak u moteuna (10 c.a.c.), B S1-COCTOSIHUM HAaXOTUTCSI MPUMEPHO HA TOM K€ YPOBHE,
yto U y xjopoduiia (Owens et al., 1992; Horton et al., 1999).

3eakCaHTHH MOXET HEMOCPEJACTBEHHO MPHUHUMAaTh Ha ce0s M30bITOYHYIO SHEPruio
BO30YKJCHHS MOCPEICTBOM CHHIJIET-CUHIJIETHOW Mepeadd SHEPTruu, TeM CaMbIM JI€3aKTHUBUDPYS
BO30YXJICHHBIN XJIOPO(UIT aHTEHHBI. YBEJIHMUYEHHUIO 3€aKCAHTHHOBOTO TYIIEHHUS CIHOCOOCTBYET
CHEKTPAJIbHOE MEPEKPHITHE CHUHIJIETHOTO XJOopoduiia U 3eaKCaHTHHA, O0YCIOBJIEHHOE HU3KUM
3HaueHueM TpancmemOpannoro ApH (Owens et al., 1992). BuonakcaHTHH e MOXKET JIeiCTBOBATh
TOJIBKO Ha TIEpeiady CBOCH SHEPTHH Ha XJIOPO(HUILII, BBITIOIHSIS CBETOCOOUPAIOITYIO () YHKIIHIO.

Y MoOpckuX BoAOpociieil aHaTOrMyHyI0 (POTO3AUIUTHYIO (PYHKIUIO XJIOPO(UILIA BBITOIHSIOT
KapOTHHOUIBI TNAJIMHOKCAHTHHOBOTO nukia (puc. 20, 6). YUuThBas UX dHEPreTHUECKUE YPOBHH,
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aBTOPBI MPUIILIH K BBIBOIY, YTO TUAMHOKCAHTHH B 1.7 paza 6osee 23 PeKTUBHO MepeacT SHEPTHIO
Si-cocrostaus Ha xyopoduu, uem auatokcantud (Frank et al., 1996).

6) Henpsmoe mywenue. CymecTByeT MHEHHUE O TOM, YTO 3€aKCAHTHUH MOMHMO TYIICHHS
dbayopecueHuy  xjgopoduiia ydactByeT B KOHGOPMAIMOHHBIX H3MEHEHUAX MeMOpaH, B
YaCTHOCTH B arperanuu cBerocooOupatomiero komruiekca ®C-II. Takoe CTpyKTypHOE HM3MECHEHHE
crocoOcTByeT Oe3bI3nyuaTenbHoMy paccemBanuio 3Hepruu (Horton et al., 1991; Horton, Ruban,
1994; Ruban et al., 1997 a, b).

[Tpupona B3aMMOJEHCTBUS MEXKIY KapOTHHOUIAMH KCAaHTO(UIUIOBOTO KA U OCHOBHOI'O
ceerocobuparorero komruiekca @C-11 (LHC-11) Obi1a nccnenoBana myrem ananusa 3¢dexros mpu
N00aBICHUH PK30T€HHBIX KapOTHHOUAO0B. CHIDKEeHHE 3D (PEKTUBHOCTH TYLIEHUSI MOKHO HA0II0/1aTh
C PSIOM KapOTHHOWIOB, B KOTOPBIX JJIMHA IIETIM CONPSIKEHHBIX JIBOMHBIX CBs3ell ObLIa MEHbIIE
neBsiTd. HanpoTus, yBenuueHue TymeHus: Ha0I01aau nIpyu J00aBICHUH KapOTUHOHUIOB, HUMEIOIIUX
6onee 11 conpsuxennsix nBoiHbIX cBs3el (Phillip et al., 1996).

Jlns KapOTHHOWJIOB, YYacCTBYIOIIMX B pacCeMBAHUHM SHEPrHU IN VIVO, ompenensioiiee
3HaYCHWE WMEIOT Takue (PaKTOpbl, KaKk TMEpPEeKphIBAHHE CIEKTPOB IOTJIOUICHHS, IIOJIOKEHUE M
MPUPO/Ia UX HHEPreTHUECKUX COCTOSHUMN, OpUEHTAlMs TMEePeXOJHBIX IWMOJeH M JAMHAMUKA HX
B030yk1eHHbIX coctosHuil (Frank et al., 1997). Baxnoe 3HaueHue Iisl pacceMBaHHs SHEPIHU
MIOMHUMO JIJTUHBI I KOHBIOTHUPOBAHHBIX JBOWHBIX CBSI3€H MMEET U OPUEHTAILIMS KOHIIEBBIX TPYIIIT
KapOTHHOUJIOB.

B otinume ot BHONakcaHTHHA (DYpaHOMIHBIN AUSTIOKCUKAPOTUHOW]I aypPOKCAHTHUH HMEET
CeMb KOHBIOTMpOBaHHbIX JBOMHBIX cBsa3eil (Horton et al., 1999). Ero smokcuaHble Ipymnibl
HaxosaTcs B kKoHburypauuu C5,8 u C5'.8' (puc. 21), a ne C5,6 u C5',6', kak y BHOJaKCaHTHHA.
[Ipennonaraercsi, YTO DHEPreTHUECKUH YpPOBEHb Si AaypOKCAaHTHHA HAMHOTO OOJbIIE, YeM
BHUOJIAKCAHTHHA. BeposATHO, KOHIIEBBIE TPYIIBI 3TOM MOJEKYJIbl HAXOJATCS B IUIOCKOCTH LIEMH
YIIEPOIHBIX TBOMHBIX CBSI3€H, MPUOIM3UTENBHO TaK Ke, KaK y 3eakcaHTuHa. Hecmotpst Ha Gonee
KOPOTKYIO CHCTEMY HEHACBHIIICHHBIX JBOMHBIX CBS3€H, aypOKCAaHTHH SIBISIETCS CTUMYIATOPOM
Tymenus (¢iayopecueHuun xinopodmmuia (puc. 21). Ha ocHOBaHUM 3TOr0 MOXHO MPEATIOJIOKHUTH,
YTO CTUMYJHUpYIOIIee JIefiCTBHE 3€aKCaHTHHA OOYCIIOBIEHO HE YPOBHEM Si-dHEpruu, a
opueHTtanuei koHieBbix rpynm (Ruban et al., 1998 a, b). JIpyroit kapoTuHOMA, TIOTEOKCAHTHH,
uMeeT 8 KOHBIOTMPOBAHHBIX JIBOMHBIX CBs3ed U 2 pa3Hble 3MOKCU-TPYMIbI: IepBasi B MOJOXKEHUU
(5,6, xak y BUOJIakcaHTHHA, a BTopas — C5',8', kak y aypokcanTtuHa. Kak npennonararor, nepsas
KOHIIeBas IPyMIa HaXOAUTCS BHE IUIOCKOCTH, a BTOpasi — B TNIOCKOCTH LIETIH YIJIEPOIHBIX JIBOMHBIX
cBsizei. Mosiekyna JI0TeOKCaHTHHA SIBIISIETCs caa0bIM TyrmuTeneM. MoHO3MMoKeH | (JIaBOKCAaHTHH,
umeromuii  C5,8-3MOKCU-TPYNIy B IUIOCKOCTH LEMH YIJIEPOAHBIX JBOMHBIX CBsI3€il UM BTOpYIO
KOHIIEBYIO TPYIIY, KaK y 3€aKCaHTHHA, — BHE TUIOCKOCTH, 00JIaaeT HEUTPaTbHBIMU CBOWCTBAMH.
CrnenoBarenbHO, OPHUEHTALMs KOHIEBBIX TPYMN MOXKET BIMATh Ha CTUMYJUPYIOIIMHA WM
MHTHOUpYyIoIui 3P PeKThl KAPOTUHOUIOB B MIPOLIECCE TYIIEHUS (PIyOpECICHIINH.

3awuma membpannvix aunudos om gomodecmpykyuu. JIMOUIBl — 3TO OOIIUpPHAs TpymIa
MPUPOJIHBIX OPTaHUYECKUX COCTUHEHWH, BKIIOYAIONIAs KUPHI U KUPONOA0OHBIE BemecTBa. OHU
BXOJIIT B COCTaB BCEX OMOJOrMYECKMX MEMOpaH >KMBBIX KJIETOK, B TOM 4YHCJE XJIOPOIUIACTOB, U
UTPaIOT BaXHYIO poJib B kH3HEHHBIX mporeccax (Thompson, 1996; Kusuko-I'ypsuu u ap., 2000).
Bynyun olHUM M3 OCHOBHBIX KOMIOHEHTOB (DOTOCHHTETHUECKUX MEMOpaH XJIOPOIUIACTOB, JTUITUIbI
UTPAIOT POJbh THUAPO(HOOHOTO MaTpUKca, OMpEAessisi TaKhe CBOMCTBA MeMOpaH, Kak TEeKydecTb,
MIPOHUIIAEMOCTh, AKTUBHOCTh BCTPOCHHBIX B HUX XJIOPO(MUILI-OEIKOBBIX KOMILIEKCOB, (PEPMEHTOB U
nonunentuaoB (Kistako-I'ypsud u ap., 1991, 2000).

B cocra MemOpaH XJIOpOIJIACTOB BXOJAT 4YEThIPE OCHOBHBIX THIA JIMIHJIOB:
MOHOTaNaKTO3WIANAIUITINIEPUH (MGDQG), JIATaJIaKTO3WII U Al IITTUIEPUH (DGDQG),
docharumunrmuuepun (PG) u cynbhoxunoBosmwiuanuiriauinepu (SG) (Simidjiev et al., 1998).
XJIOpOTUTaCTHBIE MEMOpaHBI XapaKTEPU3YIOTCS BRICOKHM COJIEpYKAaHUEM TaJakToIumua0B. Hamname
3HAUYUTENILHOTO KOJMYECTBA HEHACBIIIEHHBIX XUPHBIX KucnoT (C18 : 3) ¢ Tpemsi ABOMHBIMU
CBSI3IMH OOYCJIOBJIMBAET BHICOKYIO UYBCTBHUTEIBHOCTH MeMOpaH K (POTOAECTPYKIIMU aKTHBHBIMH
dopmamu kucnopoaa (Kmsuko-I'ypsuu u ap., 2000).
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B Beimenennom cBerocoOuparomem komruiekce LHC-I1 Obutn 0OHapyKeHbI BCE OCHOBHBIC
JUTAAB  TUJAKOU0B. [lOJOBHMHY TOJSIPHBIX JIMIIKAIOB BBIAEIEHHBIX MakpoarperatoB LHC-II
COCTaBJISIET MOHO-TATAKTO3WIUAIMITIMIEPHH. OH MOXET CHOCOOCTBOBATH ONTHUMAIBHON
yIaKkoBKe OOJBIIMX BHYTPUMEMOpPAHHBIX OENIKOB B OHMCIIONHOW CTpyKType. BTopyro mojoBuHY
JTUTHJIOB COCTaBIISIIOT TpH JIPYTHUX JIUTTHATHBIX KOMIIOHEHTA MeMOpaH.
JlMranakTo3MIIHalINIAIEPUH Heooxomum it GopmupoBanus kpuctamuioB 3D u 2D (Simidjiev
et al., 1998; Horton et al., 1999). ®ocharuauiraumneput TecHo cBsa3an ¢ nomunentugamu LHC-11 u
MOKET HENOCPEJCTBEHHO Yy4YacTBOBaTb B OOpa30BaHUM TPUMEPOB M BO B3aUMOJICHCTBUU
CyOBEeIMHUIL MEXKIY cO00ii. Ponb cynbhoXMHOBOZMIAMAIMITIUIIEpHUHA TTOKa He sicHa (Simidjiev et
al., 1998). MemOpaHbl THIAKOWAOB TI€TEPOTE€HHBI, I[OATOMY JIMMHABI B HHX JIOJDKHBI
JIOKQJIM30BAaThCA  JUCIEPCHO, YTOOBI MPEAOTBPATHTh KOHIIEHTPUPOBAHHE U  00pa30BaHUE
TOMOTEHHBIX (HEOUCIONHBIX) cTPYKTYp (Sharkey, 2000).

Baxnyio QyHKIMIO B 3alIMTE JHUNUAOB MEMOpaH (POTOCHHTETHUECKUX OPraHHU3MOB OT
MEPEKUCHOTO OKHUCJICHHS BBIOJHSIIOT KCaHTOGMIUIBI BHOJakcaHTHHOBOro 1ukia (Pfiindel, Bilger,
1994; Eskling et al.,, 1997; Havaux, Niyogi, 1999). OHu cmnocoOHBI TYIINTHh TPHUILICTHBIN
XJIOpOhuUILI %Chl 1 CHHIIICTHBIN kucopox ‘0. Atu (GYHKIMHA KapOTHHOMIOB XOPOIIO U3yYEHBI IN
Vitro B cBerocoduparomux komruiekcax @C-11 (Telfer et al., 1994; Havaux , Nijogi , 1999).

CyliecTBYIOT ~ 9KCIEpUMEHTAJIbHBIE  JIOKa3aTelbCTBA  OINpPENEJICHHOW  OpHEHTaluu
3¢aKCaHTHHA B JIMIUIAHOM OWCIIOe, TJ€ JUIMHHAs OCh KApOTHHOHWIA pAaCIOJOKEHA TIOYTH
MEPIEeHIUKYIAPHO K TMOBEPXHOCTH MEMOpaHbl ¢ JBYMs MOJIIPHBIMH TpYyNIIaMH Ha OOEuX ee
CTOpOHax. Pe3ynbTaroM Takoi OpHEHTAIIUU SBJICTCS 3aMETHOE YMEHBIIICHHE TCKYYECTH JIUITH]IOB,
KpUCTAJIU3alusl MeMOpaH M yMEHbIICHHE MEMOpPAaHHOW MPOHUIIAEMOCTH MJS MalbIX MOJIEKYJ
(Sarry et al., 1994).

CrnenoBarenbHO, KCAaHTOQWILIbI BHOJAKCAHTMHOBOTO IMKIA B MPHUCYTCTBUU KHCIOPOJa
3aMUIIAOT XJIOPO(HILIBI U JIITHIBI OT PA3PYIICHUS U 00CCIIEYMBAIOT YCTOWYHMBOCTD THITAKOUTHBIX
MeMOpaH npu Bbicokoi nHTeHcuBHOCTH cBeTa (Tardy, Havaux, 1997; Knsuko-I'ypsuu u ap., 2000).

3. Cmpykmypuas (hyHKyus KapomuHoOUO08 U ux J10KAIU3AYUSL

KapoTtunon bl SIBIISIFOTCS 00s13aTeNIbHBIMU CTPYKTYPHBIMU KOMIIOHEHTaMHU
¢dortocuHTeTHUECKUX MeMOpaH. OHM BXOIAT B COCTaB XJIOPO(MUIUI-OENKOBBIX KOMILIEKCOB. B
COCTaB KOMIUIEKCOB peakUnOHHBIX LeHTpoB DC-1 nu ®C-Il Bxomar 1-2 monexysnsl -kapoTHHa
(Gounaris et al., 1990; Hashimoto , Koyama, 1990; Eijckelhoff, Dekker, 1995; Mimuro et al., 1995;
Konermann et al., 1997; Tracewell, 2001).

B crabunuzaiuu cBeTocoOuparonux Xaopoduiui-a/b-0emKoBbIX KOMIUIEKCOB BXKHYIO POJIb
UTparOT KCAHTO(UIUIBL: JIOTEUH, BUOJIAKCAHTUH, HEOKCAHTUH U 3€aKCAaHTHUH. B skcrepuMeHTax 1o
PEKOHCTPYMPOBAHUIO CBETOCOOMPAIONINX KOMIUIEKCOB OBIJIO YCTaHOBJIEHO, YTO B OTCYTCTBHE
KcaHTOQWIIIOB  oOpa3yroTcss HecTaOwibHble Komiuiekchl (Plumley, Schmidt, 1987). B
UCCIICIOBAaHUSX KPUCTATMYECKOIM CTPYKTYpBI TIOKa3aHO, YTO CBETOcOOMparommuii xinopodui-a/b-
oenxoBbiii kommuieke PC-Il comepxut nBe Mosjekynsl JoTenHa (puc. 22, a). KoHubl obeunx
MOJIEKYZT 00pa3yloT TPOYHBIE BOJOPOJHBIC CBSI3UW C TOJNWINENTHIHBIMH TETISIMH OCIKOB Ha
MPOTHBOMOJIOXKHBIX CTOPOHAX (OTOCHHTETHYECKOH MeMOpaHbl. [lonueHoBbIE Lenu MOJeKyl
moTenHa o0pa3yloT X-00pa3Hoe mepekpemmuBaHue (puc. 22, 8), KOTOpoe oOecreynBaeT
CTpYKTypHYIO cTtabuinbHOCTh (Gust, 1994; Kiihlbrandt et al., 1994; Peterman et al., 1997). [pyrue
KCaHTOQWIIBl (BHOJAKCAHTUH M 3€aKCAHTHH) TakK)Ke€ IMPOHU3bIBAIOT MEMOpaHHBIH OUCIONW Kak
’KECTKHE CTEPIKHET0100HBIE MOJIEKYITBI MEXKITy MOJIEKYJIaMH THIUA0B MeMOpan (Subczynsky et al.,
1992).

Kondurypanus 3eakcaHTHHA U BUOJAKCAHTUHA B TUJIAKOUIHBIX MEMOpaHaX OTJIMYAETCS OT
TakoBOM CBOOOJHBIX THUTMEHTOB. bbulo 00HapykeHo, uyTo 00a KcaHTommia (0COOEHHO
3€aKCaHTHUH) CBS3aHBI C aHTEHHBIMU Oenkam# N VIVO. M3BecTHBI JOBOIBI MPOTHB BO3MOKHOCTH HX
cBoOomHON muddy3un B MemMOpaHe M ONMUCAaHbI OMOXMMHYECKHE OKa3aTeIbCTBA WX CBSI3H C
MHTAKTHBIMH OJTMTOMEPHBIMH cBeTOocoOMparomumMu komiuiekcamu (Ruban et al., 1999, 2001).

45



Puc. 22. Pacnonoxenwe Moyekyn lorenHa B jokycax L1 um L2 cBerocoOuparomiero
xynopodut-a/b-6enkoBeiii komruieke PC-11 (LHC-11) B monoMepHOoM (a) u TpumepHOM (0)
cocTosiHusX. Bua cBepxy MoHomepa (a) u rereporpumepa (6): A1-A7 — Monekynsl xjaopodpuiia a,
B1-B6 — monekyasl xmopodumia b. Bux mornomepa cO0Ky (6) MOKa3bIBaCT MOJIOKEHHE CITUpae
6enka (A, B, C, D), xpomodopoB xiopodpmiia 1 KpecTooOpazHOE paclooKeHUE ABYX MOJEKYI
moterHa (L1 u L2) (Kiihlbrandt et al., 1994; Amerongen, Dekker, 2003).
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[Tonunmentuasl  cBerocobuparomux  komruiekcoB LHC-I u  LHC-II  sBusiorcs
SAIEPHOKOUPYEMbIMU OenKkaMu. OTH OENKH CBSA3BIBAIOT B OMNPEICICHHBIX MECTax TpU THIIA
KCaHTO(WIIIOB: JIFOTEWH, BHUOJIAKCAaHTHMH M HeokcaHTuH. B LHC-II Opumm oOHapykeHBI /Ba
KapOTHHOUICBS3BIBAIOIIMX JIOKYCa JIFOTeHHa, KOTopble Obuth Ha3Baubl LI u L2 (puc. 22, a). Jlokyc
L1 moMHOCTBIO 3aHAT TOJILKO JIOTEMHOM, a Jokyc L2 3amomnsercs Ha 80% mrorenmHoM u Ha 20%
BrojakcantuHoM (Croce et al., 1999a; Hobe et al., 2000). TpeTuii KapOTHHOUICBSI3bIBAIOIINMA
JIOKyC BBICOKOCTIeIM(UYeH sl HeokcanTuHa u obo3Hauyaercs kak N1 (Croce et al., 1999a; Snyder
et al., 2004). Kcantodumnsl B nokycax L1, L2 u N1 tecHo cBsizanbl ¢ kommuiekcom LHC-II u He
OTJIEJISIFOTCSL OT HETO JJa)Ke B OUEHB JKECTKHMX YCJIOBMSIX OUMCTKU. Buonakcantun cssizan ¢ LHC-II
HETIPOYHO M MOXKET OBITh BBIJEICH YKe MpU 00padboTke Markum nereprenrom (Ruban et al., 1999;
Verhoeven et al., 1999). Jlokycs! L1 u L2 umeror camoe 00JbIIOe CPOJCTBO C JIFOTEHHOM, HO TaKKe
MOTYT CBSI3bIBaTh BHUOJAKCAHTUH U 3€aKCaHTHUH, HO C MEHBUIMM CpOACTBOM. HeokcaHTuH
cBs3piBaeTcsl Toibko ¢ JokycoM NI1. Crnenyer ormeruth, uro kcantopmwmuisl B L1 u L2
B3aMMOJICICTBYIOT TJIaBHBIM 00pa3oM c¢ xjopoduiuioM a, B TO Bpemsi Kak HeokcanTuH N1
B3auMojieiictByer crporo ¢ xiopodumiom b (Croce et al., 1999b). Heokcantun uHAyIHHpYyET
TUNEepXpOMHBIA 3G (EKT MoJIOCHl MOTJIOUIEHUS Mpu 652 HM U, MO-BHAMMOMY, HPOSBISET CBOE
JICHCTBHE TIIABHBIM 00Pa3’oM IyTeM HeWTpaiu3ali cHHrieTHoro kuciopoxa (1O), Torma Kak
kcaHTO(uiIBl B JIokycax L1 u L2 yuactBytor B poto3ammre LHC-II myrem TymieHus: TpUILIETHOTO
xaopodmmza  (°Chl*) (Croce et al., 1999a,b). Pe3ynbraTbl, IONYYCHHBIC C IIOMOLIBIO
(dbeMTOoCeKyHIHOW  aOCOpPOLMOHHONM  CIEKTPOCKOINUHU, TIO3BOJIWIM OOBSACHUTH BO3MOXKHOCTh
nepeayd SHEPrUK OT KAPOTHHOUIOB uepe3 xsopoduiut b Ha xmopoduit a (Croce et al., 1999a).

YCTaHOBIEHO, YTO MHAMBHAYaJbHbIE KCAHTOPWILIBI JIOKATU3YIOTCS B OTACIBHBIX JIOKyCax
Pa3NUYHBIX OEITKOB CBETOCOOHMpPAIOMINX KOMIUIEKCOB. Hampumep, HeokcanTuH nmomumo Jiokyca N1 B
komiuiekce LHC-II moxer pacmonaratbcsi Takxke B Jokyce L2 xomruiekcoB CP29 u, BeposTHO,
CP26. [Ipyrue Genku CBETOCOOMPAIOIINX KOMILIEKCOB, Takue, kak Lhcal-4 ®C-I (puc. 16) u Lhcb4
OC-II (puc. 17), Boobuie He cBsa3biBatoT HeokcaHTuH (Croce et al., 1999a).

B LHC-1l 6b11 o0HapyeH elie OAuH JIOKYC, Ha3BaHHBIA V1, mpu CBSA3bIBAHUU C KOTOPBIM
KCaHTO(UIIBI HE CIOCOOHBI MepeaBaTh MOIJIOIIEHHYIO CBETOBYIO SHEPrMi0 Ha XJIOpOQWILI a.
Hanpotus, npu cBsizpBanuu ¢ okycamu L1, L2 u N1 kapoTHHOUIBI JIETKO MEPEaroT YHEPTUIO HA
stoT Xxjopopunn (Caffari et al, 2001). IIpu HOpMaJBHBIX YCIOBUSX OCBEIIEHHS PACTEHUH C
nokycom V1 cBszaH BHOdakcaHTHH. OJHAKO Ha CHJIBHOM CBETY, KOTJa BHOJIAKCAaHTHH
IIpeBpallaeTcs B aHTEPAKCAHTUH U 36aKCaHTHH B Pe3yJbTaTe JE3MOKCUAALNH, 3TOT JIOKYC 3aHUMAET
AaHTEPAaKCAaHTUH WM 3eakcaHTHH. [lo-Buammomy, kcanTodmicBs3biBaromee mecto V1 sBisiercs
pe3epByapoM JIETKO JOCTYIMHOIO BHOJAKCAHTHHA B ciiyyae pabOThl KCAaHTO(WIJIOBOTO LUKJIA B
ycioBusx u30siTouHoro oceemienus (Caffari et al., 2001).

M3BecTHBI JaHHBIE O HPUCYTCTBUU B cBeTocoOuparomeM komiuiekce OC-11 (LHC-II) B
HeOOoJBIINX KondecTBax 3eakcanTtuHa (Ruban et al., 1994; Lee, Thornber, 1995; Verhoeven et al.,
1999). IIpu Bo3aeicTBUU CBETAa BBHICOKON MHTEHCHMBHOCTH Ha ()OTOCHMHTETHMUYECKHE TKAHU JHMCTHEB
3eakcanTuH oopazyercst B LHC-II npu nesnokcumanuu u3 BUOJIaKCaHTHHA B MPOIECCe 00paTUMOro
npeBpamieHust kcantopwuioB (Yamamoto, 1979, 1985; Jlagerun, 2000, 2002). Taxoe
npespamieane kcantommmoB B LHC-II oO6sruH0 ObiBaeT BpeMeHHBIM. Ha cimabom cBeTy wiau B
TEMHOTE 3€aKCAaHTUH BHOBb IpEBpalllaeTcs IMyTeM SMOKCHUAALMU B BHOJakcaHTUH (Yamamoto,
1985). Tak kak 3eakCaHTHH OOHAPYKMBAETCS B XJIOPOILJIACTaX TOJIBKO Ha CHJIIBHOM CBETY, T.C. B
YCJIOBHSX CBETOBOI'O CTpEcCa, U JaKe B TAKOM CIIyyae B OTHOCHUTENIBHO MAJIbIX KOJIWYECTBAX, €ro
cnenuduueckoe cpsazbiBanue ¢ 6enkamu LHC-II Obuto TpynHo yctaHoBuUTh. TeM He MeHee u3
HelaBHUX uccienoBanuii in vitro (Croce et al., 1999a; Hobe et al., 2000), a Takke npu aHaIu3e
myTtanToB Arabidopsis thaliana u 3emenoit Bogopociu Scenedesmus obliquus (Heinze et al., 1997;
Bishop et al., 1998), nakarmBaromMx 3HaYUTEIbHOE KOIHMYECTBO 3eakcaHTHHa (Pogson et al.,
1996, 1998; Tardy, Havaux, 1996), Gbuto cmenmano 3akirouenwe, uto 3eakcaHtuH B LHC-II
(OTOCHHTETHUECKOTO anmapaTa MOXKeT 3aMelaTh BuoiakcanTuH u moreud (Polle et al., 2001).
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KCAHTO®UJIJIOBBIE ITUKIJIbBI

B Hacrosimiee BpeMs HM3BECTHO, YTO HEKOTOpPble KCAaHTO(PWILIBI MOTYT y4acTBOBAaTh B
OOpaTHMBIX  CBETO3aBHCHMBIX  pPEaKIHSIX. OJTH  B3aWMOIPEBpAIICHHUS  KapOTUHOWJIOB
OCYILIECTBISIOTCS B PEAKIUSAX KCAHTO(PHUIUIOBBIX IMKJIOB, JIB€ M3 KOTOPBIX CUUTAIOT TJIABHBIMHU:
AMOKCHU/IAINHU U JICITTOKCHIAIIHH.

B xnopormacrax pa3id4HBIX 3YKapHOT ceiiuac M3BECTHO TpPU TUNA KCAHTO(UIUIOBBIX LUKIIOB:
BHOJIAKCAHTHHOBBIH, JIIOTCHH-5,6-3TI0KCUTHBIN U MaTHHOKCAHTHHOBBIN (pHC. 15).

B pacturenbHOM HapcTBE KIIIOYEBBIM U HamOoJee MIUPOKO PaCIpPOCTPAHEHHBIM SIBIISETCS
BHUOJIAKCAHTHHOBBIN ITUKJ, B KOTOPOM OCYIIIECTBIISIIOTCS OOpaTUMbIE TTPEBPAIICHHSI BUOJIAKCAHTHHA
B 3€aKCAaHTHUH. JTOT LMK OOHApy>KEH MPaKTUYECKH y BCEX JYKApUOTHYECKHX BOJOpOCIell u
BeICIIUX pacteHuit (Demmig-Adams et al., 1996; Jlaneirun, 2002).

Bropoii TN KcaHTOPUIIIOBOTO LUKJIIA, JTIOTEUH-D,6-3MOKCU IHBIH, ObLT HEAABHO OMUCAH JJIs
napasutuueckoro pactenus Cuscuta reflexa (Bungard et al., 1999), B aucThsix KpacHoro ayba
Quercus rubra (Garcia-Plazaola et al., 2002) u B cemeiictBax Loranthaceae u Viscaceae
(Matsubara et al., 2003). B 3ToM mmkiie JTIOTEMH MOXKET MPEBpAlIaThbCs B JIIOTEHH-D,6-3MOKCHI.
3areM UMEIOT MECTO OOpaTHbIE PEaKIIUU.

Tperuii THII KCAHTOPUILIOBOTO ITUKJIA, TUAJUHOKCAHTUHOBBIN, ObLT OOHAPYKEH Y MOPCKHX
U OKEaHWYECKHUX IIAHKTOHHBIX BOJOpociieil. B 3ToM mMKIEe MPOMCXOIUT B3aUMOIPEBpAIllCHUE
nuanguHokcanTuHa U auarokcanTuH (Lohr, Wilhelm, 1999; Jlagerun, 2000, 2002). Y HEKOTOpBIX
MOPCKHX BOJIOpOCJIEH TpHU OIpPEeICHHbIX YCIOBUSIX pPOCTa MOTYT paboTaTh OJHOBPEMEHHO
TMAIMHOKCAHTUHOBBIN M BHOTaKCaHTHHOBBIN UKIIEI (Lohr, Wilhelm, 1999).

1. Buonaxcanmurogulil yuxi

HazemHble pacTeHus M 3yKapMOTHYECKUE BOJOPOCIM Ha CHIIBHOM CBETY IOIVIOIIAIOT
00JIbIlle COJTHEUHOM SHEPruu, YeM OHU MOTYT HCIIOJIb30BaTh B Iporecce (HOTOCHHTE3a, MOITOMY
M30BITOK HSHEPrUM MOXKET MPUBOAUTH K (OTOOKUCIUTEIbHBIM pa3pylIEHUsM MeMOpaH
xyoporutactoB (Bragumupos, 1998; KpacHoBckuii-mit., 1998). OqHuUM 13 OCHOBHBIX MTyTeH 3alTUTHI
pacTeHui OT GOTOACCTPYKIUH MPH U30OBITKE CBETA SBJISIETCS BUOJAKCAHTHHOBBIN UK (puc. 23).
IlepBple  ynoMUHAHMS O PpEAaKUMIX  CBETO3aBUCHUMOIO  IPEBpPALICHMs]  BHOJIAKCAHTHHA,
aHTEpaKCaHTHWHA M 3eaKcaHTHHA NosBIwiIKCh Oomnee S0 nmet Hazax (Hager, 1955, 1957; CanoxHUKOB,
1967). DOt UUKIMYECKHE  B3aMMOIPEBpAIICHUS  KAapOTHMHOMJOB  MOJYYMIM  Ha3BaHUE
BHOJIAKCAaHTHUHOBOTO Ikia (Yamamoto et al., 1962; Hager, 1967), KoTopsIif BKJIFOYaeT B ceOs 1BE
pH-3aBucuMBIE peaknMM: TPAMYIO — JIe3NOKCHUAALMM W OOpaTHyI0 — O3IOKCHAALUHY,
KaTaJu3upyemMble JBYMsS pa3HbIMU  (epMEHTaMHU: BHOJAKCAaHTMHOBOM  J€3MOKCHIA30H U
3eakcaHTHHOBOM 3mokcuaasoit (Hager, Holocher, 1994; Jlagsirusn, 2000, 2002).

IIpamas peakyus. Jleanokcuanusi BUOJIAKCaAaHTUHA JI0 3€aKCAaHTHHA MJIET HA CHIIBHOM CBETY
C BBIIEJICHHEM KHUCIIOpOoJa MpH ydyacTUH (epMEeHTa BHOJAKCAHTHHOBOMW JI€3MOKCHAA3BI, KOTOPBIH
KOHTpoJpyeTcst xmoporiactibiM reHoM Vdel (Cunningham, Gantt, 1998, 2001; Jlaasirun, 2002).
Jlesnokcua3a BUOJIAKCAHTHHA — 3TO BOJOPACTBOPUMBIN (hepMEHT ¢ MOJEKYIsIpHOH Maccoil oT 40
1o 54 k/la y pa3HbIX pacTeHUM, KOTOPBIN JIOKAJIU3yeTCsd Ha BHYTpEHHEH (JIIOMEHalIbHON) CTOPOHE
MeMmOpanbl Twiakouaa (puc. 19). OH mposBIsSeT MakCHUMajbHYIO aKTMBHOCTh npu pH 5.2 u
HCIIONB3YeT ackopOar B kauecTBe KocyocTpaTa (Hager, 1966, 1969; Hager, Holocher, 1994; Eskling
et al., 1997; Bugos et al., 1998; Cunningham, Gantt, 1998, 2001; Grotz et al., 1999; Hieber et al.,
2000; Smirnoff, 2000; Smirnoff, Wheeler, 2000).

Obpammnas peakyus. INOKCUJAIMS 3€aKCAHTUHA JI0 BUOJIAKCAHTHHA MPOTEKAET Ha ClIaboM
CBETYy WJIM B TEMHOTE C HCIOJIb30BaHHEM Kuciopoma atmocdepsi, a He H,O (Yamamoto et al.,
1962; Yamamoto, 1979). Ora peakuusa ocymectisercs npu ontumyme pH 7.5 ¢ yudactuem
depmenta HAJID-H-3aBucumoii  3eakCaHTUHOBOM SMOKCHAA3bl, KOTOPBIM KOHTPOJIUPYETCS
XJIOpOIIJIACTHBIM TeHoM Zepl u umeeT monekymspHyto maccy 72 k/la (Cunningham, Gantt, 1998,
2001; Jlagerun, 2002). OT1oT (depMeHT sBiseTcs MeMOpaHHO-CBS3aHHBIM OenkoM (puc. 19) u
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JOKAJIM3YeTCs HAa BHEIIHEH (CTpoMalbHON) cTopoHe MeMOpanbl Tuiakomna (Hager, 1975;
Siefermann, Yamamoto, 1975 a, b; Hager, Holocher , 1994; Jahns, 1995; Bugos et al., 1998).

lCrx R-b

B-Kaporuuruppokcunasa, red Crt R-b

3eakcaHTHH

Zepl
Cnabbiit
CBET UK
TEMHOTA

pHS5.2

Vdel
CHNbHbIH
CBET
pH7.5

Zepl
Cnabbiid Vdel
CBET HJIH
TeMHOTA

pH52

CHibHBIA
CBET
pH7.5

3eakcaHTHH3IIOKCHA3a, reH Zepl

HO BuoaakCcaHTHH

Nsyl

HeoxkcaHTuH

HeoakcanTuxcunTasa, red Ncyl

Puc. 23. Cxema OnocuHTEe3a KCAaHTO(HMIUIOB BHOJAKCAHTHHOBOTO IHWKJA U3 [3-KapoTHHA U
HAIPaBJIEHHOCTh IPOTEKAaHUs PEAKIMM B XJIOPOIUIACTaX BBICIIMX PACTEHHM W IPECHOBOJHBIX
BOJOPOCJEH C ydacTHeM 3€aKCaHTHMHOBOM »Jmokcuaassl (reH Zepl) u  BHOJIAKCAHTHHOBOM
nesnokcuaasel (red Vdel) npu pa3auyHbIX YCIOBHSX OCBELICHUS.
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BuonakcaHTHHOBas [I€IMOKCHAa3a B OTIUYHME OT TIOCTOSHHO MEMOpPaHHO-CBSI3aHHOMN
3€aKCAaHTUHOBOM AMOKCHUA3bl MMOJBIM)KHA BHYTPH THJIAKOMIHOTO JIIOMEHAa M TIpU OJU3KOM K
HelTpanbHOMY 3HaYeHuIo pH 6.8—7.2, koTopoe BcTpeuaeTcs in VIVO B TEMHOTE, MOXKET OTACISATHCS
or wmeMmOpanbl (puc. 19). OnmHako TpH CHIBHOM OCBEIICHHHM, KOTJa BHYTPU THJIAKOH]IA
BHYTpWIIOMEHaNbHBIH pH mamaer Huke 6.5 BciencTBue 00pa3oBaHUs NMPOTOHHOTO TPaIUCHTA,
CBOMCTBA JEIMOKCHUIa3bl U3MEHAIOTCS, (DepMEHT BHOBb MPUKpEIUIsieTcs K MeMOpaHe THUJIaKoHua,
noJtyyasi IOCTyIl K CyOCTpaTy BHOJAKCAHTHHY M JIOCTUTasi MaKCUMaIbHOM akTUBHOCTH nipu pH 5.2
(Hager, Holocher, 1994).

W3mepennst BpeMEHH MPOTEKaHUsl PEaKIUi BUOJIAKCAHTUHOBOTO ILIMKJIA TMOKa3aJid, 4TO B
MPOLIECCEe JIEANMOKCUAAINYM BHOJAKCAHTHH IPEBPALIACTCS B 3€aKCAHTUH B TEUEHUE HECKOJIBKHX
MUHYT TIpH M30BITOYHOM OCBEIICHWU. OTa peaknus 3aMeUIsieTcss TMPU  ONTUMATbHON
MHTCHCUBHOCTH CBETa W OCTaHABIWBaeTcs Ha jqumuTupytomeM cety (Hager, 1966, 1967; Hager,
Holocher, 1994; Sarry et al., 1994; Latowski et al., 2000). B TeMHOTE mpoTekaeT oOpaTHasi peakius
SMOKCUJALMK BHOJAKCAHTUHOBOIO ILIMKJIAa — MpEBpallleHue 3eaKkCaHTHHA 4epe3 MPOMEKYTOUYHBIN
KCAaHTO(QWIUT aHTEPAKCAHTHUH B BHOJAKCAHTHH — W SIBIIICTCS OYCHb MEUICHHOW 1O CPaBHEHHIO C
peaknueit aesnokcupanuu (Suko m ap., 2011; Macnoa, MapkoBckas, 2012). ns mosHOU
AMOKCUIANMY 3CaKCAaHTHHA JI0 BHOJIAKCAHTHHA TPEOYyeTCsl OT OJHOr0 JIO HECKOJBKHX YacoB
(Siefermann, Yamamoto, 1975a; Hieber et al., 2000; Krause, Jahns, 2003).

Bomnpoc o mecTtax jokanu3anuy KapoTHHOUIOB BUOJAKCAHTUHOBOIO IIMKJIA B XJIOPOIUIaCcTax
BCE €IIe OCTaeTCsl CHOpPHBIM. B psije Haubosee paHHUX pabOT BBICKA3aHO MHEHHUE O JIOKaJIU3aluu
storo 1ukia BOmm3u OC-Il (Canoxuukos, 1967; Sapozhnikov, 1973; Macnosa u ap., 1996). Ho B
TUTepaType CYUIECTBYIOT Y TOYKM 3pEHUS O CBS3M BHOJAKCAHTHHOBOIO LHUKIA C
¢byukunonupoanuem ®C-1 (Hager, 1980; Maroti, Pataky , 1983; Jlageirun, Illupukosa, 1987;
Hager, Holocher, 1994; Kusuko-I'ypsuu u ap., 2000). CnenoBaTenbHO, MOXKHO CUMTATh BIIOJIHE
BEPOATHBIM, 4YTO pEaKIHUHd B3aUMOINPEBPAIICHUS KCAaHTOPHIUIOB 3TOr0 I[HUKIA  MOTYT
OCyIIEeCTBIAThCS TpH GyHKIMoHUpoBaHuu kKak DC-11, Tak u ®C-1 (Havaux, Niyogi, 1999; Horton
etal., 1999).

Bonpiioe BiMsiHUE HA CKOPOCTh PEAKIUU JE€INOKCUIAIIMN OKa3bIBAET COCTAB I'a30BOM Cpe/Ibl
(CanoxxHukoB u aAp., 1959). bbuio BbICKa3aHO MNPEANOIOKEHHE O PAIMUHBIX MeEXaHH3Max
MPOTEKAHUS ITOM PEaKkIuu B MPUCYTCTBUH U OTCYTCTBUH KHCIIOpoJa B cpene. Tak, B MPUCYTCTBUU
Kucioposa Aesnokcupanus mpoucxoaut ¢ ydactuem DC-1II u  ocymectBisercs mytem
(OTOOKUCIIEHHS AMOKCHIHBIX TPYII  BUOJAKCAHTHHA, UYTO TMPUBOJUT K  BBIICICHUIO
dorocunTeTHueckoro O,. C Apyroit CTOPOHBI, BEPOSTHO, B aHAIPOOHBIX YCIIOBUSAX JIEIMOKCH AT
npoxoauT ¢ yyactuem ®C-l uepe3 BOCCTaHOBIEHHE MOKCUIHBIX TPYII U BEAET K 00pa30BaHHIO
H,O (Macnosa u np., 1996). Jlesnokcuaanusi BHOJAKCAaHTHHA B 3€aKCAHTUH OCYIIECTBIISCTCS B
JTUNHUJIHOM MaTpukce, a He Ha O6enkax (Macko et al., 2002; Wehner et al., 2004). B To xe Bpems
ceifuac y)Xe yCTaHOBJIEHO, YTO OTJEJIbHbIE MOJIEKYJbl KAPOTMHOUIOB HE MPOCTO “pacTBOPEHBI” B
JTUNHUAHOM OHciioe MeMOpaH THIIAKOUIOB, a UMEIOT CTPOTO OIpe/IeJICHHbIE MECTa JIOKaJIU3aluu B
XJOPOPMILT-OCIKOBBIX ~KOMILJIEKCAX W BBIMOJNHSAIOT pa3inyHble (QYHKIIMK B MeMOpaHax
xsoporactos (Caffari et al., 2001).

2. Jlromeun-5,6-snoxcudmnwviii yuxn

BriepBbie Ha BO3MOXKHOCTh CYIIIECTBOBAaHUS BTOPOTO THIA KCAHTO(MUIUIOBOTO IUKIA OBLIO
ykazano B 1975 r. B HccienoBaHUAX KapOTUHOMIOB 3€JEHBIX IUIOJJOB TOMATOB B Haudale
co3peBanus (Rabinowitch et al.,, 1975), HO mompoOHOe omucaHWE HOBOTO IMKIA, HA3BAHHOTO
JIOTEHH-5,6-3MOKCHUIHBIM, OBIJIO MPEICTABICHO JIHIIb HECKOJBKO JIET Ha3aja MPH HMCCIeIOBAHUU
napasurndeckoro pacrenus Cuscuta reflexa (Bungard et al., 1999). B aTom pacTeHun Ha CHIBHOM
CBETY JIIOTEHH-5,6-3TIOKCH]] NEMOKCUANPYETCS OO0 JIIOTEMHAa O€3 HapyIIeHHs CTPYKTYPHOM
LEJIOCTHOCTH CBETOCOOMPAIOIINX KOMIUIEKCOB (POTOCUCTEM.

W3BeCTHO, YTO CBETOCOOHMpPAIONTNE KOMITJICKCHI BBICIINX PACTCHHH COJIEPKAT B OCHOBHOM
Takre KCAaHTO(MUIUIBI, KaK JIOTEUH, BUOJAKCAHTHH U HEOKCAHTHH. JIFOTEHH MPHUCYTCTBYET B caMOi
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O0JIBIION KOHIIEHTpaluu, 00bIYHO Bapbupys Mexay 30 u 60% ot Bcex kcantoduuioB (Bungard et
al., 1999; Jlageirun, 2008). Coaeprxanne BUOJaKcaHTHHA KoJieoaercs B npeaenax 17-30%. Kaxmas
MoHomepHas cyobeannuna LHC-II cogepkut 2 MoJeKybl JTIOTEHHA, KOTOPhIE, IEPEKPEIINBasCh B
IIEHTPE 3TOr0 KOMIUIEKCA, BBITIOJHSIIOT CTPYKTYpHYIO ¢yHKiutoo (Kiihlbrandt et al., 1991, 1994).
ConeprxaHre HEOKCAHTHHA OT OOIIEro MmyJja KCaHTO(QUIIJIOB ropa3ao MEHbIIE M COCTABISAET OT 9 10
14% (Bungard et al., 1999). Ilogo6HO NIOTEHMHY, HEOKCAHTHUH SIBJISETCS TaKKe€ BHYTPEHHUM
CTPYKTYPHBIM KOMITOHEHTOM CBETOCOOMparomux Komiiekcos. [lapasurudeckoe pacrenue Cuscuta
reflexa — ato moka emuHCTBEHHOE (HOTOCHHTETHUSCKA AKTHMBHOE BBICIIIEE PACTCHUE M3 U3YUCHHBIX
Ha CETOJHSIIHUHA JeHb, KOTOPOe He colepkuT HeokcaHTuH (Bungard et al., 1999; Snyder et al.,
2004).

Kpome HEKOTOpBIX Napa3sHUTHUECKUX PACTCHHM, ITIOTCHH-D,6-3MOKCUIHBIN MUK HalacH
TaKXKe B JIUCThIX KpacHoro ayoa Quercus rubra (Garcia-Plazaola et al., 2002). OueBuaHO, 94TO 3TOT
UK HE OYEeHb INMPOKO PACHPOCTPAHEH Cpeau BBICIIMX pacTeHuil. DakTopbl M MEXaHU3MBI,
KOTOPBIE OIPENENSAI0T HAIMYUE MM OTCYTCTBUE JIFOTEUH-5,6-3MOKCUIHOTO IMKIIA, & TaKXKe €ro
(bu3MOIOTrNUECcCKOe 3HAYCHUE, TOKA MaJI0 U3yUYCHBI.

K coxayienuto, Ha HAIMYKME W JUHAMUKY W3MEHEHHsI COJCPKaHUS JIIOTEHH-5,6-3M0KCcHIa B
(OTOCHHTETHYECKHX HCCIIEAOBAHMIX MMOYTH He oOpamand BHUMaHUS. TOJBKO HETaBHO TOKAa3aHO
NpUCYTCTBUE M (DOTOMpeBpaleHue JIIoTerH-5,6-3mokcuaa B xynoportactax (Bungard et al., 1999;
Matsubara et al., 2001; Garcia-Plazaola et al., 2003). YpoBeHb 3TOro kcantoumia oCOOCHHO
BBICOK B IucThax Quercus rubra (Garcia-Plazaola et al., 2002), TeHeBble JNHCTBS KOTOPOTO
CoJiepKaT HaMHOTO OOJIbIIe JIIOTenH-5,6-31moKkcuIa, yeM JucThs omensl Oesnoi (Matsubara et al.,
2001), nmas KOTOpPOM XapakTEpHO MPUCYTCTBUE JIOTEUH-5,6-3moKkcuaHOr0 1ukia. MHTepecHO
OTMETHTh, YTO TEHEBBIC JIUCThSl ITHX PACTEHUI HAKaIUIMBAIOT ropaszo OoJbIIe JIIOTEUH-5,6-
AMOKCH/IA, YeM JIMCThs pacTeHuil Ha spkoMm ceery (Matsubara et al., 2001; Garcia-Plazaola et al.,
2002), 9to mpearonaraeT APYrod MexaHu3M (QYHKIMOHHUPOBAHUS HOBOTO ITUKJA, OTIMYHBIA OT
MeXaHU3Ma BHOJIAKCAHTUHOBOTO LIUKJIA.

Obwas xapaxmepucmuxa. B nuctesax moBwiuku Cuscuta reflexa (Bungard et al., 1999)
OoOHapyXeH HOBBIM KCAaHTO(UIUIOBBIM IMKJI, HA3BaHHBIM JIOTEHUH-D,06-3MMOKCUIHBIM ITUKIOM (pHC.
24). B ycnoBusiX CHIBHOH OCBEIIEHHOCTH JIFOTEHH-5,6-3MOKCH JEIMOKCUANPYETCS 10 JIFOTCHHA
0e3 HapylIeHUs] CTPYKTYpHOH IIEJIOCTHOCTH cBeTocoOuparonmx kommuiekcoB LHC-II (light-
harvesting complex IT) potocuctemst Il.

W3BecTHO, 4YTO TpPHU OCBEUICHUH (HOTOCHHTEIUPYIOMIMX PACTEHUNH W3OBITOYHBIM JUIS
dboToCHHTE3a CBETOM B XJOpOIUIACTaxX, TA€ (YHKIHMOHUPYET BHOJAKCAHTHHOBBIA IIHKII,
YMEHBIIIAETCSI KOJMYECTBO BHMOJAKCAHTHHA, HO KOJMYECTBO MPOIYKTOB €ro JE3MOKCHIAIUU —
AHTEPAKCAHTHUHA M 3€aKCAHTUHA, YBEIMYMBACTCS 10 CPAaBHEHHUIO C PACTCHUSMH, BBIPALICHHBIMH B
temuore (Demmig-Adams et al., 1996; Hager, Holocher, 1994). Cxomnasi 3aKOHOMEPHOCTb
oOHapy»KeHa IS JTF0TenH-5,6-3mokcuHoro nukia B kietkax Cuscuta reflexa. TTocie npeObiBanus
B TedeHue 10 MHH B YCJIOBHSAX CHJIBHOW OCBELIEHHOCTH Tepsuioch cBbimie 60% mroTenH-5,6-
snokcuga (Bungard et al, 1999). VYwmeHbliecHHEe KOHIEHTpAIMHM JIFOTEHH-D,6-3M0OKCHIa
COMPOBOXAANIOCH yYBENIMYCHHEM KOHIEHTPAIllMU JIOTEMHa, TOYHO TaK Ke, Kak ToTeps
BHOJIAKCAaHTHHA COMPOBOYXKIATAach MOSBICHHEM MPOJYKTOB €ro JIEATOKCHIAINY — aHTEePaKCaHTHHA
u 3eakcanThHa. [lo Bceld BuammoctH, y Cuscuta reflexa mortenH, oOpa3oBaHHBIH U3 THOTEUH-5,6-
STMIOKCH/A, KaK W BHUOJAKCAHTHH, SBISETCS MPOAYKTOM JESMOKCHIAIMH TPH HU30BITOYHOM
ocBeieHuH. ClieI0BaTeNbHO, JTIOTEHH-5,6-3MOKCUIHBIA UK — 3TO BTOPOW KCAHTOQUILTOBBIN
LUKJI, KOTOPBIA BKJIIIOYAET B ce0sl OBICTPYI0 0OOpaTUMYIO CBETO3aBHCUMYIO JIETIOKCHIALIMIO KOJIbLIA
TMOTEnH-5,6-3moKcuaa 1o aroTenHa (puc. 24).

Y4uuTeIBas, 9T0 B 000MX IMKIJIAX JETOKCHIAIMS MPOUCXOAUT TOJBKO B [-KOJbIle, OBLIO
BBICKAa3aHO MpPENOJOXKEHWEe, 4YTO B HHUX YYaCTBYIOT OIHM M Te K€ (EepMEeHTHl, T.€.
BHOJIAKCAaHTHHOBASI JEANOKCH/Ia3a U 36aKCAaHTHHOBAS ATIOKCHIa3a B 000HX CITydasx OCYIIECTBISIOT
JICIMOKCHIAIMEO STTOKCUTPYIII B-HOHOHOBOTO KoJjbIla B C-5,6-monoxxenun (Jlagpiruu, 2002, 2008).

HccnenoBanus IOCIEIHUX JIET MOKA3aJd, YTO JFOTEHH-5,6-3TIOKCHAHBIN IUKII XapaKTepeH
HE TOJIBKO IS Tapa3uTHUECKUX pacTeHwid. M3BecTHBI KopHeBble mapa3utbl Arceuthobium wu
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Phoradendron, kotopsie nuimens 3Toro nukia. Kpome toro, o0HapyxeHue JTOTeHH-5,6-3mokcuna
B CO3pCBAOIIMX 3€EHBIX II0Aax TomaroB Licopersicon esculentum wuw Haawuue o-
kcanTodusutoBoro 1ukia y Quercus rubra (Garcia-Plazaola et al., 2002) yka3biBatoT Ha OTCYTCTBHE
OpsMON  CBSAI3M 3TOr0 IMKJIA C Mapa3suTHU3MOM. TakuM 00pa3oM, OYEeHb BaXKHBIH BOMPOC O
(GHU3HOIOTHUECKOM 3HAUCHUH JTFOTCHH-5,6-3MOKCHIHOTO [IMKIIA [TOKA OCTAeTCst Oe3 OTBeTa.
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Puc. 24. Cxema OuocuHTE3a KCAaHTOPWIIOB JIOTEHH-5,6-3MOKCUIHOTO IMHKJIA W3 0O-
KapOTHHA W HAIIPABJICHHOCTDH NMPOTEKAHHS PEaKINi B XJIOPOIUIACTAX BBICIINX PACTCHHUN C y4aCTHEM

3€aKCaHTHHOBOW 3MOKcHIa3bl (reH Zepl) M BHOJIAKCAHTHHOBOW Jedmnokcuaasbl (ren Vdel) mpu
Pa3IMYHBIX YCIOBUSIX OCBEIICHHUS.

Ha ocHoBaHMM CKa3aHHOTO MO>KHO 3aKJIIOYHTh, YTO JIFOTEUH-5,6-3MMOKCUTHBIN IIUKII, CKOpEe
BCETO, JOMOJIHSET OCHOBHOM PacHpOCTPAHEHHBIM BHOJAKCAHTHUHOBBIM LMK W BKJIIOYAET T€ XKeE
camMble PEaKIMH DJIOKCHUAAIMA U JEdMOKCHUIAIMH TOJNBKO [-KOJNblla, XapaKTepHbIE s
BHOJIAKCAHTHHOBOTO IIMKJIAa, HE 3aTparuBas &-Kojblla JroTenHa. HekoTopwle uccienoBarein
MpEAIonaraT, YTO MyTalus B 3€aKCAaHTHHOBOM 3MOKCHJA3€ MOIVIA NPUBECTH K H3MEHEHHUIO
pPEryJsiiiud Wiau CyOCcTpaTHOW crnenupUIHOCTH ATOTO (hepMeHTa, YTO OOYCIOBHIIO MapayljiebHOE
(YHKIIMOHUPOBAHKUE JBYX KCAaHTO(PWIIOBBIX HUKIOB. OJHAKO WCTUHHBIC MPUYUHBI TMOSIBICHUSA,

(OYHKITUOHUPOBAHKST W (DU3UOJOTHICCKOW 3HAYUMOCTH JIFOTEHH-5,6-3MMOKCUAHOTO IUKIIA eIIe
MPEACTOUT BBISICHUTb.
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Jlokanuzayus. VI3BECTHO, 4TO CBETOCOOHMPAIOIINE KOMILJICKCHI BBICIIUX PACTCHUN COJIEpkKAT
B OCHOBHOM Takue€ KCAaHTO(QWIIbL, KaK JIIOTEWH, BUOJIAKCAHTUH W HEOKCaHTHH. bobile Bcero
HaKaruMBaeTcs JroTenHa — 00sraHo 30—-60% ot ob1ero koaudecTBa kaporuHou 08 (Bungard et al.,
1999; Horton et al., 1999). Coxepkanre BuojakcantuHa koseOsercs ot 17 mo 30%. Kaxnas
MoHoMepHast cyobenuuuna LHC-II comepxutr 1nBe MOJIEKYnbl JIOTEMHA, KOTOPBIE, 00pazys
MepEeKpeIIMBaHUe B LIEHTPE 3TOr0 KOMILIEKCA, BBIMOJIHSAIOT CTPYKTypHYyIo GyHkimio (Kihlbrandt,
Wang, 1991; Kiihlbrandt et al., 1994). Conepxanue HeOKCaHTHHA ropa3f0 MEHBIIE U COCTABIISICT
ot 9 10 14% oo6mero myna kcanroduioB (Bungard et al., 1999). HeokcanTuH, BHYTpEHHHI
KOMITIOHEHT  cBeTocoOuparonmx komrmuiekcoB LHC-Il, BwimonHsier, riaBHBIM  0Opa3oM,
ceerocoouparomnyro ¢pyukiuio (Demmig-Adams et al., Wentworth et al., 2004; 1996; Bungard et
al., 1999; Jlagpirun, Ilupukosa, 2006). EauHCTBEeHHOE H3BECTHOC HA CETOMHAIIHUN JCHb
(dboTocuHTE3UpYIOIIee BhICIIEE PACTEHHE, KOTOPOE HE COJCPKUT HEOKCAHTHHA, — 3TO MOBHIIUKA
Cuscuta reflexa (Bungard et al., 1999; Snyder et al., 2004).

Jlokanuzanus 0-KCaHTO(UIUIOBOTO IMKJIA MOKa HE YCTAaHOBJIEHA, HO HM3BECTHO, YTO JIBE
Mosiekyibl JrotenHa L1 u L2, kotopsle pacrnosyiaraloTcsi BHYTPM OCHOBHOTO CBETOCOOHPAIOIIETO
koMmiuiekca LHC-Il u BBIMONHAIOT CTPYKTYpHYIO (YHKIMIO, HEAOCTYIHBI A SHOKCUAAINU.
BepositHo, B moTenH-5,6-anokcuanom mukiie Cuscuta reflexa yuactByer JitoTeHH, CBSI3aHHBIN C
nepudepruyeckoil yacteio cBerocoduparomero komruiekca LHC-II B Tom mecte (puc. 25), rae B
XJIoporiactax OOJBINMHCTBA BBICIIMX PacTEHHI OOBIUHO pacrosaraetcst Heokcantun (Bungard et
al., 1999).

DKCclepUMEHTAIbHO —MMOKa3aHo, uTo y mnoBwiuku Cuscuta reflexa coorHormreHus
xs0poduuIoB a/b, KOHIIEHTpAIUU JIIOTEHHA W MUTMEHTOB BHOJAKCAHTHHOBOIO IIMKJIA, a TaKKe
CIICKTPBI TOTJIOMICHUS THJIAKOUIOB OCTAIOTCS TAaKUMU K€, KaK M B THJIAKOWJAX JPYTUX BBICIINX
pacTeHuii. DTU pe3yibTaThl MOATBEPXKIAIOT MHEHHE, 4YTO JIFOTEUH-D,6-3mokcu] 3P QPEKTUBHO
3aMelaeT HEeOKCAaHTHH B CBeTocoOMparoimux Komiiekcax Cuscuta reflexa 6e3 3amerHoro BiusHUS
Ha COCTaB MUTMEHTOB M THIAKOWAHYI0 cTpykTypy (Bungard et al., 1999). DkcnepuMeHTaTbHO
MOATBEPIKICHO CXOACTBO MEXKIY JIIOTEUH-5,6-3mokcua-cogaepxkamum LHC-II w3 mnoBwiuku u
HeokcaHTHH-coaepxkamuM LHC-1l u3 nucteeB BhICIINX pacTeHU, HampuMmep, canata. [lokazaHo,
yTO0 00a KCaHTOpWIa — M JIIOTEUH, U HEOKCAHTHH, MPOYHO CBS3aHBI C MUTMEHT-OCIIKOBBIMH
kommiekcamu LHC-IlI (Bungard et al. 1999; Wentworth et al., 2004; Ruban et al., 2014).
buocunTeTHUECKHI MYTh JIIOTEUH-5,6-3MMOKCH A JeTaTbHO He u3ydeH. OHAKO MMOCKOJIBKY JIFOTEHH
SBIIETCS TMPOU3BOAHBIM 0-KapOTHHA, MOXXHO TMPEANONOXKUTh, YTO U JIFOTEUH-5,6-3MOKCH
HaXOJUTCsl B 3TOM ke BeTBU OmocuHtermyeckoro nytu (Jlapeirun, 2002). BaxxHo ompenenuts,
KaKHe YCJIOBUS HEOOXOIUMBI Ui pabOThI TFOTEHH-D,6-3MOKCHIHOTO IIUKJIA Y BHICIIMX PACTEHUH.

Yenosus gpynxyuonuposanus. OcHOBHOE yciaoBuEe (YHKIIMOHUPOBAHUS ITUKIIOB COCTOUT B
W3MEHEHUU OCBEIIEHHOCTH M TMepexofa CBeT—TeMHOTa. M3BECTHO, UTO ISl TOCTHXKEHUS TMOJTHON
ATMOKCHIAINN MUTMEHTOB BHOJIAKCAHTHHOBOTO IMKIIA JoctaTogHo 12 1 temuoTh! (XU et al., 1999).
Opnnako Tosbko y 60% BBICIIMX PAacTeHUI MOCIE BBIIECPKUBAHUS B TEMHOTE B TeueHHE 12 4
O00HapyKUBAIMCh HEOOJBIINE KOJTMYECTBA JIOTEHH-5,6-3TIOKCHIA.

bonpmine mynsl mHOTEWH-5,6-3mokcuaa (6onee 5 MMOIIb/MONB XJopoduiia) HalWIeHBI B
JUCTBhSAX aBCTPAIMUCKUX BHIOB ay0a poma QUErcus, He3aBUCUMO OT WX JKOJOTHYSCKUX
xapaktepucTuk. CojepkaHue JTIOTEHH-5,6-3MOKCHIa B JTUCThSIX Ay0a ObUIO MPUOIU3UTETHHO B 2
pa3a MeHbIlle, YeM B JIHCThSIX OMeJbl Oenmoii — Amyema miquelii, pocumx Ha SpPKOM CBETY
(Matsubara et al., 2001). Conepxanue THOTEHH-5,6-3TIOKCHAa YMEHBIIACTCS MPH U30OBITOYHOMN
WHTECHCUBHOCTH CBETA: B TEHEBBIX JIUCTBSIX JIFOTEHH-5,6-3MOKCHIA Bceraa OobIle, 94eM B SIPKO
OCBEIIEHHBIX JIMCThAX. Tak, HOYBIO JIFOTEUH-5,6-3mokcuaa B 2 paza Oomblle, 4YeM B MOIICHb. Y
BEYHO3CIICHBIX BUIOB COJICP)KaHUE JIIOTEHH-5,6-31TOKCHIa B JICTHUX JIUCTHSIX BBIIIE 110 CPABHEHHUIO
c sumuumu (Garcia-Plazaola et al., 2002, 2003). aTepecHO, 4TO 0-KApOTUH — OMOCHHTETUYCCKUI
MPEIIICCTBEHHHUK JIFOTCMHA W JIIOTEUH-5,6-21TOKCHIa, Tak)Ke CHIIbHEEe HAKaIUTMBACTCS B TEHEBBIX
miucthsx (Siefermann-Harms, 1994; Demmig-Adams, Adams, 1996; Garcia-Plazaola et al., 1999b).

Bonee BBICOKOE CoJiep)KaHUE JTFOTECHH-D,6-3TIOKCHIa B TCHEBBIX JINCTHSIX B TCUCHHUE JIeTa
MOKA3bIBAET, YTO JIOTEWH-D,6-3MOKCH SBISETCS KCAaHTO(MUIUIOM, KOTOPBIM HaKalUIMBaeTcs B
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JUCTBSX, HE MOJIBEPTHYTHIX CBETOBBIM cTpeccaM. VHTepecHO, UTO JTHOTEHH-5,6-3TOKCHIHBIN UK,
obHapyxeHHBIN y moBuiamku Cuscuta retlexsa (Bungard et al., 1999), Bctpeuaercs u y apyrux
BUJIOB BBICIIMX PACTCHUH, TakMX Kak ay0 kpacHbiii Quercus rubra (Garcia-Plazaola et al., 2002,
2003), y KOTOpPOTo TPHU CUIBHOM OCBEIICHUH JFOTEHH-5,6-3MOKCH T IPEBPAIACTCS B JIIOTCHH MyTeM
JEITOKCUIAIMU. PacrpocTpaHeHHOCTh M BHJIOBasi HPUHAJUIC)KHOCTh JIFOTCHH-5,6-3IIOKCHIHOTO
[IUKJIa OCTAIOTCSI HEM3BECTHBIMH.

W3ydenne mUrMeHTHOTO COCTaBa JIMCTHEB TPOMHUYECKOro 6000Boro AepeBa Inga sp., B3ATHIX
paHO yTPOM M3 TEHEBBIX M OCBEIICHHBIX YYaCTKOB KPOHBI, IMOKA3alio, YTO JIOTEHH-5,6-310KcH1a
ropa3io OOJibIlle B TCHEBBIX JIMCThAX, IJIE€ €0 KOHIICHTPALMs IMPEBbINIANa KOHIICHTPAIUIO
BHOJIAKCAaHTHHA B 3.5 pa3a, 4eM B JIMCThSAX HA COJTHEYHOM CBETY.

A

I
Nokyc |
HeOKCaHTUHa \

AdomeH noTtenHa 1

Puc. 25. MonekynspHas Moaenb MOHOMepa cBerocoOuparomiero komiuviekca LHC-1I
(Kiihlbrandt, Wang, 1991; Kiihlbrandt et al., 1994), moxaspIBaroIIasl JIOKAJIMU3AIUIO MOJEKYII
motenna 1 (Lutl), morenna 2 (Lut2) u neokcantuna (Neo) (Wentworth et al., 2004, Ruban et al.,

2014), a Tarxke pacrpeeseHUs] MOJICKYT XJIopopuuioB u o-crupaneii 6enka (Kiihlbrandt et al.,
1994).
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TeneBble nUCThA Beerna coaepxainu oonpiie o-kapotuna (Thayer, Bjorkman, 1990) u B Hux
Ke Tpeolrasal CHHTE3 0-KCaHTO(MHWIUIOB, KOTJa JIIOTEMH IMpEeBpaIiacTcs B JIOTEUH-5,6-3MOKCH]I.
CxojHbIe JaHHBIC MOJyYeHBbI Takke IN Situ Ha ymcThsax Inga sp. (Matsubara et al., 2002, 2005).
CymMapHO€E KOJIMYECTBO JIFOTEUH-D,6-3M0KCHIa U JIFOTEUHA ObLTIO TOYTH OJUHAKOBBIM B TEHEBBIX U
CBETOBBIX JIMCTBSIX OJHOTO W TOTO JK€ pacTeHHs, KaKk W B cloy4ae C [-KCaHTO(DUIUIaMU
BHoJIakcaHTHHOBOrO Iukiaa (Demmig-Adams et al., 1996; Lichtenthaler, 1998). Ilpenmonaraercs,
4TO0 B JIMCTBAX INga sp. JIOTEHMH-5,6-3MOKCHA TMpEeBpaIlaeTcss B JIIOTEUH C IOMOIIBIO
BHUOJIAKCAHTUHOBOM JIE3MOKCUAA3bl B IMPOLIECCE MPHUCIOCOOTICHHUSI K HM3MEHSIOMIMMCS yCIOBHIM
tenb—couHIe (Matsubara et al., 2003, 2005). HeomnpeneneHHoe TaKCOHOMUYECKOE paCIpECICHHIE
JIOTEUH-5,6-3MOKCUIHOTO [IUKJIA HABOJUT HA'MBICIb O TOM, YTO 3TOT IIUKJI MOT c(OPMUPOBATHCS
HE3aBHCHMO Y pa3HBIX pacTeHud B mporecce dBomonuu. OpHa U3 BO3MOXHBIX MPUYHH €r0
MOsIBJICHUsT — MyTauus B reHe Zepl, mpuBopsmias K YBEIHMUEHHUIO CPOACTBA 3€aKCAHTHHOBOM
smnokcuaassl ¢ aroternHoM (Garcia-Plazaola et al., 2004).

Axmuenocmo Knroyesvix pepmenmos. llosiBineHre moTenH-5,6-3M0KCUIHOTO IUKIIA, HAPSAY
C BUOJIAKCAHTUHOBBIM ITUKJIOM, HEKOTOPHIC AaBTOPBI OOBSCHSIOT MYyTalMeld 3€aKCaHTHHOBOKN
AMOKCHUA3bl, KOTOPasi B MapasUTHUECKUX PACTEHHUSIX MPUOOpPETaeT CIOCOOHOCTh KaTalu3UpOBaTh
STMOKCUIANNIO JIFOTeMHA 10 JroTenH-b,6-smokcuaa (Matsubara et al., 2003). Bo3moxHO, 4TO
MyTalusg U3MEHIIa cyOCTpaTHYIO crielu(UIHOCTh 3TOr0 PepMEHTa TaK, YTO CTPYKTYypa BTOPOTO &-
MOHOHOBOTO KOJIBIIA (€-KOJIbIIA) HE TPEMATCTBYET B3aWMOJCUCTBHIO (PEpPMEHTA 3€aKCAaHTUHOBOU
AMOKCHAA3bl C [-KOJBIIOM JIIOTeMHAa. B 3TOM cilydyae 3eakcaHTHHOBAas SIMOKCHAA3a, MOMHMO
OOBIYHOTO JJII HEe MPEeBPAlICHUS 3C€aKCAHTHHA B BHUOJAKCAHTHUH, CTAHOBUTCS CIIOCOOHOMN
CHHTE3MPOBaTh M3 JIOTEHHA JIIoTenH-5,6-3mokcua (Matsubara et al., 2002, 2005).

Takum 00pa3oMm, OJHOBpeMeHHOE (DYHKIIMOHUPOBAHUE ABYX KCAHTO(PWIIOBBIX ITHKJIOB
MOJKET OBITh OOBSICHEHO TMOO y4yacTHEM B HUX OJHHMX M TeX K€ ()epMEHTOB — BHUOJIAKCAHTUHOBOM
JIEAITOKCHIa3bl U OOBIYHON 3€aKCAHTHHOBOI 3MOKCHIA3bl, TH00 BHOJAKCAHTHHOBOM JI€IOKCH/Ia3hbI
Y Pa3IMYHbIX 3€aKCAHTHHOBBIX AMOKCHIA3 (KaK OOBIYHOM, TaK U MOJIU(DUIIMPOBAHHOM I OL-IIHKIA
B pe3yJbpTaTe MyTallMM B 00JIaCTH €-Kojblla JroTenHa). Ho Bce 3TH mpeamnosnoxeHus ciabo
apryMEHTHUPOBAHBI M TPEOYIOT JOMOJHUTENBHBIX IKCIIEPUMEHTATBHBIX TOATBEPKICHHIA.

BONBIIMHCTBO  aBTOPOB  CUMTAET, YTO BHUOJAKCAHTHHOBAS  JIEJMOKCHIA3a MOMKET
napajuieNlbHO KaTalu3UpOBaTh BCE PEAKIMU AESMOKCHUIAIMH B ABYX KCAHTO(UIUIOBBIX ITHKIAX:
BHOJIAKCAHTHHOBOM H JIFOTCHH-D,6-3mokcuHoM. [loaTBepikieHneM TaKoW TOYKH 3PEHUS MOTYT
CIYXHWTh JaHHBIE, MOJyJYeHHBIC Ha JHUCThSIX KpacHoro ayba Quercus rubra, mmMeromero Hapsay c
BHOJIAKCAHTHHOBBIM ~ ITUKJIOM ¥ JIFOTCHH-5,6-3MOKCcHIHBIA. B 000ux IMKIaxX CKOPOCTh
JEdMOKCUAINN KaK JIOTEHH-5,6-3MoKcHIa, Tak M BHUOJIAKCAHTHHA MOYTH ojuHakoBa (Garcia-
Plazaola et al., 2002, 2003).

CpaBHUTEIBHOE HCCIIEIOBaHKe MpejacTaBuTeneii cemerictB Loranthaceae u Viscaceae c
OTCYTCTBHEM U HAJIWYHEM JIFOTEHUH-5,6-3MTOKCUIHOTO TIIMKJIA BBISBUJIO CXOJHBIC TUATIA30HBI
W3MEHEHUN KOHIIGHTpAaIlMM JIIOTeMHa ¥ COOTHOIIEHWH CHHTE3a JAPYTUX KapOTHHOHUOB,
MIPOU3BOJHBIX O- U [-KAPOTHHOB. DTO CXOJCTBO O3HAYACT, YTO COJCPIKAHHUE JIFOTCHMHA HE MOXKET
ObITh  (haKTOpPOM,  JIMMUTHUPYIOIIUM  BO3HUKHOBEHHE  JIFOTEHH-5,0-3MOKCHIHOTO  IIHKIIA.
VYcTaHOBIEHO, YTO CHHTE3 JIOTEUMHA MOXET OBITh OIPaHMYEH aKTUBHOCTHIO e-1MKiIa3bl (Pogson et
al., 1996). Tak, wm3yuyeH nUHUrMeHTHBII cocTaB TpancrenHoro Arabidopsis thaliana [utOE,
cBepxaKkcnpeccupyromiero g-nukiasy (Polle et al., 2001), 4To0ObI BEISICHUTH, MOXET JIH JFOTEHUH-5,6-
SMOKCUIHBIN IHUKJI WHAYIUPOBATHCS W3MEHEHUSMU OMOCHHTe3a JtoTenHa. CBepXdKCIpeccHs &-
ukiIasel B mytante IUtOE Bener x yBenuyenuto Ha 30% KoONMMUYeCcTBa JIOTEHHA C OJJHOBPEMEHHBIM
YMEHBIIIEHUEM KOJMYECTBa BUOJAKCAHTHHA M0 CPABHEHHIO C PACTECHHUSIMH JUKOTO Tumna. Hecmotps
Ha YBEIIMYCHHWE COJCPKAHHS JIFOTCHHA, KOJIMYECTBO OOHAPYKEHHOTO JFOTCHH-D,6-3TOKCHIa B
mytaHTe |UtOE He u3aMeHsuI0Ch, T.€. KaK M MPEKIC OCTaBaJOCh Ha CJIEIOBOM ypoBHE. [10CKOJIBKY
moterH B mytante |UtOE cuHTe3MpoBaics 3a cUeT MoJaBIeHUs] CHHTE3a BHOJIAKCAHTHHA, MOYKHO
MPEINOJIOKHUTh, YTO HEKOTOPHIE U3 JOMOJHUTEIBHBIX MOJEKYI JIIOTEHMHA 3aMEHSUTH BUOJIAKCAHTHUH
B BUOJIAKCAHTUH-CBS3bIBalOIIUX JoKycax V1 OenkoB cBerocobupatomieii antenusl LHC-II. Oto
03HA4YaeT, 4TO JOIMOJHUTENbHBIE MOJEKYNbI JIOTEHHA, BKIIOYEHHbIE B JOKYChl V1, MOrmu ObBITh
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JocTymHbI s pepmenToB kcantoduuioBoro rukna (Ruban et al., 1999; Caffarri et al., 2001).
[ToaToMy  amompoTEeMHOBOE  CTEPUYECKOE  MPEeNsATCTBHE  JJs  B3aWMOJACUCTBUA ~ MEXKAY
3€aKCAaHTHHOBOM 3MOKCHUIA301 U JTIOTEMHOM MOXET ObITh B 3HAUUTEIBHON CTENICHH UCKIIOYCHO U3-
3a HEIOCTaTOYHOIO HAKOIUIEHHUs JoTeruH-5,6-amokcuaa (Caffarri et al., 2001).

M3ydeHue jokanu3aniy MUTMEHTOB B THJIAKOHMJAX XJIOPOIUIACTOB OMeNbl Oesoit Viscaceae
album npuBeno k BbIBOAY 00 OTCYTCTBHU CICIHATBHBIX JIOKYCOB, CBSI3BIBAIOIIMX JIFOTEHH-D,6-
snokcua. IlokazaHo, 4TO IOTEHMH-5,6-3MMOKCH]] MOT WMETh T€ KE MeCTa CBS3BIBAHUS, YTO W
Buosakcantun (Morosinotto et al., 2003). A eciiu MOJIEKYIIBI JIFOTEHH-5,6-31MOKCHIa CBA3BIBAIOTCS C
TEMHU K€ CaMBbIMH JIOKYCaMH, YTO M MOJICKYJIbl BHOJAKCAaHTHHA, TO B HHUX CHHTE3 JIIOTEHUH-5,0-
AMOKCHIa He uHaynupyercs. B 1o e Bpems y myranta IUtOE Arabidopsis thaliana (6e3 moreun-
5,6-3mo0kcuIHOTO 1MKJIa) HaOmogaercs snokcumanus sorenHa (Wehner et al., 2004). Bce sto
MO3BOJISIET TPENOJOKUTh, YTO DIOKCUIAIMS JIIOTEMHA 0 JIIOTEHH-D,6-3MOoKcHaa SBISIETCS
JTUMUTHPYIOIICH peaKIuei Uisi BO3HUKHOBEHUS IIOTEHH-5,6-3MOKCHAHOrO THKiIa. HampoTwus,
oOpaTHas peakuus JAEIMOKCUAANU JIIOTEUH-5,6-3M0KCHa BCerla CTAaHOBUTCS BO3ZMOXKHOM, KOT/1a
HAYMHACTCS NPOYKIHUS JIOTenH-5,6-3nokcuna (Jlagpirun, 2008).

DTy TUNOTE3y MOATBEPKAAIOT PE3YJIbTAThl OMBITOB IN VItro, B KOTOPBIX PEKOMOMHAHTHAS
BHOJIAKCAaHTHHOBast  Jedmnokcuaasa Arabidopsis thaliana, skcmpeccupoBannas B E.  coll,
KaTaJu3upoBalia OJJHOBPEMEHHOE MPEeBpallleHue JIIOTEHH-5,6-3M0KCcH/ 1A B IIOTEUH U BUOJTAKCAHTHHA
B aHTepakcanThH u 3eakcantun (Wehner et al., 2004). Dtu pe3yabTaThl XOPOIIO COTIACYIOTCS C
COOOIIEHUSIMU O CYOCTpaTHOM CHEHM(PUUYHOCTH BUOJAKCAHTUHOBOW JEIMOKCHUIA3bI U3 JIUCTHEB
camata u mmuHata (Grotz et al., 1999). BuomakcanTuHOBasl JE3MOKCHIa3a M3 JIMCTHEB cajara
criocoObHa TMpeBpamiaTh JIOTEUH-5,6-3MIOKCH]] B JIIOTEUH. AKTUBHOCTh BHOJAKCAaHTHHOBOMN
JIE3MOKCHUIA3bl M3 JIUCThEB IIMMHATA B OTHOIICHWH JIIOTEUH-5,6-3MOKCHAa HE TPOBEPEHA, HO
(dbepMeHT croco0eH KaTalM3UpOBaTh JEIMOKCUAAINIO MOHOAMOKCHIA KalCaHTUH-5,6-3MOKCHAA ¢
AMOKCUTPYIIION B [-KONbIle, KaK y JIOTeWH-5,6-3mokcuna (Jlagerua, 2002). OHM OoTIHYAIHCH
TOJBKO CTPYKTYypoit Btoporo kousbia (Grotz et al., 1999). Kak morenHn-5,6-smokcua, Tak u
KalCaHTUH-5,6-3TOKCUT  YJOBIICTBOPSUIM  MPEAINOJIAraeMbIM  CTPYKTYPHBIM  TPeOOBaHUSM,
HEOOXOUMBIM MJI1 TPOSIBJICHHS] aKTHMBHOCTH BHOJAKCAaHTHHOBOM JE€IMOKCHIA3bl — COJIEpKalH
MIOJIHOCTBIO-TPAHC-TIOJIMEHOBYIO 11€TIb, 110 KpaifHell Mepe, ¢ OAHUM B-HOHOHOBBIM KoJbIoM ¢ 3-OH-
u  5,6-snokcurpynmamu  (Britton,  1998; Jlageirun, 2002).  CKOpOCTH — I€3MOKCHIAIUH
BUOJIAKCAaHTHHA W JIIOTEHH 5,6-310KCHIa, OIpeaeieHHble IN VItr0, CXOMHBI CO CKOPOCTSIMH,
HabmomaeMeiMU IN VIVO u in situ (Matsubara et al., 2001). ITonararor, 9T0 BHOJIAKCAHTHHOBASI
JICOMOKCHIa3a MOXKET KaTaM3UPOBATh pEaKIUU JCOIOKCHUIAIMA OJHOBPEMEHHO B 000HMX
KCaHTOQWIIOBBIX [WKIaX. Kpome Toro, OnM3KHMe BENIWYMHBI CKOPOCTEH JI€IMOKCHAALNU
BHOJIAKCAaHTHHA M JIIOTEHH-5,6-3moKkcuaa B JMUCThIX ayba Q. rubra, umeromiero JroTeHH-5,6-
smokcuaHbIi nuk (Garcia-Plazaola et al., 2003), moaTBep»1al0T MHEHHE O TOM, YTO 3TOT (HepMEHT
OJIMHAKOBO XOPOIIIO paboTaeT B 000UX IUKIAX.

B oTnmune oT BHOJAKCAaHTHMHOBOM JE3MOKCHIIA3bI, 36aKCAHTUHOBYIO ATIOKCHAA3y M3y4allH,
rJIaBHBIM 00pa3oM, B CBs3M ¢ OuocuHTEe30M abOcru3oBoi kucimotel (Marin et al., 1996). Dror
pacCTHTENbHBI TOPMOH HMEET TOT JK€ CaMblii MyTh OWOCHHTE3a, YTO U BETBh [-KapOTHHA.
AOCTM30Bas KUCJIOTA UTPACT BAKHYIO POJIb B PA3BUTHH CEMSH W B PEAKIIMHM PACTCHHIA Ha CTpecC.
Tor ¢akr, uro y Nicotiana plumbaginifolia (Marin et al., 1996), Chlamydomonas reinhardtii
(Niyogi et al., 1997), Arabidopsis thaliana (Niyogi et al., 1999) u Licopersicon esculentum
(Thompson, 1996) HaiineHa TONBKO OJ[HA KOS I'eHa 3¢aKCAaHTHMHOBOW SMOKCH/IA3bl, YKa3bIBACT HA
JBOMHYIO POJIb 3€aKCAaHTUHOBOW 3ITOKCHA3bl KaK B CHHTE3¢ IMUTMEHTOB M a0CIIM30BOW KHCIIOTHI,
Tak U B QYHKIIMOHHUPOBAHUH BHOJAKCAHTHHOBOTO ITUKJIA.

CyOctpaTHyto CrenuUIHOCTh 3€aKCAHTHHOBOW AMOKCHIA3bl M3yYadd C ITOMOIIBIO
(dbepMeHTa, BhIJIeIeHHOTO0 U3 110/10B nepia Capsicum annuum (Bouvier et al., 1996). B otnuuue ot
BHOJIAKCAHTHHA C OOCHMH KOHIIEBBIMH TpYIIIaMd B BHUZAC [3-KOJIbIA, MUTMEHTHI, V¥ KOTOPBIX,
MOI00HO JIIOTEUHY, OJTHO [3- M OJTHO £-KOJIBIIO, 36aKCAHTHHOBOM AMOKCHIa30i U3 IJIOJIOB MepIia He
AMOKCUIUPYIOTCS. [I03TOMY KaKeTCs WHTEPECHBIM, YTO CTPYKTypa BTOPOTO KOJIbIIA, KOTOPOE,
BO3MOXXHO, HEKPUTHYHO JJIsi BHOJAKCAHTHMHOBOM JEIMOKCHAA3BI, MPEMATCTBYET KaTalUTHUECKON
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AKTUBHOCTH 3€aKCAHTHMHOBOM 3MOKCHUIA3bl M3 TUIOAOB MeEpIa Jake MpU TOM, 4To o0a ¢epMeHTa
BXOJAT B ceMmeiicTBo aumokanuuoB (Bugos et al., 1998). Pe3ynbTarhl u3yucHus 3eaKCaHTHHOBOM
SMOKCUIA3bl U3 IUIOAOB IMEpIia HAaBOJAT HAa MBICIb O TOM, YTO 3TOT ()EPMEHT, NO-BUIUMOMY, HE
KaTaJIM3UPYET SMOKCUIAIUIO JTFOTEHHA JIO0 JIFOTEUH-5,6-310KCHIa U SBISIETCS OCHOBHBIM (DaKTOPOM,
JTUMHUTUPYIOIIUM BO3HUKHOBEHHE U (PyHKIIMOHUPOBAHHUE JIOTEHH-5,6-3MTOKCHTHOTO IHKIIA.

Bosnukaer Bompoc, Kak ke Toraa (OPMHPYETCS JIOTCHH-5,6-dMOKCHIHBIA MUK Y
HEKOTOPBIX BHJIOB PACTEHHWH. BO-TepBBIX, 3TO MOXHO OOBSCHHTH MyTalUell 3eaKCaHTHHOBOU
aMoKcuaa3bl. Takoe MpenrnoioKeHHE COTIACyeTCsl ¢ COBPEMEHHBIM IMOHHMMAaHUEM MOJICKYIISIPHON
HBOJIIOIUKM OMOCHHTE3a KApOTWHOWIOB. Y3K€ BBIJCICHO HECKOJIBKO CEMEHCTB KapOTWHOTEHHBIX
(GEepMEHTOB C Pa3IUYHBIMUA KATATUTHYECKUMH (YHKIIMSIMHU, KOTOPBIE BO3HUKIIM, BO3MOXHO, ITyTEM
ayminkanuu reaoB (Hirschberg, 1998). Cunraercs, uto - ¥ €-IMKIa3bl, YIaCTBYIOIIUE B CHHTE3E
KOHIICBBIX TPYII HEOKCAHTHHA, KAllCAHTUHA W KarcopyOuHa (pepMeHTh 0OHApy>KEHBI B IUIOAAX
nepua Capsicum annuum), mpou3ouuid W3 B-IMKIa3bl MyTeM MyTanuu. [Ipeamosaraercsi, 4To
MyTaIisl MOTJIa U3MEHHUTh CYOCTpPaTHYIO CHEIHU(PUYHOCTh 3€aKCAHTUHOBOM ATOKCHIA3bl TaK, YTO
CTPYKTypa BTOPOrO HOHOHOBOTO KOJIbIIA (€-KOJbIA y JIOTEHMH-5,6-3TIOKCHIa W K-KOJbLA Y
KalCaHTHH- 5,6-3MOKCcHIa) y)Ke He MPEMATCTBYET B3auMOIeCTBIIO TurMeHT-hepment (Matsubara
et al., 2003).

CrnenoBarenbHO, MyTaHTHAsI 3€aKCAHTUHOBAS AIOKCHU/Ia3a MOXET CHHTE3UPOBATh JIFOTCHH-
5,6-3moKCcH W3 JIIOTEMHAa W, IMO-BHAUMOMY, OOJIbIIE COOTBETCTBYET HAa3BaHUIO JIIOTEHUH-[3,e-
3MOKCH/Ia3a, MOJ00HO TOMY, Kak B-IMKia3a crana e-iukiasoi (Pogson et al., 1996).

MOXHO TpenCcTaBUTh, YTO BHOBb CHHTE3HpPYEMbIE MOJIEKYINIBI JIIOTEHH-D,6-31moKcHaa
CBsI3BIBAIOTCS ¢ Oenkamu cBetocobuparomieii antenast LHC-1I u LHC-I (Green et al., 2003). B
cilydae KapOTHHOHWJIOB 3Ta CBs3b oOecrednBaercs [-konbiioM ¢ 3-OH-rpymmoii (Phillip et al.,
1996). Eciu 310 Tak, TO BHOJIAKCAHTHH JOJDKEH OOJIee MPOYHO CBSI3BIBATHCS C OCJIKOM, 4YeM
moTenH. OTHAKO FKCIIEPUMEHTAIBHO 3TO €IIe HE MOATBEPKACHO.

Takum o00pa3oM, Yy BBICIIMX pAcTEHUH MapauiebHOe (DYHKIMOHUPOBAHHE JBYX
KCaHTO(MIUTOBBIX IIMKJIOB MOJKET OCYIICCTBIATHCS ITyTEM BOBJICUYEHHUS BHOJIAKCAHTHHOBOU
JIEdMOKCUA3bl, a TakKe 3€aKCAaHTHHOBOM SIOKCHAA3bl WM MYTAaHTHOM 3€aKCaHTHMHOBOMN
snokcuaasel (Matsubara et al., 2003). PaziauuHble KHHETHKH SMOKCHIAIIMA BUOJAKCAHTHHOBOTO U
TIOTEUH-5,6-3MOKCUIHOTO 1IUKIOB, HaOII0JaeMble B JHEBHOE BpeMs B TEHEBBIX U OCBEIICHHBIX
COJIHIIEM JIMCThSAX JepeBbeB (Matsubara et al., 2001), a Takke npu cmene Bpemen rona (Xu et al.,
1999), noapazymeBaroT BO3MOXHOCTh Y4acTHsI Pa3HbIX ATIOKCH/IA3 B OTUX JBYX ITHKJIaX.

Ta6auna 1. MakcuMyMbl TIOTJIONICHHS KCAHTO(MUILIOB BUOJIAKCAHTHHOBOTO U JIFOTCHH-5,6-
ATIOKCHUIHOTO IUKIIOB B 96% stanone (Bungard et al., 1999; Hager, Meyer-Bertenrath, 1967)

Kaporunouns Amax, HM
Buonakcantun 417 441 471
AHTepakCaHTHH 422 446 474
3eaKCcaHTUH 424 451 479
JIrorenn-5,6-smokcusn 415 440 468
JIrotenn 422 446 475

YuuTeBas TOT q)aKT, 4TO pasHHula MCXKIAY I'NTaBHBIMU MAaKCUMYMaMU IOTJIOIICHHA JIFOTCHUH-
5,6-3mokcuaa u moTenHa coctaBisier S5 HM (tabnmma 1) (Hager, Meyer-Bertenrath, 1967)
(aHajornyHoO Tape BHOJAKCaHTHH-aHTepakcaHTuH (G0sS, 2003), a g BHONAKCAaHTHHA U
3eakcaHTHHA — 10 HM, MOXKHO TMPEINOJIO0XHTh, YTO JIOTEHH 00JaJaeT MEHbBINCH aKTUBHOCTBIO B
peakiusax (HOTO3aIUTEl, uYeM 3eakcaHThH. DorozammrHas QYHKIMSA ObUla HCCIACIOBaHA Ha
myranTtax lorl Chlamydomonas reinhardtii (Niyogi et al., 1997) u lut2 Arabidopsis thaliana
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(Pogson et al., 1998; Niyogi, 1999; Niyogi et al., 2001). YcraHoBineHO, YTO i pa3BUTHUS
0e3bI3IyJaTeIbHOTO paccesHus Tpedyercs morenn (Pogson et al., 1998; Horton et al., 1999; Miiller
et al., 2001). INpeamonaraercs, 4To JOOOH KCAHTODWIUI C JEINOKCUIAUPOBAHHON CTPYKTYpOil [-
KOJbIIa MOKET BbI3BaTh KOH(POPMAIIMOHHOE H3MEHEHHE B XJIOPO(PHIUI-CBA3BIBAIOIIMX OeiKax
KOMIUICKCOB ()OTOCHCTEM W TIPUBECTH K PA3BUTHUIO Oe3bI3NydaTenbHOro paccesHus (Jlagpirus,
[upukopa, 2006). 310 MOryT OBITh KCAaHTO(PHILIBI — 3€aKCAHTHH, aHTEPAKCAHTHH W JIIOTCHH, Y
BeicinX pactenuit (Demmig-Adams et al., 1996; Wentworth et al., 2004; Bungard et al., 1999;
Hager, Holocher, 1994) u quarokcantun y Mmopckux Bomopocieii (Miiller et al., 2001).

Ha ocHOBaHWUM BHINIECKa3aHHOTO MOXXHO 3aKJIFOUUTh, YTO JIFOTEUH-5,6-3MMOKCUTHBIA UK
SBJIIETCS. BCIIOMOTATENbHBIM KCAaHTO(UIUIOBBIM LHMKJIOM, OOHApYKEHHBIM TOJBKO Y HEKOTOPBIX
BUJIOB BBICIIMX pacTeHuil. OH BCTpedaeTcs NapaliebHO C OOBIYHBIM JIJII BCEX pPaCcTEHUI
BHUOJIAKCAHTUHOBBIM ILIMKJIOM M BKJIIOYAaeT B ce0sl Te€ e caMble pPEeaKIMH SIOKCUAALUU U
JEATOKCUIAIIMH, YTO U BUOJIAKCAHTUHOBBIN UK. VcciienoBaTenu npeanonaraiT, 4TO MyTalus B
3€aKCAaHTUHOBOI SIOKCHAA3€ MOIJIa MPHUBECTH K H3MEHEHHUIO DErysilud W/Wih cyOcTpaTHOMN
CHETM(PUIHOCTH ITOTO PepMeHTa, YTO 00YCIOBWIO MAPAIIICIBHYIO paboTy ABYX KCAaHTO(PHILIOBBIX
uukinoB  (Jlagerun, 2008). OpHako WCTUHHBIE NPUYUHBI TOSBICHUS U (QYHKIHMOHAIbHAS
3HAYUMOCTD JIFOTEHH-5,6-3TIOKCHIHOTO IMKJIA TTOKA €III¢ HE BHISICHEHBI.

3. {luadunokcanmuHo8olil YUK

Y MOpCKMX IIJTaHKTOHHBIX BOAOPOCIIEH OOHApyKEH TPETHd THUN IUKIAYECKHX
B3aMMOIIPEBPALICHU  KCAaHTO(PHUIIIIOB, HAa3BaHHBIA  JAHAJIMHOKCAHTHHOBBIM  IHKJIOM. OTH
(OTOCHHTE3UPYIOIINE OPraHU3Mbl OOMTAIOT B HECTAOMIIBHBIX CBETOBBIX YCIIOBHSIX, TIOCKOJIBKY B
riyOvHe OKeaHa BOJOPOCIHU MCIBITHIBAIOT HEIOCTATOK OCBELICHHS Ui HOPMAJIBHOTO Mpoliecca
¢dorocunTesa. [loaroMmy UM HEOOXOIMMO MaKCHUMaIbHO 3P deKkTuBHO cobupats GoToHbI cBeTa. Ha
MOBEPXHOCTH MOPS 3TU BOJOPOCIH TOJYYalOT CHIBHBII CBETOBOM CTpecc, T.e. NMEpEHACHIIICHUE
CBETOBOM JHEpPruei, BO MHOIO pa3 IMPEBOCXOMAILIEE TOT YPOBEHb, KOTOPBIH HEOOXOIUM JUIs
MakcuMaiabHOTO (hoTocuHTe3a. B 00enx cuTyanusx BaXHYIO POJb MTPAIOT KapOTUHOUIBI: KaK B
coOMpaHuM CBeTa, Tak W B 3amuTe oT ero m30biTka (Siefermann-Harms, 1987; Frank, Cogdell,
1996; Yamamoto, Bassi, 1996).

B HeckonbkMX rpynmnax IUIAaHKTOHHBIX MOPCKHX BOJOpOCHEH, TakWX; KaK JUaTOMOBBIE
(Diatomophycea),  aunoduroBeie  (Dinophyceae), ranrodurtoBeie  (Haptophyceae) wu
kcanToduToBbie (Xanthophyceae), Hapsay ¢ mmpoko pacnpocTpaHEeHHBIM Y (HOTOCHHTE3UPYIOIHX
OpPraHU3MOB BHOJAKCAHTHHOBBIM IHKJIOM (YHKIIMOHUPYET JAPYrod KCAaHTO(MUIUIOBBIM IHKI,
BKJIIOUAIOIMN  B3aWMOINPEBPAIIECHUs  ALETWICHOBBIX (MMEIOIIMX OJHY TpPOMHYIO  CBSI3b)
KCaHTO(HJUTOB: JAMAAMHOKCAHTHH WM auaTokcantuHa (Stransky, Hager, 1970; Macpherson, Hiller
2003). B »TOoM KcaHTO(HMIUIOBOM MHKJE, HA3BAaHHOM JIHATMHOKCAHTHHOBBIM (puc. 26), mpu
M30BITOYHOM OCBEIEHMM MOHOS3IOKCHJIHOE COEIMHEHHME JUAJMHOKCAHTUH B TPOLIECCE PEaKLUu
JIe3NOKCHUIAINH TTpeBpaliaeTcsi B 0€33M0KCUIHBINA JUATOKCAHTHH.

ODYKOKCAaHTUH, AMAJUHOKCAHTHMH W JHATOKCAaHTUH MOPCKUX BOJOpOCTeil o0magaior
XapaKTepHbIMU CTPYKTYPHBIMH 3J€MEHTaMH — QJIECHOBOW M  AlETHJIEHOBOM  CBS3SIMH.
DKCHEPUMEHTAIBHO YCTAaHOBJEHA BaXKHas POJIb BHOJAKCAHTHMHA B KAuyeCTBE KIHOYEBOTO
MIPOMEXYTOUYHOTO COEAMHEHHs] B OMOCHHTE3€ BCEX KapOTHMHOWOB'C aJJIEHOBOW U alleTUJICHOBOMN
KoHpopmanuei (puc. 26), uto npeanonaranu pannee (Bjornland, Liaaen-Jensen, 1989; Liaaen-
Jensen, 1998; Jlageirun, 2000, 2002; Macpherson, Hiller, 2003).

O ¢yHKIMOHMPOBAHUHM BHUOJIAKCAHTUHOBOTO ITMKJIA Y MOPCKUX BOJIOPOCIIEH TOITOe BpeMs
Hudyero "He ObUT0 m3BecTHO. OTHocutenbHO HemaBHO (Lohr, Wilhelm, 1999) mosiBunock mepBoe
COOOIIIEHHE O COJEp)KaHWU 3HAYUTEIBHBIX KOJIUYECTB BHOJAKCAHTHHA, AHTEpaKCaHTUHA U
3€aKCaHTHHA Yy IUTAHKTOHHBIX MOPCKHX Bojopociei. Panee monaramu, 4To 3TH HHUTMEHTHI HE
HaKaIuIMBaIOTCA Y MUIAHKTOHHBIX BOAOPOCIIEH, KOTOPBIE COJIEpKaT TNaJMHOKCAHTUHOBBIN IIUKIL.
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Puc. 26. Cxema OwuocuHTEe3a KCAaHTOPWUIOB UAJMHOKCAHTHHOBOTO IHMKJIA U
HaANpaBJIEHHOCTh MPOTEKaHHUs pEaKIHUi B XJOPOIUIACTaX MOPCKUX BOJOPOCIEH C ydacTHeM
3€aKCAaHTUHOBOW AMOKcHIa3bl (reH Zepl) M BHOJNAKCAaHTMHOBOW Jesrnokcuaasbl (rer Vdel) mpu
Pa3IMYHBIX YCIOBUSX OCBELIeHUS. Bo3MOKHbIE MyTH OMOCHHTE3a KAPOTUHOHUIOB, BHIIOJHSIOUINX
cBeTocoOuparonyto GyHKIuo (HEOKCAaHTHH, (DYKOKCAHTUH, aJUIOKCAHTHUH).

Pe3ynbTarhl, MOMyYeHHBIC MO JIHATUHOKCAHTHHOBOMY IUKJY, IMOKA3alH, YTO 3TOT IUKI
OKa3bIBAaeT 3HAYMTEIHHOE BIUSHHE HAa TEIUIOBOE PACCEMBAHUE CBETOBOM SHEPTHHM, 3aIIUIIAIOIICE
Bojopociu oT (oropaspymenus (Olaizola, Yamamoto, 1994; Arsalane et al., 1994). B
HKCHEPUMEHTAaX Ha JIMATOMOBBIX BOJOPOCISIX IOKAa3aHO, YTO JMATOKCAHTUH TYIIUT 3HEPTHUIO
BO30yX1eHHS MeHee 2P GeKTUBHO, YeM 3eakcaHTuH. OmHako 6onee Hu3Kas 3PPEKTUBHOCTh MOXKET
OBITh KOMIICHCHPOBaHa OOJBIIMMH pa3MepamMH Iyja JUaJWHOKCAHTUHOBOTO IHUKJIA Y MOPCKHUX
BOJIOPOCJICH, YeM BHOJIAKCAHTHMHOBOTO ITMKJa y Beicinx pacteHui (Lohr, Wilhelm, 1999, 2001), u
Oomee  OBICTPHIMH ~ KHHETUKAaMHU  JESMOKCHIAIMM M DJMOKCHJAIMH B OJHOITAITHOM
A TTHOKCAHTHHOBOM ITUKJIC B CPABHEHUH C JBYXATAITHBIM BHOJAKCAHTUHOBBIM IIUKJIOM (puc. 23 1
26).

depMEeHTOM,  KaTAIM3UPYIOIIMM  JICATIOKCHJAIMI0O  KAaK  BHOJIAKCAHTHHA, TakK U
IMaTTHOKCAHTHHA, SIBJISICTCS BUOJIAKCAHTHHOBAS JEINIOKCHIa3a. DKCIIEPUMEHTAIBHO YCTaHOBIICHO,
YTO C MOMOUIbIO 3TOTO (PepMEHTa AMATUHOKCAHTHH JEIMOKCHIIMPYETCS B 2 pas3a ObicTpee, dem
BuonakcantuH (Lavaud et al., 2002). DToT pakT HABOJUT HA MBICIIb O TOM, YTO JHAIAHOKCAHTHH
BOOOIIIE SBIISIETCS OOJIee MPEANOUTUTEIBLHBIM CyOCTPAaTOM JUIsl JEIMOKCHIA3bl, YeM BHOJIAKCAHTHH.
[TosTomy s OGornee OBICTPOH perymsmuu HE(HOTOXMMHUYECKOTO TYIICHUS (IIyopecHeHIINN
xJopoduiia TuaAMHOKCAaHTHH Oojiee 3P (HEeKTUBEH.

Y MOPCKHX BOAOPOCIIEH SMOKCHAALNS C TIOMOIIBIO (DepMEHTa 3€aKCAaHTUHOBOM ATTOKCHAA3HI
JIOCTHraeTcss OBICTpee H3-3a OJHOCTYIICHYATON pEeakIM¥ MpeBpalleHUs UATOKCAaHTHHA B
IaguHOKCaHTHH. OHa HMMEeT NPEUMYIIECTBO HAaJ JABYXCTYIEHYATOW IOCIIEAOBATEILHOCTHIO
MpeBpaIleHU 3¢aKCaHTHHA Yepe3 aHTEPAKCAHTUH JI0 BHOJIAKCAHTHHA TPH YCJIOBHU TIOYTH PaBHOU
CKOPOCTH KUHETHYECKHX KOHCTAHT JJIsl BceX cyOcTpaToB (puc. 23 u 26).

Y NMJIaHKTOHHBIX MOPCKUX BOJOPOCIEH XJIOpOohUiT a, XIOpoPHiI ¢ U PyKOKCAHTHH BHOCST
OCHOBHOMH BKJIaJ] B COOMpaHME U 3allacaHue SHEPTHH CBETa U Nepeaavy ee Ha peaKIMOHHBIC IICHTPHI
¢orocucrem (Wilhelm, 1990; Lavaud et al, 2003). Ilosromy Kosie6aHus B COAEpKaHUU
IVMAaTUHOKCAHTHHA ITYTeM YYacTHs €ro B IMKJIWYECKHX IPEBPAIICHUSIX ITO3BOJIAIOT KIIETKAM
PeryaupoBaTh CBOIO CIIOCOOHOCTb K PACCEMBAHMIO SHEPTUH IPU HU30BITOYHBIX M JIUMHUTHP YIOIIUX
YCIIOBHSIX OCBEIICHUSI.

YYACTUE KAPOTUHOMJIOB B ®OTOTAKCHUCE 3EJIEHBIX BOJIOPOCJIEM

TunmuyHbIM  MpEJCTAaBUTENEM 3€JCHBIX MHUKpoBogopocien sBisercs Chlamydomonas
reinhardtii. JXryTukoBble OIHOKIETOYHBIC 3€JICHBIC BOAOPOCIH OOJIANAIOT (POTOTAKCHYSCKUMU
CIIOCOOHOCTSIMH M 00pa3zyloT CHEeNM(PUYECKYI0 OpraHeily XJIOPOIJIAaCTOB — TJIA3HOE TSTHO
(eyespot), yacTo Ha3bIBaeMO€ TIJIa3KOM WM CTUIMOH. CTPYKTYpHO OHO COAEP)KUT OAUH WIIH
HECKOJIbKO (0OBIYHO 2—-3) CJI0€B IeKCaroHaJbHbIX MJIOTHO YIMAKOBAHHBIX OOTraThIX KapOTHHOMIaMU
JMITUHBIX TII00YJ, JOKaIM30BaHHBIX BHYTpH xsoporutacta. Y Chlamydomonas reinhardtii, xax
MPaBWJIO, OHO PACIOJIaraeTcs HEMOCPEICTBEHHO IMOJ O0O0JOYKON XJIOpOIJIacTa, KOTOpasl MIIOTHO
mpuiieraeT K IuiasMoMeMOpane, Ho He ciuBaercs ¢ Helt (CemenoBa, Jlagpirun, 1975; CemeHoBa,
1978; Inwood et al., 2008). B cBeTOBOI1 MUKPOCKON TJa3HOE MATHO (€yespot) Ui CTUTMY MOXKHO
BUJIETh KakK >KEJITYI0, OPaHKEBYIO WMJIHM CBETIIO-KpacHyIo TOouky wiM msatHo (Kreimer et al., 1992;
Inwood et al., 2008). BHavane moyarajii, 4to TJIA3HOE MSATHO COCTOHMT TOJIBKO M3 2—3-X CIIOEB
JUMUTHO-KaPOTUHOMIHBIX  1100yn. OjHako B XoJe JaJbHEHIIMX HCCIeIOBaHUN  OBLIO
YCTaHOBJIEHO, YTO JIUMHJHBIE TTI00YIIbI CHAPYX U OKpY>KEHbI OeNKOBbIMU MeMOpaHamu (CemMeHOBa,
1978), xotopeie GOpMHPYIOTCS B MpPOLECCE PAa3BUTUS TJIa3HOTO MATHA BHYTPH XJIOpOILIACTa.
OO6pazoBaHue THJIAKOUIOB U TJIA3HOTO MATHA OOBIYHO MPOTEKAaeT MOYTH OAHOBpPEMEHHO (puc. 27).
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Kaxnplif n3 2—-3 ci10eB JIMIUAHO-KAPOTUHOUAHBIX TII00YI INIa3HOTO MATHA PAcoyiaraeTcsi Ha OJJTHOM
n3 tunakounoB (CemenoBa, Jlameirun, 1975; Foster, Smyth, 1980; Melkonian, Robenek, 1984;
Nultsch, Hader, 1988).

I'ma3Hoe
IIITHO

MuToxoHapus

Ilepunoup

Puc. 27. CtpykrypHas opranuzamus kiaerku Chlamydomonas reinhardtii Ha npogosipHOM
cpese.

Panee nmonmydyeHHele Hamu ~nurMeHTHele MyTtaHThl  Chlamydomonas reinhardtii
MPEJCTABISAIOT OTPOMHYIO LIEHHOCTh, KaK JUIs MJIeHTU(UKALUU (HOTOPELENTOPHBIX MTUTMEHTOB, TaK
U JJIs aHAJIM3a CTPYKTYpbI U pyHKIMH ria3Horo nsatHa (Jlaaerun, 1970, 1991).

B oaHoil U3 crateil Mbl 0OpaTWiIM BHMMaHHE Ha OYEHb MHTEPECHBIH (akT, 4yTO 00IacTh
MaKCHMaJbHOW CHEKTPaJbHON YyBCTBUTEIBHOCTH (HOTOTAKCHCA JJIsl TJIA3HOTO MSITHAa MYTaHTa
CC1101 ey, mt(-) 6pu1a cMelIeHa B KOPOTKOBOJIHOBYIO YacTh JJIMH BOJH B CPABHEHUU CO IITAMMOM
mukoro tuna (CunemiexkoB u 1p., 1989). OTu naHHBIE MO3BONMIM HAM MPEANONOKHUTb, YTO
CMELIEHHEe MaKcuMyMma (OTOTakchca MOXKeT ObIThb OOYCJIOBJICHO M3MEHEHUSIMH COCTaBa
KapOTHMHOMJIOB Kak B MeMOpaHax XJIOpOILIacTOB, TaK W B IIoOynax rjazHoro mnsTHa. Hac
3aMHTEPECOBAJ BOMPOC: MOYKET JIM U3MEHATHCS Y MYTaHTOB COCTaB KAPOTHUHOMUOB IJ1a3HOTO IISITHA,
TaK X€ Kak M B MeMOpaHax xjoporactoB? C 1enpl0 MPOBEPKH 3TOr0 MPEINOI0KEHUS, Mbl
MPOBEJIU MCCIIEIOBAaHKsI COCTaBa MUTMEHTOB TJIa3HOTO IsITHA Ha cepud mytantoB Ch. reinhardtii, ¢
M3MEHEHHBIM COCTaBOM KapOTHMHOMIOB B MEMOpaHax XJIOPOIUIACTOB, MOJIYYEHHBIX HAaMHU paHHEE
(JTagprrus, 1991).

B mannoOif paboTe MBI cTaBWIM Tiepes coOOM NBe 3amaun: | — U3yduTh OMOTEHE3 TIIa3HOTO
nATHa OT OOpa3oBaHMs TEPBBIX TIJOOYd A0 PAa3BUTUA MAaKCHUMAJIbHO CTPYKTYPUPOBAaHHOU
OpraHesuibl; 2 — YCTAHOBUTH COCTaB KAPOTUHOUIOB B IJ100yJax TJI1a3HOTO MATHA UCXOAHOTO TUKOTO
mTaMMa M BIEPBBIE C IIOMOIIbI0 MYTaHTOB JOKa3aThb BO3MOXHOCTb 3KCIEPHMEHTAIBHOIO
M3MEHEHHUs ux cocraBa. O6e 3aa4u MOKHO ObUIO PEIIUTh TOJIBKO C UCIOIb30BaHUEM TUTMEHTHBIX
MYTaHTOB OT O€NbIX JI0 TEMHO-3€JIeHbIX, B IEPBOM CIIydae, a TaKkK€ MYTaHTOB C M3MEHEHHBIM
COCTaBOM KapOTHHOHJOB B MeMOpaHaX XJIOPOILJIaCTOB BO BTOpoM. Hammuwme OGombioro Habopa
00OMX THUIOB MYTAaHTOB, MOJy4YeHHbIX HamMu paHee (JlagpiruH, 1991), mo3Boamiio HaM pemuTh 00e
3a1aui. Mbl YCTaHOBMJIM BCE DTaIlbl Pa3BUTHUS IJ1a3HOTO MSATHA U BIEPBbIE MMOKA3aJIl BO3MOKHOCTh
HKCHEPUMEHTATBHOTO U3MEHEHHS COCTaBa KapOTHHOMIOB B TJI00Y/Iax INIA3HOTO MATHA Y MYTaHTOB
Chlamydomonas reinhardtii.
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1. @opmuposanue yrompacmpykmypuvl 21a3H020 NAMHA

bnaromaps cmocoOHOCTM K TEMHOBOMY CHHTE3y XJIOpodwiia W KapOTHHOWAOB, B
xJioporiactax kierok aukoro tuma Ch. reinhardtii, Bcerma HaOmomaeTcs Xopollee pa3BHTHE
MEMOpaHHOM CHCTEMBI M TJa3HOTO MSATHA, KaK Ha CBETY, TaK W B TeMHOTe. [lo3aTtomy, s Toro
4TOOBl M3YYUTh pa3IMYHbIC dTarbl (OPMUPOBAHUS TJIA3HOTO MSITHA U MEMOpaH XJIOPOILIACTOB,
HEoOX0MMO OBIIIO HCKYCCTBEHHO OJIOKMPOBATh HAa PAHHUX 3Tarax OnocuHTe3 mUrMeHToB. C 3ToM
LEJIBI0 METOJIOM MyTareHe3a HamMH OBbUTM TMOJYYeHBI Oelible, JKENThIC, CBETIO-3€JICHBIC U TEMHO-
3eneHbie MyTanThl (JIageirun, 1970, 1991).

C nomomrpio Genoro myranta b-1, He copepikamiero Hu Xjaopoduiia, HI KapOTHHOUIOB,
HaM Y/aJ0oCh OOHApYKUTh CaMble IIEpBBIC ATanbl Hadasia (JOPMHUPOBAHMSA TJIA3HOTO MATHA. Tak y
mytanTa b-1 ObpuI0 OOHApy)KEHO THa3HOE TMSATHO, COCTOSIIEE BCEro W3 2—3-X JIMIHUAHO-
KapOTHHOMAHBIX T100yi (puc. 28, a), a y CBEeTOYYBCTBUTEIHHOTO MMOYTH BECh MEPBBIA PsJl II00YII

(puc. 28, 6).

Puc. 28. YapTpacTpyKTypHas opraHu3allds TJa3HOTO TSTHA Ha TOMEPEYHBIX cpe3ax B
XJIoporiactax MytantoB: Oenoro b-1 (a), Gemoro cBerouyBcTBUTENBHOTO b-3 B TemHoTe (0) M
xenrtoro JK-4 Ha cBery (8). YBenuuenue: x80000.

Mpbl nmony4yusid TpU TUNA SKEAThIX MyTaHTOB. Mytant XK-1 — Xentelii B TeMHOTE H
3eJICHEIOUIN Ha CBeTy MoJo0HO BblcIMM pacTeHusM. Myrtant -3 — 3eneHblii B TeMHOTE U
(hEHOTUTIMYECKH HKEIITHIN Ha CBETY. DTOT MYTaHT TEePsUT XJIOPO(HIIIT HA CBETY TOJIBKO TPHU JTOCTYIIE
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O,. IIpu moceBe e UIIOW YKOJIOM BHYTPb CTOJIOMKA arapa, MmyTanT JK-3 u Ha CBETy OCTaBaJICs
3eNeHbIM, T.€. (OTOAECTPYKUMSI M oOecIBeYMBaHHE ObUIM TOJNBKO MpH aocTyne O, Ha CBeTy.
MyrtaHT XK-4 mOCTOSTHHO OBLT )KENTHIM, KaK Ha CBETYy Tak u B TeMHOoTe (CemeHoBa, Jlanpirun, 1975;
Jlageirun, 1991). HMccnenmoBanue >KEATBIX MYTaHTOB ITOKA3aJio, YTO CTEIECHb PA3BUTHS TJIA3HOTO
MATHA Y€TKO KOPEIUPYET C COACpKAHUEM KapOTHHOUI0B. Hamnume uim oTcyTcTBrE XJIOpoduiia u
COOTBETCTBYIOIIAsl CTENEHb DPA3BUTHS MEMOpPAHHOW CHUCTEMbI, B MEHbILIEH CTENEeHH BIIMAJIO Ha
dbopMUpOBaHHE TJA3HOTO MsITHA. lIpakTHUecKW BO BCEX BapUaHTaX B XJIOPOILIACTAX JKEITBIX
MYTaHTOB MbI HaOJIIOJANIA JOCTATOYHO XOPOLIO Pa3BUTOE TJIa3HOE MATHO, KaK MPABUIIO, COCTOAIIECE

U3 IBYX PsioB 1100y (puc. 28, 6). Y HUX HaOIOaNH TOJIBKO HAYalbHBIC dTambl (POPMUPOBAHUS
THUJIAKOUJIOB.

B8 %
!
6 ":‘3' . .

Puc. 29. YnprpacTpykTypHas OpraHH3alusi TJa3HOTO IATHA Ha TOMEPEYHBIX Cpe3ax B
XJIOpOIIacTax CBeTs0-3eneHoro myranra C-48 (a), kinerok aukoro tumna K(+) (6) u myranta T-8 (6)
noce riryrapocmueBoit ¢pukcanuu. Ysenuuenue: X80000.
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B rpynme cBeTso-3eN€HBIX MYTAHTOB, C Pa3JIMYHBIM COJAEPKAaHHUEM M COOTHOIICHHUEM
XJIOpOoGHILIOB «a» u «D», HO HAKAIUIMBAIOUIMX MPAKTHYECKH TO JK€ CaMoe KOJUYECTBO
KapOTHHOUIOB, YTO M Y JKEITHIX MYTaHTOB, Mbl HAaOJIIOJAJIM y HUX ONU3KUN ypOBEHb Pa3BUTHUS
[JIa3HOTO MATHA, HO C XOPOIIIO Pa3BUThIMHU THIIakouaaMu (puc. 29, a).

B knerkax nukoro tuna K(+), kak nmpaBuiio, Haba0aaI0ch HOpMUPOBAHHE TIIa3HOTO TISITHA,
COCTOSIIIET0 M3 JABYX—TpPEeX PSIOB JIUIUAHO-KAPOTUHOUIHBIX TJ00OYJI, B 3aBUCHUMOCTH OT
HaKOIUICHHS TUTMEHTOB (puc. 29, 0).

Opnako y TemHO-3eleHOro myranra T-8, HakaruBatomiero B 2—3 pasa Oosnbliie, 4YeM B
KOHTPOJIE KAPOTHHOUIOB U XJIOPO(PHUILIOB, TTIA3HOE MSITHO MOTJIO ()OPMHUPOBATH JI0 YETHIPEX PSAIAOB
riodyn (puc. 29, g), uto ObUI0 OOHAPYKEHO BIEPBbIC.

TIIyTap-0CMUEBOH (@) W TiIyTapoBoil (ukcanuu (6), a TaKKe Ha TPOAOIBHBIX Cpe3ax MOocie TayTap-
ocMHEBOH (8) W riyTapoBoil (ukcammu (r) kieTok aukoro tuma K(+) Ha cBery. YBenuueHue:
x100000.
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Takum oOpa3oMm, Omarojgapss CepuM MNUTMEHTHBIX MYTAaHTOB HaM BIIEPBBIC YAAJIOCh
YCTAaHOBUTH BCE paHHHE ATambl OuoreHeza (opMuUpOBaHHUA TiazHoro mnsatHa. Kpome Toro ObLI0
MOKa3aHO, YTO CTENEHb PA3BUTHUS TIO0YN TJIA3HOTO IMSATHA XOPOIIO KOPEIUpPYeT ¢ HAKOIUICHHEM
KapOTUHOHUJIOB U B MEHbILEH Mepe 3aBHCHUT OT cojaep:xkanus xjiopoduuio. [Ipuuem, Omarogaps
MyTaHTaM, MbI BIIEPBbIE U3Y4WJIN OMOTEHE3 TJIA3HOTO MATHA OT 2—3 ra00yn 10 hopMupoBanus 4-x
PSAAO0B JTUMUAHO-KAPOTUHOUIHBIX TJI00Y Y TEMHO-3€JIEHBIX MYTaHTOB.

[Tocne ¢ukcanuu TayTapoOBBHIM aJbACTHIOM OBUIO YCTAaHOBJIEHO, YTO Ka)KJas JHUITHIHO-
KapOTHHOMIHAS TJI0Oyna OKpykeHa OenkoBoit memOpanoit (CemenoBa, 1978). OOHapyXuUTh
HAJIMYMEe MeMOpaHbl BOKPYr TJ00YJ TJA3HOTO MSATHA MOXHO Pa3IMYHBIMU CIIOCOOaMu: JHOO
¢bukcanyen 0eIKOBBIX KOMIIOHEHTOB MEMOpaH TII0Tap-albIeruoM U MOCIeAYIOEeH dKCTpaKiuei
JUNUJIOB M TUTMEHTOB JTAHOJIOM U aleTOHOM B Tpolecce 00e3BOKUBAaHUS OOPA3IOB IS
ANEKTPOHHOW MHKpPOCKOMHMH. B 3TOM ciiydae Mbl HaOJIOJadM OCTABIIMECS OKPYIJIbIE OENKOBBHIE
KOMITOHEHTHI, OKPY>KaBIlIHe TI00ybl Tia3Horo mnstHa (puc. 30, 6). JInbo korna mis Gpukcanuu Mel
Opanu o4yeHb crapbie (6onee 30 cyTok pocTa Ha CBETY) KJIETKH, B KOTOPBIX UMEJIa MECTO YacTUYHAas
Aerpajanus JMIHIHO-KAPOTUHOUIHBIX KOMIIOHEHTOB XJIOPOIUIACTa M, B TOM 4YHCIE, TIa3HOTO
nsaTHa. B pe3ynpTaTe Mbl HaOI01aIM pa3pylIieHue BHYTPEHHEH CTPYKTYPHI 100y TTIa3HOTO MsTHA
U COXpaHEHHE OKPYKAIOIMUX WX OeNKoBBIX MeMmOpad. [Ipm 3TOM (hopMa OKpyKarOImUX MEeMOpaH
MOJIHOCTBIO COXPaHsiJia KOHTYPBI BCeX PsA0B 100y rinazHoro natHa (Cemenoa, 1978; CemeHosa,
Jlaperun, 2013, 2014). Crnenyer 0co00 OTMETHTB, YTO Ha MOMEPEYHBIX Cpe3ax IIIOOYIbI TIa3HOTO
[SITHA MMEIOT OKPYTIIYIO WK OBabHYI0 opmy (puc. 30, a, 6).

B TO e Bpems Ha MpONONBHBIX cpe3ax riazHoro mstHa (puc. 30, 6, 2), 0coOeHHO Toce
HKCTPAKIUH JIUITUTHO-KAPOTUHOUAHBIX KOMIIOHEHTOB, XOPOIIO BUIHO, YTO BHYTPH KaXKJIOTO CJIOS
r7o0yJ rira3ka MeMOpaHbl IMEIOT YEeTKYIO TeKcaroHanbHyto cTpykTypy (puc. 30, 2). IIpomonbHbrii
cpe3 (BUI cBepXy) INIa3HOrO MATHA MO CBOEH CTPYKType HAOMUHAET CTPYKTYPY MUEIHHBIX COT
(JTagpirun, 2014). ITogoOHBIe CTPYKTYPBI MIIA3HOTO MATHA OBUTH TaK K€ OOHAPYKCHBI M 'y 3€JICHOI
Bozopocau Spermatozopsis similis (Renninger et al., 2001).

Puc. 31. YaprpacTpyKTypa BBIIEICHHBIX JTUIUA0-KAPOTHHOMIHBIX TII00YI IJIA3HOTO MATHA
nocJie TIIyTap-ocMueBOH (pukcanuu (rmo0yssl yepHoro mnBera). YBenmndenue: x300000.
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2. Cocmag KapomuHouoo8 8 2100ynax 21a3zHo2o NAmHa

B nameii pabote HeoOX0IMMO OBLIO BBISICHUTH JIBa BOMpoca: 1 — yCTaHOBUTH OCHOBHBIE
KapOTUHOUIBI, BXOJISIINE B COCTAB II00YI INIa3HOTO MATHA; U 2 — BBIACHUTH MOXKET JIU U3MEHSITHCS
UX COCTaB, IPU CYLIECTBEHHOM M3MEHEHUHU COCTaBa KapOTHHOUIOB B MEMOpaHaX XJIOPOIUIACTOB Y
myrtantoB Ch. reinhardtii. [[ins Toro, 4ToOBI OTBETUTH HA 3TH BONPOCHI MBI BBLICISIM W3
pa3pyUICHHBIX XJIOPOILIACTOB (hPAKLHUIO JTUMHIHO-KAPOTHUHOUIHBIX TJI00YJ TJIA3HOTO MATHA MyTEM
(g QepeHIUanbHOTO IEHTPU(DYTUpPOBaHUST B TpaJueHTE IJIOTHOCTH caxapo3bl (Jlagpirum,
CemenoBa, 2014). Xenryro unn opamkeByro mojocy Nel rioOyi riia3HOro IsiTHa MEPEHOCHUIIN B
OTIENBbHYI0 TpPOOMpKYy. 3areM (¢pakiuio T[IOOYT TJIa3HOTO TMSATHA HWCIOJB30BAIM IS
OMOXMMHYECKUX, SJIEKTPOHHOMUKPOCKOMHMYECKUX U CHEKTPO(YOTOMETPUUECKUX HCCIIET0BaHUM.
Kaxnas rmoOyna ria3HOro maTHa NpeACTaBisieT co00il MeMOpaHHBIA Iy3BIPEK, 3aIOJHEHHBIN
JUNUAaMU U KapOTUHOUIAMHU.

DIEKTPOHHOMHUKPOCKOITUYECKH MBI YCTaHOBMJIH, 4To BbIJICIICHHAS HaMH
ueHtpudyrupopanrem ¢paxkuus Nel nelcTBUTENBHO cojaep)kajia JIHIHIHO-KapOTUHOUIHBIE
ro0ynel TinasHoro msatHa (puc. 31). Ilpm ocmueBol (UKCAlMM OHM BBITISACINA KaK YEpHBIC,
OKpYTJIble TJIOOYJBI, YacTO CBS3aHHBIE MEXIy CO0O0 B accoluaThl Pa3iHYyHON BEIUYUHBI.
[TonoOHBIe CTPYKTYphI OBUIM ONMMCaHbI paHee sl TiaskoB Spermatozopsis similis (Grung et al.,
1994, Renninger et al., 2001). Onu 006pa3yroTcs MpH pa3IuYHON cTeneHn 00paboTKU yIbTPa3ByKOM
amrmapara rJa3Horo IsTHA.

Taﬁ.lmua 2. HpOI_IeHTHOC COACPIKAHUC KAPOTHHOB B MeM6paHaX XJIOPOIIACTOB KJICTOK JUKOI'O
tuna K(+) u myranroB A-90 u C-41 Chlamydomonas reinhardtii.

ConepxaHue KapOTHHOB, %
[ITammbI
0-KapOTHH B-xapoTun B-3eakapoTHH {-kapoTHUH
Juxuit Tan K(+) 49+1.7 95.1+£3.2 0 0
MyrtanTt A-90 574+39 42.6+2.8 0 0
Myrant C-41 0 43.8+£2.6 17.7£2.7 385+2.7

Mp&1 poBenu NpeABapUTENIbHBIC UCCIIEIOBAHUS U MMOKa3ad, YTO B COCTaB TJIO0YJ IIa3HOTO
MSTHA BXOIAT, TJaBHBIM 0Opa3oM, kapotuubl (Jlagpirus, 2014). [TosTOMy UMEHHO 3TOH TpyIe
KapOTHHOMJIOB MBI yIeIsuIM  0co00O€e BHHUMaHWE B JToW pabote. buoxumuyeckue u
CHEeKTPO(HOTOMETPHUECKHUE HCCIEIOBaHMs, MPOBEIEHHBIE HAaMW Ha TJ00ylaxX TJIa3HOTO IMATHA,
MOKa3aJiM, 4TO B KJIEeTKax AuKoro tumna K(+) OCHOBHBIM KapOTHHOWJIOM SIBISIETCS [3-KapOTHUH C
MaKCUMYMOM TOTJIOIIEHUS TpH 464 M (puc. 32, a).

Tadaunma 3. MakcuMyMBbI TIOTJIONICHHS KAPOTHHOB U3 KJIETOK Jukoro tuna K(+) u myrantoB A-90
u C-41 Chlamydomonas reinhardtii.

KapoTHHbI MaxkcuMyMBbI TIOTJIONICHHS
B XJ0po(opMe, HM
a-Kaporun 432 457 485
B-Kapotun 433 464 493
B-3eakapoTHH 410 433 260
(-Kapotun 378 409 434
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YuuteiBas, 4To B MEMOpaHaxX XJIOPOILIACTOB KIETOK AuKoro tuma K(+) cooTHomenue o- u
B-kapoTHHOB cocTaBiseT 5:95, MOXKHO 3aKJIIOYUTh, YTO OCHOBHBIM MHUIMEHTOM IJIO0YJ INIA3HOTO
nsaTHa mramma K(+) sBisercst B-xkapotus (tabm. 2 u 3). BXxoguT au B UX cocTaB 0-KapoOTHH, y
KJIETOK JMKOIO THIA, CKa3aTb TPYJHO M3-3a OUYEHb HU3KOIO €ro COJAEP)KaHUS B XJIOPOIUIACTax
3eJIeHbIX Bojopocieii (Hager, Meyer-Bertenrath, 1966).

CylleCTBEHHBIX KOJMYECTB KCAaHTOQWJIOB B TJ00ylax TIJIa3HOTO IIATHA Mbl He
obHapyxwii. Ha OCHOBaHMM MOJY4YEHHBIX HAMHU IaHHBIX, MOXHO YTBEp)KIaTh, YTO B COCTaB
r7100yJI I1a3HOr0 MATHA BXOAAT KapoTHHBI. [Ipuuem, y kietok qukoro tuna K(+) rimaBHeiM oOpa3oM
B-xapoTHH.

3. Uzmenenue cocmasa KapomuHoe 2l1d3H020 NAMHA nymem mymacenesa

JJist TOrO, 4TOOBI BBISICHUTH MOXKET JIM 0-KapOTHH BXOJHUTH B COCTaB TI00YI IIa3HOTO MSTHA
MBI MPOBEIH JONOJHUTENbHBIE UCCIeI0BaHU Ha MyTaHTe A-90, HakalUIMBaKoOIEM B MeMOpaHax
xJjoporiactoB 10 60% o-kapoTuHa U ymeHblieHHoe 10 40% conepxkanue P-kaportuna (tadm. 2).
AHanu3 NUrMEHTOB II00YJ IJ1a3HOro nAtHa MyTaHTa A-90 mokasall, YTO OCHOBHBIM IHMIMEHTOM
rJI00YJT TJIa3HOTO MSATHA Y HETO SIBJISIETCS 0-KapOTUH ¢ MAKCUMYMOM TiorjotieHust 457 um (puc. 32).
CrnenoBarenbHO, MOXHO YTBEp)KIaTh, YTO COCTaB KapOTHHOB TIJIOOYJ TIJIa3HOTO IISITHA MOKET
M3MEHSTCS OJHOBPEMEHHO C HM3MEHEHHEM HMX cOCTaBa B MeMOpaHax xioporactoB. O4YeBHIHO
rl1a3Hoe NATHO MyTanTa A-90 comepKUT MPUMEPHO TaKOM e MPOIEHT a-KapoTuHa (110 60%), Kak u
MeMOpaHbI XJIOPOILIACTOB ATOTO MyTaHTa. DTU Pe3yJIbTAThl Il HAM OCHOBAaHUE yTBEPXKAATh, UTO
OCHOBHBIMHM IMTMEHTAMU IJI00YJ IJIa3HOTO IATHA SBJSIOTCS KAapOTHHBI, IPUYEM, COCTaB O- U [-
KapOTHHOB M3MEHSETCS OJHOBPEMEHHO C M3MEHEHHEM HMX COCTaBa B MeMOpaHax XJIOPOIUIACTOB
Ka)XIO0T0 U3 ITAMMOB, €CJIU CYJAHUTh [0 MAKCHMYyMaM TOrjiomeHus (Tadi. 3).

UTo0ObI OKOHYATENEHO YOCIUTHCS B MPABHJIBHOCTH HAIIEH TUIIOTE3I MBI IIPOBEJH €IIIe OHO
JIONOJTHUTENbHOE HcciiefioBaHMe Ha MyTaHTe C-41, y KOTOporo B MeMOpaHax XJIOpOIUIACTOB
HakaruBaeTcs 10 38% (-kaporuHa, 19% B-3eakaporuna u 43% P-kapotwna (Tadi. 2). Beicokoe
cojepkaHue (-kapoTMHa B MeMOpaHax xjoporulacta MyraHta C-41 mo3BonseT H3y4MTh
BO3MO>XHOCTh BKJIFOUEHHUSI €r0 B COCTaB INI00YJ I1a3HOro nstHa. [lonydyeHHble HaMH pe3yibTaThl
YETKO IOKa3aJH, 4TO B I100yNax riasHoro msatHa mytanta C-41 comepxutcs (-xkapotuH (Jlagpirus,
2014). BeposTHO Takoe XK€ BBICOKOE KOJIMUYeCTBO (-KapoTwHa (puc. 32, g), Kak U B MeMOpaHax
XJIOpOIIacTOB. BUIHO, YTO B CHIEKTp MOIJIOIIEHUS IN1a3HOro natHa MyTraHTa C-41 cyniecTBeHHBIN
BKJIaJ] BHOCUT (-KapoTHH ¢ MakcuMymamu nornorienus npu 409 u 433 um (puc. 33) u B-kapoTuH ¢
MakCUMyMoM 464 HM.

Uro0bsl yOenuTbCs B NPaBWIBHOCTH HAIIMX PAacCyXKIEHUH O MPUHAAJIC)KHOCTH
OIpeJIeJIEHHBIX T0JI0C MOIJIOMEHUS] KOHKPETHBIM KapOTHHAM MbI BBIJCIWIM XpoMaTorpaguuecku
qucThie [-KapoTuH W (-kapoTuH u3 kieTok Mmyranta C-41 (puc. 33, 6). U3 momydeHHBIX
pe3yabTaTOB BUJHO JOCTATOYHO XOPOILEE COBMAJ€HHE MaKCUMYMOB IOTJIOIIEHUS KapOTHHOB U3
ro0yn rinasHoro mnsATHa (puc. 32) M YHCTBIX WMHIUBUAYalbHBIX KapOTHHOB U3 MeMOpaH
XJIOPOIUIACTOB IENIBIX KIETOK (puc. 33).

TakuMm 00pa3zom, Ha OCHOBaHHMM MOJYYEHHBIX HAMH PE3YyJIbTaTOB Ha KJETKax JAMKOTO THIIA
K(+), myranta A-90, c BBICOKMM cojaep)kaHuEeM o-kapoTuHa U MyrtaHTta C-41, ¢ BBICOKUM
cozepkaHneM (-KapOTHHA, MBI TPUILIH K BBIBOAY O TOM, YTO OCHOBHBIMH ITHTMEHTAMH TJIA3HOTO
ISITHA SBJSIFOTCS KapoTHHBIL. [Ipuyem, BHepBble ObUIO YCTAHOBJIEHO, YTO COCTaB M COOTHOIICHHE
M30MEPOB KapOTHHOB B INI0OYJax IJ1a3HOTO MATHA Y MYTaHTOB MOKET U3MEHSTHCS B 3aBUCHMOCTH
OT U3MEHEHHsI MX COCTaBa M COOTHOIIEHHs B MeMOpanax xsoporutactoB Ch. reinhardtii (Jlagpirus,
Cemenosa, 2013; Jlanpirun, 2014).

Takum oOpazom, Hamm wuccienoBaHus mokaszamu, uyro y Ch. reinhardtii rmasnoe msarHo,
cocrosee u3 1—4 psaoB 1100y, paciosioKeHO B BEpXHEH 4acTu xyoporuiacta. [Ipudem, rimo0yss
KaX/I0TO psiJia TJIA3HOTO TISITHA PacloyiaraloTcss Ha OJHOM U3 THUJIAKOUIOB HEMOCPEICTBEHHO MOJ
000JI0YKOH XJIOPOILIACTA, TUIOTHO MPHUJIETAIONICH K TurazMomeOpane. CUuTamoch, YTO OHU COCTOST
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U3 PSIOM PACHOJIOKEHHBIX JMIUIAHO-KAPOTUHOUIHBIX TIOOYI, HE pa3IeNeHHBIX MEXIY COOOH.
Ternepb Moka3zaHo, YTO OHH OKPYKEHBI MEMOpaHaAMH.

CuuTaercs, 4To ¢ OKPYXKAIOIMMMH MEMOpaHAMU STYECK TIa3HOTO TSATHA CBSI3aHBI Pa3IMYHBIC
dbopmel pernHana U poaorncuHa (Beckmann, Hegemann, 1991; Derguini et al., 1991; Hegemann et
al., 1991). BHyTpeHHSsI CTPYKTypa KaXIOH W3 SYECK 3aIlOJIHCHA JIMITHTHO-KAPOTHHOWTHBIMU
rimoOynamu. COCTaB MUTMEHTOB, BXOJSIIMX B 3TH TJIO0YJBI JIO CHX TOP OKOHYATEIBLHO HE ObLI
YCTaHOBJICH, XOTS OH MPEICTABIISI O4eHb OOJIBIION HHTEPEC.

A

1 1 1 1

400 450 500 A, HM

Puc. 32. CniexTpbl NOTJIOLIEHNs KapOTHHOB B XJIopodopMe U3 TI00YI IN1a3HOTo MATHA (A) U
X YETBEPThIE IPOU3BOJHBIE (A4) kietok aukoro Tuma K(+) (a), myranta A-90 ¢ BBICOKUM
coziep’KaHueM o-kapoTuHa (6) u myranta C-41 ¢ BEICOKMM cojiepkaHueM (-KapoTuHa (8).
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Puc. 33. Cnextpbl moriomeHuss B XJopodopMe Xpomarorpapuyecku BbIACIEHHBIX [-
kapotuHa (1) u a-kapotuna (2) u3z myranra A-90 (a), a Tak xe PB-kaporuna (1) u (-kaportuna (3) u3
mytanTta C-41 (6).

HaGnronenus, ocHoBaHHbIE Ha ()OTOMOBEIEHUU MYTAHTOB, C HAPYIICHUSMHU [0 OMOCUHTE3Y
KapOTHHOUIOB, TIPU DK30T€HHOM JI00aBICHUN PETUHAIS WIM HEKOTOPBIX aHaJoroB pernHams: 11-
cis-perunans (Foster et al., 1984; Hegemann et al., 1988) unu all-trans-perunans (Hegemann et al.,
1991; Takahashi et al., 1991) 6b110 MOKa3aHO, KaKue PELENTOPHBIE MUTMEHTHI HEOOXOIUMBI JIJIs
¢dynkronupoBanus ¢ororakcuca y Ch. reinhardtii. B stux nccnenoBaHusix ObUTH MOTYYEHBI
pe3ynbTaThl € TIOMOIIBIO JKMJIKOCTHOM Xpomarorpaduu Bbicokoro paspemenuss (HPLC)
PETUHOMJIOB U3 3KCTPAKTOB LIEJBIX KIETOK WM (pakiuii MeMOpaH M3 IITaMMOB JMKOIO THIA U
mytanToB Ch. reinhardtii. Ycranosieno, uro petunans MokeT ObITh B (hopme all-trans (Derguini et
al., 1991; Beckmann, Hegemann, 1991), nu6o all-trans u 13-cis (Renninger et al., 2001) u3omepoB
U3 IEJBIX KJIETOK, a TaKKe W3 M30JMPOBAHHBIX MHTAKTHBIX TJA3HBIX ISITEH M3 Spermatozopsis
similis all-trans- u 11-cis-perunans (Kreimer et al., 1991). 3tu doToperenTopHbie MATMEHTBI, MO-
BUJIUMOMY, JIOKQJIM30BaHbl B MEMOpaHax OKpyKaroIux Tiao0yisl rinasHoro nstHa (Foster, Smyth,
1980; Melkonian, Robenek, 1984).

HexoTopbie aBTOPHI CUMTAIOT, YTO TJIA3HOE TISITHO — HE SIBISCTCS (DOTOPEIETITOPOM JIJIst
¢doToTakcuca 3eIeHOM BOJOPOCIH, a JHIIL UTPAET BAXKHYIO BCIIOMOTATEIbHYIO POJIb B I'€HEepaliu
curHasia. OHM TIOJIaraloT, YTO BpPAlICHHE KJIIETOK MPH JBHKCHUU CBSI3aHO C MOIYJISIIUEH CHUTHAa
¢doToperenTopHOro JOKyca MyTeM IEpHOAMYECKOro €ro ocBemeHus u 3areHeHus (Boscov,
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Feinleib, 1979; Foster, Smyth, 1980; Melkonian, Robenek, 1980). Takx HekoTOpbie aBTOPHI
CUMTAIOT, YTO (DOTOTAKCHUYECKash OPHEHTAIMS KJIeTOK MmyraHta ey 627, mt(-) Ch. reinhardtii (y
KOTOPOT'O TJa30K OTCYTCTBYET WMJIHM CHUJIBHO PEIYLHPOBAH) OCYIIECTBIISETCS IyTEM 3aTEHSIOMINX
CBOMCTB XJIOpOIUTACTA M SIBJISIETCS HEOOXOIUMBIM ISl TeHepanuu currana (Kreimer et al., 1992). B
TO K€ BpEeMsl OHH HE OTPHUIIAIOT, YTO MHTAKTHOE IJIa3HOE ISITHO SIBJIAETCS HEOOXOIUMBIM s Ooee
TouHOU (ororakcuueckoit opuenranuu (Kreimer et al.,, 1991; Morel-Laurens, Bird, 1995).
JlomoyiHUTENbHONH (YHKIIMEH TJIA3HOTO TISITHA, BEPOSATHO, SIBISETCS BAXHOCTh PACIIHPCHUS
(OTOTAaKCHYECKOTO CHTHaJla M 30HBI UYYBCTBUTEIBHOCTH IPH HU3KHUX IUIABHBIX CKOPOCTSIX
nekenns kinetku (Kreimer et al., 1992).

Bo Bcex ucciaenoBaHUAX TJIA3HOTO TISITHA JKTYTHKOBBIX 3€JICHBIX BOJOPOCICH TPOSIBICHUE
(oTOTaKCHYECKON AaKTMBHOCTH Ha CBETY MMEET MECTO B TeX CIydYasx, KOrja IMaJarolluii CBET
pacrioyiaraercs IepreHIuKyIsIpHo TiaasHoMy matHy (Foster, Smyth, 1980; Morel-Laurens, Feinleib,
1983; Kreimer, Melkonian, 1990). Ceiiuac cuuTaercs, 4To y 3€JIEHBIX BOJOPOCIEH TOYHAsS
doroTakcHyecKkasi OPHCHTAIMsl 3aBUCHUT KaK OT OTPAXKAMOIIUX, TaK W TOIJIOMIAOIIMX CBOWCTB
rnasaoro msatHa (Kreimer, Melkonian, 1990; Riiffer, Nultsch, 1991; Kreimer et al., 1992).
XUMUYECKUE U3MEHEHUS MTPOUCXOIAIINE B TVIA3HOM TISITHE M BIMSIOIIUE Ha €ro (QyHKIIMOHAIBHBIC
CBOWCTBA, MTOKA €IIe HE YCTAHOBJICHBI.

Hapyiiienue CTpyKTypbl TIJ1a3HOrTO MsiTHa y MyrtaHta ey 627, mt(-) Ch. reinhardtii B
YCIOBHSIX OBICTPOTO JIENEHUS KIETOK SIBISIETCSA MACATBHO yIOOHOW MOJENBIO JIUIsl M3yYSHHS STHX
3pdeKToB. AHATM3 OTPaXKAMUX CBOWCTB IJIA3HOTO ISATHA 3TOTO0 MYTaHTa B CHHXPOHHBIX
KYJIBTypax ¢ TIOMOIIbI0 KOH(POKAIBHOTO JIA3epHOT0 CKaHUPYIOIIEro MUKpocKora nokasan (Kreimer
et al., 1992), uro oTpaxaroliye CBOICTBa IIa3HOTO MSATHA Y 3TOTO MYTAHTa CXOXH C TaKOBBIMU
[TaMMa JIMKOTO THIA B ONPEACISIOT (HOTOOPHUEHTAIMIO TIOMYJISIIH KJIETOK M (POTOITEKTPUICCKUIN
otBeT. Takue uccaenoBanus ObUIH MPOBEJACHBI U Ha npyrux myrtantax Ch. reinhardtii, B Tom umcie
Ha MyTaHTaXx ¢ OTCyTcTBHeM rnasHoro mstHa (Harz, Hegemann, 1991; Kreimer et al., 1992;
Jlapeirus u ap., 1973), Ha KOTOPBIX OBUIO YCTAHOBJICHO, YTO BCIIBIIIKH CBETA C JUIMHOW BOJHBI 500
1 440 HM 1IpU peIyKIUH TJIA3HOTO MSATHA HE MPUBOJIMIM K (POTOTAKCUYECKOW OpUEHTALIMU KIIETOK.
DyYHKIIMOHAIBHOE COCTOSTHHE (POTOPEIENITOPHBIX MUTMEHTOB TAKXKE Maj0 HM3MEHSJIO IMOBEICHHUE
MYTaHTHBIX KJIETOK. B TO ke BpeMs MHKyOAaIlis KJIETOK MyTaHTa ¢ BBICOKOW KoHIeHTpanueit all-
trans — perunans (10 MM), He3aBUCUMO OT OMOCHHTE3a KapOTHHOUIOB, TIPUBOJIMIIA K YCUICHUIO
oTpaxaromei crocoOHoctu raazHoro nartHa (Kreimer et al., 1992). OTu naHHBIE MOKa3BIBAIOT
Ba)XHOE 3HAYCHHUE TJIA3HOTO MATHA, KaK B MOTJIONICHUN (POTOTAKCHYECKH aKTUBHOTO CBETa, TaK M B
YEeTKOW OpUEHTAIH KJIETOK K CBETY B npotuiecce ¢pororakcuca (Kreimer et al., 1992).

B mocnenHee aecsATHIETHE aKTHBHO U3y4aeTcss OMOXMMHUYECKHI COCTaB OCIIKOB MeMOpaH
rinasnoro msaTHa (Wagner et al., 2008). Ocob6oe BHUMaHUE YACISIETCS UCCIETOBAHUIO POJIOTICUHA U
nzomepoB petuHans (Jlaaeirun u ap., 1973; Renninger et al., 2001; Dieckmann, 2003). HexaBHo
ObLIa ONMCaHa PEIyKIHsI KAPOTHHOB M TJIA3HOTO ISATHA Y O€JI0T0 CBETOUYBCTBUTEIHHOTO MYTAHTA C
OmokupoBKoi cuHTe3a depmenTta puronHcuHTassl (Lawson, Satir, 1995; Inwood et al., 2008). 3tu
pe3yabTaThl MOJITBEPKAAIOT HAIlle 3aKIIOUEHHE O TOM, 4TO 0e3 KapOTHHOWIOB HE 00pasyercs
rJasHoe MATHO. B 3aBHCHMMOCTH OT coiepkaHHs KapoTHHOHMIOB B xiyoporutactax Ch. reinhardtii
TJIa3HOE ISITHO MOXET COJEpKaTh OT 1 10 4 pSIOB JTUIHUIHO-KAPOTHHOHMJIHBIX T00yi. [Ipudem,
KQXJIBIA PsiJl JTUITHTHO-KAPOTHHOUIHBIX TJI00YJT OKPYXKEH MeMOpaHaMHu, KOTOpPbIE Ha MPOJI0JEHOM
cpe3e UMEIOT TeKCarOHAIBHYIO CTPYKTYPY CXOXKYIO C IMUEIWHBIMU coTamu. Ha momepednom cpese
KaxK1asi ri1o0yJsia TJ1a3HOTO MATHA UMEET OBAIBHYIO WM OKpyriiyto ¢opmy. Takyro ke CTpyKTypy
MMeEeT TJIa3HOe MATHO Y 3€JICHOM BOJOpOCciu Spermatozopsis similis, B rio0ymax KOTOPOro ObLIO
oOHapyKeHO npeodianarolee HakorieHue kapotuHos (Renninger et al., 2001; Grung et al., 1994).

Ha ocHOBaHWM TPOBEIECHHBIX HAMH HWCCIICIOBAaHUH MOXXHO 3aKIIOYUTh, YTO JIAIHIHO-
KapOTUHOUJHBIC TJOOYJbl TJIA3HOTO TMATHA OJHOKJICTOYHOM 3€JIEHOW MHMKPOBOJOPOCIH
Chlamydomonas reinhardtii comepxar kapoTuHbl. BriepBbie ynanoch Moka3aTh, 4TO y MYTaHTOB
COCTaB KapOTHHOB MOXXET M3MCHSATHCS B 3aBUCHMOCTH OT M3MEHEHHsI MX COCTaBa B MeMOpaHax
XJIOPOILTACTOB.
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3AKIIIOYEHUE

Mpl paccMOTpenn COBPEMEHHOE COCTOSIHHE 3HAaHMM O OMOXMMHUYECKHMX M T€HETHYECKHX
MeXaHu3Max OWOCHHTEe3a KApOTMHOMAOB B IUIACTHAAX PA3IUYHBIX BHJOB BOJOPOCIEH.
[IpencraBieHsl AaHHbIE O JBYX MyTsX OMOCHHTe3a KiIIOUeBbIX Cs-M30MPEHOBBIX EIUHUIL U3
arerata (Cp) B nuToriazme u u3 rioko3sl (Cg) B Xytoporiactax a0 uzoneHreHuwiaudocdara (Cs).
Hanee ot uzonenrenunaudocdara (Cs) u mumerunammingudocdara (Cs) y BBICIIMX PAaCTCHUH U
BOJIOpOCTIC OMOCHHTE3 KapOTHHOMJIOB OCYIIECTBISIETCS MO EIMHON CXeMe C MOCIeIyIOIUM
MpeBpaIICHIEM ux hi (o) repanuiaudocdara (Cao), dhapuesnnaudocdara (C1s),
repanwirepanmnaudocdara (Cy) u  duromna (Cy). [eTambHO paccMOTpPEHBI BCE ATaIbI
necarypauuu ¢puTonHa A0 GOPMUPOBAHUS AIUKIMYECKUX cOeAMHEHUN: puTodaynna, (-kapoTHHa,
HepocropuHa, JMKONMHA, a TakKe MX IHUKIM3alUU 10 o-, B- 1 e-kapotuHoB. Iloka3aHo, Kak B
MIPOLIECCE TIOCTIE0BATEIBHOIO OKUCICHHS KAPOTUHOB MMyTeM (hOPMUPOBAHUS TUIPOKCH-, SITIOKCU- U
OKCOTPYII  O0pa3yloTCcsl [MKIMYECKHE KCAaHTOQWILIBI  XJOPOIUIACTOB U XPOMOIUIACTOB.
Ananu3upyrorcsi (GepMEeHTHl M TeHEeTHMYECKMH KOHTPOJIb BCEX JTaloB Ipoliecca OHOCHHTE3a
KapOTHHOUIOB B XJIOPOIUIACTAX 3YKAPHUOT.

W3ydyenue mokamu3anud U (PYHKIMOHAIBHON pOJIM KApOTHHOUAOB B XJIOPOILJIACTaX
pacTeHil M pa3IMYHBIX BUIOB BOJIOPOCIEH MOKa3aj0, YTO OCHOBHBIMH (DYHKIHSMHU KapOTHHOUIOB
ABIAIOTCS (HOTO3AIIUTHAS, CBETOCOOMpArOIasi, CTPYKTypHas, a TaKXkKe ydacTue B (OTOXUMUYECKUX
npoueccax porocucreM | u ll. Takue kcaHTOPMILIBL, KAK HEOKCAHTUH, (DYKOKCAHTHH, IEPUAUHUH U
QAIJIOKCAHTHH, HWMEIOIINE aJJICHOBYIO WM alleTUICHOBYIO CBsI3b, BBIINOJHSIOT B OCHOBHOM
cBerocobuparomyto ¢pyHkiu. OHM TMepearT MOTIOIICHHYI0 YHEPTUI0 CBeTa Ha XJopodwuint b.
Jlpyrue KcaHTO(UILIBI, 3aHUMAIOIIUE CTPOTO Celu(pHUecKue JOKYChl BHYTPH CBETOCOOMPAIOIINX
xsopoduui-a/b-6enkoBbix KoMIuiekcoB ¢orocucteM | u |1, BBIMOTHSIOT J1O0 CTPYKTYPHYIO POJIb
(;mrotenn), mu60 (HOTO3AMUTHYIO (3€aKCaHTUH, AaHTEPAKCAHTHH, BUOJNAKCaHTHUH). [Ipu n30pITOYHOM
OCBEIICHWU B MPUCYTCTBUHU KHUCIOPOJA KaPOTHHOWIBI KCAHTO(PHIUIOBBIX IUKIOB MPEIOXPAHSIIOT
XJIOPOGUIIBI U JUNUABL (POTOCHHTETUYECKUX MeMOpaH oT ¢oroaecTpykuuu. B xiopommacrax
AYKapHOT OOHApPYKEHO TPU THUMA KCAHTO(PHMIUIOBBIX IIMKIIOB: BHOJAKCAHTHHOBBIN, JIOTEHH-5,6-
STMOKCUHBIN U MaJIMHOKCAHTUHOBBIM. B naHHON paboTe paccMOTpeHBl M JETaIbHO OOCYKIECHBI
CXOJICTBA W pa3IM4Msl pPEaKIUi SIOKCHIAMKA W JEITOKCHUAANNK OSTHX [UKIOB. [lokazaHa
crnienn(puKka pacrpeseneHnss KCaHTO(QUIUIOBBIX IIUKJIOB CPEH BBICIIMX PACTEHHH, IPECHOBOIHBIX U
MOPCKHX BOAOPOCIEH.

31ech HaMH MOJAPOOHO paccMOTpeHa oOliasi XapaKTEepUCTHKA HEAABHO OOHApY)KEHHOTO Yy
BBICIINX PACTEHHWH JIIOTEHH-5,6-3moKcuaHoro mwkma. Ilokasana Jokanm3amus STOTO IUKIA B
MeMOpaHax XJOPOIUIACTOB U €ro ()yHKIIMOHMPOBAHUE B 3aBUCUMOCTH OT MHTEHCHBHOCTH CBETa B
CpPaBHEHHH C IIHPOKO PACIPOCTPAHEHHBIM M XOPOIIO HM3YYEHHBIM BHOJIAKCAHTHHOBBIM IUKJIOM.
[Ipennonaraercs, 4To B ATHX IMKJIAX MOTYT Y4acTBOBaTh JTMOO OJHH M T€ ke (PEPMEHTHI —
BUOJIAKCAaHTUHOBAsl [JIE3NOKCH/Ia3a W 3€aKCAaHTUHOBAs SIOKCHIa3a, JHMOO BHOJAKCAHTHHOBAsS
JIESTOKCH/Ia3a U pa3IMYHbIE 36aKCAHTHHOBBIC SITOKCHIA3bl — OOBIYHAS M M3MEHEHHAs B pE3yJbTaTe
MYyTallUu.

AHanm3 (QYHKIIMOHAIBHOW POJM KapOTHHOHIOB B XJIOPOILIACTaX BOAOPOCIEH M BBICIIMX
pacTeHUil MO3BONMI CHENaTh BBIBOJ O TOM, YTO OHU BBIMOJHSAIOT YETHIPE OCHOBHBIE (YHKIIMU:
(OTOXMMHYECKYIO, CTPYKTYPHYIO, CBETOCOOMPAIOITYI0 M (oTOo3alUTHYI0. KapoTHHBI B OCHOBHOM
JIOKAJIM3YIOTCS B AJPOBBIX XJIOPODUII-O0EIKOBBIX KOMIUIEKCaX peakMoHHbIX 1eHTpoB OC-1 u OC-
II. OHu ydacTBYIOT B (OTOXMMHYECKHX TMpOIEcCax ATHX KOMIUIEKCOB M 3alIMIIAIOT HUX OT
¢doronectpykumuu. HampoTuB, KCaHTO(PUIUIBI JOKATU3YIOTCS KaK B OCHOBHBIX CBETOCOOMPAIOIIMX
komiuiekcax LHC-I u LHC-Il BHemneli mnepudepnueckoil aHTEHHBI, TaK U B MHUHOPHBIX
komriekcax CP24, CP26 u CP29 BHyTpeHHel aHTeHHBI poTocucTemsl |l.

OdeHb BaXKHO OTMETHUTH JIBa MOMEHTA: BO-TIEPBHIX, JTAJIEKO HE BCE KCAHTO(MMILIBI CBS3aHBI C
MTUTMEHT-0EJIKOBBIMU KOMITJIEKCAMH, a JIUIIb MEHbINAsl UX YacTh; BO-BTOPHIX, BHYTPU KOMIIJIEKCOB
pa3nuyHbIe crienuduIecKue QYHKIUN BBHITIOIHIIOT TOJIBKO ONpEACTICHHBIE THIHI KCAaHTO(DWILIOB.
Tak, cTpykTypHyto poib B opranuzanuu MoHoMepoB LHC-II koMIuieKcoB BBHIMONHSAIOT J1BE
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MOJIEKY bl JIoTenHa B Jokycax L1 u L2, coorBerctBenno B Tpumepax LHC-Il takux monekyn
Oynet mecTth. B To e BpeMs B 3amiuTe OT (JOTOAESCTPYKIIUU M CTAOMIH3AIINA (POTOCUHTETUYECKHUX
MeMOpaH THJIAKOMJIOB Y BBICIIMX pacTeHHi U 3eieHbiX Bojgopocieit (Chlorophyta) yuactByrot
3€aKCaHTHH, aHTEPAKCAaHTHH, BUOJIAKCAHTHH, a TAK)KE JIIOTEUH U JIFOTCHH-5,6-3T0KCH . Y MOPCKUX
Bojopocieit  Chromophyta, mnoMumMo KCaHTO(QHWUIOB BHOJIAKCAHTHMHOBOTO LHUKIA (YHKIIUU
doro3amuTel ¥ CcTAaOWIM3alMM  MEMOpaH BBITIOJHSIOT JIMAJMHOKCAHTHMH W JHATOKCATHH.
CeerocoOupariiyro (YHKIUIO BBIMOIHSIIOT AaJUICHOBBIE M AllEeTUJICHOBBIC KAPOTUHOWIIBL: Y
Chlorophyta »sro Heokcantur, a y Chromophyta — ¢ykokcaHTHH, BOIIEPHAKCAHTHH,
TeTEPOKCAHTHH, IEPUINHUH U aJUIOKCAHTHUH.

MosieKyibl HEOKCaHTHHA, BBIMOIHSIONME CBETOCOOMPAIOIIYIO (YHKIINIO, JTOKATU3YIOTCS B
IJIABHOM cBeTocoOuparomeM xiopoduii-a/b-oenkoBom kommiekce PC-1I (LHC-I1). B stom
KOMIUIEKCE HEOKCAHTUH 3aHMMaeT CHEIUPHUECKU cTporo ompexaencHHbid jokyc NI
[TornomeHHass MoJjieKyiaMu HEOKcaHTWHA B Jiokycax N1 sHeprusi cBera mepemaercss TOJIbKO Ha
ximopodpmmt b antennsr PC-1l. HemocpencTBeHHO Ha XJIOPOGHUT ¢ PEAKIIMOHHBIX IIEHTPOB
dorocucTeM ¢ MOJEKyn HeokcaHTWHa JoKycoB N1 sHeprusi cBera mepenaBaThCsi HE MOXKET.
CrenoBatenbHO, 3TH MOJIEKY/Ibl HeokcantuHa y Chlorophyta B ¢oToxuMu4eckux peakiusax
dorocuctem | u Il He yuacTBYIOT, a BEIIOIHSIOT TOJIEKO CBETOCOOMPAIONIYIO (PYHKINIO. Takyro ke
byukuo  ceerocoopa y  Chromophyta BeimonHSOT — (QYKOKCAHTHH, BOIIEPUAKCAHTHH,
TeTePEOKCAHTHH, ICPUTUHIH U aJUTOKCAHTHH.

B cBerocobuparomux kommiekcax OC-ll momumo aByx nokycoB mrotemHa L1 u L2 wu
omHoro — HeokcantnHa N1 ecth cnemmduueckwii jokyc s BuoiakcantuHa V1. B xoxe
MOCJICIOBATEIBHBIX PEAKIIUN JAEIMOKCUIAIIMY KCAHTO(UILIOBOTO IIMKJIA BUOJIAKCAHTHH B JIoKyce V1
MOXKET 3aMeIaThCs BHAYaJe AHTEPAKCAHTHHOM, a 3aTeM 3C€aKCAHTHMHOM. OTH KCaHTO(HIUIBI
BHOJIAKCAHTHHOBOT'O IHMKJIA (BUOJAKCAHTUH <> 3€aKCAHTHH), TaK )K€ KaK M KCAaHTO(QUILUIBI JIFOTCHH-
5,6-3mokcuaHOr0 (JIFOTEUH-5,6-3MOKCH]] <~ JIOTEUH) U JAWAIAHOKCAHTHHOBOTO (IUaJIMHOKCAHTUH
<> JIMATOKCAHTHH) IMKJIOB, BBIMOJHSIOT (DOTO3AMIUTHYIO (DYHKIHMIO, MPEIOXpaHss XJIOPOOWILIT H
JUNUABL MEeMOpaH XJIOPOIUIACTOB OT (DOTOASCTPYKIIMU TIpU K3OBITOYHOM OCBEIICHHH H OT
OKHUCIJICHUs aKTUBHBIMU (opMaMu KHcIopoja. Peakuuu NesmoKCHIAIMM U SMOKCUAAIMH B ITHUX
TpeX MHUKIAX OCYIMECTBIISIOTCS C y4acTHEM OJHUX M TeX ke (PepMEeHTOB: BUOJAKCAHTUHOBOU
nesmnokcuasel (rer Vdel) u 3eakcaHTHHOBO# SMOKCHIa3bI (TeH Zepl).

TakuM 00pazoMm, HAMHU JETALHO OXapaKTEPU30BaHBI CBETOCOOMpAroIias, CTPYKTypHas U
dorozamuTHas (GYHKIUU KApOTUHOMAOB. OmucaHbl MeXaHWU3Mbl (QYHKIIMOHHPOBAHUS U
(bUIOTeHeTHYECKHE OCOOCHHOCTH JIOKATM3AIUN TPeX KCAHTO(MWIUIOBBIX MHUKIOB. OJHAKO MHOTHE
aCTEeKThl MPOUCXOXKIEHUS, 0COOCHHOCTH (DYHKIIMOHUPOBAHUS STUX IMKJIOB, a TaKKe 3HAYMMOCTh
KapOTHHOWJIOB B OHTOTeHe3¢ WM (PHUIIOTeHE3€ pPa3MYHBIX BHJOB BOJOPOCIEH eIe MpeaCcTOUT
BBISICHUTb.

Cnenyer oco00 OTMETUTH emié OAHY (YHKIIMOHAIBHYIO OCOOEHHOCTh KapOTHHOW/IOB,
XapaKTepHYI0 ISl MOABMXKHBIX MHKPOBOJOpOCHEH, oOnamaronux (OTOTAKCHCOM M HMEIOIIUX
CTHCIIMATM3UPOBAHHYIO OpPTaHHENy — TJIA3HOe TATHO. YdYacTUe KapoOTHHOHWIOB B (OTOTAKCHCE
OLICHWBAIM IO COCTaBy NUTMEHTOB TIJa3HOro msATHa. JleTaqpbHO WCCIeaoBal OHOTreHe3
YIABTPACTPYKTYPHI TTIA3HOTO IMATHA B XJIOPOIUIACTAX MYTAaHTOB OJTHOKJIETOYHOMN 3€JI€HON BOIOPOCIH
Chlamydomonas reinhardtii. C momormiplo cepud THTMEHTHBIX MYTaHTOB YCTaHOBICHO, YTO
pa3BHTHE YIBTPACTPYKTYPhI TJA3HOTO IISATHA KOPEITUPYET C HAKOIUICHHEM KapOTHHOWIOB. B
3aBUCHMOCTH OT WX COJIEp)KaHus, TJIa3HOe NATHO oOpasyer oT 1 g0 4 psIoB JIHUIHIHO-
KapOTHHOMIHBIX T00yn. [loka3aHo, 4ro B T00yliax TIJIa3HOTO ISITHA HAKAILTUBAIOTCS TOJBKO
KapOTHHBI. BriepBble OOHApyXEHO, YTO Y MYTAaHTOB C HM3MEHEHHBIM COCTaBOM KAapOTHHOB B
MeMOpaHaxX XJIOPOIJIaCTOB MOXKET M3MEHSAThCS WX COCTaB M B IIOOYIAaxX TJA3HOTO TSATHA, YTO
TIPEJIToJIaraeT y9acTue pa3InIHbIX KapOTHHOB B (DOTOTaKCHCE.

72



CIIMCOK JIMTEPATYPEI

bpummon I'. bBuoxumust mpupoaHBIX MUTMEeHTOB. M.: Mup, 1986. 422 c.

Braoumupos FO.A. CBOOOIHBIC pavKalibl B IEPBUYHBIX (poTOOMOIOTHYECKUX Tporieccax // buom.
memOpansbl. 1998. T. 15. Ne 5. C. 517-529.

Iyosun T., Mepcep 3. Beenenue B Ouoxumuto pacteHuit. M.: Mup, 1986. T. 1. 392 c.

Kapuayxose B.H. buonorndeckue GyHkuu kapotuHon10B. M.: Hayka, 1988. 240 c.

Kapnayxoe B.H. ®yHKIIUN KapOTHUHOUIOB — 00BEKT OMOo(pU3nUecKux uccienopannii // buodusnka.
2000. T. 45. Ne 2. C. 364-384.

Knsauxo-T'ypeuu I'JI, Jlaovieun B.I., Ilponuna H.A., Pa6eix HW.B., Cemenenxo H.A.
CrenMuHOCTh COCTaBa KMPHBIX KUCIOT TunuaoB y myrantoB Chlamydomonas reinhardtii
C pa3nyHON opraHuzaiueit ¢otocuctem xijoporuiactoB // @usuonorus pacrenuid. 1991. T.
38. Ne 6. C. 1171-1179.

Knsauxo-I'ypeuu I'JL, Ilponuna H.A., Jlaovieun B.I"., [Joenun JI.H., Cemenenko B.E. Pa3zobumieHHOE
¢dbyakunonupoanue gorocucteM | u dportocucremsl Il. 1. OcobeHHOCTH U POJIb JIecaTypaluu
XKHUPHBIX KucHoT // ®uznonorus pacrenuit. 2000. T. 47. Ne 5. C. 688—698.

Kopuwowenxko I''A., Canoowcnuxose J[.H., Esodoxumosea HU.B. VcciaenoBaHnue peaxkiui
BHOJIAKCAHTHHOBOTO IMKJIA B U30JMPOBAHHBIX XJoporuiacTax // @usuonorus pacrenuid. 1977.
T.24. Ne 4. C. 710-717.

Kpacnosckuii A.A.-mn. @ochopecueHTHBI aHaTU3 CHUHIJIETHOTO MOJICKYIISIPHOTO KHCIOPOAa B
botobnoxummuueckux cucremax // buonornyeckue memOpannl. 1998. T. 15. Ne 5. C. 530-548.

Jlaovieun B.I. Tlurmentneie wmytantel Chlamydomonas reinhardtii, wunaynmMpoBanHbIe
HUTPO30ITUIMOUYEBHUHON U ynbTpaduoneToBbiMu aydamu // I'enetuka. 1970. T. 6. Ne 3. C.
42-50.

Jlaovieun B.I'. Komnekuusi mrammoB mytantoB Chlamydomonas MucTuTyTa MOYBOBEICHHS H
¢orocunreza AH CCCP, r. Ilymuuao // B c¢6.: Karamor xyapTyp MHKpPOBOAOpOCIEH B
xomneknusx CCCP. Uza-so PAH. Mocksa. 1991. C. 152-173.

Jlaovieun B.I'.  CTpykTypHO-QYHKIMOHAJIbHAsI oOpraHu3amus (QOTOCUCTEM B  XJIOPOILIACTaX
Chlamydomonas reinhardtii / ®uzuonorus pacrernii. 1998. T. 45. Ne 5. C. 741-762.

Jlaovieun B.I'. buocuHTe3 KapOTHHOWIOB B tuiacTuaax pactennii // buoxumus. 2000. T. 65. Ne 10.
C. 1317-1333.

Jlaovieun B.I'. COBpeMEHHBIE MPEICTABICHHS O MyTsIX OMOCHHTE3a KAPOTHHOUIOB B XJIOPOILIACTAX
sykapuot // XKypH. obmieit 6uonoruu. 2002. T. 63. Ne 4. C. 299-325.

Jlaovieun B.I". JltoTenH-5,6-3MOKCHIHBIA IIMKII — HOBBIM KCAaHTO(MWIIOBBIA MUK B XJIOPOTUIACTAX
pactenuii / buonornueckne mem6pansl. 2008. T. 25. Ne 3. C. 163-172.

Jlaovieun B.I'. buorenes u BO3MOXHOCTH M3MEHEHHUS COCTaBa KapOTHMHOWIOB IJIa3HOTO ISITHA y
MyTaHTOB MuKpoBogopociu Chlamydomonas reinhardtii // Mukpo6uonorus. 2014. T. 83. Ne
2. C. 160-169.

Jlaovieun B.I., Cemenosa I'.A. Pa3BuTue ynbTpacTpyKTypbhl M 3KCIIEPUMEHTAIBbHOE H3MEHEHHE
COCTaBa KapOTHUHOB I1a3HOro mstHa y myrantoB Chlamydomonas reinhardtii // buodusuka.
2013. T. 58. Ne 6. C. 1005-1012.

Jlaovieun B.I'., Cemenosa I''A. Y nbpacTpyKTypHasi OpraHU3AIMS U COCTAB KAPOTHHOUIOB TJ1a3HOTO
nsTHa y myranToB Chlamydomonas reinhardtii / Liutomorus. 2014. T. 56. Nel. C. 48-56.

Jlaovieun B.I'., Cemenosa I'A., Taceesa C.B. Pa3zButue nameIsIIpHON CTPYKTYpbI IUIACTUI Y
nurMeHTHBIX MyTanToB Chlamydomonas reinhardtii / Huronorus. 1973. T. 15. Ne 7. C. 810-
8109.

Jlaovieun B.I'., lupuxosa I1./]. Yyactue potocuctems! I B CBETOMHIYLIUPOBAHHOM MPEBPALLICHUN
BHOJIAKCAHTHHA B 3¢akcaHTHH // @usnonorus pacrenuid. 1987. T. 34. Ne 6. C. 1068-1072.

Jlaovieun B.I., Ilupuxoea I1./]. BnusHue cocTaBa KapOTHHOB Ha YCTOWYHMBOCTb KIJIETOK

Bogopociel k aerictBuio Y ®-C-uznyuenus // @uznonorus pacrenunid. 1993. T. 40. Ne 4. C.
644-649.

73



Jlaovieun B.I"., [llupuxosa I1./]. I3MeHeHHE cocTaBa KAPOTUHOUIOB B MEMOpaHaxX XJIOPOIIACTOB Y
nBoriueix MytantoB Chlamydomonas reinhardtii ¢ wHapyieHnem pasjavyHBIX y4acTKOB
¢dorocucremsl 11 / buon. memOpansr. 1999. T. 16. Ne 5. C. 492-502.

Jlaovieun B.I., [lupuxosea I1.J]. CoBpeMeHHbIC TPEACTABICHUS O (QYHKIIMOHAIBHOW POJIHU
KapOTHHOUIOB B XJIoporuiactax sykapuot // XKypuan obmeit 6uonoruun. 2006. T. 67. Ne 3. C.
163-1809.

Macnosa T.I., Mapkosckaa E.@. CoBpeMeHHBbIE TMpPEACTaBICHUS O (YHKIMOHUPOBAHUU
BHOJIaKCaHTHHOBOTO Iukia (pazputue uaed .M. CanoxxaukoBa) // ®U3MOIOTHS paCTEHUN.
2012. T. 59. Ne 3. C. 472-480.

Macnosa T.I'., Ilonosa H.A., Kopnwowenxo I'A., Koponresa O.A. Pa3Butnhe mnpeiacTaBICHUN O
(YHKIIMOHMPOBAHUU BHOJIAKCAHTHHOBOTO LWKJIA B (hoTocuHTE3e // PHU3HONOTHS PACTCHHIA.
1996. T. 43. Ne 3. C. 437-449.

Iacewnuuenko B.A. HoBbIi anbTepHATUBHBIN MyTh OMOCHHTE3a M3OIPEHOMJIOB y dyOaKkTepuil u
pactenuii // buoxumus. 1998. T. 63. Ne 2. C. 171-182.

Canoorcnuxos [ M. XuMudeckoe CTPOCHHE KapOTMHOUJOB M UX IHPEBPALICHHS] B PACTUTEIbHOU
kietke // Ycnexu coBpeM. Ouonorun. 1967. T. 64. Ne 2. C. 248-267.

Canoocnukos [[.U., Maesckas A.H., Kpacosckas-Anmponosea T.A., I[lpuaneayckavume JI.JIL,
Typuuna B.C. BnusHue ana’po61o3a Ha U3MEHEHHE COOTHOIICHUS OCHOBHBIX KAPOTUHOHIOB
3enenoro nucrta // buoxumus. 1959. T. 24. Ne 1. C. 39-41.

Cemenosa I'.A. YbTpacTpyKTypHasi OpraHu3aius riaska xjaaMmuaomMonaasl // Lutonorus. 1978. T.

20. Ne 6. C. 603-606.

Cemenosa I'A., Jlaovieun B.I'. YabTpacTpyKTypa IutacTu Tpex TumoB mytantoB Chlamydomonas
reinhardtii, peHOTHIIIUECKH JKENTHIX HA CBETY WU B TeMHOTe // [uTonorus. 1975. T. 17. Ne
9. C. 1003-1008.

Cunewexos O.A., I'osopynosa V.1, Jlumeun @.d. Poirb GOTOCHHTETUYECKOTO ammnapara U CTUTMBI
B ()OPMUPOBAHUU CIEKTPAIbHON YYBCTBUTEIHHOCTH (DOTOTAKCHUCA Y KTYTHUKOBOW 3€JICHOM
Bogopociu // buodmsuka. 1989. T. 34. Ne 2. C. 255-258.

Auxo A H., [Jeinosa O.B., I'onosxo T.K. [Ie3310KCH I TUTMEHTOB BHOJAKCAHTUHOBOTO ITUKIIA 1
TEIIOBAast JUCCHUIALIMSI CBETOBOM SHEPTUU Y TpeX O0peaibHbIX BUA0B BEUHO3EJIEHBIX XBOMHBIX
pactenuii / @usunonorus pacrenuii. 2011. T. 58. C. 140-143.

Al-Babili S., Hugueney P., Schledz M., Welsch R., Frohnmeyer H., Beyer P. Identification of a
novel gene coding for neoxanthin synthase from Solanum tuberosum // FEBS Lett. 2000. V.
485. Ne 2-3. P. 168-172.

Albrecht M., Linden H., Sandmann G. Biochemical characterization of purified (-carotene
desaturase from Anabaena PCC-7120 after expression in Escherichia coli // Eur. J. Biochem.
1996. V. 236. Ne 1. P. 115-120.

Amerongen H., Dekker J.P. Light-harvesting in photosystem Il // Light-Harvesting Antennas in
Photosynthesis. V. 13 / Eds Green B.R., Parson W.W. Dordrecht; Boston; London: Kluwer
Acad. Publ. 2003. P. 219-251.

Anderson J.M., Barrett J., 1986. Light-harvesting pigment-protein complexes of algae //
Encyclopedia of Plant Physiology. V. 19. Photosynthesis 111 / Eds Staehelin L.A., Arntzen
C.J. Berlin; Heidelberg; New York: Springer. P. 269-285.

Andersson P.O., Gillbro T., Asato A.E., Liu R.S.H. Dual singlet state emission in a series of mini-
carotenes // J. Luminescence. 1992. V. 51. P. 11-20.

Armstrong G.A. Eubacteria show their true colors: Genetics of carotenoid pigment biosynthesis
from microbes to plants // J. Bacteriol. 1994. V. 176. Ne 16. P. 4795-4802.

Armsrong G.A., Hearst J.E. Genetics and molecular biology of carotenoid pigment biosynthesis //
FASEB J. 1996. V. 10. Ne 2. P. 228-237.

Arsalane W., Rousseau B., Duval J.-C. Influence of the pool size of the xanthophyll cycle on the
effects of light stress in a diatom: competition between photoprotection and photoinhibition //
Potochem. Photobiol. 1994. V. 60. P. 237-243.

74



Bartley G.E., Scolnik P.4., Giuliano G. Molecular biology of carotenoid biosynthesis in plants //
Ann. Rev. Plant Physiol. Plant Mol. Biol. 1994. V. 45. Ne 2. P. 287-301.

Bassi R., Pineau B., Dainese P., Marquardt J. Carotenoid-binding proteins of photosystem Il // Eur.
J. Biochem. 1993. V. 212. P. 297-303.

Beckmann M., Hegemann P. In vitro identification of rhodopsin in the green alga Chlamydomonas
// Biochemistry. 1991. V. 30. P. 3692-3697.

Ben-Amotz A., Shaish A., Avron M. Mode of action of the massively accumulated B-carotene of
Dunaliella bardawil in protecting the alga against damage by excess irradiation // Plant
Physiology. 1989. V. 91. P. 1040-1043.

Beyer P., Mayer M., Kleining H. Molecular oxygen and the state of geometric isomerism of
intermediates are essential in the carotene desaturation and cyclization reactions in daffodil
chromoplasts // Eur. J. Biochem. 1989. V. 184. Ne 1. P. 141-150.

Bilger W., Fisahn J., Brumnet W., Kossmann J., Willmitzer L. Violaxanthin cycle pigment contents
in potato and tobacco plants with genetically reduced photosynthetic capacity // Plant Physiol.
1995. V. 108. Ne 9. P. 1479-1486.

Bishop N.I. Loss of keto-carotenoid biosynthetic capacity does not impair photosynthesis in
Scenedesmus obliquus // Photosynth. Res. 1992. V. 34. Ne 1. P. 187-192.

Bishop N.I., Bulga B., Senger H. Photosynthetic capacity and quantum requirement of three
secondary mutants of Scenedesmus obliquus with deletions in carotenoid biosynthesis // Bot.
Acta. 1998. V. 111. P. 231-235.

Bjornland T., Liaaen-Jensen S. Distribution patterns of carotenoids in relation to chromophyte
phylogeny and systematics // The Chromophyte Algae: Problems and Perspectives.
Systematics Association. Special V. 38 / Eds Green J.C., Leadbeater B.S.C., Diver W.L.
Oxford: Clarendon Press. 1989. P. 37-60.

Boscov J.S., Feinleib M.E. Phototactic response of Chlamydomonas to flashes of light. Il. Response
of individual Cells // Photochem. Photobiol. 1979. V. 30. P. 499-505.

Boudreau E., Otis C., Turmed M. Conserves gene clusters in the highly rearranged chloroplast
genomes of Chlamydomonas moewussi and Chlamydomonas reinhardtii // Plant Mol. Biol.
1994. V. 24. Ne 4. P. 585-602.

Bouvier F., D ’Harlingue A., Backhaus R.A., Kimagai M.N., Camara B. ldentification of neoxanthin
synthase as a carotenoid cyclase paralog // Eur. J. Biochem. 2000. V. 267. Ne 3. P. 6346—
6352.

Bouvier F., D’Harlingue A., Hugueney P., Marin E., Marion-Poll A., Camara B. Xanthophyll
biosynthesis. Cloning, expression, functional reconstitution, and regulation of b-cyclohexenyl
carotenoid epoxidase from pepper (Capsicum annuum) // Proc. Natl. Acad. Sci. USA. 1996.
V. 271. Ne 46. P. 28861-28867.

Bouvier F., Keller Y., D’Harlingue A., Camara B. Xanthophyll biosynthesis: molecular and
functional characterization of carotenoid hydroxylases from pepper fruits (Capsicum annuum
L.) // Biochim. Biophys. Acta. 1998. V. 1391. P. 320-328.

Britton G. Carotenoids UV/Visible spectroscopy // Spectroscopy / Eds Britton G., Liaaen-Jensen S.,
Pfander H. Basel: Birkhauser, 1995a. V. 1B. P. 13-62.

Britton G. Structure and properties of carotenoids in relation to function // FASEB J. 1995b. V. 9.
Ne 15. P. 1551-1558.

Britton G. Overview of carotenoid biosynthesis // Carotenoids: Biosynthesis and Metabolism / Eds
Britton G., Liaaen-Jensen S., Pfander H. Basel; Boston; Berlin: Birkhauser Verlag, 1998. V.
3. P. 13-147.

Britton G., Powls R., Schulze M. The effect of illumination on the pigment composition of the (-
carotenic mutant PG-1 of Scenedesmus obliquus // Arch. Microbiol. 1977. V. 113. Ne 3. P.
275-280, 281-284.

Bugos R.C., Hieber A.D., Yamamoto H.Y. Xanthophyll cycle enzymes are members of lipocalin
family, the first identified from plants // J. Biol. Chem. 1998. V. 273. Ne 25. P. 15321-15324.

75



Bungard R.A., Ruban A.V., Hibberd J.M., Press M.C., Horton P., Scholes J.D. Unusual carotenoid
composition and a new type of xanthophyll cycle in plants // Proc. Natl. Acad. Sci. USA.
1999. V. 96. Ne 3. P. 1135-1139.

Caffarri S., Croce R., Breton J., Bassi R. The major antenna complex of photosystem Il has a
xanthophyll binding site not involved in light-harvesting // J. Biol. Chem. 2001. V. 276. Ne
38. P. 35924-35933.

Camara B. Plant phytoene syntase complex: component enzymes, immunology, and biogenesis //
Methods Enzymol. 1993. V. 214. Ne 3. P. 252-365.

Candau R., Bejarano E.R., Cerada-Olmedo E. In vivo channeling of substrates in an enzyme
aggregate for beta-carotene biosynthesis // Proc. Natl. Acad. Sci. USA. 1991. V. 88. Ne 10. P.
4936-4940.

Christensen T. The Chromophyta, past and present // The Chromophyte Algae: Problems and
Perspectives. Systematics Association. Special V. 38 / Eds Green J.C., Leadbeater B.S.C.,
Diver W.L. Oxford: Clarendon Press. 1989. P. 1-12.

Chynwat V., Frank H.A. The application of the energy gap law to the S; energies and dynamics of
carotenoids // Chem. Phys. 1995. V. 194. P. 237-244.

Ciuliano G. Regulation of a carotenoid biosynthesis gene promoter during plant development //
Plant J. 1996. V. 9. Ne 4. P. 505-512.

Claes H. Biosynthese von Carotenoiden bei Chlorella. 111. Untersuchungen uber die lichtabhangige
Sinthese von o- und B-Carotin und Xanthophyllen bei der Chlorella-Mutanten 5/520 // Z.
Naturforsch. 1957. B. 12B. S. 401-407.

Corona V., Aracri B., Kosturkova G., Bartley G.E., Pitto L., Gerogetti L., Scolnik P.A., Ciuliano G.
Regulation of a carotenoid biosynthesis gene promoter during plant development // Plant J.
1996. V. 9. Ne 4. P. 505-512.

Croce R., Remelli R., Varotto C., Breton J., Bassi R. The neoxanthin binding site of the major light-
harvesting complex (LHC-I1I) from higher plants // FEBS Lett. 1999a. V. 456. P. 1-6.

Croce R., Weiss S., Bassi R., Carotenoid-binding sites of the major light-harvesting complex Il of
higher plants // J. Biol. Chem. 1999b. V. 247. Ne 42. P. 29613-29623.

Cunningham F.X. Jr., Chamovitz J.D., Misawa N., Gantt E., Hirschberg J. Cloning and functional
expression in Escherichia coli of a cyanobacterial gene for lycopene cyclase, the enzyme that
catalyzes the biosynthesis of B-carotene // FEBS Lett. 1993. V. 328. Ne 1. P. 130-138.

Cunningham F.X. Jr., Gantt E. Genes and enzyme of carotenoid biosynthesis in plants // Ann. Rev.
Plant Physiol. Plant Mol. Biol. 1998. V. 49. Ne 4. P. 557-583.

Cunningham F.X. Jr., Gantt E. One ring or two? Determination of ring number in carotenoids by
lycopene e-cyclases // Proc. Natl. Acad. Sci. USA. 2001. V. 98. Ne 5. P. 2905-2910.

Cunningham F.X. Jr., Pogson B., Sun Z., McDonald K.A., DellaPenna D., Gantt E. Functional
analysis of the - and e-lycopene cyclase enzymes of Arabidopsis reveals a mechanism for
control of cyclic carotenoid formation // Plant Cell. 1996. V. 8. Ne 6. P. 1613-1626.

Czygan F.-C. Primare und secundare Carotenoide in chlorokokkalen Algen // Arch. Hydrobiol.
Suppl. 1982. B. 60. Ne 4. S. 470-488.

Davies B.H. Carotenoids: aspects of biosynthesis and enzymology // Ber. Deutsch. Bot. Ges. 1975.
B. 8. Ne 1. S. 7-25.

Davies B.H., Ress A.F. 7,8,11,12-Tetrahydro-y-carotene: a novel carotene from Phycomyces
blakesleanus // Phytochemistry. 1973. V. 13. Ne 2. P. 209-2109.

Davies B.H., Taylor R.F. Carotenoid biosynthesis — the early steps // Pure Appl. Chem. 1976. V. 47.
Ne 2. P.211-221.

Demmig B., Winter K., Kruger A., Czygan F.C. Photoinhibition and zeaxanthin formation in intact
leaves. A possible role of the xanthophyll cycle in the dissipation of excess light energy //
Plant Physiol. 1987. V. 84. P. 218-224.

Demmig-Adams B. Carotenoids and photoprotection in plants: a role for the xanthophyll zeaxanthin
// Biochim. Biophys. Acta. 1990. V. 1020. P. 1-24.

76



Demmig-Adams B., Adams W.W. I1Il. Chlorophyll and carotenoid composition in leaves of
Euonymus kiautschovicus acclimated to different degrees of light stress in the field // Austr. J.
Plant Physiol. 1996. V. 22. P. 249-260.

Demmig-Adams B., Gilmore A.M., Adams W.W. I11. In vivo function of carotenoids in higher plants
// FASEB J. 1996. V. 10. Ne4. P. 403-412.

Derguini F., Mazur P., Nakanishi K., Starace D.M., Saranak J., Foster K.W. All-trans-retinal is the
chromophore bound to the photoreceptor of the alga Chlamydomonas reinhardtii //
Photoehem Photobiol. 1991. V. 54. P. 1017-1021.

Dieckmann C.L. Eyespot placement and assembly in the green alga Chlamydomonas // BioEssays.
2003. V. 25. P. 410-416.

Dogbo O., Camara B. Purification of isopentenyl perophosphate isomerase and geranylgeranyl
pyrophosphate synthase from Capsicum chromoplasts by affinity chromatography // Biochim.
Biophys Acta. 1987. V. 920. Ne 1. P.140-148.

Douce R., Joyard J. Structure and function of plastide envelope // Advances in Botanical Research.
/ Ed. Woolhouse H.W. London: Acad. Press. 1979. V. 7. P. 1-116.

Edge R., Truscott T.G. Carotenoid radicals and the interaction of carotenoids with active oxygen
species // Photochemistry of Carotenoids / Eds Frank H.A., Young A.J., Britton G., Cogdell
R.J. Dordrecht: Kluwer Acad. Publ. 1999. P. 223-234.

Eichenberger W., Boschetti A., Michel H.P. Lipid and pigment composition of a chlorophyll-b-
deficient mutant pg-113 of Chlamydomonas reinhardtii // Plant Physiol. 1986. V. 66. Ne 4. P.
589-594.

Eijckelhoff C., Dekker J.-P. Determination of the pigment stoichiometry of the photochemical
reaction center of photosystem Il // Biochim. Biophys. Acta. 1995. V. 1231. Ne 1. P. 21-28.

Emenhiser C., Englert G., Sander L.C., Ludwig B., Schwartz S.J. Isolation and structural elucidation
of the prodominant geometrical isomers of a-carotene // J. Chromatogr. 1996. V. 719. Ne 3. P.
333-343.

Engelman R., Jortner J. The energy gap law for radiationless transitions in large molecules // Mol.
Phys. 1970. V. 18. P. 145-164.

Eskling M., Arvidsson P.-O., Akerlund H.-E. The xanthophyll cycle, its regulation and components
[/ Physiol. Plantarum. 1997. V. 100. P. 806-816.

Falkowski P.G., Chen Y.-B. Photoacclimation of light harvesting systems in eucaryotic algae //
Light-Harvesting Antennas in Photosynthesis. / Eds Green B.R., Parson W.W. Dordrecht;
Boston; London: Kluwer Acad. Publ. 2003. V. 13. P. 423-447.

Foster K.W., Smyth R.D. Light antennas in phototactic Algae // Microbiol. Rev. 1980. V. 44. P.
572-630.

Foster K.W., Saranak J., Patel N., Zarilli G., Okabe M., Kline T., Nakanishi K. A rhodopsin is the
functional photoreceptor for phototaxis in the unicellular eukaryote Chlamydomonas //
Nature. 1984. V. 311. P. 756-759.

Francis G.W., Knutsen G., Lien T. Loroxanthin from Chlamydomonas reinhardtii // Acta Chem.
Scan. 1973. V. 27. Ne 6. P. 3601-3608.

Francis G.W., Strand L., Lien T., Knutsen G. Variations in the carotenoid content of
Chlamydomonas reinhardtii throughout the cell cycle / Arch. Microbiol. 1975. V. 104. Ne 3.
P. 249-254.

Frank H.A., Bautista J.A., Yosue J.S., Young A.J. Mechanism nonphotochemical quenching in green
plants: Energies of the lowest excited singlet states of Violaxanthin and Zeaxanthin //
Biochemistry. 2000. V. 39. P. 2831-2837.

Frank H.A., Chynwat V., Desamero R.Z.B., Farhoosh R., Erickson J., Bautista J. The lifetime and
energies of the first excited singlet states of diadinoxanthin and diatoxanthin: The role of
these molecules in excess energy dissipation in algae // Biochim. Biophys. Acta. 1996. V.
1277. P. 243-252.

77



Frank H.A.,, Chynwat V., Desamero R.Z.B., Farhoosh R., Erickson J., Bautista J. On the
photophysics and photochemical properties of carotenoids and their role as light-harvesting
pigments in photosynthesis // Pure Appl. Chem. 1997. V. 69. P. 2117-2124.

Frank H.A., Cogdell R.J. Carotenoids in photosynthesis // Photochem. Photobiol. 1996. V. 63. Ne 3.
P. 257-264.

Frank H.A., Cua A., Chynwat V., Young A.J., Goztola D., Wasielewski M.R. Photosynthesis of the
carotenoids associated with the xanthophyll cycle in photosynthesis // Photosynth. Res. 1994.
V. 41. P. 389-395.

Fromme P., Schlodder E., Jansson S. Structure and function of the antenna system in photosystem |
/I Light-Harvesting Antennas in Photosynthesis. / Eds Green B.R., Parson W.W. Dordrecht;
Boston; London: Kluwer Acad. Publ. 2003. V. 13. P. 253-279.

Gal A., Zer H., Ohad I. Redox-controlled thylakoid protein phosphorylation. News and views //
Physiol. Plantarum. 1997. V. 100. P. 869-885.

Garcia-Plazaola J.1., Artetxe U., Duflabeitia M.K., Becerril J.M. Role of photoprotective systems
of holmoak (Quercus ilex) in the adaptation to winter conditions // J. Plant Physiol. 1999. V.
155. P. 625-630.

Garcia-Plazaola J.1., Errasti E., Hernandez A4., Becerril J.M. Occurrence and operation of the lutein
epoxide cycle in Quercus species // Functional Plant Biol. 2002. V. 29. P. 1075-1080.

Garcia-Plazaola J.1., Hernandez A., Errasti E., Becerril J.M. Occurrences and operation of the
lutein epoxide cycle in Quercus species // Funct. Plant Biol. 2002. V. 29. P. 1075-1080.

Garcia-Plazaola J.1., Hernandez 4., Olano J.M., Becerril J.M. The operation of the lutein epoxide
cycle correlates with energy dissipation // Functional Plant Biol. 2003. V. 30. P. 319-324.

Garcia-Plazaola J.1., Hormaetxe K., Hernandez A., Olano J.M., Becerril J.M. The lutein epoxide
cycle in vegetative buds of woody plants // Functional Plant Biol. 2004. V. 31. P. 815-823.

Gilmore A.M. Mechanistic aspects of xanthophyll cycle dependent photoprotection in higher plant
chloroplast and leaves // Physiol. Plantarum. 1997. V. 99. Ne 2. P. 197-200.

Gilmore A.M., Govindjee. How higher plants respond to excess light: energy dissipation in
photosystem 11 // Concepts in Photobiology: Photosynthesis and Photomorphogenesis / Eds
Singhal G.S., Renger G., Sopory S.K., Irrgang K.-D., Govindjee. New Delhi: Narosa. 1999. P.
513-548.

Gilmore A.M., Hazlett T.L., Govindjee. Xanthophyll cycle dependent quenching of photosystem Il
chlorophyll a fluorescence: Formation of a quenching complex with a short lifetime // Proc.
Natl. Acad. Sci. USA. 1995. V. 92. P. 2273-2277.

Gilmore A.M., Shinkarev V.P., Hazlett T.L., Govindjee. Quantitative analysis of the effects of
intrathylakoid pH and xanthophyll cycle pigments on chlorophyll a fluorescence lifetime
distributions and intensity in thylakoids // Biochemistry. 1998. V. 37. Ne 39. P. 13582-13593.

Gilmore A.M., Yamamoto H.Y. Linear models relating xanthophylls and lumen acidity to non-
photochemical fluorescence quenching. Evidence that antheraxanthin explains zeaxanthin-
independent quenching // Photosynth. Res. 1993. V. 35. P. 67-78.

Goericke R., Welschmeyer N.A. Pigment turnover in the marine diatom Thalassiosira weissflogii. II.
The **CO,-labeling kinetics of carotenoids // J. Phycol. 1992. V. 28. P. 507-517.

Goodwin T.W. Carotenoid biosynthesis // Carotenoids / Ed. Isler O. Basel: Birkhauser, 1971. P.

577-636.

Goodwin T.W. Biosynthesis of carotenoids: an overview / Methods Enzymol. 1993. V. 214. Ne 2.
P. 330-340.

Goodwin T.W. Plant carotenoid research 1945-1985 // J. Plant Physiol. 1994. V. 143. Ne 3. P. 440-
443.

Goodwin T.W., Williams R.J.H. A mechanism for the cyclization of an acyclic precursor to form -
carotene // Biochem. J. 1965. V. 94. Ne 1. P. 5c—7c.

Goodwin T.W., Williams R.J.H. A mechanism for the biosynthesis of a-carotene // Biochem. J.
1965. V. 97. Ne 1. P. 28¢c-32c.

78



Goss R. Substrate specificity of the violaxanthin de-epoxidase of the primitive green alga
Mantoniella squamata (Prasinophyceae) // Planta. 2003. V. 217. P. 801-812.

Goss R., Bohme K., Wilhelm C. The xanthophyll cycle of Mantoniella squamata converts
violaxanthin into antheraxanthin but not to zeaxanthin: consequences for the mechanism of
enhanced non-photochemical energy-dissipation // Planta. 1998. V. 205. P. 613-621.

Goss R., Richter M., Wild A. Pigment composition of PSII pigment protein complexes purified by
anion exchange chromatography: identification of xanthophyll cycle pigment binding proteins
/1 J. Plant Physiol. 1997. V. 151. P. 115-119.

Gounaris K., Chapman D.J., Booth P.J., Crystall B., Giorgi L.B., Klug D.R., Porter G., Barber J.
Comparison of the DI/D2/cytochrome b559 reaction center complex of photosystem Il
isolated by two different methods // FEBS Lett. 1990. V. 265. Ne 1-2. P. 88-92.

Green B.R., Anderson J.M., Parson W.W. Photosynthetic membranes and their light-harvesting
antennas // Light-Harvesting Antennas in Photosynthesis / Eds. Green B.R., Parson W.W.
Dordrecht-Boston—London: Kluwer Acad. Publ. 2003. V. 13. P. 1-28.

Grotz B., Molnr P., Stransky H., Hager A. Substrate specificity and functional aspects of
violaxanthin-de-epoxidase, an enzyme of the xanthophyll cycle // J. Plant Physiol. 1999. V.
154. P. 437-446.

Grumbach K.H. Distribution of chlorophylls, carotenoids and quinones in chloroplasts of higher
plant // Z. Naturforsch. 1983. B. 38C. Ne 6. S. 996-1002.

Grung M., Kreimer G., Calenberg M., Melkonian M., Liaaen-Jensen S. Carrotenoids in the eyespot
apparatus of the flagellate green alga Spermatozopsis similes: Adaptation to the retinal-based
photoreceptor // Planta. 1994. V. 193. P. 38-43.

Gruszecki W.J., Grudzinski W., Banaszek-Glos A., Matula M., Kerner P., Krupa Z., Sielewiesiuk J.
Xanthophyll pigments in light-harvesting complex Il in monomolecular layers: localisation,
energy transfer and orientation // Biochim. Biophys. Acta. 1999. V. 1412. Ne 2. P. 173-183.

Gust D. Molecular wires and girders // Nature. 1994. V. 372. Ne 6502. P. 133-134.

Hager A. Chloroplasten-Farbstoffe, ihre papierchromatographische Trennung und ihre
Veranderungen durch Auenfaktoren // Z. Naturforsch. 1955. B. 10B. S. 310-312.

Hager A. Uber den Einfliif klimatischer Faktoren auf den Blattfarbstoffgehalt Hoherer Pflanzen //
Planta. 1957. B. 49. S. 524-560.

Hager A. Die Zusammenhinge zwischen lichtinduzierten Xanthophyll-Umwandlungen und Hill-
Reaktion // Ber. Deutsch. Bot. Ges. 1966. B. 79. S. 94-107.

Hager A. Untersuchungen iiber die Ruckreaktionen im Xanthophyll-Cyclus bei Chlorella, Spinacia
und Taxus // Planta. 1967. B. 76. S. 138-148.

Hager A. Lichtbedingte pH-Emiedrigung in einem Chloroplasten-Kompartiment als Ursache der
enzymatischen Violaxanthin-Zeaxanthin-Umwandlung; Beziehungen zur
Photophosphorylierung // Planta. 1969. B. 89. S. 224-243.

Hager A. Die reversiblen, lichtabhangigen Xanthophyllumwandlungen im Chloroplasten // Ber.
Deutsch. Bot. Ges. 1975. B. 88. S. 27-44.

Hager A. The reversible, light-induced conversions of xanthophylls in the chloroplast // Pigments in
plants / Ed. Czygan F.-C. Stuttgart: Fischer. 1980. P. 57-79.

Hager A., Holocher K. Localization of the xanthophyll cycle enzyme violaxanthin deepoxidasa
within the thylakoid lumen and abolition of its mobility by a (light-dependent) pH decrease //
Planta. 1994. V. 192. Ne 4. P. 581-589.

Hager A., Meyer-Bertenrath T. Die isolierung und quantitative Bestimmung der Carotinoide Und
Chlorophylle von Beatten, Algen and isolierten Chloroplasten mit Hilfe
dunnschichtchromatographischer Methoden // Planta. 1966. V. 69. Ne 3. P. 198-217.

Hager A., Meyer-Bertenrath T. Untersuchungen uber die Ruckreaktionen im Xanthophyll-Cyclus
bei Chlorella, Spinacia und Taxus // Planta. 1967. V. 76. Ne 2. P. 149-168.

Hartel H., Lokstein H., Grimm B., Bank B. Kinetic studies on the xanthophyll cycle in barley leaves.
Influence of antenna size and relations to nonphotochemical chlorophyll fluorescence
quenching // Plant Physiol. 1996. V. 110. Ne 2. P. 471-182.

79



Harz H., Hegemann P. Rhodopsin-regulated calcium currents in Chlamydomonas // Nature. 1991.
V. 351. P. 489-491.

Hashimoto A., Koyama Y. The 2'Ag state of a carotenoid bound to spinach chloroplast as revealed
by picosecond transient Raman spectroscopy // Biochim. Biophys. Acta. 1990. V. 1017. Ne 2.
P. 181-186.

Havaux M., Gruszecki W.I. Indications of a regulatory effect of zeaxanthin on thylakoid membrane
fluidity // Photochem. Photobiol. 1993. V. 58. Ne 4. P. 607-614.

Havaux M., Niyogi K.K. The violaxanthin cycle protects plants from photooxidative damage by
more than one mechanism // Proc. Natl. Acad. Sci. USA. 1999. V. 96. P. 8762-8767.

Hegemann P., Gfirtner W., Uhl R. All-trans retinal constitutes the functional chromophore in
Chlamydomonas rhodopsin // Biophys. J. 1991. V. 60. P. 1477-1489.

Hegemann P., Hegemann U., Foster K.W. Reversible bleaching of Chlamydomonas reinhardtii
rhodopsin in vivo // Photochem. Photobiol. 1988. V. 48. P. 123-128.

Heinze I, Pfiindel E., Hiihn M., Dau H. Assembly of light harvesting complex Il (LHC-I1I) in the
absence of lutein. A study on the a-carotenoid-free mutant c-2A'-34 of the green alga
Scenedesmus obliquus // Biochim. Biophys. Acta. 1997. V. 1320. P. 188-194.

Hieber A.D., Bugos R.C., Yamamoto H.Y. Plant lipocalins: violaxanthin de-epoxidase and
zeaxanthin epoxidase // Biochim. Biophys. Acta. 2000. V. 1482. Ne 1-2. P. 84-91.

Hirschberg J. Molecular biology of carotenoid biosynthesis // Carotenoids: Biosynthesis and
Metabolism / Eds Britton G., Liaaen-Jensen S., Pfander H. Basel; Boston; Berlin: Birkhauser-
Verlag, 1998. V. 3. P. 149-194.

Hobe S., Niemeier H., Bender A., Paulsen P. Carotenoid binding sites in LHC-11b. Relative affinites
towards major xanthophylls of higher plants // Eur. J. Biochem. 2000. V. 267. P. 616—624.

Horton P., Ruban A.V. The role of LHC-II in energy quenching // Photoinhibition of photosynthesis
— From Molecular Mechanisms to the Field / Eds Backer N.R., Bowyer J.R. Oxford: Bios
Scientific Publ. 1994. P. 111-128.

Horton P., Ruban A.V., Rees D., Pascal A.A., Noctor G., Young A.J. Control on the light-harvesting
function of chloroplast membranes by aggregation of the LHC-II chlorophyll-protein complex
/l FEBS Lett. 1991. V. 292. P. 1-4.

Horton P., Ruban A.V., Walters R.G. Regulation of light harvesting in green plants // Annu. Rev.
Plant Physiol. Plant Mol. Biol. 1996. V. 47. P. 65-84.

Horton P., Ruban A.V., Young A.J. Regulation of the structure and function of the light harvesting
complexes of photosystem Il by the xanthophyll cycle // Photochemistry of Carotenoids / Eds
Frank H.A., Young A.J., Britton G., Cogdell R.J. Dordrecht; Boston; London: Kluwer Acad.
Publ. 1999. P. 271-291.

Hundle B.S., Brien D.A.O., Beyer P., Kleinig H., Hearst J.J. In vivo expression and activity of
lycopene cyclase and p-carotene hydroxylase from Erwinia herbicola // FEBS Lett. 1993. V.
315. Ne 2. P. 329-334.

Inwood W., Yoshihara C., Zalpuri R., Kim K.-S., Kustu S. The ultrastructure of a Chlamydomonas
reinhardtii mutant strain lacking phytoene synthase resembles that of a colorless alga //
Molecular Plant. 2008. V. 1. Ne 6. P. 925-937.

Jahns P. The xanthophyll cycle in intermittent light-grown pea plants. Possible functions of
chlorophyll-a/b-binding proteins // Plant Physiol. 1995. V. 108. Ne 1. P. 149-156.

Joyard J., Teyssier E., Miege C., Berny-Seigneurin D., Marechal E., Block M.A., Dorne A.-J.,
Rolland N., Ajlani G., Douce R. The biochemical machinery of plastid envelope membranes //
Plant Physiol. 1998. V. 118. Ne 3. P. 715-723.

Klaui H. Industrial and commercial uses of carotenoids // IUPAC Carotenoids: Chemistry and
Biochemistry / Eds Britton G., Goodwin T.W. Oxford: Pergamon Press, 1982. P. 309-317.

Kleinig H., Britton G. Carotenoid biosynthesis in higher plants // Physiol. Veg. 1982. V. 20. Ne 6. P.
735-755.

80



Kobayashi M., Kakizano T., Nagai S. Astaxanthin production by a green alga Haematococcus
pluvialis accompanied with morphological changes in acetate media // J. Ferment. Bioeng.
1991. V. 71. P. 335-3309.

Konermann L., Yruela 1., Holzwarth A.R. Pigment assignment in the absorption spectrum of the
photosystem Il reaction center by site-selection fluorescence spectroscopy // Biochemistry.
1997. V. 36. Ne 24. P. 7498-7502.

Krause G.H., Jahns P. Pulse amplitude modulated chlorophyll fluorometry and its application in
plant science // Light-Harvesting Antennas in Photosynthesis. / Eds Green B.R., Parson W.W.
Dordrecht; Boston; London: Kluwer Acad. Publ. 2003. V. 13. P. 373-399.

Kreimer G., Brohsonn U., Melkonian M. Isolation and partial characterization of the photoreceptive
organelle for phototaxis of a flagellate green alga // Eur. J. Cell Biol. 1991. V. 55. P. 318-327.

Kreimer G., Melkonian M. Reflection confocal laser scanning microscopy of eyespots in flagellated
green algae // Eur. J. Cell Biol. 1990. V. 53 P. 101-111.

Kreimer G., Overlander C., Sineschekov O.A., Stolzis H., Nultsch W., Melkonian M. Functional
analysis of the eyespot in Chlamydomonas reinhardtii mutant ey 627, mt(-) // Planta. 1992.
V.188. Ne 4. P. 513-521.

Krinsky N.l., Levine R.P. Carotenoids of wild type and mutant strain of the green alga
Chlamydomonas reinhardtii // Plant Physiol. 1964. V. 39. Ne 4. P. 680-687.

Kiihlbrandt W., Wang D.N. Three-dimensional structure of plant light-harvesting complex
determined by electron crystallography // Nature. 1991. V. 350. Ne 6314. P. 130-134.

Kiihlbrandt W., Wang D.N., Fujiyoshi Y. Atomic model of plant light-harvesting complex by
electron crystallography // Nature. 1994. V. 367. Ne 6464. P. 614-621.

Kull D., Pfander H. Appendix: List of new carotenoids // Carotenoids: Isolation and Analysis // Eds
Britton G., Liaaen-Jensen S., Pfander H. Basel: Birkhauser. 1995. V. 1A. P. 295-317.

Kushwaha S.C., Suzue G., Subbarayan C., Porter J.W. The conversion of phytoene **C to acyclic,
monocyclic and dicyclic carotenoids and the conversion of lycopene-15,15-*H to mono- and
dicyclic carotenes by soluble enzyme systems obtained from plastides of tomato fruits // J.
Biol. Chem. 1970. V. 245. Ne 18. P. 4708-4717.

Latowski D., Burda K., Strzalka K. A mathematical model describing kinetics of conversion of
violaxanthin to zeaxanthin via intermediate antheraxanthin by the xanthophyll cycle enzyme
violaxanthin de-epoxidase // J. Theor. Biol. 2000. V. 206. Ne 4. P. 507-514.

Lavaud J., Rousseau B., Etienne A.L. Enrichment of the light-harvesting complex in diadinoxanthin
and implications for the nonphotochemical fluorescence quenching in Diatoms //
Biochemistry. 2003. V. 42. Ne 19. P. 5802-5808.

Lavaud J., Rousseau B., Gorkom H.J., van, Etienne A.L. Influence of the diadinoxanthin pool size
on photoprotection in the marine planktonic diatom Phaeodactylum tricornutum // Plant
Physiol. 2002. V. 129. P. 1398-1406.

Lawson M.A., Satir P. Characterization of the eyespot regions of «Blind» Chlamydomonas mutants
after restoration of photophobic responses // J. Eukaryotic Microbiology. 1995. V. 41. Ne 6. P.
593-601.

Lee A.L.-C., Thornber J.P. Analysis of the pigment stoichiometry of pigment-protein complexes
from barley (Hordeum vulgare) // Plant Physiol. 1995. V. 107. P. 565-574.

Liaaen-Jensen S. Carotenoids in chemosystematics // Carotenoids: Biosynthesis and Metabolism /
Eds Britton G., Liaaen-Jensen S., Pfander H., Basel; Boston; Berlin: Birkhauser Verlag. 1998.
V. 3. P.217-247.

Lichtenthaler H.K. The stress concept in plants: an introduction // Ann. N.-Y. Acad. Sci. 1998. V.
851. P. 187-198.

Lichtenthaler H.K., Schwender J., Disch A., Rohmer M. Biosinthesis of isoprenoid in higher plant
chloroplasts proceeds via a nevalonate-independent pathway // FEBS Lett. 1997. V. 400. Ne 3.
P. 271-274.

81



Linden H., Misawa N., Saito T., Sandmann G. A novel carotenoid biosynthesis gene coding for ¢-
carotene desaturase: functional expression, sequence and phylogenetic origin // Plant Mol.
Biol. 1994. V. 24. Ne 3. P. 369-379.

Lohr M., Wilhelm C. Pigment synthesis and xanthophyll cycle in diatoms under high light stress and
during low recovery // Photosynthesis: Mechanisms and Effects / Ed. Garab G. Dordrecht:
Kluwer Acad. Publ. 1998. P. 2313-2316.

Lohr M., Wilhelm C. Algae displaying the diadinoxanthin cycle also possess the violaxanthin cycle
// Proc. Natl. Acad. Sci. USA. 1999. V. 96. Ne 15. P. 8784-8789.

Lohr M., Wilhelm C. Xanthophyll synthesis in diatoms: quantification of putative intermediates and
comparison of pigment conversion Kinetics with rate constants derived from a model // Planta.
2001. V. 212. P. 382-391.

Lotan T., Hirschberg J. Cloning and expression in Escherichia coli of the gene encoding beta-C-4-
oxygenase, that converts beta-carotene to the ketocarotenoid canthaxanthin in Haematococcus
pluvialis // FEBS Lett. 1995. V. 364. Ne 2. P. 125-128.

Macko S., Wehner A., Jahns P. Comparison of violaxanthin de-epoxidation from the stroma and
lumen sides of isolated thylakoid membranes from Arabidopsis: implications for the
mechanism of de-epoxidation // Planta. 2002. V. 216. Ne2. P. 309-314.

Macpherson A.N., Hiller R.G. Light-harvesting systems in chlorophyll c-containing algae // Light-
Harvesting Antennas in Photosynthesis. / Eds Green B.R., Parson W.W. Dordrecht; Boston;
London: Kluwer Acad. Publ. 2003. V. 13. P. 323-352.

Marin E., Nussaume L., Quesada A., Gonneau M., Sotta B., Hugueney P., Frey A., Marion-Poll A.
Molecular identification of zeaxanthin epoxidase of Nicotiana plumbaginifolia, a gene
involved in abscisic acid biosynthesis and corresponding to the ABA locus of Arabidopsis
thaliana // EMBO J. 1996. V. 15. P. 2331-2342.

Maroti J., Pataky S. The dependence of light-induced violaxanthin transformation on the ratio of
stroma lamellae // Acta Biol. Szeged. 1983. V. 29. Ne 1-4. P. 201.

Matsubara S., Gilmore A.M., Ball M.C., Anderson J.M., Osmond C.B. Sustained down-regulation of
photosystem |1 in mistletoes during winter depression of photosynthesis // Functional Plant
Biol. 2002. V. 29. P. 1157-1169.

Matsubara S., Gilmore A4.M., Osmond C.B. Diurnal and acclimatory responses of violaxanthin and
lutein epoxide in the Australian mistletoe Amyema miquelii // Austr. J. Plant Physiol. 2001. V.
28. P. 793-800.

Matsubara S., Naumann M., Martin R., Nichol C., Rascher U., Morosinotto T., Bassi R., Osmond B.
Slowly reversible de-epoxidation of lutein-epoxide in deep shade leaves of a tropical tree
legume may “lock-in” lutein-based photoprotection during acclimation to strong light // J.
Exp. Bot. 2005. V. 56. Ne. 411. P. 461-468.

Matsubara S., Morosinotto 7., Bassi R., Christian A.-L., Fischer-Schliebs E., Liittge U., Orthen B.,
Franco 4.C., Scarano F.R., Forster B., Pogson D.J., Osmond C.B. Occurrence of the lutein-
epoxide cycle in mistletoes of the Loranthaceae and Viscaceae // Planta. 2003. V. 217. P.
868-879.

Melkonian M., Robenek H. The eyespot apparatus of flagellated green algae: a critical review //
Prog. Phycol. Res. 1984. V. 3. P. 193-268.

Melkonian M., Robenek H. Eyespot membranes of Chlamydomonas reinhardtii: a freeze-fracture
study // J. Ultrastruct. Res. 1980. V. 72. P. 90-102.

Milborrow B.V. Stereochemical aspects of carotenoid biosynthesis // Carotenoid Chemistry and
Biochemistry / Eds Britton G., Goodwin T.W. Oxford: Pergamon Press. 1982. P. 279-295.

Miller N.J., Sampson J., Candlias L.P., Bramley P.M., Rice- Evans C.A. Antioxidant activities of
carotenes and xanthophylls // FEBS Lett. 1996. V. 384. Ne 3. P. 240-242.

Mimuro M., Magashima U., Takaichi S., Nasimura Y., Yamazaki I., Katoh T. Molecular structure
and optical properties of carotenoids for the in vivo energy transfer function in the algal
photosynthetic pigment system // Biochim. Biophys. Acta. 1992. V. 108. Ne 2. P. 271-274.

82



Mimuro M., Tomo T., Nishimura Y., Yamazaki I., Satoh K. Identification of a photochemically
inactive pheophytin molecule in the spinach DI-D2-Cyt.b559 complex // Biochim. Biophys.
Acta. 1995. V. 1232. Ne 1/2. P. 81-88.

Misawa N., Nakagawa M., Kobayashi K., Yamamoto S., Isawa Y., Nakamura K., Harashima K.
Elucidation of the Erwinia uredovora carotenoid biosynthetic pathway by functional analysis
of gene products expressed in Escherichia coli // J. Bacteriol. 1990. V. 172. Ne 3. P. 6704—
6712.

Montane M.-H., Tardy F., Kloppstech K., Havaux M. Differential control of xanthophylls and light-
induced stress proteins as opposed to LH-chlorophyll-a/b-protein during photosynthesis
acclimation of barley leaves to light irradiance // Plant Physiol. 1998. V. 118. Ne 1. P. 227
235.

Morel-Laurens N.M.L., Bird D.J. Effects of cell division on the stigma of wild-type and an
“eyeless” mutant of Chlamydomonas // J. Ultrastruc. Res. 1995. V. 87. P. 46-61.

Morel-Laurens N.M.L., Feinleib M.E. Photomovement in an “eyeless” mutant of Chlamydomonas //
Photochem. Photobiol. 1983. V. 37. P. 189-194.

Morosinotto T., Caffarri S., Dall Osto L., Bassi R. Mechanistic aspects of the xanthophyll dynamics
in higher plant leaves // Physiol. Plant. 2003. V. 119. P. 347-354.

Miiller J.-L., Li X.-P., Niyogi K.K. Non-photochemical quenching. A response to excess light
energy // Plant Physiol. 2001.V. 125. P. 1558-1566.

Nanba O., Satoh K. Isolation of a PS-II reaction center consisting of D1 and D2 polypeptides and
cytochrome b559 // Proc. Natl. Acad. Sci. USA. 1987. V. 84. P. 109-112.

Nitsche H. Die Identitat von Loroxanthin mit Pirenoxanthin, Trollein und Trihidroxy-a-carotin //
Arch. Microbiol. 1974. V. 95. Ne 1. P. 79-90.

Niyogi K.K. Photoprotection revisited: genetic and molecular approaches // Annu. Rev. Plant
Physiol. Plant Mol. Biol. 1999. V. 50. P. 333-359.

Niyogi K.K., Bjorkman O., Grossman A.R. Chlamydomonas xanthophyll cycle mutants identified by
video imaging of chlorophyll fluorescence quenching // Plant Cell. 1997. V. 9. P. 1369-1380.

Niyogi K.K., Bjorkman O., Grossman A.R. The role of specific xanthophylls in photoprotection
(lor-1) //Proc. Natl. Acad. Sci. USA. 1997. V. 94. Ne 25. P. 14162-14167.

Niyogi K.K., Shih C., Chow W.S., Pogson B.J., DellaPenna D., Bjorkman O. Photoprotection in
zeaxanthin- and lutein-deficient double mutant of Arabidopsis // Photosynth. Res. 2001. V.
67. P. 139-145.

Nultsch, W., Hader, D.-P. Photomovement in motile mieroorganisms-11 // Photochem. Photobiol.
1988. V. 47. P. 837-869.

Olaizola M., Yamamoto H.Y. Short-term response of the diadinoxanthin cycle and fluorescence
yield to high irradiance in Chaetoceros muclleri (Bacillariophycea) // J. Phycol. 1994. V. 30.
P. 606-612.

Olson J.A., Krinsky N.I. Introduction: the colorful, fascinating world of the carotenoids: important
physiologic modulators // FASEB J. 1995. V. 9. Ne 15. P. 1547-1550.

Owens T.G., Shreve A.P., Albrecht A.C. Dynamics and mechanism of singlet energy transfer
between carotenoids and chlorophyll: light harvesting and nonphotochemical fluorescence
quenching // Research in photosynthesis. / Ed. Murata N. Dordrecht: Kluwer Acad. Publ.
1992. V. 1.P. 171-178.

Peterman E.J.G., Gradinaru C.C., Calcoen F., Borst J.C., van Grondelle R., van Amerongen H.
Xanthophylls in light-harvesting complex Il of higher plants: Light harvesting and triplet
quenching // Biochemistry. 1997. V. 36. Ne 40. P. 12208-12215.

Pfiindel E., Bilger W. Regulation and possible function of the violaxanthin cycle // Photosynth. Res.
1994. V. 42. P. 89-109.

Phillip D., Ruban A.V., Horton P., Asato A., Young A.J. Quenching of chlorophyll fluorescence in
the major light harvesting complex of photosystem Il // Proc. Natl. Acad. Sci. USA. 1996. V.
93. P. 1492-1497.

83



Plumley F.G., Schmidt G.W. Reconstitution of chlorophyll-a/b-light-harvesting complexes:
xanthophyll-dependent assembly and energy transfer // Proc. Natl. Acad. Sci. 1987. V. 84. P.
146-150.

Pogson B.J., McDonald K.A., Truong M., Britton G., DellaPenna D. Arabidopsis carotenoid
mutants demonstrate that lutein is not essential for photosynthesis in higher plants // Plant
Cell. 1996. V. 8. P. 1627-1639.

Pogson B.J., Niyogi KK. Bjérkman O., DellaPenna D. Altered xanthophyll compositions
adversely affect chlorophyll accumulation and non-photochemical quenching in Arabidopsis
mutants // Proc. Natl. Acad. Sci. USA. 1998. V. 95. P. 13324-13329.

Polivka T., Zigmantas D., Sundstrom V., Formaggio E., Cinque G., Bassi R. Carotenoid S(I) state in
recombinant light-harvesting complex of photosystem Il // Biochemistry. 2002. V. 41. Ne 2. P.
439-450.

Polle J.E., Niyogi K.K., Melis A. Absence of lutein, violaxanthin and neoxanthin affects the
functional chlorophyll antenna size of photosystem-Il but not that of photosystem-I in the
green alga Chlamydomonas reinhardtii // Plant Cell Physiol. 2001. V. 42. Ne 5. P. 482-491.

Porter J.W. Enzymatic synthesis of carotenoid and related compounds // Pure Appl. Chem. 1969. V.
20. Ne 4. P. 449-481.

Powls R., Britton G. The role of isomers of phytoene, phytoene, phytofluene and (-carotene in
carotenoid biosynthesis by a mutant strain C-6D of Scenedesmus obliquus //Arch. Microbiol.
1977. V. 115. Ne 1. P. 175-179.

Qureshi A.A., Andrewes A.G., Qureshi N., Porter J.W. The enzymatic conversion of cis-[**C]
phytofluene, trans-[**C]phytofluene and trans-[**C]-(-carotene to more unsaturated
preparation of red tomato fruits // Arch. Biochem. Biophys. 1974. V. 162. Ne 1. P. 93-125.

Rabinowitch H.D., Budowski P., Kedar N. Carotenoids and epoxide cycles in mature-green
tomatoes // Planta. 1975. V. 122. Ne 1. P. 91-97.

Renninger S., Backendorf E., Kreimer G. Sub fractionation of eyespot apparatuses from the green
alga Spermatozopsis similis: isolation and characterization of eyespot globules // Planta. 2001.
V. 213. P. 51-63.

Riiffer U., Nultsch W. Flagellar photoresponses of Chlamydomonas cells held on micropipettes: I1.

Change in flagellar beat pattern // Cell Motil. Cytoskeleton. 1991. V. 18. P. 269-278.

Rock C.D., Zecvaart J.A.D. The aba mutant of Arabidopsis thaliana is impaired in epoxycarotenoid
biosynthesis // Proc. Natl. Acad. Sci. USA. 1991. V. 88. Ne 3. P. 7496—74909.

Rohmer M. The discovery of a mevalonate-independent pathway for isoprenoid biosynthesis in
bacteria, algae and higher plants // Nat. Prod. Rep. 1999. V. 16. Ne 5. P. 565-574.

Rohmer M., Khani M., Simonin P., Sutter B., Sahm H. Isoprenoid biosynthesis in eubacteria: a
novel pathway for the early steps leading to isopentenyl diphosphate // Biochem J. 1993. V.
295 (Pt. 2). Ne 4. P. 517-524.

Ronen G., Cohen M., Zamir D., Hirschberg J. Regulation of carotenoid biosynthesis during tomato
fruit development: expression of the gene for lycopene e-cyclase is down-regulated during
ripening and is elevated in the mutant Delta // Plant J. 1999. V. 17. Ne 4. P. 341-351.

Ruban A.V., Belgio E., Duffy C.D.P. Design and dynamics of light harvesting antenna of
photosystem Il // B xu. CoBpemennbie nipobaembl ¢otocuntesa / [log pen. Ainaxsepaucs
C.N., Pyoun A.b., lllyBanoB B.A. M.—IxeBck: MIHCTUTYT KOMIBIOTEPHBIX HMCCIIEIOBAHUM.
2014.T. 1. C. 41-68.

Ruban A.V., Calkoen F., Kwa S.L.S., Grondelle R., Horton P., Dekker J.P. Characterisation LHC-1I
in the aggregated state by linear and circular dichroism spectroscopy // Biochim. Biophys.
Acta. 1997a. V. 1321. P. 61-70.

Ruban A.V., Lee P.J., Wentworth M., Young A.J., Horton P. Determination of the stoichiometry and
strength of binding of xanthophylls to the photosystem 1l light-harvesting complexes // J.
Biol. Chem. 1999. V. 274. Ne 15. P. 10458-10465.

Ruban A.V., Pascal A.P., Robert B., Horton P. Configuration and dynamics of xanthophylls in
light-harvesting antennae of higher plants. Spectroscopic analysis of isolated light-harvesting

84



complex of photosystem II and thylakoid membranes // J. Biol. Chem. 2001. V. 276. Ne 27. P.
24862-24870.

Ruban A.V., Pesaresi P., Wacker U., Irrgang K.-D., Bassi R., Horton P. The relationship between
the binding of dicyclohexylcarbodiimide and pH-dependent quenching of chlorophyll
fluorescence in the light harvesting proteins of photosystem 11 // Biochemistry. 1998a. V. 37.
P. 11586-11591.

Ruban A.V., Phillip D., Young A.J., Horton P. Carotenoid-dependent oligomerisation of the major
light harvesting complex of photosystem I1 in plants // Biochemistry. 1997b. V. 36. P. 7855—
7859.

Ruban A.V., Phillip D., Young A.J., Horton P. Excited state energy level does not determine the
differential effect of violaxanthin and zeaxanthin on chlorophyll fluorescence quenching in
isolated light harvesting complex of photosystem Il // Photochem. Photobiol. 1998b. V. 68. P.

829-834.
Ruban A.V., Young A.J., Pascal A.P., Horton P., 1994. The effects of illumination on the
xanthophyll composition of the photosystem Il light-harvesting complexes of spinach

thylakoid membranes // Plant Physiol. V. 104. P. 227-234.

Saccardy K., Pieneau B., Roche O., Cornic G. Photochemical efficiency of photosystem Il and
xanthophyll cycle components in Zea mays leaves exposed to water stress and high light //
Photosynth. Res. 1998. V. 56. Ne 1. P. 57-66.

Sandmann G. Carotenoid analysis in mutants from Escherichia coli transformed with carotenogenic
gene cluster and Scenedesmus obliquus mutant C-6D // Methods Enzymol. 1993. V. 214. Ne
3. P. 340-347.

Sandmann G. Carotenoid biosynthesis in microorganisms and plants // Eur. J. Biochem. 1994. V.
223. Ne 1. P. 7-24.

Sandmann G., Albrecht M., Schurr G., Knorzer O., Roger P. The biotechnological potential and
design of novel carotenoids by gene combination in Escherichia coli // Trends Biotechnol.
1999. V. 17. Ne 6. P. 233-237.

Sapozhnikov D.I. Investigation of violaxanthin cycle // J. Pure Appl. Chem. 1973. V. 35. Ne 1. P.
47-61.

Sarry J.-F., Montillet J.-L., Sauvaire Y., Havaux M. The protective function of the xanthophyll
cycle in photosynthesis // FEBS Lett. 1994. V. 353. P. 147-150.

Scheer H. The pigments // Light-Harvesting Antennas in Photosynthesis. / Eds Green B.R., Parson
W.W. Dordrecht; Boston; London: Kluwer Acad. Publ. 2003. V. 13. P. 29-81.

Schiedt K. Absorption and metabolism of carotenoids in birds, fish and crustaceans // Carotenoids:
Biosynthesis and Metabolism / Eds Britton G., Liaaen-Jensen S., Pfander H. Basel; Boston;
Berlin: Birkhauser Verlag. 1998. V. 3. P. 285-358.

Schledz M., al-Babili S., von Lingig J., Haubruck H., Rabbani S. Phytoene synthase from Narcissus
pseudonarcissus: functional expression, galactolipid requirement, topological distribution in
chromoplasts and induction during flowering // Plant J. 1996. V. 10. Ne 5. P. 781-792.

Schutte H.-R.V. Secondary plant substances: aspects of carotenoid biosynthesis // Progress in
Botany. 1983. V. 45. Ne 1. P. 120-135.

Schwieter U., Englert G., Rigassi N., Vetter W. Physical and organic methods in carotenoid research
// Pure Appl. Chem. 1969. V. 20. Ne 4. P. 365-420.

Scolnik P.A., Giuliano G. Regulation of a carotenoid biosynthesis gene promoter during plant
development // Plant J. 1996. V. 9. Ne 2. P. 505-512.

Sharkey T.D. Some like It hot // Science. 2000. V. 287. Ne 5452. P. 435-436.

Siefermann D., Yamamoto H.Y. Properties of NADH and oxygen-dependent zeaxanthin epoxidation
in isolated chloroplasts // Arch. Biochem. Biophys. 1975a. V. 171. P. 70-77.

Siefermann D., Yamamoto H.Y. NADPH and oxygen-dependend zeaxanthin epoxidation in isolated
chloroplasts // Biochem. Biophys. Res. Commun. 1975b. V. 62. P. 456-461.

Siefermann D., Yamamoto H.Y. Light-induced de-epoxidation in letucce chloroplasts. VI. De-
epoxidation in grana and stroma lamellae // Plant Physiol. 1976. V. 57. Ne 6. P. 939.

85



Siefermann-Harms D. Carotenoids in photosynthesis. 1. Location in photosynthetic membranes and
light-harvesting function // Biochim. Biophys. Acta. 1985. V. 811. P. 325-355.

Siefermann-Harms D. The light-harvesting and photoprotective function of carotenoids in
photosynthetic membranes // Plant Physiol. 1987. V. 69. Ne 4. P. 561-568.

Siefermann-Harms D. Light and temperature control of season-dependent changes in the a- and P-
carotene content of spruce needles // J. Plant Physiol. 1994. V. 143. P. 488-194.

Siefermann-Harms D., Hertzberg S., Borch G., Liaaen-Jensen S. Lactucaxanthin, an &,e-carotene-
3,3"-diol from Lactuca sativa L. / Phytochemistry. 1981. V. 20. Ne 1. P. 85-88.

Siefermann-Harms D., Joyard J., Douce R. Light-induced changes of the carotenoid levels in
chloroplasts envelopes // Plant Physiol. 1978. V. 61. P. 530-533.

Simidjiev I., Bardza V., Mustardy L., Garab G. Role of thylakoid lipids in the structural flexibility
of lamellar aggregates of the isolated light-harvesting chlorophyll a/b complex of
photosystem 11 // Biochemistry. 1998. V. 37. Ne 12. P.4169-4173.

Sirevog R., Levine R.P. Transcription and translation for carotenoid synthesis in Chlamydomonas
reinhardtii / Planta. 1973. V. 111. Ne 1. P. 73-84.

Smirnoff N. Ascorbate biosynthesis and function in photoprotection // Philos. Trans. R. Soc. Lond.
B. Biol. Sci. 2000. V. 355. Ne 1402. P. 1455-1464.

Smirnoff N., Wheeler G.L. Ascorbic acid in plants: biosynthesis and function // Crit. Rev. Biochem.
Mol. Biol. 2000. V. 35. Ne 4. P. 291-314.

Snyder A.M., Clark B.M., Robert B., Ruban A.V., Bungard R.A. Carotenoid specificity of light-
harvesting complex Il binding sites; occurrence of 9-cis-violaxanthin in the neoxanthin-
binding site in the parasitic angiosperm Cuscuta reflexa // J. Biol. Chem. 2004. V. 279. Ne 7.
P.5162-5168.

Stransky H., Hager A. Das Carotinoid und die Verbreitung des lichtinduzierten Xanthophyll-Cycles
in verschiedenen Algenklassen. 1VV. Chemosystematische Bertrachtung // Arch. Microbiol.
1970. V. 73. Ne 3. P. 315-323.

Straub O. List of carotenoids // Key to carotenoids / Ed. Pfander H. 2nd ed. Basel: Birkhauser
Verlag. 1987. P. 11-296.

Subczynski W.K., Markowska E., Gruszecki W.I., Sielewiesiuk J. Effect of polar carotenoids on
dimyristoylphosphatidylcholine membranes: a spin-label study // Biochim. Biophys. Acta.
1992. V. 1105. P. 97-108.

Sun Z., Gantt E., Cunningham, F.X., Jr. Cloning and functional analysis of the B-carotene
hydroxylase of Arabidopsis thaliana // J. Biol. Chem. 1996. V. 271. P. 24349-24352.

Takahashi T., Yoshihara K., Watanabe M., Kubota M., Johnson R., Derguini F., Nakanishi K.
Photoisomerization of retinal at 13-ene is important for phototaxis of Chlamydomonas
reinhardtii: simultaneous measurements of phototactic and photophobic responses //
Biochem. Biophys. Res. Commun. 1991. V. 178. P. 1273-1279.

Tardy F., Havaux M. Photosynthesis, chlorophyll fluorescence, light-harvesting system and
photoinhibition resistance of a zeaxanthin-accumulating mutant of Arabidopsis thaliana // J.
Photochem. Photobiol. 1996. V. 34. P. 87-94.

Tardy F., Havaux M. Thylakoid membrane fluidity and thermostability during the operation of the
xanthophyll cycle in higher-plant chloroplasts // Biochim. Biophys. Acta. 1997. V. 1330. Ne 2.
P.179-193.

Telfer A., Dhami S., Bishop S.M., Phillips D., Barber J. Beta-carotene quenches singlet oxygen
formed by isolated photosystem Il reaction centers // Biochemistry. 1994. V. 33. No 48. P.
14469-14474.

Thayer S.S., Bjorkman O. Carotenoid distribution and de-epoxidation in thylakoid pigment-protein
complexes from cotton leaves and bundle-sheath cells of maize // Photosynth. Res. 1992. V.
33. P. 213-225.

Thayer S.S., Bjorkman O. Leaf xanthophyll content and composition in sun and shade determined
by HPLC // Photosynth. Res. 1990. V. 23. P. 331-343.

86



Thompson G.A., Jr. Lipids and membrane function in green algae // Biochim. Biophys. Acta. 1996.
V. 1302. Ne 1. P. 17-45.

Tracewell C.A., Vrettos J.S., Bautista J.A., Frank H.A., Brudvig G.W. Carotenoid photooxidation in
photosystem 11 // Arch. Biochem. Biophys. 2001. V. 385. Ne 1. P. 61-609.

Verhoeven A.S., Adams 111 W.W., Demmig-Adams B., Croce R., Bassi R. Xanthophyll cycle pigment
localization and dynamics during exposure to low temperatures and light stress in Vinca
major // Plant Physiol. 1999. V. 120. P. 727-738.

Wagner V., Ulmann K., Mollwo A., Kaminski M., Mittag M., Kreimer G. Phosphoproteome of
Chlamydomonas reinhardtii eyespot fraction includes key proteins of light signaling
pathway // Plant Physiol. 2008. V. 146. P. 772-788.

Weedon B.C.L., Moss C.P. Structure and nomenclature // Carotenoids: Isolation and Analysis / Eds

Britton G., Liaaen-Jensen S., Pfander H. Basel: Birkhauser, 1995. V. 1A. P. 27-70.

Wehner A., Storf S., Jahns P., Schmid V.H. De-epoxidation of violaxanthin in light-harvesting
complex I proteins // J. Biol. Chem. 2004. V. 279. Ne 26. P. 26823-26829.

Wentworth M., Ruban A.V., Horton P. The functional significance of the monomeric and trimeric
states of the phootsystem Il light harvesting complex // Biochemistry. 2004. V. 43. P. 501—
509.

Wilhelm C. The biochemistry and physiology of light-harvesting processes in chlorophyll b- and
chlorophyll c-containing algae // Plant Physiol. Biochem. 1990. V. 28. P. 293-306.

Wollman F.-A., Minai L., Nechushtai R. The biosynthesis and assembly of photosynthetic proteins
in thylakoid membranes // Biochim. Biophys. Acta. 1999. V. 1411. Ne 1. P. 21-85.

Xu C.C., Jeon Y.A., Hwang H.J., Lee C.H. Suppression of zeaxanthin epoxidation by chloroplast
phosphatase inhibitors in rice leaves // Plant Sci. 1999. V. 146. P. 27-34.

Yamamoto H.Y. Biochemistry of the violaxanthin cycle in higher plants // Pure Appl. Chem. 1979.
V. 51. P. 639-648.

Yamamoto H.Y. Xanthophyll cycles // Methods Enzymol. 1985. V. 110. P. 303-312.

Yamamoto H.Y., Bassi R. Carotenoids: localization and function // Advances in Photosynthesis.
Oxygenic Photosynthesis: The Light Reactions. / Eds Ort D.R., Yocum C.F. Dordrecht:
Kluwer Acad. Publ. 1996. V. 4. P. 539-563.

Yamamoto H.Y., Nakayama T.0.M., Chichester C.O. Studies on the light and dark interconversions
of leaf xanthophylls // Arch. Biochem. 1962. V. 97. P. 168-173.

Young A.J. Occurrence and distribution of carotenoids in photosynthetic systems // Carotenoids in
Photosynthesis / Eds Young A.J., Britton G. London: Chapman and Hall. 1993. P. 16-71.
Young A.J., Britton G. The distribution of a-carotene in photosynthetic pigment-protein complexes

of higher plants // Plant Science. 1989. V. 64. Ne 2. P. 179-183.

Young A.J., Phillip D., Frank H.A., Ruban A.V., Horton P. The xanthophyll cycle and carotenoid
mediated dissipation of excess excitation energy in photosynthesis // Pure Appl. Chem. 1997.
V. 69. P. 2125-2130.

Zhu X.F., Suzuki K., Okada K., Tanaka K., Nakagawa T. Cloning and functional expression of a
novel geranylgeranyl pyrophosphate syntase gene from Arabidopsis thaliana in Escherichia
coli // Plant Cell. Physiol. 1997. V. 38. Ne 3. P. 357-361.

87



