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CTpyKTypHOE pa3HO00Opa3ue KapOTUHOUIOB, X MHOTO(YHKIIMOHAILHOCTh OCTAETCSI aKTyaJIbHOM IIpo0bJIe-
MO TSI MHOTHX HarpaBJICeHUI OMOJIOTO-MeIUIIMHCKUX UCCienoBaHuii. B3auMOOTHOIIIEHUSI KApOTUHOM -
OB B LIMKJIMYECKUX PEaKLMsIX MPUBEJM K MIOHMMAaHUIO UX POJY B OKMCIUTEIbHO-BOCCTAHOBUTEIbHBIX
rpoleccax, B MeXaHU3Max MX ydacTusl B 0a30BBIX (PU3MKO-XUMUUYECKUX, (HDU3UOTOTO-OMOXUMUYECKUX
byHKIIMSIX pacTUTeIbHOTO opraHu3Ma. [IpoaHaaM3npoBaH BKJIaJ KAPOTUHOMIOB B (hOPMUPOBAHUE CTPYK-
Typhl hoTocuHTeTYeckoro anmnapara (PCA) pacTeHmit, yyacTre B IMOMIOIMIEHUH CBETOBOI SHEPTUM U 3a-
IIATE MOJIEKYJT XJIOpodHIia OT aKTUBHBIX (hopM Kuciopoaa. PaccMoTpeHbl pa3iuyHble MEXaHU3MBbI y4a-
CTUSI 3eaKCaHTHHA B MPOIlecce AMCCUTIALIMM SHEPTUM U 3allIMTHasI pOJib KAPOTUHOWIOB KaK aHTMOKCUIaH-
TOB B JMIIMOHOU ¢paze MeMOpaH. O0cyxknaeTcst (pyHKIIMS MUTMEHTOB BHOJIaKCaHTUHOBOrO 1rkia (BII) B
Os10Ke peakliinii (hoToM3a BOIbI KaK yYaCTHUKOB YTWIM3ALIMK BblAes0OIerocs Kuciopoaa. [IpemioxeHa
rumnoTe3a o6 yyactuu 0ajlaHCOBBIX MpeBpalleHuil nurmMeHToB BLL (pu moanoporoBoit OCBEIIEHHOCTH) B
noaaep>kaHUuM MeXaHM3MOB “IaMSITU PaCTEHUI” P HEOOXOAMMOCTH TePEKITIOYEHNST Ha BBICOKYIO OCBE-
IIEHHOCTh. DKOJOTMYEeCKUE UCCEIOBAaHMS IMOKA3aIu, YTO B OTBET Ha IIIMPOKUIA CIIEKTP CTPECCOBBIX (hak-
TOPOB BKJII0YaeTcs MexaHu3M (otozamutel @CA, cBSI3aHHBIN ¢ aKTUBU3alMel HE(DOTOXUMUYECKOTO TY-

IIEHUsI KaK COCTaBJISIONIEH CUCTEMBI HecTIeIM(UIECKMX PeaKIiil paCTUTEJIbHOTO OpraHU3Ma.
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Ku3zHb Ha 3emJie 3aBUCUT OT (pOTOCHMHTE3a — IIpe-
BpallleHUsI CBETOBOII BHEPTrUM B BHEPTUI0 XMMUYeE-
CKUX CBsI3€ii, CMHTE€3a OPraHUYeCKOTO BellecTBa U
0o0pa3oBaHUs KUCIIOPOIA, B KOTOPBIX YYACTBYIOT (PO-
TOCUHTETUYECKNE MUTMEHThl B TUJIAKOUIHBIX MEM-
OpaHax XJIOpOIUIAcTOB. XJIOPOIJIACTHI SIBJISIIOTCS
VHUKAJbHBIMM KJIETOUYHBIMU II0JIyaBTOHOMHBIMU
opraHejUIaM1 CUMOMOTHYECKOTO IIPOMCXOXKICHNS, B
paboTe KOTOPHIX IIPUHUMAIOT YIaCTHE XJIOPOMUILIBLI
u KapoTuHouasl (Maprenuc, 1983). M3BecTHO Gonee
600 CTpYKTYpHO pa3IUYalOlIUXCs KapOTUHOUIOB,
pOJIb KOTOPBIX MHPOIOJLKAST AaKTUBHO M3ydaThbCs
(KapHayxos, 1988). B cOBOKyIMHOCTU BCe MpOKapu-
OTHBIE M DYKApPUOTHEIC OpPTaHU3MBEI CUHTE3UPYIOT
exeromHo O6ojiee 110 MJIH TOHH KEJITHIX TUTMEHTOB.
OHU UMEIOT (PU3UOJOTUYECKN BaXKHOE 3HAYEHUE C
TOYKHU 3PEHUS CTPYKTYPhI 1 GYHKIUU KIIETOK (OTO-
CUHTE3UPYIOIINUX OPraHU3MOB M SIBJISIIOTCSI OMOTEX-
HOJIOTMYEeCKM ILeHHbIM mpoaykTtoM (Klaui, 1982).
KapotnHonabl TpeAcTaBiASIOT CcO00if  OONBIIYIO
TPYIITYy OPAHXKEBBIX, KEITHIX M KPACHBIX IIMTMEHTOB,
KOTOpBIE B pa3HbIX KOHILIEHTPALUSIX IIPUCYTCTBYIOT Y

BceX (hOTOCHMHTE3UPYIOIIMX opraHu3dMoB. [TomobHoO
xjopoduiiaM, KapOTUHOUIL M (DEPMEHTHI UX CHH-
Te3a JIOKAJIM30BaHbI B IJIaCTUIAX, a KOOUPYIOIINE UX
reHbl — B simepHoM reHome (JIagpiruH, 2002).

ITouTu Bce KapOTUHOUIBI UMEIOT TEPIIEHOUIHOE
crpoeHune (Weedon, Moss, 1995). [lo xumuueckomy
CTPOEHMIO UX AEJIAT Ha KAPOTUHBI (YTIIEBOIOPOIHI) 1
KCaHTOUJUIBI (KUCIOpOoacoaepKalllie KapOTUHOM-
nb1). LleHTpaabHBIM 3BeHOM KapOTUHOUIOB SIBJISICT-
s IeTTh KOHBIOTMPOBAHHBIX TBOMHBIX CBA3EI — XpO-
Modop. Hanmuue conpsikeHHBIX IBOMHBIX CBsI3eil B
STOM IIENU OIpenesIsieT CIIEKTPHI MOTIOMICHUST CBe-
TOBOM BHEPIMU KaXKIOTO M3 KapOTMHOWIOB U WX
dyHKIIMOHaNBbHBIE pa3nuuus (Mimuro et al., 1992).
IIpeBpalieHnsT TeTpaTepIIeHONIOB B XJIOPOILIACTAaX
BOJIOPOCJIEM M BBICILIMX PACTEHUM MAYT MYTEM LIMK-
JIu3aluu ¢ GOPMUPOBAHUEM KapOTMHOB, KOTOpHIE
MOTYT OKMCIISIThCS U (POPMUPOBATH pa3TUIHBIC [TUK-
JIM9eCcKre KCAaHTOMWLIBI, XapaKTepHBIE TSI BBICIITUX
pactenuit (Liaaen-Jensen, 1998). Bce comepxaiue
KHCJIOPOA MPOM3BOAHBIC KAPOTUHOB — KCAHTOMII-
JIBI — 00pa3yIoTCs MyTeM SH3MMATUIECKOTO OKHCIIE-
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HUsl €-, O- ¥ B-KapoTWHOB. Peakiuu mpoTekaiT B
a3pOOHBIX YCIOBUSIX. OOBIYHO OOJBITMHCTBO KHUCIO-
poICOoIepKallX TPy, OOHAPYKEHHBIX B KCAaHTO-
¢uIIax XJIOpOIUIACTOB, HaxXomdaTcs B (opme Imbo
runpokcurpyti (—OH), 1160 okcorpynm (=0), 1160
snokcurpyni (—O—) MexXIy yIJIEpOOHBIMUA aTOMaMU
MOHOHOBBIX Kojiell. M3BeCTHO, YTO BCe TPHM THUIA
KHUCJIOPOACOAECPXKAIIIMX TPYIIIT 00pa3yloTcs 3a cyeT
peaknuii OKMCIIEHUSI C MCIIOJIb30BAaHUEM MOJICKY-
JISIpHOTO Kmciiopoma atMocdepsl (MaciaoBa u 1p.,
1996; Nagpiruu, 2014).

OmHUM M3 MEXaHM3MOB, 00ECIIEUYNBAIOIINX CTa-
OMJIBHOCTh KCAaHTOMUJIJIOB, SIBJIISIETCS UX y4acTHUE B
KCaHTO(MUIIIOBBIX LIMKJIAX OKUCIUTEIbHO-BOCCTAHO-
BUTEJbHBIX IIpEBpallieHuii. B aTy rpynmny BXoadaT BU-
OJIaKCAaHTWH, aHTEPaKCAHTWH, 3¢aKCAaHTUH, JTIOTCHH.

YYACTUE KAPOTUHOUIOB
B OPTAHU3ALIMUU CTPYKTYPhI
DOTOCUCTEM ®OTOCUHTETUYECKOTO
ATITIAPATA PACTEHUH

®dorocucrembl (PCI u OCII) B BeIcHINX pacTe-
HUSIX SIBJISTIOTCSI CYIIEPKOMILJIEKCAaMU, COCTOSIIIMMU
U3 peakUMoHHBIX 1IeHTpoB (PIl) 1 HecKoMbKUX TH-
moB cBeTocobupamimx kommiekcoB (CCK). IToka-
3aHO, YTO KapOTHHBI (B-KapOTHH M YACTUYHO Ol-Ka-
pOTMH) NPUHUMAIOT YYacTMe B OpraHu3aluud U
dynkumonupoBanuu PII ¢dorocucrem, a KcaHTO-
GMIUTEl (JIIOTEWH, BUOJAKCAaHTWH, aHTEpaKCaHTUH,
3€aKCaHTWH, HEOKCAaHTUH) — B CTPYKType M (PyHK-
LIMM CBETOCOOMpPAIOIINX XJTOpOohWLI-a/b-6eTKOBBIX
komriuiekcoB CCKI u CCKII (Demmig-Adams et al.,
1996; Gal et al., 1997; Fromme et al., 2003). Ot
KCaHTOMUJLIBI paciipeae/ieHbl HEpaBHOMEPHO Cpeau
paznnuHbIX KoMIuieKcoB CCKI u CCKII. Tak, rur-
MEHTBhl KCAaHTO(MUJIJIOBOTO 1LIMKJIAa B OCHOBHOM (11O
80%) nokanusyloTcs B CBETOCOOMPAIOIINX XJIOPO-
dwI-a/b-6eNKOBBIX  KOMIUIEKCAX, O0Opas3ymoIlInX
BHyTpeHHI010 aHTeHHY PCII (Demmig-Adams et al.,
1996; Goss et al., 1997; Wollman et al., 1999). Baxxno
OTMETUTD, YTO KCAHTO(WLIBI HAXOASTCS B 9TUX KOM-
TJIEKCax B HETTOCPEICTBEHHOM OJIM30CTH K XJIOPOPUII-
ay. CorylacHO MOJENIM OpraHM3allMM XJIopoduia B
PLI ®CII nBa KapoTMHOUIA, AHATIOTUYHBIX J-Kapo-
TUHY, JOKaJIN3YIOTCsI BOMM3M xiaopodwmuioB PLI: ogun
B cis-, Apyroil B all-trans xoHdurypamuu (Umena,
Kawakami, 2011; Zouni et al., 2011). Hau6omnee 61u3-
KHE PACCTOSTHUSI OTMEYAIOTCs MEeXIY cis-(hOopMOii Ka-
poOTHMHA U XJIOpO(pUILUIAMM, UYTO MPEAIIOJIaraeT ero
BO3MOXHOE Yy4YacTHe BO BTOPMYHOM TpPaHCIIOPTE
3JIEKTPOHOB MEXIY LUTOXPOMOM Bssq 1 PLI. ITonu-
nenrtuabel CCKI nm CCKII gBiasioTcst smepHOKOIN -
pytomnumu 6enkamu (Jlapgpirux, 2002). Dtu 6eaku
CBSI3BIBAIOT B ONpeAeIeHHbIX MeCTaxX TPY THUIIA KCaH-
TO(MUJUIOB: JIIOTEVH, BUOJIAKCAHTUH M HEOKCAHTUH.

JKYPHAJI OBLIEN BUOJIOTUU

Ecnu mtoTenH cBSI3bIBacTCS € XJI0POMUIITIOM @, TO He-
OKCAHTHH B3aIMOICIHCTBYET TOJIBKO C XJIOPODUILITOM b
(Croce, Amerongen, 2011). MeHee npo4yHast CBSI3b C
GEJIKOBBIM KOMILUIEKCOM OTMeYeHa IS BUOJIaKCaH-
THUHA, OHAa MOXXeT OBITh HapyIlleHa yxXKe ITpu 00padoT-
K€ MSITKUM JIETEPTEHTOM, UYTO CBSI3aHO C €T0 OCHOB-
HOI (DyHKIIMEN — yJyacTueM B paboTe BUOJAKCAHTH -
HoBoro 1ukia (BII) (Ruban et al., 1999). ®epmeHT
JIe3MOKCHUIa3a OTACICH OT OeJIKOB M HAXOMUTCS B JIN-
MUOHOM haze TUIAKOUAHON MeMOpaHBI, TIe U OCYy-
IIECTBIIIETCS TIpeBpallleHue BHOJAKCAHTUHA B aH-
TepakcaHTHH U 3eakcaHTHH (Latowski et al., 2004).
H3BectHbl ganHble o npucyrctsuu B CCKII OCII B
HeOOJIBIINX KoamdecTBax 3eakcaHTuHa (Verhoeven
et al., 1999). Ilpu anamuse myraHTOB Arabidopsis
thaliana v 3eneHoit Bomopociu Scenedesmus obliquus,
HAKaIIMBaKOIINX 3HAYUTEIbHOE KOJMYECTBO 3€aK-
CaHTHWHA, IToKa3aHo, uyto 3eakcaHnTuH B CCKII ¢poTo-
cuHTeTHYeckoro ammapata (PCA) MoxkeT 3amMenaTh
BruojiakcaHTUH u moTeuH (Tardy, Havaux, 1996;
Bishop et al., 1998).

VYcranoBneHo, uro mmurMeHThl BLl mMoryT OBITH
BKJIIOUEHBI B PETY/ISILINIO MOJEKYJISIPHON TUHAMUKUI
MeMOpaH 1 OKa3bIBaIOT OOJIbllIee BIUSHIE Ha UX TeP-
MOJIVMHAMMYeCKUEe MapaMeTphl TI0 CPaBHEHUIO C APY-
rumu KapotuHoumammu (Gruszecki, Strzalka, 2005).
INokazaHo, 4TO B €CTECTBEHHBIX M MOAEIbHBIX CUCTE-
MaX 3eaKCaHTUH MMEET CUIbHOE BIIMSIHUE Ha TeMIIe-
patypHBIe (da30BhIe TIepeX0abl MeMOpaH, MOJIEKYJISIP-
HYIO TMHAMUKY, IIPOHUIIAEMOCTb U TPAAUEHT TOJISIp-
Hoctu (Kostecka-Gugala et al., 2003; Gruszecki,
Strzalka, 2005). 3eakcaHTHH CIIOCOOEH MEepeBECTU
MeMOpaHy B XXUIKO-KPUCTAJUTMYECKYIO a3y, U 3TOT
MPOILIECC CBSI3aH C ero NepeopreHTaleil B MeMOpaHe.
Bonbiasg poiab OTBOAUTCS KapOTUHOUAAM B CTPYK-
TypHOIi ctadbmmm3annn MemoOpaH B CCK dortocu-
CTeM, UTO CBSI3aHO C pa3MepaMU MOJIUEHOBOM LICTTN B
CTpYKType KapotuHoumoB. [lokaszaHo, 4TO B cocTaB
CCK DCII BxomgaTt nBe MOJIEKYJIbI JTIOTEMHA, KOHLIBI
KOTOPBIX BCTPOEHHI B TOIEPEUHYIO CTPYKTYPY MEM-
OpaHbl. DT KOHIIbI COCAWHSIOT MOJICKYJIY JIIOTEMHA
BOIOPOIHBIMHU CBSI3SIMU C TTOUTICHTUIHBIMU METISIMU
GeJIKOB Ha IMTPOTUBOITOJIOKHBIX CTOPOHAX MEMOPAaHHI,
a MOJIMEHOBAasl CTPYKTypa oOpa3yeT X-00pa3Hoe IIe-
peKpelluBaHrue, YTO B LEJIOM OOECHeYuMBacT ee
CTPYKTYpPHYIO cTaGMIbHOCTH (Peterman et al., 1997).

BuonakcaHTuH-ge3MoOKCcHMaa3a M 3€aKCaHTUH-
BIIOKCHAAa3a — JBa (epMeHTa, KOTOphIe BXOMSIT B
TPYNITy IIECTU M3BECTHBIX JIMITOKAJIMHOBBIX OEJIKOB
(Bugos et al., 1998). Kpucramuiorpagudyeckue uccie-
JIOBaHMUSI M3BECTHBHIX JIMIIOKAJIMHOB I10KAa3aJii, 4TO
XapakTep MX CTPYKTYPHI COOTBETCTBYET IJIyOMHE I10-
JI0C M3MepsieMbIX 6eskoB — okouio 40 A. Bee Genkm,
MpUHAAIeKAIINe K 3TOMY TUILY, CIIOCOOHBI CBSI3bI-
BaTh Majble THAPOGOOHBIC MOIEeKYIHI. [Ty01Ha monoc
Ne 4
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OYHKINU KAPOTUHOWIOB B JIMCTbBAX

40 A) COOTBETCTBYET JJIMHE MOJICKYJIBI JTIOTEMHA, YTO
COOTBETCTBYeT IIWPWHE THiakouma. Takum obGpa-
30M, (PyHKIIMS JIIOTEMHA CBsS3aHAa C OpraHuU3aluei
CTPYKTYPBI IUTMEHT-0EJIKOBBIX KOMILIEKCOB. OTMe-
YyaeTcsl CJIOXKHASI CBSI3b KCAHTO(MPUILJIOB C aHTEHHBIMU
OenkaMM M WX crHeumdudecKon KOoHdUTypamnmei,
KOTOpasl TIPENSITCTBYeT MX CBOOOmHOIT muddy3nn B
meMOpane (Ruban et al., 1999).

AHaJIOTUYHOE yJ4acTHUe B YKPEIICHUU CTPYKTYPhI
MeMOpaHbl MPUHUMAIOT W APYrue KCaHTOMUIIIBI
(BMOJIaKCAHTUH M 3€aKCAHTUH), KOTOPbIe TPOHU3bI-
BalOT MEMOpaHHbIl OUCION KaK XXEeCTKUE CTep>KHe-
MOIOOHBIE MOJIEKYJIbI MEXIY MOJIEKYJIaMU JIUTTUI0B
MeMOpaH (Subczynski et al., 1992). Cy11ecTBYIOT 9KC-
MeprMeHTaJbHbIC OKa3aTeJbCTBAa OMpeAeIeHHOM
OpUEHTAlIMU 3eaKCAaHTUHA B IMTIMIHBIX OUCIOSIX, TIe
JIJIMHHAST OCh 3eaKCaHTWMHA PAcMoIoXeHa MepreH I -
KYJISIDHO K TIOBEpXHOCTU MeMOpaH. Pe3ynbTatom Ta-
KO OpUEHTAallMU SIBJSIETCS] 3aMETHOE YMEHbIIIeHUE
TeKy4YeCTH JIMITUAOB, KpUCTa/uIM3alusi MeMOpaH U
yMEHbIlIeHe MeMOpaHHOM MPOHULIAEMOCTH TSI Ma-
JIbIX MoJsiekyn (Sarry et al., 1994). ®opmupoBaHUIO
komiuiekca MCII B MeMOpaHe CIOCOOCTBYIOT Kapo-
TUHOUABIL. JlaHHBIE TUTEpaTypbl O COCTOSTHUU Kapo-
TUHOUJOB B MeMOpaHax I0BOJIbHO MPOTUBOPEUYUBHI.
Tak, yacTb aBTOPOB CUMTAIOT, YTO OOJBIIMHCTBO
IMUTMEHTOB BMOJIAKCAHTUHOBOTO IIMKJa CBSI3aHO C
aHTeHHbIMU Oenkamu (Jahns et al., 2009), a npyrue
HcclieAoBaTe]IM OTMEUaIy UX PUCYTCTBUE B MEMOpaHe
B CBOOOTHOM COCTOSTHUM U CITIOCOOHOCTh OBICTPO CBSI-
3bIBaThCs ¢ Oenkamu (Szilagyi et al., 2007). MoHoMmep
koMmruiekca DCII comepxut 36 xmopodumioB u 11
KapotuHouaoB (bapbep, 2014).

YYACTUE KAPOTMHOWIOB
B INOTJIOINEHNUN CBETOBOUW SHEPI'MA

XpomodopHasl TpyIIIa ¢ OIpeaeIeHHbIM Y1CIOM
COTIPSKEHHBIX IBOMHEBIX CBSI3€i B MOJIEKYJIe KApOTH-
HoMaa OOYCJIOBIIMBAET €r0 CIIEKTP IIOIJIOIICHUS U
OKpacKy. DTU MUTMEHTHI ITOTJIONIAIOT CBET B 001aCTU
280—550 uM. ITornomeHneM cBeTa B CUHEN 001aCcTU
OOBSICHSIETCS KEITO-OpaHXKeBasi M KpacHasl OKpacKa
KapoTruHOUIoB. C yBeIMYECHUEM YMCJIa CONPSKEH-
HBIX IBOMHEIX CBSI3¢il B MOJIEKYJIaX KapOTMHOUIOB
OHM TIOTJIOIIAIOT CBET ¢ OOJBINEN IINHON BOJIHBI B
BUIMMOI 00JIaCTU CIIEKTpPa M CTAHOBSTCS 0oJjiee MH-
TEHCHUBHO OKpalllcHHLIMU.

IMTornmomenne ¢GOTOHOB cBeTa aHTEHHBIMM ITUT-
MEHTAMM UMEET KJIIoYeBOe 3HayeHue Wik GOTOCUH-
TEeTUYECKOI Ienu IepeHoca 3JIEKTPOHOB U (DYHKIIN -
OHUMPOBaHMUS XJI0poIuIacToB. @YHKIIMK BCIIOMOTraTeb-
HBIX IUTMEHTOB B aHTEHHBIX KOMIUIEKCaX (POTOCUCTEM
BBIITOIHSIOT KCAHTOMMIUIbI — BUOJAKCAHTUH, JIIOTEUH,
3eaKCaHTHMH, HEOKCAHTUH, KOTOpbIE IEpeaaloT I10-
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[JIOIIEHHYIO HEPTUIO HA XJIOpPODUIIIBL. Y pacTeHUit
SHeprusi KBAHTOB CBeTa C MOJIEKYJ KCAaHTO(MWILIOB
CCK DCII nepenaercst Ha MOJIEKYIIbI XJ10poduiLia a
P1I c pasnoii ckopoctbio (50—200 1c) u pa3Hoit agh-
(hEeKTUBHOCTBIO: OT BUOJIAKCAHTUHA — 54% , TIoTenHa —
62%, HeokcaHTnHA — 85%, a o1 xstopodwia b — 97%
(Siefermann-Harms, 1985; Gruszecki et al., 1999;
Jlageirun, 2014). IMomunentuasr CCKI u CCKII 06-
JIamaloT BBICOKOM CTENEHBIO M30UPATEILHOCTU MPU
006pa3oBaHUU CBI3€i TOJBKO C TpeMsT KCaHTOMUIIa-
MU — JIOTEMHOM, BUOJIAKCAHTUHOM U HEOKCAHTH-
HOM, 4TO CBSI3aHO C UX CTPYKTYPHBIMU OCOOEHHOCTSI-
mu (Croce et al., 1999; Jlanpirun, 2014). IToka3aHo,
YTO B 3aBUCHMMOCTHU OT JIOKYCa CBSI3U pa3InyaeTcs
yJacTHe KCaHTO(UILUIOB B Mepeaaye SHEPTUU K XJI0-
poduitaMm.

OT BO30YXIICHHBIX CBETOM MOJICKYJT KAPOTUHOMIIOB
BHEPrus nepeaacTcsl Ha Guzexalye MoJIeKyJIbl XJIO-
poduiia. O6s13aTe/IbHBIM YCJIOBUEM IS Tlepeaadyu
SHEPTUM SIBJISETCS YaCTUUYHOE TepeKpbIBaHUE DJIeK-
TPOHHBIX 00JIAKOB MOJIEKYJI ITUTMEHTOB, YTO JOCTH-
raercsl OJIM3KUM PacmojoXeHUeM XJIOpo(pULIOB U
kapotruHounoB B CCK (mexanusMm [lexcrepa). Ilo-
ClIeI0BaTeIbHOCTh peaKlMii, HauMHAaIoIIasICs C Te-
pexona MoJIEKYJI KApOTUHOUIOB B BO30YKIEHHOE CO-
CTOSIHUE IO OCYIIECTBICHUSI (POTOCUHTETUYECKO
aKTUBHOCTH, COCTOUT U3 HECKOJIBKUX 3TaroB (Siefer-
mann-Harms, 1987):

1) mormomeHnue doroHa ceera (hv) m mepexona
MoJiekyabl KaporuHouma (!Car) B BO3OYXKIEHHOE
cunrnetHoe cocrognue (!Car*): 'Car + hv — 'Car*;

2) OT KapOTHMHOMU 1A B BO30YKI€HHOM CUHTJIETHOM
cocrognun S1 ('Car*) sHeprus Bo30OyXIeHUS Tepe-
JaeTcd Ha OCHOBHOE cocTosHue xiopodwmuia (!Chl),
KOTOpPBI MepexXOaUT B CUHIJIETHO-BO30YXIIEHHOE CO-
CTOSIHME (CUHIVIET-CUHIJIETHBINA TiepeHoc): 'Car* +
+1Chl — !'Car + 'Chl*;

3) OT eNUHUYHBIX MOJIeKY] XJiopodusia B CUH-
[JIETHO-BO30YXXKIEHHOM COCTOSTHUM 3HEPITHUST BO3-
Oy:XKIeHMSI TIepeaeTcs Ha Ipyrue MOJIEKYJIbI XJI0PO-
bmI0oB ¢ 6ojiee HU3KUM SHEPreTUICCKUM YPOBHEM
S1: 'Chl* - — — 'Chin*. Monekynsl XJ10popHIUIOB
B CHHIJIETHO-BO30YxXIeHHOM cocrosinuu (!Chln*)
MepeaaloT YacTh CBOE SHEPIrUU BO30OYKIECHMSI B peak-
mmoHHbIe LeHTpEl PCI u OCII, rme MHAYUUPYIOTCS
doroxummueckue peakuun: 'Chln* — 'Chln + ¢o-
TOXUMHS. DTa POTOXUMUYECKAsT peaKlivsl B XJIOPO-
IUIacTax pacTeHUt IPUBOIUT B ABMKEeHUE (DOTOCUH-
TeTUYECKUE MPOLIECCHl B COOTBETCTBUU C Z-CXEMOI
MepeHOCca 3JIEKTPOHOB B (DOTOXUMUYECKHMX PEAKIIUSIX
dorocunTe3a ¢ yyactueM DCI u ®CII go BhiAeTEC-
Hus O,. Heucnonb3oBaHHas 4aCTh 9HEPTUU BO30YXK-
JIeHNs JINO0O BBICBEUYMBAETCSI MOJIEKYIOM XJTOPODUII-
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na B Buge ¢payopecuenuuu: 'Chin* — 'Chin + ¢yo-
pecleHIusi, JU00 BbIAEASIETCS B BUIAE TEIUIOBOI
SHEPTUu.

DOOTO3ALLINTHAA 1 AHTUOKCUIAHTHAA
OYHKINA KAPOTUHONAOB

INosiBneHue kuciaopona, Kak NoOOOYHOro IMPOIyKTa
¢doTocuHTE3a, MPUBEIO K CO3IaHUIO a3POOHOI cpe-
JIbl M TOSIBJIEHUIO MOIITHOTO OKUCIIUTENS. DTOT OKUC-
JINTEJb BbI3BaJI MOSIBJIEHUE aKTUBHBIX (POPM KUCIIO-
pona (A®K) — cBOOGOMHBIX pagMKajIoB KHUCIOPOHA,
KOTOpbIE OKa3aJuCh YPE3BbIYAiHO XMMWUYECKU aK-
TMBHBI U OMAacHbI IS (popMupymoleiics Ha paHHUX
stanax XusHu. [maBHBIM ncTouHnkoM ADPK B pac-
TEHUSIX SIBJISIOTCS 3JEKTPOH-TPAHCIIOPTHbIE LEeNu
xjioporactoB u mutoxoHapuii (Ilaposa, 2016). Ot
U30BITKOB KHUCJIOPOJa, KOTOPbIi SIBIASETCS MPOAYK-
TOM (hOTOJIM3a BOAbI, PACTEHUE JOJKHO aKTUBHO U3-
0aBJISIThCS, 3alllMIlasl MPEeXaIe BCEro MOJIEKYJIbI XJIO-
podumna PLI @CA. B pacTeHHSIX 3TOT mpoLiecC A0~
CTaTOYHO aKTUBHBIN, U CYIIECTBYET liejasi cucTemMa
AHTUOKCUIIAHTOB, Ky/la BXOASAT U KAPOTUHOUIBI.

1. KapoTuHoMIbI TYIIAT BO30YKI€HHbIE COCTOSTHUSA
xyopopuiia. B yci1oBUSIX M30BITOYHOTO OCBEIICHUS
npu 3akpbITeix PLI Moiekyinbl xjopoduiia morio-
IIAIOT CBET U MEepeXOAsSIT B CUHIJIETHOS BO30YXKIECH-
Hoe cocTostnue (Demmig-Adams et al., 1996). B atux
YCJIOBHUSIX BO3MOXEH II€pexXol BO30YXKIEHHOTO XJIO-
podmuia Ha OoJjiee HU3KMM SHEPreTUYECKUIL ypo-
BEHb C U3MEHEHMEM CITHA 1 00pa30BaHUEM BO30YK-
JIeHHOTro TpuruieTHoro xyuopodumia (1073 ¢). Kapo-
TUHOMIBI MOTYT IEMCTBOBATh IPSIMO KaK TYIIATEIU
BO30YXKIE€HHBIX CUHIJIETHBIX W TPUILJIETHBIX COCTOSI-
HUN XJT0podMILIOB. DTOT MEXaHMW3M CBSI3aH C OoJjee
HU3KUM CUHIJIETHBIM U TPUILIETHBIM YPOBHEM Kapo-
TUHOMIOB IO CpaBHEHUIO ¢ XJiopodmuiamu. [TpuHu-
Masl 3Ty SHEPruio, KapOTUHOUIBI CIIOCOOHKI €€ Me3-
aKTUBHMPOBATh B BUIE TEIUIOBOI dHEPTUU. YPOBEHb
DHEPrUU BO30OYKIEHHBIX COCTOSIHUIA KapOTMHOUIOB
MOXKET UBMEHSITHCS IIPU YBEJIMYSHUU I YMEHBbIIIE-
HUY Y1 CJIa KOHBIOTUPOBAaHHBIX IBOMHBIX CBSI3EI, UTO
MPUBOIUT K U3MEHEHMIO (DYHKIIUH KapOTUHOUIOB:
JIOHOPOB dHEPrumM (IUTMEHTHI aHTEHHBI), TIepeaaro-
IIUX TTOTJIONIeHHYIO 3Hepruio Ha PLI, m aknenropos
9HEPruu (TYILIUTEN), ITOTIONIAIOIIMX 1 pacCernBaio-
X M30BITOYHEIN cBeT. M3 murmenToB Bl oH BhITIIe
Yy 3MOKCUAMPOBAHHOIO BMOJAKCaHTHUHA (9 IBOMHBIX
CBsI3€i, JOHOP) 1 HIDKE Y I€3MOKCUINPOBAHHOIO 3€-
akcaHTuHa (11 TBOMHBIX CBSI3€i1), YeM OIIpEIEISIeTCS
u ero ocHoBHas dyHkums “rymmrens”. [TockombKy
BO30Y>KICHHBIC COCTOSIHMSI KapOTUHOWIOB SIBIISIFOTCSI
TaK>Ke KOPOTKOXMBYIIIUMM, TO IIepeaada SHEPTUU OT
HHUX ¥ K HUM 3(pPEeKTUBHA TOJIHKO ITPU OYEeHb MaJIOM
PacCTOSTHMU MEXKIy TOHOPOM U akiientopoM. IToatomy

JKYPHAJI OBLIEN BUOJIOTUU

MACIJIOBA u np.

JIaKke HeOOJbIINe CTPYKTYpHbIE W3MEHEHUS MOTYT
MPUBECTU K OOJBIINM pas3ndusM B 3(P(EKTUBHOCTUA
repenavyy SHePruu o OOMEHHO-PE30HAHCHOMY MeXa-
HusMy Jlekcrepa (Owens et al., 1992). TyieHue Bo3-
OY>XIEeHHBIX MOJIEKYJ XJ10poduiiia BO3SMOXHO C yJa-
CTHEM CIICIUAIM3UPOBAHHBIX OeJKOB. B TermoBoit
IUCCUIIALIMM SHEPTUU MOTYT IPUHMMATL Yy4acTHe
anteHHble 6enkn CCK ®CII. Tak, koHdopMaLlMOH-
HBIE U3MEHEHUS CIIelIMaaIn3nupoBaHHoro oenka PsbS
MOTYT 00€CIIeYnUTh OBICTPOE HEPOTOXUMUYECKOE TY-
meHue (JIyopecleHIIMM B OTBET HA HEIMPOIOJIKU-
TEJIbHOE BO3AEUCTBHME BBICOKOM OCBEIIEHHOCTH, a
IIpU BKJIIOYSHUH B 3TOT MPOIECC 3eaKCaHTUHA (3eaK-
CaHTMH-3aBUCHUMAsl TeTIJIOBAsI MMCCUTIALIVS) peaKIIus]
MOXKET OBITh IOJITOBPEMEHHOI M BCTPEYaAeTCs y BEU-
HO3eJICHBIX BUIOB PACTEHUI IIPU ITPOAOIKUTEITIHHOM
ctpecce (Demmig-Adams, 2003; Li et al., 2004; Dy-
mova et al., 2014).

2. Hedoroxummueckoe Tymenue ¢ryopecueHuum —
9TO MpPOoLECC 0e3bI3IyYaTeIbHONM TUCCUTIAIINN SHEP-
TMM, KOTOPHIM IIPOMCXOOUT B CBETOCOOMpaIOIIeM
xsnopoduii-a/b-6enkosoM Komruiekce @CII u nmos-
BOJISIET TIEPEBOMUTH BO30YXKIEHHBIA XJIOPOMDUILI B
€ro OCHOBHOE COCTOSIHME IIOCPEICTBOM TEILJIOBOM
JIVCCUTIAIIM. YCTaHOBJIEHA CBSI3b MEXIY CONEp>KaHU-
€M 3€aKCaHTUHA 1 TUIIOM (DIIyopeceHIIMN XJI0pOpII-
Jla ipu poTomHrubupymiem crpecce (Demmig-Ad-
ams, 2003; Ruban, 2015). quccumaumss n30bITOYHOMN
SHEPIUM B BUIE TeIjla Ha3bIBaeTCsl He(OTOXUMMUYE-
ckuMm TymeHueM (NPQ), MexaHU3MBbI IeCTBUST KO-
TOPOrO aKTMBHO U3y4alOTCS. YCTaHOBJIEHO, YTO
NPQ sBiseTcst reTeporeHHBIM IIPOIIeCCOM U BKITIO-
yaeT yeTbipe KoMIioHeHTHI (qE, I, qZ, ql) (Kress,
Jahns, 2017), xoTopBle pa3aIuyaroTCs MO BpeMEHU,
MexXaHU3MaM U YCIIOBUSIM (DOPMUPOBAHMS:

1) KomnonenTa gE, Bpems 1—3 MUH, KOHTPOJIU-
pyetcs pH momena. IMagenue pH Huke 6.0 akTUBU-
pyeT PsbS 6eok, KOTOpHIii, KaK MpeAroaaramT, MH-
nynupyetr KoHdopMamnoHHble n3MeHeHuss B CCK
anTeHHBI DCII yepes psiMoe B3aUMOIEICTBIE C €TO
oenkamu. qE Monynupyetcst 3eakcaHTHHOM (Jahns et
al., 2009). Ilpu aktuBauuu qE yepes PsbS 6eok 00-
pasyeTrcsl 3eaKCaHTUH, CUHTE3 KOTOPOro UHIYLIUPY-
eTcs cHkeHeM pH Huke 6.0 3a cyeT akTUBaLIMU B
9TUX YCJOBUSIX BMOJAKCAHTUH-AEIIIOKCUAA3BI, JIO-
KaJIM30BaHHOI1 B IIoMeHe. DT1a peryaupyeMas pH qE
obecrieynBaeT IMCCUTIALIMIO SHEPTUU B OTBET HA BHICO-

KYI0 (DIIyKTYUPYIOIILYI0 MTHTEHCUBHOCTb CBETA I UHTH-
GupyeTcs IIPH CBETO-TUMUTHPYIOIINX YCIIOBUSIX.

2) Komnonenta I, Bpems 10—20 MuH, IIpu OIITH-
MaJIbHOM OajlaHCe NOAAepKMBAeT paclIpeieieHne
sHepruu mexny @CII u ®CI. Y HazeMHBIX pacTeHUIA
Bkitan I’ B obmree 3Hauenre NPQ mpm HacheImaio-
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meii ocBemeHHocTu HeBbicokmii (Nilkens et al.,
2010).

3) KomnonenTa qZ, Bpems ot 10 no 30 muH, cBsI-
3aHa C yJYaCTHEM 3€aKCaHTMHA M MUHOPHOTO aHTEeH-
Horo Oenka Lhcb5. AktTmBHOCTE qZ HEe 3aBUCHUT OT
TPaHCTUJIAKOUIHOTO MTPOTOHHOTO T'palueHTa, U OHA
OCTaeTCs aKTUBHOI B TEMHOTE.

4) KomnioHeHTa gl, Bpems — 4Jachl (IecsITKU MU-
HYT), OXBaTBIBAeT BCE MPOILECCHI, KOTOPHIE KOCBEHHO
cBg3aHbl ¢ ¢orouHruouposanueM PCII. PoTouH-
rudupoBaHue (COOTBETCTBeHHO (l) BcTpedaercs Iipu
BBICOKOI OCBEIIIEHHOCTH TTPY YaCOBBIX SKCIO3UIISX,
HO MOXET MHAYLIMPOBAThCS TAKXKe U B 60JIee KOPOT-
Koe BpeMmsi, Korga (OTOCUHTE3 JTMMUTUPYETCS He-
61arOTIPUSATHBIMHU YCIOBUSIMM, TAKMMHU KaK 3acyxa 1
Huskag temmeparypa. @orounruouposanue DOCII
CBsI3aHO IIpEeXIe BCEro ¢ ImoBpexaecHueM D1 Oenka
P11 ®CII, a Takxke Opyrux CTpyKTYp XJIOPOILIACTOB.
B BoccTanoBneHnn nocie GOTOMHTMOMPOBAHUS MO-
KET NPUHUMATh YJaCTUE 36aKCAHTHH.

B murepatype obcyxkmaioTcst iBe 6a30BbIe TUITOTE3bI
0 (oTo3aIUTHOI (DYHKIINHY 3eaKCaHTUHA B IIPOLIEC-
ce MUCCUNALIU SHEPTUU: TIpsiMast GyHKIUS — TYIIU-
TeJIb DHEPTUU U KOCBEHHOE Y4acTHEe KaK MOIYJISITOpa
9HEPIUU JUCCUNALINN, KaK aHTUOKCHAAHTA B JIMIIU I~
Hoit pasze. Jdamr Ocro ¢ coast. (Dall’Osto et al., 2017)
MOJIYYMIN JOKa3aTeIbCTBa, 9TO B E MoXeT paboTaTh
JIBa MEXaHW3Ma: OWH B MaJIbIX aHTEHHBIX KOMIUIEKCax
Cc o0OpasoBaHMEM KaTHMOH-panguKajla KcaHTodmIa,
npyroit — B tpummMepe CCKI, rme ygaacTByeT 3eakcaH-
THH. JloKa3aTeabcTBa KOCBEHHOM (DYHKIINY 3¢aKCaH-
TiHAa B qE, cBA3aHHOI ¢ Momynsgnuen ee 3(pHeKTUB-
HOCTH 3a cueT caBura pH B cTOpOHY BBICOKMX 3HAUYE-
HUIi, IpUBeACHEI B paboTe XopToHa ¢ coanT. (Horton
etal., 1999). B ux Moneau nuccuIraliis SHEPTUM B aH-
TEHHBIX OeJIKaX yCKopsieTcs repeaadeii ee TIOTeUHY U
pH perynupyeMbiMu KOH(POPMALIMOHHBIMYA U3MEHE -
HUSMU B aHTeHHBIX 6enkax ®CII 6e3 nmpssmMoro yya-
ctust B NPQ (Ruban, 2015).

AHaIM3 JUTepaTypbl MOKas3aJl, YTO OCHOBHAas
YacTb MCCIIeJOBaTeIel MOMIepXKUBAIOT TUIIOTE3Y O
KOCBEeHHOM poniu 3eakcaHTuHa B qE. CxonHbIe maH-
HbIe 0 KOCBEHHOM YYaCTUM 3€aKCAHTUHA B MEXaHMU3-
Max KoMIToHeHT qZ 1 gl mpuBomsTces B padote Kpecc n
Hxanca (Kress, Jahns, 2017). 9t ke aBTOpHI B 3a-
KJTIOYEHUU OTMEYAIOT, UTO 3¢aKCAHTHH, IT0-BUIUMO-
MY, BBITIOJTHSIET aJIJTOCTE pUYECKYIO PYHKIIMIO. Moy~
JIIUST 9TUM HUTMEHTOM MeEJICHHBIX WHIYyLINOeIb-
HBIX cocTossHIIA NP Q 1T03BOJISIET €My TOTIOJTHUTETEHO
BKJIIOUAThCS B OOILIYIO 3aIIUTY, B TOM YKCJIC CBSI3aH-
HYIO C TUTTMIHOM (a3oif MeMOpaH.

HMmeronnecsd cBg3u MeXny dIIOKCUIALIMEi 3eaK-
caHTUHA 1 BoccraHoBIeHeM akTuBHOCTH PCII mo-
Ka3bIBalOT, YTO 3€aKCAHTHUH OCTAETCS CBSI3aHHBLIM B

KYPHAJT OBIJ_[EI7I BUOJIOTI'MUA
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TUJIAKOUIHOI MeMOpaHe 1o Tex nop, noka @CII uH-
rmonpoBaHa WM naetT down-peryiasanus. DTa pery-
JISIUS TIOAAEPKUBAECT UICK0, UTO IIPUCYTCTBUE 3eaK-
CaHTWMHA MOXET pacCcMaTpHMBAThCS KakK “IaMsaTh” O
CBETOBOM CTpecce Ha ypoBHe xioporiacToB (Ruban,
2015), 94TO MO3BOJISIET OBICTPO MHAYLIUPOBATH (pOTO-
sammTHBIe NPQ mpoiiecchl mpm ero IMOBTOPEHUMN.
OnHAaKO MEXaHW3MBI y4aCcTUs 36aKCAaHTHUHA KaK MUT-
MmenTa Bl B iponieccax, cBss3anHbBIX ¢ NPQ, ocTaror-
CS MUCKYCCUOHHBIMM.

3. AuTnokcunanrnas ¢pynkous. KapotuHounsl siB-
JISIIOTCSl TYLIUTEISIMU aKTUBHBIX (DOPM KHCJIOPOIa
(Bnagumupos, 1998). Ilorolast cBeT, MoJieKyJia XJ10-
poduiia NepexoauT B CUHIVIETHOE BO30YXKIEHHOE CO-
CTOSIHME, a 3aTeM B TpuIuieTHoe. OOpasyloluiics
BO30Y>KIE€HHBII TPUIUIETHBIN XJTOpOMUILIT MOXKET aK-
TUBHO B3aUMOJEHCTBOBATh C MOJIEKYJISIPHBIM KHCJIO-
pomoM, TepeBOsI ero B PeaKIIMOHHO aKTUBHOE CHUH-
rieTHoe cocTosinue (ADK). KapoTnHOMIbI CIOCOOHBI
peJlakCUPOBaTh TPUILICTHBIM XJIOPOMUIUT U CUHTJIET-
HBIIA KUCJIOPOJ, TIepeXoAst MPU 3TOM B TPUILIETHOE
cocTosiHue. VI3 TPUIMIETHOTO COCTOSIHUSI KAPOTUHO-
Wbl BO3BPAIAIOTCSI B UCXOJHOE CUHIJICTHOE, pacce-
1Bast SHEPruio B Buae Teruia. Peakuus tymeHus ADK
SIBJISIETCS CIIMH-PA3pEIICHHOM, TTO3TOMY TPUTLICTHbBIC
COCTOSIHUSI KapOTMHOWIIOB C HM3KUM 3HEpreTuye-
CKUM YPOBHEM MOTYT OBICTPO TYILIMTb CUHIJICTHBII
Kucyiopon. TpuruieTsl KapoTUHOUIOB UMEIOT TaKylo
HU3KYIO 9HEPI1io, YTO MOBpexXaaronuMu 3@ dekra-
MU MOXKHO, BEpPOSITHO, IpeHeOpeyb. OHU pacmoJio-
>KEeHBI JIOKAJIbHO U SBJISIIOTCS CPaBHUTEIBHO KOPOT-
KOXUBYIIUMU. B mpoiiecce poTodpuznueckoro Tylie-
HUS TIPOUCXOAUT BOCCTAHOBJIEHWE KapOTHHOWIA
yepe3 pesakcaluio 10 MCXOOHOTO CUHIJIETHOTO CO-
crostHus (Bnagumupos, 1998).

4. KapoTuHouap! AeiicTBYIOT KaK (pMJIbTPHI 1, Ha-
KaIUTMBAasICh B IIOKPOBHBIX TKAHSIX PACTCHUIA, TTOTJIO-
IIAIOT B YCIIOBUSIX BEICOKOTOPHiT M30BITOYHBIE KOJTIYE-
CTBa CHHETO U OJIDKHETO YIbTpadHroieTOBOTO CBeETa,
KOTOpBbIE MOTYT OKa3blBaTh WHTHOMWpYIOIIee Heii-
CcTBME Ha (QYHKIMOHAJIbHYIO akKTUBHOCTL MCA
(JIagpiruH, 2014).

5. 3amuTa MEMOPAHHBIX JUIHIOB OT (DOTOAECTPYK-
IUA. AKTUBHBIE (DOPMBI KHCJIOPOIa BHI3BIBAIOT CBO-
OomHOpagKaIbHOE OKMCIIEHUE OMOMOJICKYJI, TPUBO-
ISIIIee K HApYIIEHUIO PA3INYHBIX (QYHKINNA B KUBBIX
opranusMax. Hauoboiee ysa3sumbl 11g ADK nunuabl.
OHU SIBISIOTCSI OOHUM M3 OCHOBHBIX KOMIIOHEHTOB
¢dOoTOCMHTETUUECKNX MEMOPaH XJIOPOILJIACTOB, UTPa-
JOT pOJIb THAPOPOOHOTO MaTPUKCa, ONIPEALIISISI TAKHE
CBOIicTBa MeMOpaH, KaK TeKy4ecTb, HpPOHUIAe-
MOCTbh, aKTUBHOCTb BCTPOSHHBIX B HUX XJIOPO(DUILI-
OGEJIKOBBIX KOMITJIEKCOB, (DEPMEHTOB ITOJIUIICTITUIOB
(Knsuko-T'ypeua u gp., 2000). B xmoporuiacTHBIX
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MeMOpaHax UMeeTCsI 3HAaUYNTeJIbHOE KOJIMIECTBO HE-
HACBIIEHHBIX XKMpHBIX KucaoT (Cl18:3) ¢ Tpems
IBOMHBIMU CBSI3SIMH, YTO OOYCJIaBIMBAET UX BBICO-
KYI0 4YYBCTBUTEJBHOCTb K (doromecTtpykuuu ADPK
(Knsuko-T'ypeua u ap., 2000). Haubonee ysa3BUMBI
aTOMBI yIJIEpOAa, PaCIUIOKEHHBIE MEXIY CONPSIKeH-
HBIMU IBOMHBIMU CBs3IMHU. CBOOOIHOE pamnKaib-
HO€ OKHUCJICHHE JIMIUIOB WHUILIMUPYETCS OTHATHUEM
9JIEKTPOHA OT aTroMa YIjepolia, PacCIOJOXKEHHOTO
MEXIY TBOMHBIMU CBSI3SIMU. [1oTepst aieKTpoHa BbI-
3bIBaeT IIepepacipeacieHre JIEKTPOHHO! IJIOTHOCTU
TaK1M 00pa3oM, YTo 00pa3yeTcs paarKai, CMEXHBIN C
CHCTEMOI KOHBIOTMPOBAaHHBIX TBOMHBIX CBs3eil. Ta-
KOI1 pamrKaJ JIETKO B3aMMOIENCTBYET C MOJIEKYJISIP-
HBIM KHCJIOPOIOM U IpeoOpa3yeTcs B JIUIUIHBINA TIe-
POKCHI-pagvKall, KOTOPBI MOXKET BCTYIIaTh BO MHO-
2KECTBO PeaKIIMii, IIPUBOMSIIMX K Pa3pbIBY YIJIEPOIHOMN
Henyd W HAaKOIUICHWIO ITPOAYKTOB II€PEOKCHAAIINN
JIMNUA0B (adbIeTUAOB, KETOHOB, YIJIEBOZOPOIOB)
(Ilaposa, 2016). Baxxnywo ¢GyHKIHIO B 3alUTE JIU-
MUI0B MeMOpaH (POTOCMHTETMYECKNX OPraHM3MOB
OT NEPEKMCHOIO OKMCJICHHUS BBIIIOJHSIIOT KCAHTO-
¢unner BI (Havaux, Niyogi, 1999). OHu cItoCOOHBI
TYIIUTh TPUIUIETHBIA XJIOPOPWII WM CHHIJIETHBINA
Kuciiopon. DT (YHKIUM KapOTUHOWIOB XOPOIIO
nsydyennl in vitro B CCK ®CII (Havaux, Niyogi,
1999). CnenosarenbHo, KcaHTodubl BLI B mpucyt-
CTBMH KHCJIOPOa 3aIIUIIAIOT XJTOPOMUILUILI 1 JIUITH-
bl OT pa3pylleHus U 00eCIIeYnBalOT YCTOMUMBOCTh
TUJIAKOMTHBIX MEMOpPaH IMIPU BBICOKOII MHTEHCUBHO-
ctu cBeta (Kisruko-I'ypBua m np., 2000).

BUOJIAKCAHTUHOBBIN LHUKJI
B3AUMOITPEBPALLIEHHWA KCAHTO®UJIJIOB

B mpupone omMcaHO MSTh Pa3IMYHBIX KCAHTO-
(bMJUIOBBIX LIMKJIOB, OCHOBAHHBIX HA MPOM3BOIHBIX
B-kapoTuHa (BMOJAKCAHTMHOBBIN, HEITOJHBINA BHO-
JIAKCAHTUHOBBIN, AaHTEPAKCAHTUHOBBIIA 1 TMATNHOK-
CAHTWHOBHIN) M O-KapoTHWHA (JTIOTEWH-3TTOKCUIHBIN
mki) (Macnosa u np., 1996; Jlaneirun, 2014). B oc-
HOBE pabOThI LIMKJIOB JIEXKAT PeaKlUU Ie3MOKCUIa-
LMY U STIOKCUIALNHN.

Ocobennocmu ynkyuoHuposarus nuemenmos BI[

BuonakcaHTMHOBBIIA MK BO3HUMK Ha pPaHHUX
aTarax BOJIOLIUN BMECTe ¢ BOBHUKHOBEHUEM KUC-
JnopomHoro dorocuHTe3a. Ero ¢pyHKIIMOHMpPOBaHME
cBg3aHo ¢ gukBuganmein AOK u peryasiimein sHep-
retmyeckoro OamaHca B ¢dorocuHTede (Demmig,
Bjorkman, 1987). OxH oOHapyXeH y OOJIbIIION TPyl
OMOTHI (BBICIIIME pacTeHUsI, 3eJIEHbIe U Oyphble BOIO-
pocin) (Siefermann-Harms, 1985; Demmig-Adams
et al., 1996; JlagpiruH, 2014). DT LIMKINYECKUE B3a-
nMoIIpeBpalleHus KapoTruHouaoB (BL) Bkirouaior B

JKYPHAJI OBLIEN BUOJIOTUU

MACIJIOBA u np.

ce0s1 mBe pH-3aBucuMMEBIE peakuMu: IIPSIMYIO — Ie-
SIOKCUIAIINN ¥ OOpaTHYIO — SITOKCUIAIIN, KaTaJIH-
3UpyeMble OBYMS Pa3HBIMH (DEpMEHTAMM: BHOJIAK-
CaHTUHOBOM OE3MOKCUAA30M M 3eaKCaHTUHOBOI
snokcuaaszoii (Hager, Holocher, 1994; JlanbiruH,
2014).

IIpsmas peakuusa. B nesmokcupanyy BUOJaKCcaH-
THHA C BBIIASJICHUEM KUCIIOpOJa yIacTByeT (DEPMEHT
BUOJIAKCAHTUHOBAs1 nesnokcumaza (Sapozhnikov,
1973), KOTOpBIiA KOTUPYETCS XJIOPOIJIACTHBIM T€HOM
Vdel (Cunningham, Gantt, 1998; Jlageirun, 2014).
Peaknust uaeT B IIMPOKOM AMANa3oHE OCBEIICHHO-
creit. Ecu peakuus gesnoKcuaaliiy BUOJAKCAHTH -
Ha UIET HAa CUJIBHOM CBETY, TO OTMEYacTCs BHICOKUIA
YPOBEHb HAKOIUICHUS 3eaKcaHTHHa. Jleamokcuaasa
BUOJIAKCAHTUHA — (pepMEHT ¢ MOJICKYJISIPHOM Mac-
coii or 40 mo 54 xJla, KOTOpBII JOKaJIM3yeTcs Ha
BHYTpEeHHEIl (JIIOMEHaJIbHOII) CTOpPOHE MeMOpaHbI
trnakonaa. OH TIPOSIBISIET MAKCUMAJIbHYIO aKTUB-
HocTh Tpu pH 5.2 1 ncnonb3yeT ackopOaT B Ka4ecTBe
KoCyOCTpara, a rajlakTOJMITUIbI TUJIAKOUIOB (MOHO-
raTaKTO3WIAVALITIMLIEPOJIb) MHAYLIUPYIOT COOPKY
BUOJIAKCAHTUHA B MULIEJIJTBI M 00ECIIEUNBAIOT JOCTYIT-
HOCTh BHOJIAKCAaHTMHA 111 depMeHTa (Smirnoff,
Wheeler, 2000). BuonakcaHTMHOBasI Oe3MOKCHIA3a
MOIBMXKHA BHYTPHM TWJIAKOUIHOTO JIIOMEHAa W TIpU
GJIM3KOM K HelTpajdbHOMY 3HaueHUO0 pH 6.8—7.2,
KOTOpOE BCTPEYACTC if Vivo B TEMHOTE, MOXKET OTIE-
JIITBCS OT MeMOpaHBI. DTOT (pepMEHT CITOCOOEH TPO-
SIBIISITh AKTUBHOCTB TOJTEKO K TOMY CyOCTpaTy, KOTOPbIi
HaXoOuTcs B all-trans koHpurypauyn. MeHOMEH reTe-
POTeHHOCTHM MyJia BUOJIAKCAHTWHA OBLUI BIIEPBHIC
onmcad B pabote JI.M1. CammoxxankoBa n I'.A. KopHto-
mreHko (1969). BrickazaHa ruIioTesa, 4To HEaKTUB-
Hasl 4acTb BHoNakKcaHTUHA (0Koy10 20%) MOXeT OhITh
B KOH(UTYpaALIUU cis, TOTAA KaK Ae3MOKCUaa3a pea-
TUpPYeT TOJBKO C KOHGUIypalyeil BUOJAKCAaHTHUHA
all-trans. Tlpn BBICOKOI OCBEIIIEHHOCTH BO3pacTaeT
cofepxaHue cis-(opM BUOJAKCAHTHUHA, OH TIepPeXo-
INT B CBSI3aHHOE C OeJIKaMU COCTOSTHUE U I€3aKTUBH -
pyercd. B 3Tx ycioBugIX nueT HaKOIUICHUE all-trans
¢dopM 3eakcaHTHHA, IIepeXol ero B CBOOOMTHOE CO-
CTOSIHUE, B KOTOPOM OH aKTHMBUPYET mpoliecc Heho-
TOXUMUUYECKOTO TYIICHUS (PIyOpecleHIIN XJIOPO-
dmta. Dto obecrieynBaeT MOoAIepKaHE TeTePOTeH-
HOCTH MyJia BUOJIJAKCAHTUHA.

Oo0paTHasa peakunus. DNOKCHUAALIMS 3eaKCaHTUHA
JI0 BUOJIaKCAaHTWHA MMPOTEKaeT Ha CJIa00M CBETYy WM
B TEMHOTE C MCHOJIb30BaHUEM KHCJIOpoAa aTMocdephl
(Yamamoto, Bassi, 1996). DTta peakuyst OCyIIeCTBIISI -
ercga nipu ontumyme pH 7.5 ¢ ygactnem dpepmeHTa
HAJI® - H-3aBrcuMOIi 3eaKCaHTMHOBOI 3MOKCUIA3bI,
KOTOpasi KOHTPOJIMPYETCS XJIOPOILJIACTHBIM T'€HOM
Zepl n nMeeT MoJieKysipHyio Maccy 72 kla (Cun-
ningham, Gantt, 1998; Jlaneirun, 2014). 3tot dep-
Ne 4
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MEHT SIBJISIETC MeMOpaHHO-CBSI3aHHBIM OCIKOM,
JIOKAIM3yeTCsl Ha BHEIIHEe# (CTpOMallbHOI) CTOPOHE
MeMOpaHbl THJIAKOWIA W SBISIETCS KOHCTUTYTHMBHO
aktuBHbIM (Hager, Holocher, 1994; Bugos et al.,
1998). B peakium 31oKcuaauy ¢ IIOMOIIBIO 3€aK-
CaHTWHOBOI a110KcHma3bl yaacTByioT NaDPH, FAD,
MOJIEKYJISIPHbBII KUCTTopod. Peakiivs uaeT B TeMHOTE.
I1pu cuIbHOM OCBEIIEHMH, KOTAA BHYTPY TUJIAKOUIA
BHyTpUJIIOMeHallbHbIT pH magaetr Huke 6.5 Benen-
CTBUE 0Opa3oBaHUs MPOTOHHOTO TpagWeHTa, CBOM-
CTBa JE3IMOKCUIA3bl U3SMEHSIIOTCS — (PepMEHT BHOBB
MPUKpEIIIeTcd K MeMOpaHe TWUJIaKoWOa, Moaydast
JOCTYII K CyOCTpaTy BMOJIAKCAHTHHA, W JTOCTUTAET
MaKcuMabHOM akTuBHOCTU ITpu pH 5.2 (Hager, Ho-
locher, 1994).

Boripoc o BpemMeHM mnpoTekaHus peakuuii BII
oKazajcsl CJIOXHBIM. ECTh maHHBIE, 4TO BpeMs Je-
SIOKCHUAAIIMY BUOJIAKCAHTUHA B 3€aKCAaHTUH 3aBU-
CUT OT OCBEIIEHHOCTU: MPU U3OBITOYHOM OCBEIIE-
HUM OH 3aHUMAaeT HECKOJIbKO MMHYT, a IIPU OITH-
MaJbHOM OCBEIIEHHOCTHU 3aMeJIsIeTCs "
OCTaHaBJIMWBAeTCsl Ha TUMUTHUpYlolieM cBeTy (Hager,
1975; Latowski et al., 2004). OgHako B Apyroi cepuu
paboT Moka3aHo, UTO TpeBpallleHe BUOJaKCaHTUHA
B 3€aKCaHTHUH ITpoucxoauT B TeueHue 10—30 MUH Kak
in vivo, Tak m in vitro (Siefermann-Harms, 1987;
Jahns,1995; Kress, Jahns, 2017). Eiie 6oapimit pas-
OpoC JaHHBIX TOJYYEH TSI SMOKCUIALMU 3eaKCcaH-
THa. Peakuus snokcugauuu uaet B 2—10 pa3 men-
JieHHee (oT 10 MMH 10 HECKOJIBKUX YaCOB), YEM peaK-
uun gessnokcuganuu (Hartel et al., 1996; Krause,
Jahns, 2003; Jahns et al., 2009; Suxo u ap., 2011;
Kress, Jahns, 2017). Takue Oonbline pa3audust CBsI-
3aHbI C Pa3JIMYHBIMU YCJIOBUSIMU ITPOBEACHUS IKCTIe-
PUMEHTOB, OOBbEKTaMU HMCCIeI0BaHUs (MHTAKTHBIN
JIUCT WM OTIEJbHBIE CTPYKTYpPhI XJIOpOILIacTa) H,
COOTBETCTBEHHO, C pPa3HbIMU MeXaHU3MaMM IIpO-
XOXIAECHUS 9TUX PEeaKIIU.

PaGora BHMOJAKCAHTHHOBOTO NMKJIA. [IUTMeHTHI
BII noxann3oBaHbI B TUWJIAKOUIHBIX MEMOpaHaXx XJIo-
poIuiacToB, MW OoJbllIasi 4YacTh IMyJa HaXOAUTCS B
CCKII. Peakmuu B3auMoIIpeBpallleHUsI LIMKJIA MO-
T'YT OCYILIECTBISITbCS TIpU (DYHKIMOHUPOBAHUM KaK
DCII, tak u DCI (Havaux, Niyogi, 1999). I1pespa-
IIeHUEe BUOJIAKCAHTHMHA B 36aKCAHTUH MPOUCXOIUT B
JunugHoM MaTtpukce (Macko et al., 2002). YcraHosB-
JIEHO, YTO OTHEeJIbHble MOJIEKYJIbl KADOTUHOUIOB He
IIPOCTO “pacTBOpPEHbI” B JUIIMOHOM OUMCIOE MEM-
OpaH TWIAKOUIIOB, a UMEIOT CTPOTO OIlpeae/ieHHbIe
MecTa JOKaJu3aluu B XJOPODUII-OETKOBBIX KOM-
TUIEKCaX U BBITIOJHSIOT pa3indHble (GPyHKIUU B MEM-
o6paHax xstoporutactoB (Caffarri et al., 2001).

B pa6otax rpyms .M. CamoxxHnkoBa 1pu Uc-
CJIEIOBAaHUM KWHETUKU CBETOBOM 3aBUCUMOCTU
JKYPHAJ OBIIIEW BUOJIOTU
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¢yukumonuposanus Bl ¢ mcnonb3oBaHmeM WHIM-
OuTOpa peakuuM ACIIIOKCHUAAINN CaJTHIIATbIOK-
cuMa ObUI YCTAaHOBJICH (PAKT CyIIeCTBOBAaHUS CBETO-
BOTO IIOpOTa peaklMM Ie3ITOKCHUAALIN, KOTOPBIA
oKazaJicsl 3HAUYUTEIbHO HIKE TOYKM CBETOBOM KOM-
MeHcaluu s (poTocuHTE3a. DTO O3HA4yaeT, UTO
IIKJI MOXET paboTaTh IIpU OYE€Hb HU3KOI OCBEIIIeH-
HoctHu (200 1K) ¢ paBHBIMH CKOPOCTSIMM MPSIMON U
00paTHOI peaklny, 1 OOHAPYXUTDH €T0 B OaaHCO-
BBIX OITbITaX HEBO3MOXHO. [TosiBIeHMe 3eakcaHTUHA,
Kak (pakTa IIPEeBBHIIICHUSI CKOPOCTHU ASIITOKCUAAIINN
HaJ CKOPOCTBIO BIIOKCHAANM, OTMEYEHO TOJBKO
npu ocBenmeHHOCTH BoIIe 1000 K — CBETOBOIT ITOpor
peaKkuy Ae33II0KCUIAIN, TOJTyIeHHBII HAa TOPTEH-
3uu (ITomosa u ap., 1971). DTOT pe3yabrarT, MOSIBIIE-
HUE 3eaKCaHTHHA ITIPY OYeHb HU3KMX OCBEIIEHHOCTSIX,
OBLI IIOJIy4YeH M HEOIHOKPATHO MOATBEPKIEH C MC-
MOJIb30BAHUEM psiia MHTMOMTOPOB OOpaTHOM peak-
LIMY LMKJIa U Ha APYTUX BUIax pacteHuii (Macnosa u
Ip., 1996). BcraeT Bonpoc 0 GyHKIMOHATLHOM pOIn
BIl mpm moamoporoBoii HU3KOW WMHTEHCUBHOCTH
csera. B pabore Pybana (Ruban, 2015) yrBepxmaer-
cd, aro mexaHn3M NP Q adpdekTrnBeH TOTBKO ITpH 3a-
KpeITeIX PLI ipm BeICOKOIT ocBemneHHOCTH. B ycmo-
BUSIX HU3KOM MHTEHCUBHOCTU cBeTa PLI OTKpPHITH 1
Mmexann3M NPQ He BKirrogaeTcs, 4TO CBI3aHO C 00-
Jiee OBICTpOIl yTWIM3alMeil 3Hepruyd ITMTMEHTaMU
PLI. DTo orpanmymBacT NOTEPIO IHEPTUU IS (POTO-
CHHTE3a B YCIIOBUSIX HemocTaTKa cBeta. Kpome Toro,
aBTOpaMu c(hOpMyJIMpOBaHA OPUTUHAJIbHAS TUIIOTE-
3a 0 POJIM 3€aKCAaHTUHA B “CBETOBOI MaMsTU " pacTe-
HUSI O TIPEeObIAYIINX BO3ICUCTBUSIX CBETa BBICOKOI
MHTEHCUBHOCTU. A 0COOEHHO BaXKHO 3aMeYaHue, YTO
IIpA HU3KOH OCBEIIEHHOCTH aHTEHHa “He Xo4eT”
BeIKITI0YaTh NPQ B 0XXMIaHUM CIIEIYIONIETO BCILIEC-
Ka OCBEIICHHOCTHU. DTU TaHHBIE U MX TPAKTOBKA XO-
POIIIO COTJIACYIOTCS ¢ (PEHOMEHOM CBETOBOIO ITOPOTa
peaknuy Ie3NOKCUIAli. AKTUBHOCTh IIMTMEHTOB
BII B pexxuMe B3auMoIpeBpallleHUsI KCAaHTOMDUILTOB
MIpU HU3KOI MOAMNOPOroBOi MHTEHCUBHOCTU CBETA
MOXKET OBITh MEXaHM3MOM ITOANepXKaHUS “TIaMsATH
pacTeHusl. A 3HaYeHHe CBETOBOIO OPOra, KaK KOJIN-
YeCTBEHHOI'O ITapaMeTpa, IO3BOJISIET BBISIBUTH YPO-
BEHb OCBEIIEHHOCTH, BBIIIE KOTOPOTO BKJIIOYAIOTCS
3alIUTHBIC peakKlIM1 — HaurMHaeTCss 00pa3oBaHue 3¢-
aKcaHTWHA W TIoAkKiouyeHne MexaHusmoB NPQ. B
paborax JI.M. CanoxHuKoBa OBbLIO ITOKA3aHO, YTO
3HAYCHME CBETOBOTO MMOPOra M3MEHSIETCS B 3aBUCH-
MOCTH OT CBETOJII0OMBOCTH pacTteHuii (I1omosa u op.,
1971).

CrenyeT oTMeTUTD, 4To B 3Boolnu M@CA 601b-
LIIYIO POJIb UTPAJIO YBEIMUYEHNE OCBEIIEHHOCTH Y HE00-
XOIUMOCTb OpraHu3aluy (HOTO3ALIUTHBIX CTPYKTYP.
Pannee aBomononHoe 1ossiaeHue BI u oTkpeiTue
CBETOBOTO ITOpOTra peaklUM Ae33MOKCUAALIMU HAeT
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OCHOBaHUE I TIPEAIIOJIOXKEHUsI, YTO WCXOTHOI
dyHKIME nyKIa 66T 6alaHCOBBIE B3aMMOIIpEeBpa-
IIeHUsI, KOTOPble BOSHUK/IM Ha PAaHHUX 3TallaxX 3BO-
JIIOLIMM Y Bomopociieil Ha (hoHe HU3KOM OCBEIIEHHO-
CTU IJi TIOAAEpXKaHUS DHEPreTUYecKoro OaliaHca.
M paboTta nuKiIa ImpomokKaeT BXOOUTh KaK He00X0-
IMast MeTaboIMdecKasi COCTABIISIIONIast B (hyHKIINO-
HUPOBAaHUE PACTeHUIl B HECTAOMJIBHBIX YCIOBUSIX
OCBeIIeHHOCTH. MBI mipeanoiaraeM, aro BIl moxkeT
(GYHKIIMOHUPOBATb B ABYX OCHOBHBIX COCTOSTHMSIX:
MPY HU3KUX OCBEIIEHHOCTIX UAYT OalaHCOBBIEC B3a-
uMomnpeBpalleHust (06e3 M3MeHEHMsS COmep>KaHUS
MUTMEeHTOB 1 0e3 ydactuss NPQ), a nmpu yBeIndeHUN
OCBEIIIEHHOCTU OTMEYAETCSI HAKOIJICHNE 3¢aKCAaHTH -
Ha u ygactue NPQ.

Tunomesa 06 yuacmuu kcanmoduanos é svioenenuu
Kucaopooa npu gpomocunmese

Ora runore3a Obuia BeiagBuHYyTa .M. CammoxHu-
KOBBIM ¢ coTpyaHukamu B 1957 r. IlpeanpuHuma-
JIOCh MHOXECTBO OPUTMHAJILHBIX MCCICAOBAHWIA TSI
ee mpoBepKU. Tak, B OTeYeCTBEeHHBIX 1 3apyOesKHBIX pa-
0oTax OBUIM COMNOCTAaBJIEHBI peaKLMU Ie33IMOKCUIA-
M BUOJIAKCAHTUHA B pabOTamIIeM LUKIE C BBIIS-
snenueMm O, u ckopoctbio pukcauuu CO, B mpoliecce
¢dorocuHTe3a. [TokazaHo, 4TO IIPU OCBEIIEHUU KJIe-
ToK xJiopesuibl O 13 Bogbl BKIIIOYaeTcs BO (DPaKLIMIO
kcaHTouioB (CanoXHUKOB U ap., 1967). Xaiirep
(Hager, 1975) npenmnoioxXuii, 4TO BKJIIOUEHHE MeUe-
HOT'0 KMCJIOpPOAa B MOJIEKY/Ty BUOJAKCAaHTUHA MOTJIO
MIPOUCXOIUTh YK€ IIOCJE €ro OCBOOOXIEHUS B pe-
synbraTe (potonmsa Bombl. ComocTaBlieHUE padOTHI
IMKJIa U aKTUBHOCTU (pOTOCHHTE3a I10Ka3ajio, YTO
LUKJIAYECKUE IIpeBpalleHusT KCAaHTO(MUIIJIOB OTMeE-
YaloTCs B TOM K€ T1Malia30He yCIO0BUii, B KOTOPOM pa-
OoTtaeT GOTOCHUHTE3; CBETOBBIE KPUBBIC PEaKIINH Ie3-
SIIOKCUAAIINY BHOJAKCAHTMHA OKA3aIMCh CXOIHBI-
MU CO CBETOBBIMM KpuBBIMU (poTocuHTe3a (I[Tommosa
u ap., 1971). IlonydeHHbIe JaHHBIE, a TAKXe paHee
YCTAaHOBJIEHHBIN (aKT, YTO KCAaHTOMMIIBI, MMEIO-
1€ B COCTaB€ MOJIEKYJIbI SIOKCHIHBIN KHMCIOPO
(BHOJIaKCAaHTUH), BCTPEUYAIOTCS TOJIBKO Y OpPTraHu3-
MOB, BBIAEJSIONINX KUCIOPOI B IIpoliecce (hOTOCUH-
Te3a, CBUIETEIBCTBYIOT O TECHOM CBSI3U MEXIy pabo-
toit BLI m BeImeTeHneM Kuciiopona. B mporiecce 3Bo-
JIIOLMY HaIllel IIaHeThbl ObLI MEepuOoM, KOorma IO
IeiictBueM OoJibIIoro Koimdecrsa Y® (mpu oTcyT-
CTBMHU O30HOBOIO CJIOST) UMEIOIIUIACS B BOJIE KMCJIO-
poI mpeBpallajicsd B MEPEeKUCh BOOOPOIA, KOTOpas
HaKaIUIMBaJIaCh X MOTJIAa JIETKO BCTYNAaTh B PeaKIIIO
®deHTOHA, OAHUM U3 TIPOAYKTOB KOTOPOI ObLIT TOK-
CUYHBIN IJIsI IEPBBIX OPTaHU3MOB TUAPOKCUI-Paar-
Kasl (MeHbIIuKoBa u ap., 2006). DTo puBeIo K 1o-
SIBJICHUIO 1 (DOPMHUPOBAHUIO IIEPBUYHON CHCTEMbI

JKYPHAJI OBLIEN BUOJIOTUU

aHTuokcugaHToB. B oroszamure ®CA npenkos -
aHoOaKTepUii ATy POJIb MOIJIU BBIITOJHITH CUCTEMBI
KaTajaa30IoJ00HbIX (DEPMEHTOB, KOTOPHIC ITO3THEE
MOIJIM TIpUOOpPECTH CIIOCOOHOCTH pasjlaraTbh BOLY
(IIaposa, 2016). DTOT mMpoLeCC MOXKHO paccMaTpu-
BaTh B Ka4eCTBE IIPEAIICCTBEHHNKA KMCIOPOIBBIIE-
Jsmroniero komiviekca @CA y aspoOHBIX 3YKapUOT.
Kaxk cuuraror Jemmur u beépkman (Demmig, Bjork-
man, 1987), y>ke Ha paHHUX 3Tanax 3BOJIIOLIMH 3yKa-
pUOT KCaHTO(MIUIOBBII LUK HaYajl UTPaTh BaXKHYIO
pOJIb B PeryJIsiiuy IIpeBpalleHusT (POTOCHMHTETHYIE-
CKOIi SHEpruyM M IIPpeHOTBpallleHUsI OOpa30BaHUSI
A®K. Ero Bki1oyeHre B OOMEHHBIE IIPOLIECCHI IIPO-
M30IIJI0O KOHBEPIEHTHO B Pa3HBIX JIMHUSIX 3YKApPUOT
(JlagprruH, 2014). DT (GakTH SIBISIOTCS OCHOBAHM-
€M IIJISI TUTIOTE3bI, UYTO MOSIBJIEHIE KMCIOPOIBBIIEIISI-
rortet cucteMbl @CII OBITO OBI HEBO3ZMOXKHO 0€3 OII-
HOBPEMEHHOI'0 WX IIPEAIIECTBYIOMIETO MOSBICHUS
CHCTEMBI eTo 00e3BpekMBaHMsI, B ToM umucie Bll, B
XO/I€ BOCCTAaHOBUTEIbHBIX peakluii (hOTOCHMHTE3a.
AHaJIOTUYHBIE PE3YJIbTAThl OBLIM MOJYYEHBI COTPYI-
ankamu .M. CamoxXHWUKOBa TIpM WCCIEeTOBAaHUM
CTaHOBJICHUS IMKJIMYECKNX TIPEeBPAIleHINI TUTMEH-
toB BII B pasBuBawieMcsa @CA 3TMOIMPOBAHHBIX
npopoctkoB ([Tomosa, Ditnenpman, 1976). I1okazaHo,
YTO K 6 YacaMm 3eJIeHEHUST OTMedaiach chOpMHUPOBaH-
HOCTb (POTOCUHTETUYECKOM CTPYKTYPhI JIMCTAa U CTa-
HoBJIeHMe paborel mmrMeHToB BIl. CxomHble
pe3yabTaThl IOJIydeHBI B pabore ['apmaimn ¢ coaBT.
(Garmash et al., 2014), rome Ha OCHOBaHMM JTAHHBIX
2JIEKTPpOHHOI MuKpockormuu u 77 K dayopecueHT-
HOTO CIIEKTpPa SMUCCUM OTMedaeTcss (OpMUpPOBaHNE
TUJIAKOUITHBIX MEMOpaH 1 CBETOCOOMPAIOIINX KOM-
IUIEKCOB TakXe K 6 yacaM 3eJIeHeHMSI.

YYACTUE KAPOTMHOMWIOB B AITAIITALIUA
PACTEHHWUM B ECTECTBEHHBIX
YCIOBUAX ITPONU3PACTAHUA

B ecTecTBEeHHBIX YCIOBUSIX MPOU3pACTaHUS pac-
TEHMSI YaCTO MOABEPTaroTCs pa3IMYHbIM CTPECCOBBIM
BO3JEMCTBUSIM (BbICOKAsi U HU3Kasl OCBELIEHHOCTb,
repernaabl TeMIepaTyphbl, BOIHBIN Ae(hULIMT, 3acojie-
HUE U JIp.), a B COYETAHUU C BHICOKOI OCBEIIEHHO-
CThIO 3TO MOXKET IMIPUBOIUTH K (POTOMHTUOMPOBAHUIO
n ¢oromnoBpexacHuio MCA. MexaHU3MBbI, IPEIOT-
Bpalllalolllre 3TO TTOBPEeXAEHUE C Y4acCTUEM KapOoTH-
HOWIOB, BKJIIOUAIOT: J€3aKTUBALIUIO BO30YXIEHHBIX
cocrosgHuii xnopodpwmioB Pl u CCK, akTHMBHBIX
¢$opM KHUCTIOpOoaa U BBICBOOOXAEHHE U30BITOYHO MO~
JIoleHHOI cBeToBoit aHepruu (Gilmore, 1997).

B pa6orax rpymmer .M. CanoxkxHKoOBa TPOBOIM -
JMch mccaenoBanus cBs3eit BLl m dorocmHTe3a B
Pa3IMYHBIX YCIOBUSIX OCBEILIEHHOCTH Ha MHTAKTHBIX
JcThsIX 20 BUIOOB pacTeHWil. YCTaHOBJICHO, YTO IPU
Ne 4
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HU3KOM OCBEIIEHHOCTH, KOTJa CKOPOCTH TIPSIMOI U
0o0paTHOI peaKlnii 1IMKJIa PaBHBI, YBEIMYECHUE CKO-
pocTu (POTOCUHTE3a HEe COIPOBOXAAIOCH 0Opa3oBa-
HUEM 3eaKCaHTWHA; TPY HACHIIIAIOIIEH MHTEHCUBHO-
CTU CBETA CBETOBBIE KPUBBIE (POTOCHHTE3a Y HAKOILIE-
HUSI 3eaKCaHTMHA WMENIM CXOOHYI0 ¢GopMmy; a TIpu
JallbHEHIIeM YBEJTMYEHUHN OCBEIICHHOCTU M CKOPO-
cTU (hOTOCUHTE3a KOJIMYECTBO 3¢aKCAHTUHA OCTaBa-
JIOCh TIOCTOSTHHBIM. ABTOpBI BBICKA3aJIU TUITOTE3Y O
pa3mnuHBIX GyHKINSX BLl B poTOCHHTE3€E B 3aBUCH-
MOCTH OT ycJaoBuii ocBemeHHocTu (MacnoBa, Map-
KoBcKasi, 2012).

DKoJIoTuYecKre padboThl 10 KAPOTUHOMIAM IPO-
BOJMISITCSI PSIAOM OTEYECTBEHHBIX MCClIeAoBaTeIeid Ha
pacTeHMSIX pa3HBIX KIIMMaTU4YeCKUX 30H. B paborax,
BBITTOJTHEHHBIX Ha BUAaxX (hJopbl apKTUYECKUX Tep-
putopuii (o. HlnmunoepreH, o. BpaHrenb) u TaexKHOI
30HBI Pecrt. Komu, mmokaszaHo, 9TO pasjMuusl B CO-
JIepXaHUU U COOTHOIIEHNM XJI0PO(MUIJIOB U KAPOTU-
HOMIOB OIPENeISTIOTCS XN3HEHHON (hOPMO, IIIPOT-
HBIM apeajioM 1 3KOJIOTO-LIEHOTUIECKUMM YCIOBUSIMU
(Dymova et al., 2014; MapxkoBckasi, [lImakosa, 2017).
Haubonee BricOKME 3HAUCHMSI COASPKAHUS SKEJIThIX
MMATMEHTOB ObUIM OOHApyXEHbI Yy BBICOKOTOPHBIX
pactennii [lamupa, mycteiab Kapa-Kym 1 'obu, uro
CBSI3aHO C BBICOKOII OCBEIIEHHOCTHIO M OOMIMEM
Y®-nyueii (ITonosa u ap., 1984; CnemHeB u Ap.,
2012). [ns1 pa3HBIX CEBEPHBIX PETrMOHOB IT0KA3aHO
YBEJIMUYEHNE OTHOCUTEIILHOIO COIEepXKaHMs KapOTU-
HOMUIOB B psiay OopealbHbIe—TUIIOAPKTUYECCKUE—
apkroanbiuiickue Buabl (JIykbsiHoBa u 1ip., 1986; I'e-
pacuMeHKo u np., 1989; IlImakosa u ap., 2011; I'o-
JoBKO M 1p., 2013; Mapxkosckas, IlImakoBa, 2017).
V pacrennit XOMH oTMeYaeTcsl yYBEJIIMUEHNE Kapo-
TUHOMIOB MpHU MEepexoae OT eJI0BO-0epe30BOro Jieca
K TOPHO-TYHIPOBBIM COOOIIECTBaM, a Y pacTeHUM
TOPHOI TYHAPHI UX comaepxkaHue cHukaeTcs (JIykbsi-
HoBa u Ap., 1986). UccrnenoBanus T.K. T'omoBko ¢
corpynHukamu (2013) mokazanu BBICOKYIO KOPpeJIsi-
U0 MEXIY aKTUBHOCTBIO MUTMeHTOB BII 1 ckopo-
cteio NPQ. B omrbiTax Ha ademeponnax B JIeHmH-
TPaJICKOIf 00JIACTH B YCIIOBUSIX BRICOKOM OCBEIIECHHO-
CTM M HU3KOM TeMIiepaTyphl Oblia oOHapyXeHa Oosee
BBICOKas1 akTUBHOCTH BII 110 cpaBHEeHMIO C JIeTHEBETe-
THpYyIoIMMHU pacteHussMu (Macioa u np., 2003). AB-
TOPBI IIpeaIionaraoT 6osee 3PGeKTUBHYIO (DOTOIM-
HaMMWYECKYIO 3aIINTY JIUCThEeB y 3pbeMepouroB. B pa-
0o0Te, BBHIITOJTHEHHOI HAa BHICOKOTOPHBIX PACTEHUSIX,
OOMTAIONINX B 3KCTPEMAJIbHBIX KIMMAaTUUECKUX
YCJIOBUSIX ceBepa (MHTEHCHBHAs paaualus, HU3Kas
TeMIepaTypa, KOPOTKMI BEreTallMOHHBIN IIEpHON),
MOKa3aHo, YTO OHU YCTOMYMUBHI K (DOTOMHTNONPOBA-
Huto. s Buna Soldanella alpina 3Ta yCTOMYNBOCTH
nomaepxkuBaiach NPQ (yuactue nurmentoB BII), a
st Buna Ranunculus glacialis 3Ty mpoliecchl ObUIN HE
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akTuBHHI (Streb et al., 2005). MUccnemoBanue ¢poro3a-
mwuThl ®CA B TUCThIX OOJIBLION I'PYIIILI TPaBIHU-
CThIX pacTeHuit 3amagHoro IIlnuibepreHa rmokasa-
JIO, YTO BeOyIIUM TIpolieccoM okasbiBaeTcsi NPQ,
KOTOpPOE ITO3BOJISIET KOPPEKTUPOBATh IIOCTYIUICHIE 1
pacmpenelieHre CBETOBOII BSHEPIMM B PaCTEHUSIX
ApPKTUKI (MapxkoBckasi, IIImakona, 2017).
B paboTax Ha pa3HBIX 9KOJOTMYSCKUX TPYyIIIIax pac-
TeHUI TOKa3aHO, YTO CTEIMEeHb Ae3IMOKCUIAIUMN 3a-
BUCHUT OT CTEIICHU CBETOII00MS. PacTeHUST OTKPBITHIX
MECTOOOUTAaHUI OTIWYAINCh BBICOKOI CTEHEHBIO
aKTUBHOCTU Aesnokcuaauuu (1o 80%), a TeHEBBIX —
HM3KOH CTEMEHBIO JedIToKcuaaiuy nurMmeHToB BL n
Hu3kumu 3HadeHusstMu NPQ (Dymova et al., 2014).
IIpu dopmupoBaHUM YCTOMYMBOCTA 3UMYIOLIMX JIA-
CTBEB JIETHE-3MHE-3€JICHOTO TPABIHUCTOIO PaCTECHUS
Ajuga reptans moKazaHbl 3HAYUTEIbLHBIE TIEPECTPOIKI
DCA: ymeHblieHre coaepxxanus xaopoduuioB PCII,
nucconuanys Merakomiiekca @CI—-DCII u cynep-
komiuiekca CII-CCKII. B BeceHHMi1 TIEpUOI OT-
MeUeHa pernapanus CTPYKTyphl IIMTMEHT-0eJIKOBOTO
komiuiekca @CI u OCII nmepe3anMOBaBIINX JIMCThEB,
KOTOpasi CONpPOBOXKIAJIACh YBEJIMUYEHUEM COIIEepKa-
HUs1 murMeHToB BII 1 moBkIlIEeHHEM YPOBHS MX KOH-
BEPCHU, YTO CBUICTEJILCTBYET 00 Y4aCTUU 3eaKCaH-
TUH-3aBUCUMOTO 3alllUTHOIO MeXaHMW3Ma B IIPEeHOT-
BpalllcHNY HapyIIeHUsI PeIOKC-COCTOSIHUSI SJICKTPOH-
TPaHCHOPTHOM 1LIEITN XJIOPOILIACTOB M (POTOIECTPYK-
uun koMrnoHeHToB MCA pactenumii (Dymova et al.,
2014). VY pacrenmii nmanopotHuka Ceterach offici-
narum OBLJT OOHAPYKEH MPOoliecC Ae3MOKCUIALIY BU-
OJIaKCaHTMHA U HAaKOIUIEHME 3¢aKCAaHTUHA B TEMHOTE
IIpU JeTUApaTalliM JIUCTA. DTOT IIPOLIECC HE 3aBHUCEIT
OT TpaHCMeMOpaHHOTO rpamrueHTa pH B Trakonmgax
(Ferndndez-Marin et al., 2009). IToka3aHo, 4TO CXO/-
HBIII MeXaHU3M JeTruapartalyy IPUCYTCTBYET U Yy
JIPYTUX BUJIOB U SIBJISICTCS IpeafanTaiyeii mocjieny-
Iollleii peruapaTaliiy Ha CBETY.

HccnenoBanus 110 BIUSIHUIO 3aCOJICHUSI TIOKA3aIU,
YTO COJIEBOI CTpECC BbI3bIBAET (hOTOMHTUOMPOBAHNE
DCII TobKO B COYETAaHUU C BBICOKOI OCBEIIEHHO-
CTBIO, YTO IIPUBOAUT K IToBpexaeHMIo (Mishra et al.,
1991; Masojidek, Hall, 1992). OtoT BhIBOI OBLI CaE-
JIJaH B OCHOBHOM Ha INIMKOpuUTax (IMIIeHunlia, copro,
sSTYMEHB U Ap.). [am1ohuTh Mokasaim yCTOHUMBOCTb K
3aCOJICHUIO MPU BBICOKOW OCBEILIEHHOCTU, HO peak-
1IMs pa3HbIX BUIOB pacTeHUl pasiandaiach. Tak, au-
cTbs Tanoduta Atriplex centralasiatica IMEIOT BBICO-
Ky1o ycroitunBocth ®CA 3a cyeT CUCTEM 3alllWThI,
CBSI3aHHBIX C aKTUBHOCThIO NPQ c yyactueM mur-
MmeHTOB BII (Qiu, Lu, 2003), a y ranodurta Artimisia
anethifolia naxe B yCIIOBUSIX BEICOKOM OCBEIIIEHHOCTU
M MaKCUMaJIbHOM coyieHocTn MexaHm3M NPQ He
Bkatogascs (Lu et al., 2003).
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B ripupone pacteHust MOpCKoOii TpaBbl Zostera ma-
Fitima NOaBepraroTCsI O4YeHb 3HAYNUTETbHBIM N3MEHEHM -
aM ocBenleHHocTH. MccmenoBanms Pamsda ¢ coaBr.
(Ralph et al., 2002) mmokaszanu, 4TO B PeryJISITOPHBIX
¢ OTO3aIMTHBIX MEXaHU3MaX C Y4aCTUEM MMUTMEHTOB
BLI Ha KpaTKoBpeMeHHbIE U3MEHEHUSI OCBEIIEHHO-
CTH B MECTe TIPOU3PACTAHUSI 30CTEPHI (BOITHOBOE BO3-
JIeiicTBUe) 3aleiiCTBOBAH aHTEPaKCAaHTUH (YKOpPO-
YeHHBIA IMKJI peaKuii), a Ipu IJIUTSIbHBIX U3ME-
HeHMIX (IpWINBHO-OTIMBHAs TUHAMMKA) padoTaeT
3€aKCaHTUH. DTOT (eHOMEH MO3BOJSET PACTCHUIO
SHEPreTUYECKN OINTUMU3UPOBATh OTBETHHIE pPEaK-
LIMM Ha BapbUpOBaHUE OCBeIeHHOCTU. DOTOMHTU-
oupoBaHre M@CA 1pu BBICOKOU OCBELIEHHOCTH OT-
MedJaeTcs Y pa3HbIX BUAOB MOPCKUX TPaB, PACTYIINX
B YCJIOBUSIX HECTAOMIIBHOM OCBEIIEHHOCTH BO BpeMsI
MPUJINBHO-OTIMBHOI TMHAMHWKHU, 1 BOCCTAHOBIICHUE
KOTOPBIX oOecIiednBaeTcsd 3a cueT MexaHn3MoB NPQ
(Ralph et al., 2002).

V psima BUIOB OTMEYE€HBI M3MEHEHMSI B COCTaBe
KapOTUHOWIOB B OTIEJbHBIE CE30HBI Toma. Tak,
JacTh 3eaKCaHTHHA y4acTBYyeT B peaknusix BII, a npy-
rasi 4aCTb MOXET OKHMCJIMThCS 1 00pa3oBaTh BTOPUYI-
HBI KCAHTO(MILT — POIOKCAHTUH. DTOT BTOPUIHBIA
KapoTUHON, 00jiee YCTOMYMBEIN K HU3KOM TeMIIe-
paTtype, obpa3yeTcsl y XBOMHBIX B KOHIIE 3UMBI, YTO
COBNAIAET C OYEHb HU3KOM (DOTOCMHTETUIECKOI aK-
TUBHOCTBIO U IIpeoOpa30BaHUSIMM IUIACTUAOMA XJIO-
pOIUIacTOB. AHAJIOTMYHASI POJIb IIOKA3aHA U JIJISI BTOPUY-
HOT'O KapOTMHOMA (3IIIIIONIBIIKCAHTHHA), KOTOPBIii Ha-
KaruImBaeTcs 3uMoii y camimta (Maciosa u ap., 2009).
B HebGmaronpugaTHBIN 3UMHWN TIEpUOI B XBoe Buxus
sempervirens MOTYT OOpa30BBIBATHCS M IPYyIUe Kpac-
HbIe KapoTwHOMIBI: Anhydroeschscholtzxanthin n
Monoanhydeschscholtzxanthin (Kazuko et al., 1995).
MOKHO IpeanoI0XUTh, YTO (PYHKIIUS POJTOKCAHTI-
Ha (M OPYrux 3MMHUX IIMTMEHTOB) Y pacTeHUI 3a-
KJIIOYAeTCsI B CO3HAaHMU CBOEOOPA3HOTO CBETOBOTO
¢unprpa B 3ammure PCA ot n3oniTka YP 1 Hebaro-
MIPUSITHOTO CIIEKTPAJILHOIO COCTaBa CBETa.

Kak mokaspiBaeT aHaamM3 JUTEpaTyphbl, pa3HbIE
cTpeccoBbie (haKTOPHI BEI3BIBAIOT Y pacTeHUi pOTO-
MOBPEKICHMSI, IIPUYEM YyBCTBUTEIILHOCTD K CTPECCY
YCHJIMBAETCSI TIPU BBICOKHUX OCBEIICHHOCTSIX. DTO
CBSI3aHO C T€M, UTO JI00OM cTpecc (BOOHBIN aedu-
LIUT, IE€MACTBUE COJIM, HU3KOM TeMIlepaTyphbl U Ip.),
BBI3bIBasi pa3MYHbIe META0OINYECKIE HAPYIICHUS,
3aTparuBaeT DJHEpPreTuKy pacrteHus. IlpuanHHO-
CJIEICTBEHHBIE CBSI3M MOTYT OBITh pa3HBIMM, HO pac-
TeHHE HAYMHAEeT KOPPEKTUPOBATH IIPUXO Y UCIIOJIb-
30BaHME CBETOBOM 9HEPTUH KaK HanboJiee IIpoCcTON 1
9KOHOMWYHBINA MyTh afanTalluy IS KOPPEKIINU Me-
taboau3ma (Ruban, 2015). Mexanusm NPQ Bxomut
KaK COCTaBJISIONIAsl B CUCTEMY HeECIIELM(PUUIECKUX
peakLMii paCTeHUIi B YCIOBUSIX CTpecca.

JKYPHAJI OBLIEN BUOJIOTUU

MACIJIOBA u np.

SAKJTIOYEHHUE

B mmTeparype mpoaosKaroT aKTUBHO OOCYKIAThCS
BOITPOCHI (DYHKIITMOHAJIBHOM aKTUBHOCTH KapOTHHO-
MOOB, CBI3aHHOM ¢ POTOXNMUIECKOM, CTPYKTYPHOIA,
cBeTocoOMparomeit n GoTO3aIUTHON (PYHKINSIMU.
Oco0oe BHUMaHUE yaeJseTcs aganTalusM K HecTa-
OMJILHOMY CBETOBOMY PEKUMY, TIIe BeXyIINM (DaKTO-
poM gBiasieTcs npourecc NPQ, m BKam ero cocTaBisi-
oIKux B (OTO3aIIUTY OCTAETCS AUCKYCCUOHHBIM.
HccnemoBaten OTMEYalOT, YTO OTKPBITHIM TaKXe
OCTaeTCs BOIPOC O BO3MOXHOCTHU MEPEHOCA BBISIB-
JIEHHBIX B MOJIEJIbHBIX DKCIEPUMEHTaX 3aKOHOMEpP-
HOCTEll yJacTusl KapOTMHOUIOB B Pa3IMYHBIX IIPO-
neccax (Kress, Jahns, 2017) Ha XU3HENEATEIbHOCTh
nesioro pacrenusi. KapormHowmnpl, murMeHTHI BII
OCTaIOTCSl 00BEKTaMU MPUCTATbHOIO BHUMaHUS UC-
clienoBaTesieil Kak B KaMEPAJIbHBIX, TaK 1 B TTOJIEBBIX
WCCJIEAOBAHUSX, O YeM CBUIETEIBCTBYIOT OTKPBHITUS
HOBBIX MEXaHM3MOB UX Y4aCTHUS B XKM3HU PACTUTEIIb-
Horo opranu3ma (Ferndndez-Marin et al., 2009).
CTpyKTypHOE pa3HooOpa3ue KapoTuHouaoB (600 Bu-
JIOB) JaeT HamexXXAay Ha HOBBIC OTKPBITHS B 00JIacTH
(GYHKIIMOHAJIBHOMN (PU3MOJIOTUY KapOTUHOWIOB.

Mpepr 6naromapabl Hatanmse CepreeBHe Mamytinm-
HOIi, KOTOpast MHULIMKPOBaJia 3Ty paboTy, HO CKOpPO-
MOCTVKHBIN yXOI M3 KM3HM HE Jal BO3MOXHOCTH
nmopaboTaTh HaJl 3TOM CTaThE.
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The structural diversity and multifunctionality of carotenoids is an urgent problem for many areas of biolog-
ical and medical research. The interaction of carotenoids in cyclic reactions made it possible to understand
their role in redox processes and their participation in the basic physicochemical, physiological, and bio-
chemical functions of a plant organism. The contribution of carotenoids to the formation of the structure of
the photosynthetic apparatus (PSA) of plants, participation in the absorption of light energy and protection
of chlorophyll molecules from reactive oxygen species is analyzed. The mechanisms of the participation of
zeaxanthin in the process of energy dissipation and the protective role of carotenoids as antioxidants in the
lipid phase of membranes are considered. The function of violaxanthin cycle (VC) pigments in the block of
water photolysis reactions as participants in the utilization of the released oxygen is discussed. A hypothesis
is proposed about the participation of balance transformations of VC pigments (at sub-threshold illumina-
tion) in maintaining the mechanisms of “plant memory” when switching to high illumination is necessary.
Environmental studies have shown that in response to a wide range of stress factors, the photoprotection
mechanism of the photosynthetic apparatus is activated, which is associated with the activation of non-pho-
tochemical quenching as a component of the system of non-specific reactions of the plant organism.
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