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XJIOPO®UJLI b KAK UICTOYHUK CUTHAJIOB, PEIYJIMPYIOIIINX
PA3BBUTUE U ITPOJAYKTUBHOCTb PACTEHUU"
(0030p)

E.B. TIOTEPEBA, B.A. IMUTPUEBA, O.B. BOMIIEXOBCKAS

YcenenHas 3akiajaka reHepaTUBHBIX CTPYKTYP M BbI3peBaHHe IUIOOB, CEeMsIH M JAPYTHX XO3sii-
CTBEHHO IEHHbIX OPTraHOB KYJbTYPHBIX PACTEHHil BO MHOTOM 3aBHCSAT OT CBOEBPEMEHHOIO mepexoaa K
LUBETEHMI0 M CPOKOB MHMIMAIMM TPOrpaMMbl cTapeHus. B peryisuuum 3THX mpoueccoB 3aJeiiCTBOBAHO
MHO2KECTBO T€HHbIX KOMILIEKCOB. VI3MeHeHHs1 B 9KCIPECCHH PEryJIsATOPHBIX TeHOB, BbI3BaHHbIE HeOJaro-
NPUSATHBLIMHA BHEIIHMMH (haKTOpaMH MJIM MYTAUMAMHM, MOTYT NPMBECTH K 3aJi€PXKKe HBETEHHS WM YCKO-
PEHHOMY CTapeHHIo, YTO, B CBOIO OYepelb, HETATHBHO OTPAaXKaeTcs Ha ypoxkae. B mociieanue HeCKOJIbKO
JIET pacTeT YMCJIO0 MyONMKanmii, BISBISIOMHUX poJb xjaopoduina b (Chlb) B perynsmmm passutus pac-
Tennii. Chlb — oOiMraTHplii KOMIOHEHT ()OTOCHHTETHYECKOTO ANNAPATA BHICHINX PACTEHHI H OCHOBHOM
PeryJasiTop NpoueccoB OMOCHHTE3A W JerpaJaliii CBETOCOOMPAIOIIMX AHTEHHBIX KOMILIEKCOB. B Hacto-
siliee BpeMs CTAHOBHMTCS SICHO, YTO pa3Mep M CTAOMJILHOCTh aHTEeHH ()OTOCHMHTETHYECKOTO ammapara He
TOJIbKO BaXKHBI 1J1s1 (DOTOCHMHTETHYECKOH (DYHKUMH, HO M CJIYKAT MCTOYHHKOM PEryJsTOPHBIX CHTHA-
JIOB, PAcHpoCTpaHSOmMXc 3a mpenenbl xjaopomractoB. Orcyrcteue Chlb y myrantoB chl apadu-
noncuca (Arabidopsis thaliana L.) n chlorina f2 3613 y samenss (Hordeum vulgare L.) Bbi3biBaet
CHHKEHHE CKOPOCTH POCTa M yMeHbLIeHHe pa3Mepa JUCTbeB M OMoMacchl pactenuii. Panee atm ag-
(hekTBI CBA3BIBAIM MCKIIOUYHTEIHHO C HeraTMBHbIM Bo3neiicTBueM Hemoctatka Chlb na dorocunres y
myTanToB. OJHAKO, KaK MOKAa3bIBAIOT COBPEMEHHbIE HCCJIENI0BAHMS, KPOMEe YrHeTeHusi (DOTOCHHTETH-
gyeckoii ¢ynkumu, orcyrcteue Chlb Bbi3biBaeT 3a1epKKy IBETEHHS W TpPeXIeBPEMEHHbIN 3amMycK Mpo-
IpaMM OHTOT€HeTHYEeCKOro M WHAYUMPOBAHHOrO cTapeHus. B mpeacraBieHHOM 0030pe paccMOTpPeHO
yuactue Chlb B 3HepreTnuecKoM o0MeHe y pPacTeHHWil, a TaKXKe NPHBEIEHbI HOBbIE JAHHBIE, T€MOH-
crpupyomue poybs Chlb B peryasimum a3 oHToreHe3a, He CBA3aHHYW ¢ (GOTOCHHTETHYECKOH (yHK-
el murMenta. PusnosiorHyeckne, OHOXMMHYECKHE M MOJIEKYJsIPHbIE HCCJIEA0BAHUS Peryisiuu
LUBETEHHS M CTAPEHHS Y CeJIbCKOXO3SiiCTBEHHBIX KYJbTYP HA MOJEJIAX MYTAHTHBIX PACTEHHMil C Hapy-
menusivu ouocunre3a Chlb mpeacraBasiioTcsi aKTyalbHbIMH, MOCKOJbKY MOJYYEHHBIE Pe3YJbTAThI
MOTYT ObITh MPUMEHEHbI B NMPUKJIAIHBIX pa3padoTkax. PaccMaTpuBaioTCs HeJABHO MOJIyYeHHbIE AaH-
Hble 0 MEePCHEeKTHBHOCTH MCNOJIb30BAHUS PACTEHHMil C YCEYEHHBIM Pa3MepPOM AHTEHH il NMOBbIIEHHS
BbIX0/Ia BETeTATHBHOW M ceMeHHO# Omomacchl. Tak, y MyTanToB chlorina cKopocTh mepeHoca 3JEeKTpo-
Ha B mpenenax ¢orocucremnl 11, a Takke ckopocts accummisuun CO, Ha eauHuMny xjopoduina Ha
15-20 % Bbime, yem y pactenmii JuKoro Thna. Vcmosib3oBaHue celbCKOXO3SiiCTBEHHBIX KYJIbTYP €
TAKHM THIOM OpraHu3aimuu (JOTOCMHTETMYECKOTO ammapaTa MOXKeT JaTh BbICOKMIA mpupocTt ypoxas. Ha
3T0, B YACTHOCTH, YKA3bIBAIOT PE3YJbTATHI IKCNEPUMEHTOB C TPAHCTEHHbLIMH PACTEHHSAMHM Tabaka c
yceuenHoii antenHoii (H. Kirst ¢ coaBt., 2017). B To ke Bpems clexyeT OTMETHTb, YTO MOTEHIM-
AJIbHYI0 MOJIb3Y OT aKTHBH3amuu npoueccoB B (orocucreme I — Kommiekce, mumutupyomem ¢orto-
CHHTE3, HUBEJIUPYET HEraTUBHOE BiIMsiHME CHIDKeHHOTro conmepxkanusi Chlb Ha oHTOreHeTHM4ecKyw pery-
Jasuio u ¢oro3amuty ¢GoTocHHTETHYECKOT0 anmapata. B 003ope paccMoTpeHsl BO3MOXKHbIE HATIPaBiie-
Hus ontnvm3amuu ynkumii, peryaupyembix Chlb, uto obecneunt ycuienue ¢oTocmHTe3a M NOBBILIE-
HH€ NPOIYKTHBHOCTH Y CeJbCKOXO3SiCTBEHHbIX KYJIbTYP.

KinoueBbie ciioBa: ypoxaiitHOCTh, XJdopoduin b, oHTOTeHE3, BETEHNE, CTapeHHe, (DOTOCHHTE-
THYECKAs] AHTEHHA.

YpoxKaifHOCTh 371aKOBBIX KYJIBTYP 3aBUCUT OT MHOTOYMCIICHHBIX (pakTo-
poB. Kpome ycioBuii oKpyKalolleil cpeabl (IOCTyIIHOCTh HEOOXOAUMBIX HYTPH-
€HTOB, OCBEIlIEHUE, BJIaXHOCTh IIOYBBI U 1Ip.), HA Hee BO3NCHCTBYIOT SHIOICH-
HbIe IIpoliecchl. HampumMep, HapylleHUs 3KCIIPECCUU Psiia PEryIITOPHBIX TEHOB
MOI'YT NPUBECTH K 3amepxKKe LIBETCHUS, a TaKXKe K YCKOPeHHOMY crapeHuio (1,
2). O4eBUAHO, YTO TaKKe M3MEHEHUSI OHTOIeHe3a HEraTUBHO BIIMSIOT Ha YpO-
XaiHOCTh. Jlaxke HeGojblIas 3amepkKa MHUIUALMKY (GJIopaibHO TpaHchopMa-
LIMM BEreTaTUBHBIX allMKaJbHBIX MEPUCTEM Y IIOOCTOB MOXET IPHUBECTU K CY-
LIECTBEHHOMY COKpAllleHUIO YpoXKasi, a IIpM cIBuUIe (a3 OHTOreHe3a BO BpeMe-
HU pe3KO BO3pacTaeT HEraTHMBHOE BO3ICHCTBUE 3KOJOTUYECKMX (haKTOPOB Ha

* PaGora BblNOJIHEHA IIpu Toaaepxke Poccuiickoro Hayunoro douaa (rpaut Ne 14-16-00120).
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pOCT M ypoxalHOCTb pacTeHuit. biokupoBKa nepexoga K LBETEHWIO MPUBOIUT
K TIOJTHOM yTpaTe ypoKasl 3€pHOBBIX, ITOCKOJIBKY CEIbCKOXO3SIACTBEHHYIO LIEH-
HOCTb y 3TUX KYJbTYp IPEACTaBISIOT UMEHHO KOJOChSl (IIpU YCKOPEHHOM CTa-
peHUU OHM MOTYT BooOlIe He cchopMupoBarhes). B To ke BpeMs ycKopeHue 3a-
nmycka ¢iopaibHOil TpaHC(OpMallMd BereTaTMBHBIX MEpHMCTEM Aaxe Ha 2-3 CyT
(Hanmpumep, y mytaHTOB early flowering y ssuMeHst U miueHULbl) (3) MTO3UTUBHO
BJIMSIET Ha MPOMYKTUBHOCTD. [ToMCK TaKMX MYTaHTOB U BBEICHUE UX B KYJIbTYypY
aKTUBHO TNPOBOIUTCS B KpyMHeileM LieHTpe u3ydyeHus ssuMeHs1 Carlsberg Re-
search Centre (JlaHus).

Ha cerogHsmHuii neHb BBISIBIEHO OOJBIIOE YKMCIO MEXaHU3MOB, pery-
JIMPYIOIINUX cMeHy a3 oHToreHesa (1, 4-6). Xopolllo M3BECTHO, YTO IJisI CBOE-
BPEMEHHOIO Iepexoaa pacTeHUs] U3 OOHOM (a3bl OHTOreHe3a B APYTYIO0 BaKHbI
JIOCTYIMHOCTh a30Ta u yraepoaa (5). Jis MHOTUX KyJbTyp YCTaHOBJIEHO, UTO I1e-
pexol K LBETEHMIO MHULIMUPYETCS MPU BBHICOKOM OTHOLIEHUU AaJbHEro Kpac-
HOTO cBeTa K KpacHoMmy B criekTpe (7). BaxHeiiiue dhakTopsl, peryiupylouiye
LIBETEHWE, — JJIMHA CBETOBOIO OHS M TemIepaTypa (8): mpu crernubuyHoM
BO3ICUCTBUM HU3KMMM TeMIlepaTypamMu (BepHaJU3alUU) CTUMYJIUPYETCS XOJO-
JIOBOM MYThb, MPU OMpPeaeeHHON IJIMHE CBETOBOIO IHS — (POTONEepUOIUYECKUI
(9). T'nbGepe/VIMHOBBIM CUTHAJIMHI U TaK Ha3blBaeMas aBTOHOMHAas WHIYKIIUS
LIBETEHUST TaKXKE OTHOCATCS K TJIaBHBIM CUTHAJbHBIM IyTSIM, MHULIUMPYIOLIM
uBeteHue (4). M3yyeHbl CTPYKTYpHBIE U MOJIEKYJISIPHO-TEHETUUECKUE MEXaHU3-
Mbl (popMUPOBaHUS LIBETKA B OTBET Ha (hiopaibHyl0 TpaHChHOpMAIIMIO BereTa-
TUBHBIX allMKaJbHBIX MepucTteM mobera (10-13).

IIpouecc crapeHust pacTeHUT UMEET KJIOYeBOe 3HAYeHHe MpU (HOpMU-
pOBaHUU ypoOXKasl CEeNbCKOXO3SIMCTBEHHBIX KynbTyp (14, 15). CrapeHue — 3TO
TepMUHAJIbHASI CTaAMsl pa3BUTHS TKaHM, OpraHa Wid Bcero pacreHus (16), re-
HEeTUYeCKU OOYCJIOBJIEHHAsI U HeoTheMJieMasi yacTb oHToreHesa (17-19). Ilpu
MPEeXACBPEMEHHON WHIYKIIMUA, BbI3BAHHOW HEOJAronpUsSTHBIMU YCIOBUSIMU
OKpyXalollel cpellbl, CTapeHWe MOXKET IPUBECTU K CHIDKEHUIO YpPOXKANWHOCTU
OBOIIHBIX U KOPMOBBIX KyabTyp (20, 21). B OOnBLIMHCTBE ClydyaeB YBsIaHUE
JINCTBEB COIJIacyeTCsl C Pa3BUTMEM CEMSIH, BePXYLICUHBIX JIMCThEB M 3amacalo-
X opraHoB (22, 23), MOCKOJbKY OCHOBHAas 1IeIb CTApeHUs — PEeMOOUIM3ALINS
MUTATEJIbHBIX BEIECTB B MOJIOAbIC YaCTU pacTeHusl u cemeHa (24, 25). Jlns oa-
HOJIETHUX PAaCTeHUI, K KOTOPHIM OTHOCHUTCS OOJIBIIMHCTBO 3€PHOBBIX KYJBTYP,
TPaHCIIOPT MUTATEJIbHBIX BEILIECTB U3 BETeTAaTUMBHBIX TKAHEl B ceMeHa B Teye-
HHUE CEHWIbHOI CTamuy KpUTUYEeCKU BaxkeH: Goiee 70 % a3zora mocTymaeT B
ceMeHa U3 craperommx JucteeB (14, 26-28). Kak u 1BeTeHMe, cTapeHUe 3aBU-
CUT OT BKCMPECCUM T'eHOB-PeryasiTopoB (27-29), KOTOpble BBICTYNAIOT KaK ak-
TUBATOpaMU, TaK U pernpeccopaMu TPaHCKpUMLUU reHoB-MmulleHei (30-33).

Panee OuocuHTE3 (POTOCUHTETMUYECKUX IMUIMEHTOB, B YaCTHOCTH XJO-
poduaIoB, He cyuTaucs (akTopoM, aKTUBUPYIOIIUM CUTHAJbHbIC IYyTH, KOTO-
pble MPUBOAIT K MHULIMALIMU JIMOO 3afepXKKe IBETeHMSI U cTapeHus. OgHako B
HemaBHUX paboTax MokKaszaHa BaxkHasl poJib BCIIOMOTaTeJIbHOTO (POTOCHUHTETHYE-
ckoro murMeHrta xjopodpumia b (Chlb) B perynasiiuM OHTOTeHe3a pacTeHUIA.
Ceepxmnpoaykuuss Chlb y TpaHcreHHbIX nuHuUil Arabidopsis thaliana co cBepx-
9KcIpeccueil reHa xiopogummna-a-okeureHasbl (CAQO) U3 mpoxJIOpOGUTHBIX
LIMaHOOAKTepUil 3aMeIsijia MUHULIMAIIMIO WM OCTaHaBIMBajla MPOrpecc CTapeHusl.
DTU U3MEHEHUS] OTMEYaIuCh MPU BBIPAIIMBAHWUU PACTEeHWII MPU HU3KOU OCBe-
wmeHHoctd U B TeMHoTe (34, 35). C BBICOKOIN BEpOSITHOCTBIO MOXKHO OXKWIATh,
yto HepocraTok Chlb mpuBOIUT K ycKOpeHHOMY cTapeHuto. Kpome Toro, omy0-
JIMKOBaHbl JaHHbIE, KOTOpbIE CBUAETEILCTBYIOT, UTO oTcyTcTBUMe Chlb HeratuBHO
BJIMSIET HA CMEHY MepHOI0B OHTOreHe3a y ssuMmeHs (36).

BoaneiictBue Chlb Ha pa3BuUTHE pacTeHUIl ymOOHO M3ydyaTb Ha MOZEJIb-
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HBIX 00BEKTaX — MYTaHTax, HE CITOCOOHBIX K CMHTE3y 3TOro murMeHra. MyTtaH-
Thl chlorina, nuieHHbsie Chlb, M3BeCTHBI 11 MHOTMX BUIOB — SUMEHS, KYKY-
py3bl, TOpOXa, puca, COM, IOHHMKA, MIIEHULbI, panca, A. thaliana. buocunrte3
Chlb B (pOTOCMHTETMUYECKUX TKAHSIX y BBICIIMX PACTeHUI OCYLIECTBISIET (ep-
MeHT xjopodumiua-a-okcureHasa (37, 38). I'eH, kogupyoiuuii 3TOT (PepMEHT,
MpeacTaBieH B reHoMe enuHcTBeHHoM Komueit. Cyoctpatom CAQO CIyKUT XJI0-
podunn a (Chla). Myrautsl 1o TeHy CAO He criocoOHbl KoHBepTHpoBaTh Chla
B Chlb (39). Ha npuMepe Haubojiee U3yYeHHBIX MYTAHTOB SIMMEHS aJlJieIbHOMN
cepuu chlorina-f2 n myrantToB Arabidopsis chl moka3aHO, YTO MyTalUsl B TeHE
CAO oxa3sblBaeT IJIEHOTPOIHBINA 3((HEKT U COMPOBOXAAECTCS MHOTOUYMCICHHBI-
MM HapyleHUSIMU (QYHKLIUIA Ha MOJIEKYISIPHOM, KJI€TOYHOM U OPraHU3MEHHOM
YPOBHSIX. DTO CBUAETEIBCTBYET O BAXKHOM POJIM MUIMEHTA B KJIIOUYEBBIX MPOIIEC-
cax XU3HeAEsTEIbHOCTU PacTeHUIA.

B Hacrosiem o03ope paccMarpuBaroTcst ¢yHkuuu Chlb B xmoporia-
CcTax M 3HEpreTMYeckoM obOMeHe pacTeHuii, a Takke pojb Chlb B peryiasuuu
¢a3 oHTOreHe3a, He 3aBMUCHILAs OT (DOTOCMHTETUUECKON (DYHKUMHU MUTMEHTA.
OnucaHbl MYTaHTHl KYJIbTYPHBIX pacTeHMI ¢ HapylleHusiMu OuocuHTe3a Chlb
KaK MOJEIM I BBISIBICHUS U U3YYEHUS MEXaHU3MOB MOBBILLIEHUST 3DDEeKTHUB-
HOCTU (DOTOCHMHTE3a M MPOAYKTUBHOCTU. OOCYXIAIOTCSI MEePCHEKTUBLI UCIOJb-
30BaHUsI PACTEHUI ¢ YMEHBIIEHHBIM pa3MepoM CBETOCOOMpPAIOIEro aHTEHHOTO
KOMILIeKCa [Jis MOBBILIEHMS BbIXOAA BEIeTaTUBHOM UM CEMEHHOI OMOMACCHI.

Jlokanuzauusg xaopocduinia b B GpOTOCMHTETMUYECKOM amma-
paTe BBICIIMX pacTeHUMN. Y pacTeHMI XJIOpODWILIbI BCTPEUAIOTCS TOJBKO B
IMUIMEHT-0eJIKOBBIX KOMILJIEKCaX, MOCKOJAbKY B CBOOOJHOM BMIE, OYIyYd CUJIb-
HeHIUMU (POTOCEHCUOMIM3aTOpaMM, OHU MOTYT BbI3BaTh pa3pyllieHUe MeMOpaH
TWJIAKOUIOB M CTPOMbI XJIOpoIliacTa 3a cueT oToaruHamuyeckoro sddexra.
Chlb cinykuT BcroMoOratebHbIM CBETOCOOMpAIOIIMM ITUIMEHTOM, YJaBiuBas U
rnepegaBasi CBETOBYIO SHEPrMIO B peakIIMOHHbIE LIEHTphl ¢oTocucteM. Ha ero
JOJII0 TIPUXOAUTCS mpuMepHO 15-25 % ot obuiero coaepxkaHusl XJ10podULIOB
(40, 41). B otnuume ot Chla, KOTOpbIil BXOOIUT B COCTAB KOPOBBIX KOMILJIEKCOB
¢orocucteM, Chlb HaxoguTcst ToNbKO B cBeTocobupatoiux komiiekcax (CCK)
¢orocucteM (CCK I u CCK II) u B Tak Ha3biBaeMoOli Manoil aHTeHHe (HOTOCU-
creMbl (DC) 11 (42, 43). B CCK I Chlb cocraBnsier okoiio 22 % OT cyMMapHO-
ro konnuectBa xnopopwmioB, B CCK Il — okono 43 %, B mUrMeHT-0EJIKOBOM
KOMILIEKCe MaJloii aHTeHHbI — 31-46 % (44). Y TpaHCreHHBIX PacTEHMIl ¢ IIO-
BbIIIEHHBIM OuocuHTe30M Chlb pazmep aHTEHHbI MOXET OBbITb 3HAUMTEIbHO
yYBEJIMUEH B CBSI3U CO CBEpXCTaOMIM3aliMeli aHTeHHBIX 0enkoB (34, 35, 45).

Ponp xnopocdunna b B sHepreTuuyeckoM oOMEHE pacTEeHU i.
Chlb obnamaeT yHUKaJbHBIM (DU3UKO-XMMUYECKMM CBOMCTBOM ITOLJIOLIATH CBET
B KOPOTKOBOJIHOBOM o0jactu (425-475 HMm), B KoTtopoii cinado noriomgaet Chla.
Chlb 3HaYMUTENbHO YBEJIMYMBAET CBETOCOOpP MPU MOHMXKEHHON OCBELIEHHOCTH,
0COOEHHO B YCJIOBMSIX B3aMMHOIO 3aT€HEHMSI pacTeHMI B 3aryllieHHBIX ITOcai-
kax. B mpoiecce cBetocbopa aHeprusi BO3OYXKIEHHBIX 32 CYET IOIJIOLIEHMS
KBAHTOB CBETa CHHIJIETHBIX COCTOSIHMI MOJIEKYJ IMUTMEHTOB, CBSI3aHHBIX C aH-
TeHHBIMM OeJIKaMu, MepegacTcsl ¢ KapOTHMHOMAOB Ha XJOPOMWIIbI, Jajee C
Chlb Ha Chla u no uenouke Mozaekya Chla gocTuraeT peakiMOHHOTO LIEHTpa
dotocucteM. IlepBble ABa 3Tama mepemadyd SHEPTMU BbICOKOAG(MEKTUBHBI U
3aHMMAIOT MeHee MUKOCEKYHABl (46, 47), Torma Kak MepeHOC DHEPTUM MEXIY
mojiekyiaamu Chla B mpenesax OZHOIO M TOTO ke OeJika M MeXIy COCeIHUMU
MOHOMEpaMM TpeOyeT HeCKOJbKMX MUKoceKyHn (48, 49). Chlb yuacTByeT B me-
pemaye Ha Chla nmpumepHo 50 % mormolieHHOM KapoTuHoumamu sHepruu (50).
Y wmytaHTOB, He cnocoOHBIX K cuHTe3y Chlb, 3¢h@eKTUBHOCTb MOTIIOLIEHUS
9HEPIrUu CBETa U ee Iepenayu K (oTocucTeMaM 3HAYUTEIbHO CHIMKEHA.
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CrnenyeT ynoMsiHYyTb TaK HasbiBaeMble KpacHble dopmbl (red forms)
xynopodumioB, koTopble npeactasieHbl Chla u Chlb, pacrnoiioxkeHHBIMU Ha aH-
TeHHBIX Oenkax DC 1. CriekTpbl MOMIOIIEHUS W (IYyOpeCUEeHIINN 3TUX (PopM
CIBMHYTHI B JAJIbHIO KpacHyi obOiacTth (51), yTro OenaeT UX CIIOCOOHBIMU
yJIaBJIMBaTh CBETOBYIO SHEPIMIO B 3TOM JMara3oHe W MepenaBaTh €e K peakliuv-
oHHbIM HeHTpaM PC | mpoTuB rpamueHTa SHEPrUU IPU HU3KOM OCBEILEHHO-
ctu. Takas mepemaya Bo3MOXKHA NMpU (U3MOJOTHUUECKUX TeMIlepaTypax 3a CyeT
TEIUIOBOM 3Hepruu, 6jarogapsl KOTOPOi MepeKphIBAeTCsl SHEPreTUYECKUil 3a30p
MEXIy TOHOPOM M akuenropoM. ITonoOHoe pacuiMpeHue quamna3oHa CreKTpa 3a
CYeT KpacHBIX (opM XJIOpoGWIIOB obecrieunBaer TormoineHue mnoutu 40 %
CBETOBOI ®HEpPruu npu 3aTteHeHUU (52).

IIpy BBICOKOII MHTEHCHMBHOCTM CBETOBOIO IIOTOKA MOJIEKYJbI XJIOPO-
¢GUNIO0B YYyacTBYIOT B MPOTMBOIOJOXHOM CBETOCOOpY Mpollecce — paccerBa-
HUU NOTEHUMAJIbHO OMACHOIO ISl PAaCTeHUI M30bITKA IMOIJIOLIEHHON 3HEepruu
cBeTa B Buje Teria (HedoTtoxumMuueckoe TyuieHue). [Ipu sTtoM ¢yHKUUU UHOU-
BuayanbHbIX Mojiekyl Chlb B ¢oTo3zamute pazmuuaiorcs. Tak, agdekTuBHOE
TyllIeHUe BO30OYXXIEHHBIX CHUHIJIETHBIX COCTOSIHUM XJ10poduiuia OCYIIECTBISIOT
Knactepbl conpsikeHHoro aumepa Chla-Chlb u 3eakcantuna (53). DTU LUEHTpBI
TYLIEHUS JIOKaIM30BaHbl Ha Oenkax Majnoit anteHHBI @C 11 (53). ng TymreHus
TPUILIETHBIX COCTOSIHUI Xjopoduiia MakcumanbHoe 3HaueHue umeer Chlb,
HaxXOmSIIMICsT BOJMU3U caliTa CBSI3bIBAaHMSI HEOKCAHTMHA HAa aHTEHHBIX OelKax:
MpU €ro OTCYTCTBMM PE3KO Bo3pacTaeT MPOAYKLMS CHUHIJIETHOTO KMCJIOpoIa
(54). HeobxogumMo OTMETUTh, YTO MYTaHTHI, auileHHbie Chlb, Kak mpaBuio,
HUCTIBITHIBAIOT CUJIbHBIM OKMCIMTEbHBIM CTpecc, B MEPBYIO ouyepelb M3-3a BbI-
COKOM MPOAYKLIMM CHUHIJETHOro Kuciopoma (55, 56). I1ocKOJIbKY OCHOBHBIM
HMCTOYHMKOM CHHIVIETHOTO KMcjopoma B xjopoiuiactax BeictymaeT @C II, To y
TakKMX MYTAaHTOB BO3MOXHO 3aTPYIHEHME OTTOKA 3JIEKTPOHOB C PEaKLIMOHHOTO
nentpa OC 11 B anexrpoH-TpaHcnoptHyio nenb (DTL). HemaBHo ObIIM moity-
YeHbl SKCIepUMEHTAbHbIE TOKA3aTeJbCTBa 3TOM TumnoTe3nl (57).

Xnopodunn b kKak peryasaTtop paszMepa aHTeHHBL Co-
IJIACHO COBpPEMEHHBIM mpeacTaBieHusM, yHkuuu Chlb B dorocuHTese He
OrpaHMYMBAIOTCSI CBETOCOOPOM U cBeTopaccesiHueM. M3BeCcTHO, UTO COOTHOIIIe-
Hue Chla:Chlb npu BBICOKOI OCBEILIEHHOCTU BBILIIE, YeM IpU HU3KOMH. Perymu-
poBaHue cuHTe3a Chlb mMeeT BaxkHOe 3HAueHHUE 11 amanTaldu pacTeHU K
cBeTy pasHoil uHTeHcuBHOCTU (58). Chlb BhIcTymaeT B KauecTBe OCHOBHOIO pe-
TyJsiTopa pa3Mepa aHTeHHbl (DOTOCMHTETMYECKOro ammapara: cBsdbiBaHue Chlb
¢ anteHHbIMU Oenkamu LHC crabunusupyer ee, a HauajlbHasl peaklus KaTabo-
su3ma Chlb akTuBMpyeT Kackaj 0ejKOB, KOTOPbIE OCYIIECTBISIOT pa3dopKy aH-
TeHHBbI. [Tockonbky Chlb cocpeqoToyeH TOJBKO B aHTEHHE, CHUKEHME COIep-
>KaHWs aHTEHHBIX OeJKOB BemeT K u3MeHeHUo cooTHoleHus:s Chla:Chlb. Mexa-
HU3M CTaOMIM3allMd aHTeHHbIX OenkoB ¢ ydactueM Chlb ObuT omucaH st
LHCBI1 (59). B Chlb 7-dopMunbHas rpymnra OTTSATMBaeT 3JIEKTPOHHYIO ILJIOT-
HOCTh LIEHTPAJIbHOIO aToMa MarHus K rnepudepuu MOJIeKYJbl, TO3TOMY IOJIO-
KUTEJIbHBIN 3apsii MarHusi OKa3bIBaeTCs B MEHbILEH CTeNeHU SKpaHUpOBaH
BJIEKTPOHHBIM ObnakoM, yeM B Moisiekyne Chla. B csa3u ¢ atum Chlb nerue,
yem Chla, ¢popMuUpyeT 3JeKTpocTaTUYECKUe CBSI3M C OCHOBaHUsMU JIblouca, a
WMEHHO C KapOOHWJIbHBIMM TpyINmnamMy HentuaHoin mernu. Kpome Toro, mexmy
0eJIKOM U 7-(OpMUIBLHOM TPyMIioi BO3MOXHO oOpa3oBaHUE BOAOPOAHBIX CBSI-
3eil. Tlpucoenunenne Chlb x GenKy MpUBOAUT K TOMY, YTO KOHMOpMaLus Io-
CJIE[IHETO CTAaHOBUTCS 0oJiee YCTOMUYMBOM U MO3BOJISIET €My 3aKPEIUThCS B MEM-
OpaHe (59). BaxkHo oTMeTUTh, UTO B ciaydae, koraa moisekyia o6eika LHCBI He
ca3aHa ¢ Chlb, mpoucxomut ee nmerpamaumsi, ¥ CCK II copmupoBatbcst He
moxeT. M3BecTHO, uto B orcytcTBUe Chlb B XJIoporuiacTax CHUXXaeTcs Coaep-
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>KaHUE HEKOTOPBIX APYTUX AHTEHHBIX OEJIKOB; BO3MOXHO, UMEET MECTO CXOMI-
HBbI MEXaHU3M, XOTS IKCIIEPUMMEHTAIbHBIX I10Ka3aTeJbCTB MOKAa HE IOJYy4YeHO.
Tem He MeHee, MOXHO Tonarath, 4yto padora dpepmeHtra CAO cKOOpAMHUPOBA-
Ha ¢ CUCTeMaM{ MMIIOpTa CHUHTE3UPYEeMbIX B LIUTO30Ji€ alONpPOTEMHOB aHTEH-
HBIX KOMILIEKCOB B XJIOPOILJIACTHI.

HenaBHuue uccnenoBaHus MO3BOJIMIM YCTaHOBUTh, uTo Chlb oka3biBaeT
BJIMSIHUE HE TOJIbKO Ha COOpPKY aHTEHH, HO M Ha AeTpajalliio aHTEHHbBIX OeJIKOB
(60, 61). Cunte3 anomnporenHoB CCK Il ymeHbIllaeTcs B Hayaje cTapeHUs, HO
Oylaromapsi OTHOCUTEIbHO BBICOKOU CTAaOMIBLHOCTU 3TU OEJIKM OOHApYKMBalOTCS
B JIMCTBSX Jaxe Ha ero Mmo3mHux cragusax (62). IToka ximopoduiisl cBSI3aHBI €
GeslKaMM, TOCJeTHUe He AOCTYIMHBI mist mporeas (18, 62-64). Kara6omusm Chlb
HeBO3MOXeH 0e3 ero mpespaiueHust B Chla (61). Peakuus kataams3upyercs ABYMsT
nzoopmaMu epMeHTa XJopodua-b-penykrasnl: non-yellow coloring 1 (NYC1)
n NYCl-like (65). C storo stana HaumHaeTcst pazbopka CCK II (18). NYCI1
He HakaruiBaeTcsl B oTcyTcTBUe Chlb; aTOT 6e/0K Takke He OOHApY>KMBAETCS y
MyTaHTOB Arabidopsis, nuenHsix Chlb (66). B 1eoM cuHTe3 M KaTaboIM3M
Chlb perynupyloTcsi Mo NPUHIMIIAM COOTBETCTBEHHO OTPHMLIATEbHOM M I0J0-
KUTEIbHOI oOpatHOli cBsi3u: npu u3obiTKe Chlb pepment CAO moasepraercs
nerpagaluy (42), 4To IMO3BOJSIET KJIETKE MOIAEPXUBATh HEBBICOKOE Coaep:Ka-
HUe NUIrMeHTa, a jast HakoruieHus 6enka NYC1 Chlb, Hao60poT, HeoOXoouMm
(66). DT maHHBIe MoATBepXKIamT ponb Chlb Kak OCHOBHOIO peryisropa pas-
Mepa U CBETOCOOMpalOlLeil eMKOCTU (POTOCUHTETUUECKO aHTeHHHI (44).

Yyactue xiaopopunana b B nmoaaepxXaHUM HAOIMOJEKYISIPHOM
opraHuM3alMu TUJAKOUAHBIX MeMOpaH. B xjoporiactax MyTaHTOB C Hapy-
meHngaMu 6mocHTe3a Chlb cHIDKeHa CITOCOOHOCTL 00pa30BBIBAThH rpaHbl (67,
70), a Takke M3MEHEH XapaKTep YINaKOBKM IMUIMEHT-O0EJKOBBIX KOMIUIEKCOB B
rpaHajibHOii MeMOpaHe. CrocoOHOCTb O0pa30OBbIBATh TpaHbl CHIKAETCS, IO-
CKOJIbKY B TIpaHajbHBIX MeMOpaHaX yMEHbILIAeTCs COAepKaHUE WHTErpajbHbIX
o6enkoB CCK II, koTopble urparoT ocHOBHYIO pojib B ctrekuHre (70). Kpome To-
ro, B CBSI3M C YMEHbLIICHWEM COACp>KaHUs aHTEHHBIX OEJKOB B I'paHaX TaKUX
pacTeHUil MUTMEHT-0eJIKOBbIE KOMILIEKCH (POPMUPYIOT CYNEPKOMILIEKChI C 13-
MEHEHHBIM COCTaBOM M pa3mepoM (67-70). MeHbIIMIA pa3Mep Y4acTHUI CITOCO0-
CTByeT OoJjiee IUIOTHOM HMX YIAKOBKE B IpaHaJbHO MeMmOpaHe. OgHaKo 3TO
OrpaHMYMBAeT JaTepalbHylo IUhdY3U0 MEMOpPaHHBIX KOMIIOHEHTOB — (hOTO-
CUHTETUYECKMX OEJIKOB U HU3KOMOJEKYISIPHBIX TUAPODOOHBIX MOJIEKYJI, B TOM
YyHCcJie MEepeHOCUMKa 3JeKTPOHOB B (hOTOCMHTETUUYECKON B3JIEKTPOH-TPaHCIOPT-
Ho#t uenu muacroxuHoHa (71). HemaBHue uccieqoBaHMSI BBbISIBWIM, YTO Orpa-
HudyeHus1 nud@y3un 3aTpyIHSIOT TakKe CBOEBPEMEHHYIO perapaluio MoBpe-
KICHHBIX (DOTOCHHTETUUECKUX KOMILIEKCOB, 4YTO IIPEMSITCTBYET HOPMAJbHOM
pa6ore nocnenHux (71). Takum oOpa3zom, 4acTh IUIEHOTPOINHBIX 3(PEKTOB, BbI-
3BaHHBIX MyTanueit CAQ y pacteHuii chlorina, ¢ BHICOKOM BEPOSITHOCTBIO O0b-
SICHSIETCS OTpaHMYCHMSIMM JlaTepajbHON MOABWXKHOCTU MEMOpPaHHBIX KOMIIO-
HEHTOB TWIAKOUIHBIX MeMOpaH B CBSI3U C MU3MEHEHHOU cTexuoMmeTrpueil ¢oTo-
CUHTETUYECKMX KOMILJIEKCOB U3-3a orcyrcTBUsl Chlb. D10 mpeanoyoxeHue Mmoma-
TBEepKIAAeTCsl HEAABHUMU UCCJEI0BAHUSIMU MYTAHTOB chlorina, nuieHHbIX Chlb,
y stuMeHs u A. thaliana (57).

Yyactue xnopodunia b B peryasuuud ¢pa3 OoHTOreHesa. XJjo-
pOILIaCTbl — BaxKHEHIIMe MCTOYHUKU CUTHAJIOB JUISI OCTaJbHBIX OpraHell M
KJIETKM B LieJJOM. PeTporpaiHblii CUTHAJIbHBIA MYTh OT XJIOPOILIACTOB UM MUTO-
XOHIPUH K SAPY MOAYJMPYET aHTEPOrpalHblii KOHTPOJb B COOTBETCTBUM C IIO-
TpeOHOCTAMU KJeTKU (72-74). B oTcyTcTBUE CUTHAIOB U3 XJIOPOILJIACTOB MOJAB-
JIIETCSI DKCIIPECCUST psiia SIIEPHBIX T€HOB, KOAUPYIOIIMX OCJIKM 3TUX OpTaHeJUI,
B ToM uucie anteHHble 0enku LHC (74). JInst XJ0poIaacToB CUTHAJIMHT CBSI3aH
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B IIEPBYIO oyepedb ¢ (POTOCHMHTETUYECKOM (DYHKIIMEH, a IMOCKOJbKY MHTCHCHUB-
HOCTb (POTOCHMHTE3a HAXOAUTCS IIOA BIMSHMEM pPa3IMYHBIX (PAKTOpOB, CUTHAJIbI
OT XJIOPOILUIACTOB MOTYT CJIYXXHMTh CEHCOPAMM YCJIOBHI OKpPYXKAIOIIEH Cpembl
(75). Cpenu OCHOBHBIX MCTOYHMKOB CUTHAJIa PETPOTPamHON PETYISLMM BbIIC-
JII0T 00pa3oBaHKUE TETPAIIMPPOJIOB, SKCIIPECCUIO XJIOPOIUIACTHBIX T€HOB, M3ME-
HEHUE OKUCIUTEIbHO-BOCCTAHOBUTEIBHOTO COCTOSIHMSI KoMIloHeHToB OTILI,
oOpa3oBaHMe aKTUBHBLIX opM kuciopoma (ADPK) (76, 77). Kpome Toro, Bax-
HbIM MCTOYHUKOM IUIACTUIHBIX CUTHAJIOB CJIYXWT CTAaOMJIBHOCTb ITMIMEHT-
OEJIKOBBIX KOMILJICKCOB. DTU CUTHAJIbI HECYT MH(pOPMALIMIO 00 YCIOBMSIX OKpY-
Karllel cpeabl, a TakxKe 0 Bo3pacte Kietku (35, 38, 65, 77).

IIpumepoM pacTeHMii ¢ HEOOBIYHO BBICOKOI CTEIICHBIO CTaOMIM3aLluU
colepXalluX XJI0poOWILT MUTMEHT-0€IKOBBIX KOMIUIEKCOB MOTYT CIIYXWTb Stay-
green MYTaHTBI, COXPaHSIOIINE YCTOMYMBYIO 3€JIEHYI0 OKPAacKy Ha IIO3IHUX CTa-
IHSIX OHTOTEHE3a, KOrma y IMKOIO TUIIA HAYMHACTCS IIPOLECC CTapeHUSsI, KOTO-
PBIii COIPOBOXIAETCS MOXEITCHUEM JIUCTheB. MyTaHTHI Stay-green U3BECTHBI Y
MHOTUX BHMIOB pacTeHMii. B 4acTHOCTM, K HUM OTHOCSITCSI MEHICJIEBCKUE MY-
TaHTBl TOPOXa C 3€JCHOI OKpacKoil ceMsIH. Y Sfay-green MYyTAaHTOB BBIIEJISIIOT
(DYHKLMOHAIBHBIN M KOCMETHYSCKUI eHOTHUIbL. [Ipn (PyHKIIMOHAIBHOM CHH-
KaeTcs skcnpeccust reHoB SAG (senescence-associated genes), CBSI3aHHBIX CO
cTapeHueM, U JOJbllle, YeM Y PacTeHUI AMKOro THIIA, COXPAHSIETCSI MHTCHCHUB-
HbII ¢doTtocuHTe3. [Ipy KocMeTyecKoM (PeHOTHIIE Y MyTaHTOB CTapeHMe WHY-
LIMpYyeTcs Tak Xe, KaK y pacTeHUi Jukoro tuma. Kpome Toro, y HUX CHUXKaeTcst
MHTEHCUBHOCTb (DOTOCHMHTE3a, HO OKpacKa ocTaeTcsl 3ejieHoil. Takoil deHOTHII
HabmogaeTcss y MyTaHTOB 1o TeHaM SGR (Stay-GReen), KOOUPYIOILIUM KOMIIO-
HEHTBI KOMILIEKCa, KOTOPhIil y4acTBYeT B Aerpajalliy OSJIKOB M XJI0pO(PMILIOB
CCK II, B Tom uucne Chlb (34, 78). K KoMIIoOHEHTaM 3TOro KOMILJIEKCa OTHO-
carcsa ¢pepmenTel CCE (chlorophyll catabolism enzymes), Bkimodast NYCI1 (62),
n cam CCK II (34). IIpu Hokayte reHoB, Komupytowux oenku CCE, takke
HaOmomaeTcs stay-green dpeHoTHi (35, 65).

IIpu M3yyeHUU perysiuy OHTOIeHe3a OCOOBIl MHTEpeC IpPEeACTaBIISIOT
MYTaHTBl ¢ (DYHKIIMOHAJIBHBIM (PEHOTUIIOM Stay-green, HalmpuMep MYTaHTBI 110
reHaMm aprodaruy. Kak m3BecTHO, aBrodarust UrpaeT BaXHYIO POJib B YTHJIM3a-
LMY XJIOPOIUIACTHBIX OEJIKOB, B IIEPBYIO ouepedb pubyno3ob6uchocharkapOoK-
cunasbl/okcureHassl (pyoucko, rubisco), B ocobeHHOcTU mpu ctapeHuu (79).
He cmoco06HbIe K aBTO(aruyu MyTaHTHI afg5 B YCIOBMSIX MSITKOIO aOMOTHUYECKOTO
cTpecca, KOrjaa y IUKOro THIa MHAYLMPOBAJIOCh paHHEe CTapeHUe M aKTUBHPO-
Banuch reHbl SAG, JeMOHCTpUpOBaIu (PYHKIMOHANbHBIN Stay-green (heHOTHUII,
TO €CThb OTCpPOYeHHOEe HactymieHue crapeHus (80). [TouyeMy B OogHMX ClIydasix
peanusyercs: GYHKIIMOHAIBHBIN (PeHOTHII Stay-green, a B APYTUX, KOLIa 3aTpo-
HYT HEIOCPEACTBEHHO IIporecc dopMmupoBaHus Komiuiekca nerpamanuu CCK
II, — KocMeTHYecKuii, IO CUX MOP HE BBIICHEHO.

Eine 6osiee MHTEPECHBIM IIPEACTABISCTCS TOT (DAKT, YTO DYHKIMOHAIb-
HBII stay-green (EHOTUII IIOSBISETCS Y PACTCHUI BCJCICTBUE HAKOILUICHUS
Chlb Bwille HOpPMBI. Y TpaHCIeHHBIX pacTeHuil Arabidopsis cBepXdKCIpeccust
reHa CAO u3 npoxiopopUTHOM IIUAHOOAKTEPUU IIPUBOIMIIA K CBEPXIPOIYKIIMI
Chlb, MOCKONBKY, B OTIMYME OT BHAOTEHHOro (pepMeHTa pacTeHUii, 3TOT (ep-
MEHT B PaCTUTEJIPHOM KJIETKE He IIOABEepraeTcs pery/siiuy I10 IPUHIUITY 00-
patHoii cBs3u. CogepxaHue Chlb y Takux pacTeHUil ObLIO HACTOJBKO 3HAYM-
TeJbHBIM, 4TO OH 3amelan Chla B kopoBoii antenHe MC I u OC 11, a pa3mep
CBeTOCOOMpaIONIei aHTEHHBI U €€ CTa0MIbHOCTh 0Ka3aIMCh HEOOBIYAHO BHICO-
kumu (34, 35). Otu TpaHcHOpPMaHThI AEMOHCTPUPOBAIU (PYHKLIMOHAIIBHBINA (e-
HOTHUII Stay-green M OTJIMYAJUCh OT pPAcTeHU IUKOrOo THUIIA OTCPOYECHHBIM
HACTYIUIEHMEM CTapeHMs JIMCTheB KaK IIPKM HEIOCTaTKe CBeTa, TaK U B TEMHOTE
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(34, 35). BoamoxHo, cBepxcrabunuzauusi xiaopogwiiom Chlb nurmeHT-6em-
KOBBIX KOMILIEKCOB CBETOCOOMpPAIOLIMX CUCTEM M MPOJIOHTalMs WX aKTHMBHOTO
(YHKIMOHUPOBAHUSI M3MEHSIOT KOJMYECTBO IOKAa HE WASHTU(OULIMPOBAHHBIX
CUTHQJIBHBIX MOJIEKYJ, HEOOXOMMMBIX ISl TEPEKIIOUYEHUsS] OHTOTeHETHYECKUX
MpOorpamMM, 4TO MPUBOIUT K MOIYJIMPOBAHUIO IKCIPECCUM T€HOMA, B TOM YMCIIe
CHIYDXeHUIo aKcnpeccud SAG-reHoB. Posib TakKuxX CUTHaJbHBIX MOJIEKYJ MOTIJIU
Obl BBIMIOJHSTL KaTabonauThl xinopoduina, anonporenHsl CCK II, nuineHHbIe
Chlb, unu mpoayKThl UX MpoTeos3a. MoXHO TakKe MPearnojoXuThb, YTO M-
teapbHoe nopaepxkaHue aHTeHHbl CCK Il B (hyHKIIMOHATBLHOM COCTOSIHUM YCH-
JuBaeT GoTOo3alIUTy U, CIea0BaTeIbHO, OOECIIeurBaeT CHIDKEHHOE comepKaHue
A®K K MOMEHTY Hayajla cTapeHus1 KIeTKU. BeposTHO, 3T0 3aMemyisseT MHULIMA-
LIMIO MOCHEAYIOIIMX CTamuil Mpolecca cTapeHus. ¥ KOCMETUYECKHUX stay-green
MyTaHTOB mUrMeHT-0eKkoBbIi KoMmiuiekc CCK Il coxpaHsiercsi, HO yTpauuBaeT
crnocobHocTh B3anMopeiictBoBath ¢ MC II. Takum o6pa3oM, BIOJHE BO3MOX-
HO, YTO MPUYMHOM, MO KOTOPOM Yy pacTeHWil BO3HUKJA OTpHUIIaTe/bHas obpaT-
Has peryiasuusi ¢epmenta CAQO, ObLIO BIUSIHME M30LITOYHBIX KoiaumuyecTB Chlb
Ha OHTOTeHETUYECKWI CUTHAJUHTI, OIOCPEeIOBAaHHOE CBepXCTaOWau3aluei aH-
teHHsl CCK II.

B paGorax, BBIOJHEHHBIX HAMU Ha MYyTaHTax chlorina ¢ MOJHBIM 0J0-
koM OuocuHTte3a Chlb (MmyTtanTsl chl A. thaliana u chlorina %013 Hordeum
vulgare), TIOJy4eHbI MpeaBapUTe/bHbIE NaHHbIC O BIUSIHUU aHTEHHBI, AeCTaOu-
Jm3upoBaHHOM oTcyTcTBueM Chlb, Ha cpoku Hadvana usereHus (36, 81). My-
TaHThl chlorina 000MX BUAOB OTIMYAIMCH OT PACTeHUM POAUTENbCKUX JTUHUMI
OoJjiee MO3AHUM HACTyIUleHHeM duiopanbHOi TpaHchopMauuu. Kpome Toro, y
30-40 % MyTaHTOB STUMEHSI OCTaHABJIMBAJICS POCT U AMpGEPEHIMPOBKA CTPYK-
TYpHBIX 3JleMeHTOB Kosioca (36, 81). IIpum mHMUIMAMKA LIBETEHWS Y MYTaHTOB
chlorina napyuanacek skcnpeccust reHa F7T (dnopureHa) — OCHOBHOIO PEryisi-
Topa (uopasbHON TpaHcOpMalUU, a TakKKe YBEJWYMBAIACh IKCIPECCHUs Ie-
HOB-MapKepoB cTapeHusi M Katabonusma xiuopopumia SAG u NYCI (81).
HapyieHust 3Tux npoieccoB, Mo BCell BEPOSITHOCTH, CBSI3aHbI ¢ U3MEHEHUSIMU
peTpOrpamHbIX CUTHAJbHBIX KACKaa0B, aKTUBUPOBAHHBIX aHTEHHBIMU KOMILIEK-
caMu XJIOpPOILIacTOB.

IlepcnekKTUBB MCIIOJAb30BAHUS pacTEHUN C YCEYEHHBIM pa3-
MEpPOM aHTEHHBI AJISI MOBBIIIEHUSI (POTOCUHTE3A U NPOAYKTUBHOCTHU.
B HenmaBHUX uCCIemOBaHUSIX Yy TPAaHCTEHHBIX PACTeHUI Tabaka MOCpPEACTBOM
HamnpaBJeHHON MoauduKaluuM cBeTocoOMpalolleli aHTeHHbI ObUla yCKOpeHa pe-
JlakcalMsl MOIJIOIIEHHOM M30bITOYHOI CBETOBOW 3HEPryMM, pacceuBalolIEics B
¢opme Tera (82). Ilpomykius BereraTMBHONM OMOMAcChl Y TaKMX pPacCTeHUA
oKazajach Ha 15 % Bblllle, YeM Yy IMKOIO TUIIa. Ha ocHOBaHWM 3TUX pe3yJbTa-
TOB B Jpyroii pabore (83) aBTOpHI lLieJIeHANPaBICHHO MCCAENOBAIM TPAHCIEeH-
Hble JIMHUU Tabaka ¢ yceueHHo#l aHTeHHOI (truncated light-harvesting antenna
size, TLA-pacTeHus1) 1 OOHAPYXUJIM 3HAUUTEIbHOE yBeIMUYeHUE (POTOCUHTETU-
YeCcKOW MPOAYKTMBHOCTU M POCT BereTaTMBHOM OMOMAacChl, B OCOOCHHOCTH B
3arylieHHbIX IOCeBaX, OTMETUB IEPCIEeKTUBHOCTb ucmojb3oBaHusl TLA-pac-
TeHUI B MPUKIAAHBIX Lesax. OQHAKO MaHUMNYJSILUMUA C TTOMOLIBIO TpaHCreHesa
HeXeJIaTeIbHbI [IJIS CEeJIbCKOXO3IMUCTBEHHBIX KYAbTYyp. B TO e Bpemsi MyTaHTbI
chlorina 0o6nagaroT 0COOEHHOCTSIMU, cOmuxkaromumu ux ¢ TLA-pactreHusiMu, B
TOM YMCJIe Y HUX YMEHbIIEH padmep (POTOCHHTETUYECKOW aHTeHHBI. Omy0su-
KOBaHbI JaHHbIE O BHICOKOW MHTEHCUBHOCTU (POTOCUHTE3a U MPOAYKTUBHOCTU Y
HEKOTOpBhIX MyTraHTOB chlorina y mmenwnnsl (84, 85), cou (86), sumens (87),
XOTsl B OOJIBILIMHCTBE CJIy4yaeB TaKWe€ MYTAHTbI XapaKTepU3YIOTCSl CHIKEHUEM
¢oTocuHTe3a U 3amemieHueM pocrta. CiaenoBarelbHO, MyTaHThl chlorina Moriau
Obl cTaTh MepcrnekKTuBHOM 3aMeHoit TLA-pacTeHusIM, HO ONMCAHHOE BbIILIE pa3-
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HooOpa3ue dusznonorndyeckux ¢pyHkuuii Chlb gaer ocHOBaHUS MojaraTh, 4TO
oTpulaTeabHble 3(PeKThl MyTalluil chlorina 4daile Bcero OyayT HUBEIMPOBATH
BO3MOXHOE yBeiamuyeHue (orocuHreza. K TakuM 3pdekTaM MOXHO OTHECTH
HeTaTUBHOE BJIMSHUE HeAoCTaTKa WK IoysHoro orcyrcteus Chlb Ha oHTOreHe-
TUYECKYIO PETYJISILIIO.

OcraeTcsl HEBBISICHCHHOM NPHMPONA CUTHAJIbHBIX MOJICKYJI U IIyTeH Iie-
pemayy curHaja oT (Ie)cTabMiIM3alldy aHTEHHBI 3a IIpeaesibl XJIOPOILIACTa, KO-
TOpbIe BOBJICUECHBl B MHUILMALMIO U HpOXoxXnaeHue (a3 oHroreHesa. OmHaKo
HEJABHO HaMU OBbLI MIPEMIOXKEH MEXaHM3M, IIOCPEACTBOM KOTOPOTO OTCYTCTBUE
Chlb MoxeT BIuATh Ha peryiasuuio upeteHust (88). Y myrantoB chlorina y s4-
MEHSI M apabuiollicKca HapylleHHe peAoKc-OajlaHca XJIOPOILIACTOB M3MEHSIET
YUCJIO W IPOHUIIAEMOCTh ILIA3MOAECM, MEHSSI IPOBOAMMOCTb CHMILIACTHOIO
pycia, MO KOTOPOMY IIepedaloTCsl CUTHaJbl — MAaKpPOMOJEKYJIbI, MHIYLIUPYIO-
LIMe LBETEHME, YTO MOXET OBITh IPUYMHON 3amepxkKu (hJIopaabHO TpaHCchOp-
Mauuu (88-90). DTo mepBast paboTa, B KOTOPOI paccCMaTpUBaeTCsl IpUpoaa CBSI-
31 MEXIY CTaOMJIBHOCTBIO CBETOCOOMpAIOIIEl aHTEHHBI (POTOCHHTETUYECKOIO
ammapara ¥ pery/siiKeil IBeTeHMS Y PaCTCHUIA.

CymMupys maHHble o pyHKuusgx Chlb, MOXHO 3aKIIOYUTh, YTO Y MY-
TaHTOB chlorina nonaBieHUe (POTOCUHTETUYECKON (PYHKIUU U CHUKEHUE TPO-
IYKTUBHOCTH (M, BO3MOXHO, HapyllIeHUe OHTOIeHETUYECKOM peryysiuuu) ooy-
CJIOBJICHBI M3MEHEHHEM pelOoKCc-0ajlaHca B XJIOPOILIACTAX M YCHJICHHMEM IIPO-
nykuun A®K B nmuctbsax (44, 57, 89). [losToMy HeoOXOAMM ITOMCK MEXaHM3-
MOB, YJIYy4YIIAOIINX PEIOKC-CTaTyC Takux pacteHuil. Ecim ydects, yto Chlb B
IepBYI0 OYepenb HEeOOXOAMM B YCIOBHSIX HEOOCTaTKa CBeTa W IS OBICTPBIX
rmepecTpoek (HOTOCMHTETUYSCKUX KOMILIEKCOB, BBI3BAaHHBIX OJIMKaMH CBeTa
IO/ TOJIOrOM Jieca, TO JJISI CEeJIbCKOXO3SIMCTBEHHBIX KYJIbTYp IIPU BhIpalludBa-
HUU Ha OTKPBITBHIX IIPOCTPAHCTBaX MHOTME Apyrue 3(P@eKThl CHUKCHHS CO-
nepxanuss Chlb Oynyr HecyirecTBeHHBI. Bosiee Toro, yMeHbIIeHHME 3aTpaT Ha
CHHTE3 HEHYXHBIX IJIsI (POTOCHHTE3a aHTEHHBIX OEJKOB, COCTABJISIOLIMX 3Ha-
YUTEIbHYIO JOJII0 IPOTEMHOB B XJIOpOILIACTaX, IMO3BOJUT PACTEHUIO C3KOHO-
MUTb YacTb PECYpCOB, a CHUKEHHUE IOMIOILICHUSI CBeTa JIMCThSIMU YBEJIUYUT
€ro KOJIMYECTBO, IIOCTYIIAlOllee Ha JIMCTbS HIDKHHUX SIPYCOB B 3aryIICHHBIX
mocepax. Hamm ucciemoBaHUs IMOKa3ald BO3MOXHOCTb (hOPMUPOBAHMS BhI-
COKOMPOAYKTUBHOIO (peHOTUNa MyTaHTa siuMeHsi chlorina f2 3613 npu BeIpa-
LIIMBAaHUU B OTKPHITOM TpyHTe (36).

Wrak, HegaBHO oTkphiTast ¢pyHkuus Chlb, cBsg3aHHasg ¢ peryasuuein ¢as
OHTOIeHEe3a y PacTeHMil, 3aCIyXMBaeT ITOAPOOHOr0 M3ydeHMs. YIOOHOIl Moje-
JIbI0O MOTYT CTaTh MyTaHTbI Mo reHy ouocuHte3a Chlb CAO — chlorina-f2 (s14-
MeHb), chl (Arabidopsis), a Takke MyTaHThl o TeHaM NYC, KOOUPYIOIIUM U30-
¢dopmbl pepmeHTOB Kartaboausma Chlb. Pe3yabTaThl MOgOOHBIX MCCIeAOBAHUI
OyIoyT MCIOJIB30BAHbI B CEJIEKILIMH, a TAKXKE IIPH YCOBEPILIEHCTBOBAHUU arpoTeX-
HUYECKMX IPHUEMOB I OOECICUYEHMSI CBOSBPEMEHHOIO LIBETCHMS U IIPEIOT-
BpallieHUs IIPEXACBPEMEHHOTO CTapeHUs pacTeHUii. B lieioM m3ydeHre MyTaH-
TOB ¢ M3MEHEHHBIM OmocuHTe30M Chlb mpencTaBisseT MpaKTUYECKU MHTEpeC
IUISL BBISIBIICHUSI HOBBIX MEXaHM3MOB IMOBBIICHHMSI (POTOCHMHTE3a M IIPOAYKTHB-
HOCTHU Y CEIbCKOXO3SIMCTBEHHBIX KYJIBTYD.
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Abstract

Crop vyield strongly depends on time of the onset of flowering as well as of the initiation of
senescence. These processes are under tight control of multiple gene complexes. Suboptimal envi-
ronmental conditions, as well as mutations, may cause changes in the expression levels of these
genes, which, in turn, can result in a delay of flowering and/or early senescence, and, ultimately, in
a decrease of yield. Recently, crucial role in the regulation of plant development via retrograde sig-
naling pathways has been revealed for chlorophyll b. Chlorophyll b is an obligate component of the
photosynthetic apparatus of land plants, and the main regulator of the biosynthesis and degradation
of photosynthetic antennae. It is becoming clear that the size and stability of photosynthetic anten-
nae is not only important for photosynthesis but also represents a source of signaling beyond chloro-
plasts. The absence of chlorophyll b in mutants of Arabidopsis thaliana (chl) and Hordeum vulgare
(chlorina f2 3613) leads to a decrease in the growth rate, leaf size and biomass production. In addi-
tion, and independently of the downregulation of photosynthesis, the lack of chlorophyll b results in
the delay of flowering and early onset of ontogenetic as well as induced senescence. This review ad-
dresses the role of chlorophyll b in energy balance, and discusses new data on the role of chlorophyll
b in regulation of ontogenesis not related to photosynthesis. Mutants of economically important
crops impaired in chlorophyll b biosynthesis represent promising models for physiological, biochemi-
cal and molecular studies of regulation of flowering and senescence, as the results can be directly
applied to agricultural practice. Also, we review the novel data on the potential importance of plants
with truncated photosynthetic antenna for increase in vegetative and grain biomass production. A
decrease in chlorophyll b contents and the following down-regulation of antenna proteins were
shown to influence the rate of electron transport within the photosystem II, as well as the rate of
CO, assimilation relative to chlorophyll unit. Strikingly, these parameters in chlorina mutants are
higher than in wild type plants by 15-20 %. Using plants with this type of photosynthetic apparatus
can potentially bring about a considerable increase in yield. This suggestion has been recently sup-
ported by data on transgenic tobacco plants with truncated photosynthetic antenna (H. Kirst et al.
2017). At the same time, the consequences of the decrease in chlorophyll b levels for ontogenetic
regulation and photoprotection typically negate the potential benefit of the acceleration of the limit-
ing factor of photosynthesis, the photosystem II. This review discuss the possible ways to search for
optimization of plant functions regulated by chlorophyll b, to provide new mechanisms of the in-
crease in photosynthesis and crop production in agriculture.

Keywords: yield, chlorophyll b, flowering, ontogenesis, senescence, photosynthetic antenna.
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