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CIIUCOK COKPAIIIEHUHM 1 OCHOBHBIX OBO3HAYEHUI

AA — agTuMuLIMH A

ABK — abcunsoBas kuciora

A®K — akTuBHBIE (OPMBI KUCTIOPOIA

K — kpunroxpom

MECcPP - metumsputputon nukinoaudocdar

MTXOTL] — 37eKTpOH-TpaHCIIOPTHAS LETIb MUTOXOHIPUI

HAJI® — HukoTHaAMuUJ afieHUHHYKJIeoTU 1 (pocdat, okucieHHas popma
HAJI®H — HukotHamMua aicHUHHYKIe0THa Pocdart, BocctaHoBIeHHas (hopma
HCT — HuTpOCHHMI TETPA3OIUI
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HXK1 — rekcokunasza 1

T® — TpaHCKpUNIUMOHHBINA (PaKTOp

®Oxp, Ok — hoTopenentop GUTOXPOM, MOTIOMIAIOIINMA CBET B KpacHoi (660 HM) U
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®C | — dporocucrema 1

®C Il — poTocucrema 2

X1 TL — 3NeKTPOH-TPAHCIIOPTHAS LEMb XJIOPOIIACTOB

ABI4 — abscisic insensitive 4 — TpaHCKPUIIIMOHHBIN (aKTOP, YYBCTBUTCIBHBINA K
abCLM30BOM KUCIIOTE

CRY1, CRY2 — kpuntoxpoM-0eiKOBbI€ KOMIIEKCHI

DBMIB — 2,5-nu6pomo-3-MeTrii-6-nu30mponmiOeH30X HHOH

DCMU - 3-(3,4-muxinopodenwn)-1,1-ntuMeTniiMoueBuHA

GDH — rmyramataeruaporeHasa

H,O, — nepokcun Bogopoaa

HO, — ruaponepoKcuiI-paanKa

MECcPP — metumspurputputon mukiogudocdar

Mg-Protol X — marauit nporonopdupux 9

MS — munepanbHbie coniu o Mypacure u Ckyra



'O, — CHHITIETHBIH KHCIIOPOS

O, — cymepoKcHI-paIuKa

OH’ — rugpokcui-paauka

PAP — 3’-dpocdoanenosun 5’-hochar

PhANGs — photosynthesis associated nuclear genes — siiepHbie TeHBI, CBSI3aHHBIC C
dhoToCHHTE30M

PQ-1yn — myJs T1acTOXMHOHA, YYaCTOK JIEKTPOH-TPAHCIIOPTHOM LEMH XJIOPOTILIa-
CTOB

gRT-PCR — obOpaTHo-TpaHCKpuIITa3Has MOJMMEpa3Hasi 1eMHas peakius B pealib-
HOM BpPEMEHHU

XRNS — siepHbIe PK30pHOOHYKIIea3bl



BBEJIEHUE

AKTYaJIbHOCTH UCCJICIOBAHU I

Pactenus umeroT siaepHbId, MUTOXOHAPHUAIBHBIM M XJIOPOIUIACTHBIM T'€HO-
MBI, KOTOPBIE HY)KJIAIOTCS B TECHOW KOOPIWHAIIMH SKCIPECCHH, YTO OCYIICCTBIISI-
eTcst Oytaromapst cioxHo cetn curaaios (Kleine, Leister, 2013). CurHaiibl, KOTO-
pBIE€ TIOCTYMAIOT OT S/Ipa K OpraHesliaM, KOHTPOJIUPYIOT SKCIPECCHIO TEHOB Opra-
HEJUI, UX pa3BUTHE W (YHKIMOHWPOBaHWE (aHTeporpamHas peryisius). B cBoro
odepeb OT OPTaHEIUI B AP0 MOCTYIAIOT CUTHAIIBI, BO3/ICHCTBYIOIINE Ha YKCIIPEC-
CHIO sIJIEpHBIX TeHOB (perporpaanas peryssus) (Nott et al., 2006).

B murepatype ommcaHO MHOXECTBO TE€HOB SIEPHOTO KOIMPOBAHMS, JKC-
Ipeccusi KOTOPBIX U3MEHSETCS P CMEHE YCJIOBUM TeMHOTa/cBeT. Hambomnee Be-
POSITHBIMU MPUYUHAMU TAKUX U3MEHEHUN MOTYT CIIYKHUTh XJIOPOILJIACTHO-SIIEPHBIC
CUTHAJIBI JTMOO CHUTHANBI, CBS3aHHBIC C M3MCHCHHEM YPOBHS CaxapoB B KIICTKE
(Blasing et al., 2005; Li et al., 2006; Chi et al., 2013).

K 4gucny reHoB, sKcnpeccuss KOTOPBIX 3aBHCHUT OT YCIIOBHM OCBEIICHHOCTH,
OTHOCATCS TeHbI TiyTamataeruaporenassl (GDH) — dbepMenTa, KOTOpHBIN y4acTBy-
€T B MeTabOJIU3Me yTiiepoJia U a30Ta, a TAKKe B PEryJISIUA CKOPOCTH MPOIECCOB
JBIXaHMs, 0COOEHHO B YCIIOBHUAX yriieBoaHoro rojionanus (Robinson et al., 1992;
Miyashita, Good, 2008). ®epmeHT COCTOUT M3 6 CYObEIUHHUI] OJHOIO MU JIBYX
BUI0B. CumMTaeTcs, 4To mpeobiagaroliee 3HaYeHHe UMEIOT CyObeIUHMIBI O U 3,
KOTOpBIe KOAMpYIOTCs y apadumorncuca (Arabidopsis thaliana) snepusiMu reHamMu
GDH1 u GDH2 cootBerctBenHo. Mccnenyemas B Hactosmeil pabore HAJI-
3apucuMas popma depMeHTa JIOKAIM30BaHa B MUTOXOHAPHSIX U HanOoJiee aKTHBHA
B KJIETKaX-CITyTHUI[aX (DIIOIMBI.

N3BectHO, uTo 3kcnpeccus renoB GDH1 1 GDH2 makcumansHa B TEMHOE
BpEeMsI CYTOK U MUHUMaJIbHA B cBeTiioe. B 2008 roxy Miyashita u Good nokasanu,
YTO IBOWHBIE MYTAHTHI 110 T€HAM TIyTaMaTAECTUAPOTeHA3bl IEPSHOCST NITUTEIHLHOE
(HECKOJIbKO CYTOK) YTJIEPOAHOE TOJOJaHUE XYXKE, UeM PaCTCHHs AUKOTO THIIA, U

BbICKa3aJIkn T'HUIIOTE3Y, COTIJIACHO KOTOpOﬁ TAKOC HM3MCHCHHEC OKCIIPCCCHUU T'CHOB
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GDH1 u GDH2 3aBucut oT AOCTYNHOCTH YyTriepoja B BUJIE YIJIEBOJOB, YPOBEHb
KOTOPBIX BBIIIE Ha cBeTY, yeM B TemHOTe (Miyashita, Good, 2008).

[Ipu 3TOM B nUTEpaType OTCYTCTBYIOT PaOOTHI, MOCBSIICHHbIE H3yYEHUIO
JEHCTBHUS KOHKPETHBIX CBETO3aBUCUMBIX PETYJISATOPHBIX CUTHAJIOB HA KCIPECCHUIO
TeHOB TIyTaMaTIeruIPOreHAa3bl.

HekoTopsie caxapa BBITOTHSIOT (QYHKIIUIO CUTHAIBLHBIX MOJIEKYJ U TIPHHHU-
MAIOT y4acTHe B PETYJSAINU SKCIPECCUH SACPHBIX T€HOB, OCOOCHHO T€HOB, MPO-
IYKTBI KOTOpPBIX HeoOxomumbl st potocuntesa (Hausler et al., 2014). Ycranos-
J€HO, yTo y apabunoncuca okoiyio 40 % reHoB, 3KCHpeccus KOTOPBIX MOJIBEPKEHA
CYTOYHBIM M3MEHEHUSIM, KOHTPOJIUPYIOTCS caxapo3aBucUMbiMU curHasiamu (Blas-
ing et al., 2005). Haubosiee u3y4eHHBIMHA TIOCPETHHUKAMH CaXapO3aBUCUMOMN pery-
JSIUW Y PACTECHUM SBIISIOTCS TeKCOKMHA3a 1 U TpaHcKpuniuoHHbIN paktop ABI4.
Xots gt reHoB GDH1 u GDH2 panee Bpicka3biBajlach TUIIOTE3a O 3aBUCHMOCTHU
UX 3KcIpeccuu oT merabosim3ma yriepoaa (Miyashita, Good, 2008), ponp mepe-
YHUCIIEHHBIX PETYIATOPHBIX (DAKTOPOB B PETYISIIIUK SKCIPECCUU ITHX TEHOB JI0 CUX
MOp HE MCCIIeN0BaNIaCh.

XJI0pOTUTACTHO-SJIEPHBIC CUTHAJIBI BO3HUKAIOT MPHU PA3HOOOPA3HBIX OMOXU-
MUYECKUX PEaKIUsIX, MPOUCXOIIINX B CAMHUX XJIOpOIUtacTax: OMOCHMHTE3e TeTpa-
UPPOJIOB (TIPEIIECTBEHHUKOB remMa, XJIOpoGuuioB a U b), W3MEHEHUU peoKc-
COCTOSIHMSI TyJla IIJJaCTOXMHOHA (y4yacTKa (OTOCHMHTETUYECKOW 3IJIEKTPOH-
TPaHCIOPTHOM 11enu), 00pa30BaHUU aKTUBHBIX (popM Kuciopoaa B (HOTOCUHTETH-
YecKol 3JeKTpOH-TpaHcnopTHoi menu (Barajas-Lopez et al., 2013; Chi et al.,
2013). Bo3mokHOE ydacThe JaHHBIX CHTHAJIOB B PETYJISALHHA JKCIPECCHH T'€HOB
GDH1 u GDH2 panee Takxe HE UCCIEA0BATIOCH.

Hcxons u3 BBIIECKA3aHHOTO, 1eJb HACTOAIIEH pabOThl — M3YyYUTh MeEXa-
HU3MBI peTporpaaHoi peryisiuuu 3xcrpeccuu renoB GDH1 u GDH2 apabunon-
cuca.

JIJis TOCTYKEHUS TIOCTABICHHOM 11eH ObuTA cPOPMYITUPOBAHBI CIIETYIOIINE

3a1a4H.



1. HccnenoBarh posib Te€KCOKHMHA3bl 1 W TPAHCKPUIILIMOHHOTO (hakTopa
ABI4, x1r04eBbIX KOMIIOHEHTOB CaXap03aBUCUMBIX PETYJIATOPHBIX MYyTEH, B PETy-
nsun skenpeccuu reHoB GDH1 u GDH2.

2. M3yuuTh BO3MOXKHOE Yy4YacTHE XJIOPOIUIACTHO-SJEPHBIX CUTHAJIOB,
CBSI3aHHBIX C CHHTE30M TETPANUpPPOJIOB, B perynsanun 3xcnpeccuu renoB GDH1 u
GDH2.

3. HccnenoBarh BAUSHUE XJIOPOIIACTHO-SIIEPHBIX CUTHAJIOB, CBA3AHHBIX
C U3MEHEHHEM PEJIOKC-COCTOSIHMS MyJia MIACTOXMHOHA, B PETYIISILIMN 3KCIPECCUU
redoB GDH1 u GDH2.

4, N3yanuTh poib akTUBHBIX ()OPM KHUCIOPOJa B PETYISIIUU IKCIPECCUU
UCCJIENYEMBIX T€HOB.

Hayuynast HoBU3HA

B npencraBieHHol paboTe BIEpBbIE UCCIIEI0OBaHA I0YACOBask TMHAMUKA W3-
MeHeHur ypoBHs TpaHckpunToB reHoB GDH1 u GDH2 npu nepeHoce Mo1eTbHBIX
pactrenunii (A. thaliana) w3 TeMHOTBI Ha CBET U M3 OCBCIIECHHBIX YCIOBUH B TEMHO-
Ty. Iloka3zaHo, 4YTO CHUKEHUE YPOBHEW TPAHCKPHUIITOB UCCIIEAYEMbIX T€HOB Ha CBe-
Ty MPOUCXOIUT 3HAUUTEIBHO OBICTPEE, YEM UX MOBBIIICHUE B TEMHOTE.

BrnepBbie uccienoBaHa poib U3BECTHBIX KOMIIOHEHTOB CaxapO3aBUCHUMBIX
PEryasSTOPHBIX MyTeH (TekcoknHasel 1, TpaHcKpuniroHHbIi (Gaktop ABI4) B cBe-
TO3aBUCUMOM PEryJsiliMi UCCIENyeMbIX T€HOB. Y CTaHOBJIEHO, UTO CaxapOo3aBUCH-
MO€ CHUXEHHUE ypoBHs TpaHckpunToB reHa GDH2 ne 3aBucuT 0T perynstopHon
GyHKIIMM TEKCOKMHA3KI 1, HO OmocperyeTcsl TpaHCKpUMIIMOHHBIM (hakTopom ABI4,

BrnepBbie moka3zaHo, 4TO caxapo3aBUCUMAs PETYJIALMS SIBJSETCS HE €IUHCT-
BEHHOW NPUYMHON CHIDKEHHS YPOBHS TPAHCKPHUIITOB UCCIIETYEMbIX T€HOB Ha CBe-
Ty.

YcranoBieHo, uto ypoBeHb TpaHCKpunToB reHoB GDH1 u GDH2 3aBucur
OT PEIOKC-COCTOSIHUSI IyJIa MIIACTOXMHOHA THJIAKOUIHBIX MEMOpaH.

Teoperuyeckasi U NPAKTUYECKAs 3HAYUMOCTH PadOTHI

[Toy4yeHbl TPUOPUTETHBIE JaHHBIE 00 YYACTUU KOHKPETHBIX PEryJIsTOPHBIX

dakTopoB (rekcoknnasza 1, Tpanckpunimonnbsiii pakrop ABIl4, penokc-cocrosiHue
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nyJia MJIaCTOXMHOHA THJIAKOUIHBIX MEMOpaH) B CBETO3aBUCUMOM PEryJisiliui Tr€éHOB
GDH1 u GDH2, xomupyromux anbda- u 6eTa-cyObeAMHUITBI OeKa TriIyTaMat/ie-
TUAPOTE€Ha3bl. DTU CBEICHUS PACHIUPSIOT MPEACTABICHHUS O MEXaHU3MaX PeryJis-
MM METa0OJIMYECKUX MPOLIECCOB B PACTUTEIBHOM KJIETKE W BaXKHBI JJIs MOHUMA-
HUS XJIOPOIUIACTHO-SIAEPHBIX B3AMMOJECUCTBUNM HAa YPOBHE DKCIPECCUU I'€HOB. BhI-
SCHEHUE MEXAHU3MOB pPETYJSIIUU JKCIPECCHH TEHOB TIIyTaMaTIEeTuIpOreHAa3bI
CIIOCOOCTBYET TOHUMAHHUIO IyTeH HCIONb30BAHUA pacTeHUSIMU MoJeKkyn L-
riyTamaTa U JOIOJHSIET JaHHbIE O MPUCIOCOOJIEHUN PACTEHU K U3MEHEHUIO yC-
JIOBUU OKPYKAIOIIEH CPEJIbI.

Marepuansl auccepTaliid MOTYT OBITh MCHOJIB30BaHbl B 00pa30BaTENbHBIX
YUPEXKJECHUAX, a TAKKE CHEUAINCTaMU-OMOJIOraMH Hay4YHO-HCCIIEA0BATEIbCKUX
UHCTUTYTOB.

OcHOBHBIE 10JI0KeHUsI, BBIHOCHUMBbIE HA 3alIUTY

1. Okcnpeccust reHa GDH2 nmoaBsep)keHa caxapo3aBUCHUMON PENPECCHUH,
KOTOpasi HE OMOCPENyeTCsl TeKCOKMHA30il 1, HO mepenaeTcs: yepe3 TPaHCKPHUIILIH-
ounwlii paktop ABI4. Caxapo3aBucuMble CUTHAJIBI HE SIBJISIFOTCS €IMHCTBEHHBIM
MEXaHU3MOM peryJsiiuu dKcrpeccuu rena GDH2.

2. Okcnpeccusi reHoB GDH1 u GDH2 momgumusiercs XimopormyiacTHO-
AJIEPHBIM CBETO3aBHCHMBIM CHIHAjaM, CBA3aHHBIM C PEIOKC-COCTOSHUEM IIyJIa
I1aCTOXMHOHA. OKHUCIIEHHOE COCTOSIHHE ITyJla IJIACTOXMHOHA NMPUBOJUT K MOBBI-
meHuto dkcnpeccun renop GDH1 u GDH2.

Anpodauus padoTbl

Marepuanbsl auccepTraudd ObUTM TpelCTaBleHbl Ha 2-d MexayHapoIHON
Hay4yHOU KoH(pepeHuu «I eHeTnka, reHoMuka u OmorexHosorus pacrenuin» (Hp-
kyTck, 2012), MexayHapoaHoi kKoH(epeHIInn 1o OMOJOTUU M OMOTEXHOJIOTHUHU
pactenuit (Kazaxcran, Anmatel, 2014), Becepocculickoit HaydHOW KOH(eEepeHInH
«MexaHu3MBbl perynsauuu pyHKIuid pactutenbHbIx opranemn (Mpkyrck, 2014), 3-
et MexnayHaponHoit koHdepenuuu "I'eHeTnka, reHOMHKa, OMOMH(MOpPMATUKA W

ounorexnonorus pactenuit" (HoBocuOupck, 2015), a Takke Ha HAydHOH CecCHU

CHUD®UBP CO PAH (Upkytck, 2014).
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My6oankanuu

ITo Teme nuccepranuu ony0ankoBaHo 11 HaydHbIX paboT, U3 HUX 4 CTaThbU B
pereH3upyemsbix xkypHanax u3 [lepeunss BAK PO.

JIn4yHoOe yyacTue aBTopa

ABTOp JINYHO NMPUHUMAJ Y4aCTHE B INIAHUPOBAHUMU U NIPOBEACHUU DKCIIEPHU-
MEHTOB, CTATUCTUYECKON 00paboTKe, 000OIIEHNN U UHTEPIIPETALIMH TOJTYyYEHHBIX
JaHHBIX, & TAKXKE B HAIIUCAHUU CTATEH, OIMyOJIMKOBAHHBIX MO pe3yjIbTaTaM paboThl.
B aucceprannoHHoO# paboTe HCIOIb30BaHbI SKCIEPUMEHTAIbHbIE MAaTEPUAIIbI, TIO-
Jy4YEHHbIE JJMYHO aBTOPOM, a TAK)KE COBMECTHO C COTPYAHHKaMH J1a00OpaTOpuu re-
Hetndeckon nnxkenepun pacrennii CUOHUBP CO PAH.

CtpykTypa U 00beM AUCCEPTALIUN

HuccepranioHHast paboTa COCTOUT U3 BBEJICHUS U TPEX IJIaB, BKIIOYAIOIINX
0030p TUTEPATYPHI, ONIMCAHNE MATEPUATIOB U METOJOB UCCIEAOBAHMS, PE3YJIBTATHI
COOCTBEHHBIX HCCIEAOBAHUN U UX 00CYXJIEHUE, 3aKIIOUCHUS], BHIBOJOB U CIUCKA
WCIIOJIL30BaHHOM JTUTEpaTyphl, BKItoUaromiero 147 oubaunorpaguieckux UCTOUHU-
KOB, 144 13 KOTOPBIX HA HHOCTPAHHOM S3BIKE.

Matepuansl AuccepTaliy M3JI0KEeHbl Ha 125 cTpaHHMIaX MAaIIMHOMHCHOIO
TEKCTa, WJUTFOCTPUPOBaHbI 31 pUCYHKOM U 2 TabJIMLIaMHU.

baarogapuocTu

ABTOp BbIpa)kaeT IIyOOKYIO MPHU3HATENBHOCTh U OJaroJapHOCTh HAYYHOMY
PYKOBOJIUTEIIO TUCCEPTAITMOHHON pabOThl — IOKTOPY OMOJIOTMYECKUX HAYyK, MPO-
deccopy IOputo Muxaitnouuy KoHCTaHTHHOBY 3a HIIeiHOE PYKOBOJCTBO U BCe-
CTOPOHHIOIO TOMOIIb, @ TAKXKE 32 MPEIOCTaBICHHYIO BO3MOKHOCTh pab0TaTh HaJ
MHTEPECHOM TEMOM, CepeUHyI0 OJaroJapHOCTh — KaHAMJATy OMOJOTHYEeCKUX Ha-
yk Enene IOpreBHe ["apHuK 32 mOMOIIb B TPOBEACHUN UCCIEAOBAHUN U COJEpKa-
TEJIbHBIE KOHCYJIbTAIIMM, MCKPEHHIOI OJIaroJlapHOCTh — KaHAMAATY OUOJIOruye-
ckux Hayk BnagucnaBy Uropesnuy TapaceHKO 3a EHHBIE KOHCYJIBTALUU 110 TEME
UCCIJIEJOBaHMsI, IPU3HATEIBHOCTh JTOKTOPY OMOJIOTMYECKUX HAyK, BEIyIEMy Ha-
YUYHOMY COTPYJIHUKY Jlabopatopuu (prU3HOIOIMUYECKON INeHETHKU pacTeHuil EBre-

Huto ['eHHanbeBrdy PHXBaHOBY W JOKTOpPY OHMOJOTHYECKHMX HayK, mpodeccopy,
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BENlyIIEMY Hay4YHOMY COTPYAHHUKY JlabopaTtopuu (HU3HMO0JIOT0-0MOJIOTHYECKON
agantanuu pacteHuid Cetnane BragumupoBHe OcCHIIOBON 32 BHUMATEIbHOE 03-
HAaKOMJIEHUE C pabOTON U CAECTAHHBIE 3aMEYaHHUS.

ABTOp UCKpeHHE OnarofapeH KOJJIEKTUBY Ja0OpaTOpUU T€HETUYECKON WH-
xeHepun pacrennidi CUOUBP CO PAH 3a co3gaHue TBOpYECKON HAaydyHOM aTMO-
cdepsl U II0I0TBOPHOE 0OCYKIECHUE HACTOSIIEH padOThI, a TAKXKE CBOEH CeMbe 3a

MOPAJIbHYIO MOAIEPKKY U MPOSBICHHOE TEPIICHHE.
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1. OB30P JIMTEPATYPBI
1.1. CyTouHble KOJIe0aHUS IKCIPECCHH TeHOB IIyTaMaTAeruAporeHasbl M X
BO3MOKHbI€ IPUYMHBI
Okcnpeccus reHoB GDH1 u GDH2 MoXkeT city>kKUTh TPUMEPOM CBETO3aBHU-
CUMOM peryisiiuu. B TeMHOTE ypOBEHb TPAHCKPHUIITOB 3TUX T€HOB MAaKCHUMAJICH, B
TO BpeMs KaK Ha CBETy — MUHUMaJIeH. Pa3HuIa B ypOBHE KCIIPECCUU Ha CBETY U B
TEMHOTE MOXKET JocTUrath gecatku pa3 (Turano et al., 1997). [Ipuuunbl 1 MoJie-
KYJSIPHBIC MEXaHU3MBI ATOU PETYJISAINN HA CETOIHSATITHUN ICHh HCM3BECTHEI.
1.1.1. MecTo riiyramaTaeruiporeHasbl B CHCTeMe KJIeTOYHOr0 MeTa0o/a1M3Ma

OmHUM U3 UCTOYHUKOB OPTaHUYECKOTO a30Ta B KJICTKE PACTCHHM SBIISCTCS
Hutpat (NOj3'), mornomaemsiii kKopHsiMu u3 ouBbl. B kopHsix NO3  BoccTaHaBiu-
Baercs 70 ammoHus NH,", KOTOpbIH MOMKET TpaHCIOPTUPOBATLCA 10 KCHIEME B
JUCTBSI pacTeHHs. Takke aMMOHHH MOXET 00pa30OBBIBATHCSA MPHU (OTOIBIXAHUH.
A30T B aMMOHUITHOM (popMe NMPUHUMAET y4acTHE B CHHTE3€ IIyTaMHHA U TIyTa-
mata (Ford, Lea, 2007; Schwarzlander, Finkemeier, 2013).

['myTamMuH cCUHTE3UpyeTCs M3 TiyTaMmara U aMMOHUS, TIPU yY9acTHH TITyTa-
muHcuHTeTasbl (GS). AktuBHOCTE GS OTMEYEHa B IUTOIIIA3ME U XJIOpOILIacTax
KJICTOK OOJIBIIMHCTBA BhIcUX pactenuit (Ford, Lea, 2007). [Tox aeiictBueM dep-
MEHTa TJyTamMaTCUHTa3bl (TJIyTaMUH:2-OKCOTJyTapar amuHoTpaHncdepeza, GO-
GAT) npoucxoauT NepeHoC aMUHOTPYIIBI ¢ TIIyTaMUHA Ha 2-OKCOTJIyTapart, npu
aTOM oOpasyercs 2 moJiekyibl L-rimytamara (rmyramata). GOGAT npencrasieHa B
KJIETKaX pacTeHWil B JBYX (opmax: ¢eppenokcuH-3aBucumas ((GyHKIIMOHUPYET
PEeUMYIIECTBEHHO B (poTocuHTe3npyromux kietkax) u HAJ[(H)-3aBucumas (npu-
CYTCTBYET B KJIETKaX, He ocymiecTBistomux Gorocuntes) (Ford, Lea, 2007).

['myTtamar sBiieTCs LIEHTPAIbHOM MOJIEKYJION B METabOIU3Me aMUHOKHCIIOT
BBICIIIMX PACTCHHM. O-aMUHOTPYIIA TiyTaMara MEePeHOCHTCS Ha aMUHOKHCIIOTHI,
MPUHUMAET Y4aCTHUE B ACCUMUJISIUU U TUCCUMIIAIIMA aMMOHUS; TJIyTaMar SBJIs-
€TCsl OCHOBOM JJIsl CHHTE3a Y-aMUHOOYTpuIlmHOBOM KuciaoThl (GABA), aprununa,

nposiuHa u xaopodunios (Ford, Lea, 2007).
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[ToMuMO BBHIIEYTIOMSIHYTHIX (PEPMEHTOB, B METa0OJIM3ME TiyTamara Ipu-
HUMAaeT yJacTue (PepMEHT MUTOXOHAPUATHLHON JTOKAIU3AIIMN TIyTaMaTaeTHAPOTe-
Hasa (GDH; EC 1.4.1.2.) (Ford, Lea, 2007). Haubonee nzyuennoit ¢popmoit GDH
sBisercs HAJI(H)-3aBucumas romyramataeruaporenasa (HAJ(H)-GDH), o6uHapy-
KUBaeMasi B KJIETKaxX-CIyTHHUIAX (IodMbl, a Takxke B Mepucremax (Terece-
Laforgue et al., 2004; Fontaine et al., 2012).

HAJI(H)-GDH kaTanu3upyeTr peakiuio BOCCTaHOBHUTECIHHOTO aMHHHPOBa-
HUS 2-OKcormyTapara 10 L-rimytamaTta wim oOpaTHYIO pEakIMi0 OKHCIUTEIBHOTO
JIe3aMUHUPOBAHUS TITyTamara J0 2-OKcoriayTapoBoil kucioTel. B 2006 rogy Mas-
claux-Daubresse ¢ koyuleraMy yCTaHOBHJIM, YTO B JIMCTBAX Ta0aka CHHTE3 IIyTa-
MaTta ocyulecTBisieTcsi yepe3 coBMmecTHoe aeiictBue GS u GOGAT, mpu stom
GDH yuacTByeT B Ie3aMUHUPOBAHUH 3TOM MOJEKYJbI. TakuM 00pa3oMm, UCCIEN0-
BaTeIM yCTaHOBWIN posib pepmenta GDH, koTopas cmykuia mpeaMeToM cropa B
TedeHue HekoToporo Bpemenu (Ford, Lea, 2007; Fontaine et al., 2013).

depmenTaTBHO akTHBHBIA Oenok GDH mpencraBnen B Buae rekcamepa,
COCTOSIIIEro U3 6 cyObeAMHUIL TpeX BUAOB (a, 3, ¥), KOTOpbIE KOAUPYIOTCS T€HAMHU
GDH1, GDH2 u GDH3 cootBetcTBeHHO. COOpKa (pepMeHTa MPOUCXOTUT CIyUai-
HBIM 00pa3zoM, B pe3yJbTaTe CIEKTP M30(OpM 3aBUCHUT OT COOTHOIIEHUS pa3ynd-
HBIX CyObenuHUIl B AaHHOW TkaHW. Takum oOpazom, ¢epment GDH moxer co-
nepxatb Toabko 6a (GDH1), 68 (GDH2) unu 6y cyowenunun (GDH3), obpasys
roMoTreKcamep, JIM0Oo CYIIECTBOBATh B BUJIE TeTeporeKcaMepa, COCTOSIIETO U3 pas-
HbIX BUIOB cyOneaunull (Skopelitis et al., 2007; Fontaine et al., 2013). IIpoaykr
reHa GDH3 penko BU3yalu3upyeTcsi C MOMOIIBIO pa3jieieHus B MOJUAKpUIaMUI-
HOM TeJie |, MO-BUAUMOMY, KOJIUpyeMash UM Y-CyObEIWHUIIA WUMEET MUHOPHOE
3HaYeHue B oOecreueHun aktuBHOCTH (epmenta GDH (Marchi et al., 2013). Ot-
HOCHUTEJIbHAS TPOTIOPIIUS O- U -CyObeAUHUIL B OCJIKE MOKET BapbUPOBATh B 3aBU-

CUMOCTH OT OpraHa pacTeHHs W YpoBHS moctymHoro asora (Ford, Lea, 2007,

Miyashita, Good, 2008).
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Puc. 1. Cxemarnunoe uzoopaxkenue coopkun HAJI(H)-GDH, cocrosimieii u3
a- u B-cyosequnui (Restivo et al., 2004).

O06o3nauenusi: CrneBa moka3aHbl TeHbl, KOgUpyoume cyobenuuuisl o U . [lo uentpy
NoKa3aHa BO3MOXKHAasg KoMOuHanus o- u B- cyobenuaun B rekcamepe GDH. CrpaBa nokasan
CHUMOK l"eJ'IB'BJ'IeKTPO(i)OPGSa B MOJIMAKPUIAMHUJIHOM ICJIC, HA KOTOPOM BHAHA <«JICCTHULA» U3

BO3MOXHBIX H30¢popM pepmenta GDH.

GDH sBnsieTcst CBA3YIONIMM 3BEHOM MEXKIy METa00JIM3MOM a30Ta U yriepo-
na. VccrnenoBanusi, mpoBeaeHHbIe Ha MyTaHTax 1o reHam GDH (gdhl-1 gdhl-2,
gdh1-3, gdh2-1, u gBoiinoit myrant gdhl-2/gdh2-1) yka3ssiBarot, 4yTo riiyTamarie-
THAPOTEHA3a UTPACT POJIh OJHOTO M3 IJIaBHBIX (EPMEHTOB B META0OIM3ME aMUHO-
KUCIOT U yriaeBoaoB. [Tpu BeiaepkuBanuu §dh-MyTaHTOB B TEMHOTE OTMEYacTCs
MOBBINICHHBIN YPOBEHb HEKOTOPHIX aMUHOKHCIIOT B CPABHEHUU C PACTCHUSIMU JIH-
Huu aukoro tuna (Miyashita, Good, 2008).

1.1.2. Peryasiuusi 3KCIIPecCHU T€HOB IIyTaMaTAeruJiporeHasbl y pacTeHuil
1.1.2.1. I'enbl, KoAUpPYIOLIHE IJIyTAMATAETHAPOreHa3y apaduaoncuca

CyObeauHulIbl TIIyTaMaTIeTUIPOreHa3bl apaduaomcuca o, 3 1 y KOJupyroT-
ca spepubimu Tenamu GDH1 (At5G18170), GDH2 (At5G07440) u GDH3
(At3G03910) coorBercTBeHHO. ECTh COOOIICHHS O CYIISCTBOBAHHM XJIOPOILIACT-

Ho popmbl HAJID(H)-3aBucumoit GDH y apabunorcuca, KoTopast MpearnoioxKu-
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TenbHO Koaupyetcs saepHeiM reHoM GDH4 (lgarashi et al., 2009). Hekotopsie uc-
ciieioBaresid oTpunaoT gusnonorndeckoe 3HadeHune HAJID(H)-3aBucumoit GDH
(Fontaine et al., 2012).
1.1.2.2. Peryasiuysi 3KCIPEeCCUU IT'eHOB IJIyTAMATAEeTHAPOTreHa3bI

CoryacHO JTUTEPAaTYpHBIM JaHHBIM, 3Kcmpeccus saepHbix reHoB GDHI1 wu
GDH2 apabunoncruca MakcuMajibHa B TEMHOTE U MHHUMaJIbHa Ha cBety (Turano
et al., 1997; Miyashita, Good, 2008). Dkcnpeccus reHoB cemerictBa GDH nmeer
opra"ocrenuuuabii xapaktep: TeH GDHI1 Gomee akTUBHO KCIIPECCUPYETCS B
JTUCTBAX, a TeH GDH2 — B kopHsix. COOTBETCTBYIOIIAS 3aKOHOMEPHOCTh XapaKTep-
Ha U s copepkanust cyoreauann; GDH. Miyashita u Good B 2008 roay ucce-
JIOBAJIM MYTAHTBI apaOUAOICHCa, UMEIOIIUE HapyIIEeHUs MO0 TeHaM TiyTamart/e-
ruaporeHassl. MccaemoBanus, IpoBeAcHHbIC Ha ABoHOM MyTanTe gdhl-2/gdh2-1,
nokazaym, yto GDH ydacTByeT B mojanep)kaHWH >KU3HEACATEIBHOCTH PAaCTCHUN
apalujorncuca Mpyu yriieBOJHOM TOJIOJaHUH, BBI3BAHHOM IPOJIOJKUTEIBHBIM Tpe-
ObIBaHKEeM 00pa3IoB B TEMHOTE. ABTOPBI YCTaHOBWIIH, 4To MyTaHThl gdhl-2/gdh2-
1 uMenu MEHBIIYIO MPOAOKUTEIBHOCTD KU3HA B 3THX YCIOBHUSAX, YeM PAaCTCHHUS
nukoro tuma. [Ipu 3ToM y ABOMHOr0 MyTaHTa MPOMCXOIWIO HAKOIIJIEHUE aMUHO-
KHCIIOT, 9YTO OBLJIO HEXapaKTePHO ISl pACTEHUN TUKOTO TUIA. ABTOPHI MIPEATIONIO-
xuin, 4To GDH npuHuMaer yyactue B MOAAEPKAHUU IUKIA TPUKAPOOHOBBIX KH-
CJIOT B YCJOBHSIX YIJIEPOJHOTO TOJIOJAHUS, BEI3BAHHOTO MPOAOHKUTEIBHBIM Tpe-
ObIBaHMEeM pacTeHui apabuponcuca B temHote (Miyashita, Good, 2008). Eme B
1992 romy ObUIO JOKA3aHO, YTO MPOAYKT PEAKIMHU, KaTaIU3UpyeMoil (hepMEeHTOM
GDH — 2-okcornytapatr — MOXXeT OBbITh BBe/IeH B UK Kpebca u ncmnosb30BaH st
nonydenus sueprun (Robinson et al., 1992). [TosTomy B HacTosIce BpeMs IPUHS-
Ta THIOTE3a, COTJIACHO KOTOPOW HaIW4YMe JOCTYIHBIX (opM yriepoja sBIsSeTCs
KJIFOYEBBIM (hakTOpoM B peryisiuu dkcrpeccuu renoB GDH1 u GDH2 (Melo-
Oliveira et al., 1996; Miyashita, Good, 2008).

Turano ¢ xommeramu B 1997 roay yCTaHOBHIIH, YTO B JIUCTHIX apabUIOMCH-
ca mpu 00pabOTKE aMMOHUWHBIM a30TOM HJIM BBIIEP)KMBAHUHM PACTEHUN B TEMHOTE

MIPOMCXOANT MOBBIIICHHE YpOBHS TpaHcKpunToB rena GDH2 B 20 pa3 no cpasHe-
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HUIO ¢ KoHTposeM. [Ipu stom skcripeccust rena GDH1 unnynupoBanacek He Oolee
yeM B 3 paza. [lonmydeHnnsie manHbIe MOATBEPXat0T, uTo reHbl GDH1 1 GDH2 He
BCEI/la SKCIPECCUPYIOTCA HAa OJHOM YpPOBHE, XOTS U HMEIOT CXOXHUH Mmpoduis
skcmpeccun (Turano et al., 1997).

B 2004 romy Restivo ¢ kosuteraMu NpOBOJIWIIA UCCIIEIOBAHHS PETYJISIIUH
renoB GDH na kamiycHoit kynerype Tabaka (Nicotiana plumbaginifolia). Tabak
umeeT redsl GDHA u GDHB, romonornunsie renam GDH1 u GDH2 apabunorncu-
ca. ABTOpBI YCTaHOBUJIM, YTO MpHU T00aBIECHUH B Cpely aMMOHUUHON (POpMBI a30-
Ta BMECTE C €axapo30il He NMPOUCXOAUT CHMXKEeHMs dkcrpeccun reHoB GDHA u
GDHB. Otu nannbie ciyXat B HMOAACPKKY Teopuu o ToM, uto GDH dynkimo-
HAJIBHO CBs3aHa ¢ accuMmisaiueii ammonus (Restivo, 2004).

CymecTByeT 007b1110i1 MACCUB JaHHBIX, CBUAETEIBCTBYIOIUX 00 UHIYKIUH
AKCIIPECCUH TE€HOB TIIyTaMaTAETHAPOTeHa3bl MpH a0MOTHYECKUX CTpeccax. YcrTa-
HOBJICHO CHMKEHUE YPOBHS TPAHCKPUIITOB HCCIEAYEMBIX T€HOB y 00pa3loB Kaj-
aycHou kynbTypsl Tabaka (N. plumbaginifolia) B ycioBusix termoBoro crpecca (60
muH mipu +40 °C) unm xonomosoro crpecca (120 mun npu +4 °C). OgHako ykopo-
yeHHoe BpeMms uHkyOaruu (+40 °C, 30 mun unu +4 °C, 60 MuH) HE IPUBOIIIO K
u3MeHeHussM ypoBHs TpaHckpuntoB reHoB GDHA u GDHB (Restivo, 2004). [Tpu
cosieBoM ctpecce (oopadboTka NaCl) orMedeHbl pa3HOHANPABICHHBIC W3MCHCHHS
HKCIIPECCUU UCCIIEYEMBIX TE€HOB: YpOBeHb TpaHckpuntoB reHa GDHA mosbimai-
cs1, a rena GDHB — camxkancs. Cineayer OTMETUTh, UTO U3MEHEHHUS B DKCIIPECCUU
reHoB GDH He Bcerna nmpuBOIMIN K CXOKUM H3MEHEHUSM aKTUBHOCTH (hepMeHTa
GDH (Restivo, 2004). YpoBeHb TPaHCKPUIITOB T'€HA TIyTaMaTACTHIPOTCHA3bI Y
Tabaka, KOAMPYIOIIEro o-CyObeAMHUIY B cTebse, moderax M JIMCThAX, a TaKXKe
oOmuit ypoBenb pepmernTa GDH B NUCTHSIX 3HAYUTETHHO TOBBIMIAJICS TIPH COJIE-
BOM cTpecce, BeI3BaHHOM 00paboTkoi pactBopom NaCl (250 mM) (Skopelitis et
al., 2006).

[Tpu panenun nuctheB parca (Brassica napus) orMedaercss HHIYKIMS IKC-

npeccun reHa GDH2 (koaupyeT a-cyObeauHUIy TIyTaMatTIeruaporeHassl y B.



18

napus) B 5 pa3s, pu 3TOM He HAOJIOAATIOCh U3MEHEHUW B KOHILEHTpAIMU MPOAYK-
ToB 3toro rena (\Watanabe et al., 2007).

[Tomumo renoB GDH1 u GDH2, B renome apabuporcuca oOHapyKeH T€H
GDH3. UccnenoBanus myranto gdhl, gdh2, gdhl-2 u gdhl-2-3 apabumorcuca
MOKa3aJld NpHUCyTCcTBHE TPOoAykToB reHa GDH3 B kieTkax-cryTHHUIAX (HI03MBI
kopHeii (Fontaine et al., 2012).

ITo3xe ObuT0 ycTaHoBieHO, uyTo reH GDH3 skcnpeccupyercs Bo Bcex opra-
HaxX pAacTeHMs Ha BCEX CTaAMSIX pocTa W pa3BuTus. MccnenoBaHusi, IpOBEICHHbBIE
Marchi ¢ komeramu B 2013 Ha MyTaHTax apaOHIONCHCA, OKAa3bIBAIOT, YTO I'CH
GDHS3 nHe umeeT BbIpaXeHHON OpraHocnenn(GUIHOCTH. ABTOPBI MPEATIONOKIIIH,
410 npoAyKT reHa GDH3 MoXeT BBIMONHITh TOHKYIO PEryJisiiuio (hepMeHTaTHB-
Holi aktuBHOCTH (pepmenta GDH B opranusme pactenus (Marchi et al., 2013).

1.1.2.3. MuToxoHApPHAIbHO-sIIepPHAasi peryjasiuus sxkcnpeccun resa GDH2

[Tpu ananuze nannbix JJHK-MukpounnupoBanusi 0OHapyKMBAETCsl, YTO IKC-
Ipeccusi TeHOB TIIyTaMaTAErHIPOreHas3bl B JUCThAX apaOuaoncuca UHIYLUPYETCs
nocye o0padoTku aHTUMHUIIMHOM A (AA), uaruouropom |l kommiiekca MUTOXOH-
JpUanbHOM 3nekTpoH-TpaHcnoptHon 1emu (MTxOTIL) (Yu et al., 2001). B 2009
rony TapaceHko ¢ KOJuleraMu HCCIEI0BAIA ydacTue KOMIOHEHTOB MTXJTL] B pe-
ryisiinun skenpeccun reHa GDH2. Knetku cycrnieH3noHHOM KyJIbTypbl 00padaThi-
Bamu AA u rmanuaoM kanus (KCN) (uarubutopom komriiekca 1V), uro mpuso-
U0 K MHAYKIMKU skcnpeccun reHa GDH2, npu sTom 006padoTka MHrHOUTOpPOM
KoMmIuiekca | (poTeHOHOM) HE BIUsiIa HAa YpOBEHb TpaHCKpUNTOB reHa GDH2. AB-
TOPBI MPEONOKUIN, YTO UHAYKIUsA dKcnpeccun GDH2 npu nunru6uposanun |
win |V 1pIxaTtenbHOro KOMITIEKCa OMOCPEAyeTCsl peIOKC-CUTHAIOM, OepyIIuM Ha-
gano ot ydactka MTXxOTLI, comepxkamiero yOMXuHoH. ITO MPEANOI0KECHHUE TOJ-
TBEPXAAIOT JIaHHbIE, B KOTOPBIX YCTaHOBJIEHO, uTO HU ADK (reHepanus KOTOPbIX
Obla cnpoBormpoBana gobasieHneM AA wim KCN), Hu u3MeHeHne 3JIeKTPOXHU-
MUYECKOT0 MUTOXOHIPUAIBHOIO MEMOPAHHOTO MOTEeHIMaIa (OAMH U3 UCTOUYHUKOB
MUTOXOHJPHUAIIBHO-SIZIEPHBIX CUTHAJIOB) HE CIY)KAaT CUTHAJIaMU JJis JIaHHOW HH-

AYKIHUH. YCTaHOBJ'IeHO, 4qTO CCPHUH-TPCOHHUHOBLIC IMPOTCHMHKHWHA3BI ITPUHHUMAKOT
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ydacTHE B Iepeaye CHUIHAJIOB, peryiupyromux skcrnpeccuio rena GDH2 (Tara-
senko et al., 2009). ITo3ke 3Toif e TPyMIOi MoKa3aHo, 4To 00paboTka AA mpu-
BOJMJIA K MOBBINIEHUIO 3Kcnpeccuu reHa GDH2 B kieTkax CyCeH3MOHHBIX KYIIb-
Typ, MOJYYEHHBIX U3 pacTeHUl apaldujorcuca AUKOrO THUIA, a Takxke TpaHcdop-
maHTa AS-12 ¢ MOHM)XEHHOM aKTHBHOCTBHIO aJbTEPHATUBHOM OKCHIA3bl, HO HE
TpaHchopmanTa XX-2 ¢ MOBBIIIEHHON aKTUBHOCTHIO aJbTEPHATUBHOM OKCHAA3BI.
[TockonbKy akThBHas paboTa aJbTEPHATHUBHOM OKCHAA3bl BBI3bIBAET CHUKEHUE
CTEMEHU BOCCTAHOBJIEHHOCTH YOUXuWHOHOBOro mysna MTOTLl, To 3T maHHwie, mo-
BUJINIMOMY, CBUJIETEJIbCTBYIOT B MOJIb3y YYacCTUS MUTOXOHJPUAIIBHBIX PEIOKC-
CUTHAJIOB B peryisinuu skcnpeccnn rera GDH2 (Tapacenko u ap., 2013).
1.2. CBero3aBucHMasi peryJisiius siiepHbIX FeHOB pacTeHUH
Ceer sBnsiercss HauOosiee BaXHBIM (DAKTOPOM, BIMSIONIMM Ha POCT H
pa3BuTHE pacTeHnil. Ha cBeTy B XJOpoOIUIacTax pAaCTEHUM BO3HHMKAET IOTOK
BO30Y)KJICHHBIX 3JIEKTPOHOB, KOTOPBIA MEpenaercs MO ILEeNU MNEepPEeHOCUYUKOB Ha
MeMOpaHe TUJIAKOUJOB. ITO MPUBOAUT K cUHTE3y AT® M BOCCTAHOBUTEIHHBIX
skBuBasicHTOB (HAJI®H), KoTOpBIE HCIONB3YIOTCS Ui (UKCAlMU yroiiepoia B
nukine KameBuna-bencona (Waters, Langdale, 2009). H3meHenus ycClIOBHiA
OKpyXarouieil cpenibl (MHTEHCUBHOCTh CBETa, TEMIIEparypa, YPOBEHb JOCTYITHOM
BOJIBI, YpPOBEHb JIOCTYITHOTO a30Ta) OKa3blBalOT TMPSIMOE BIMSHUE Ha
a¢ddexruBHOCTH TpolIeccoB (hoTocuHTE3a M pocT Beero pacreHus (Lepisto et al.,
2012). ®oToCUHTE3UPYIOLIME OPTaHU3MbI, BKII0Yask IMaHOOAKTEPHUH, BOJIOPOCIU U
BBICILIME PACTEHHUs, CIIOCOOHBI PEryJIMpOBaTh CKOPOCTh PeaKiHil (OTOCHHTE3a B
OTBET Ha COOTBeTCTByromue ycioBus cpeasl (Pfannschmidt et al, 2012). Ha
CErOIHSIIHUNA JI€Hb M3BECTHO O CYIIECTBOBAHMM MHOXECTBA CBETO3aBHUCHMBIX
CUTHAJIbHBIX MEXaHU3MOB, 0030pbI KOTOPBIX MPEICTABICHBI HIKE.
1.2.1. CurnanbHast pyHkuusi GUTOXPOMOB U KPUIITOXPOMOB
doromopdorene3oM (IEITHOMANMEH) HA3BIBAIOT XapaKTEPHBIE N3MEHCHUS
ATUOJIMPOBAHHBIX PACTEHUWA IMIPU BBIHOCE WX HAJA3EMHOM YAaCTH Ha CBET:

NpeKpalieHle yMJIMHEHUS] TUNOKOTWIS, AuddepeHmanus MnpoIuiacTul B
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XJIOPOILJIACThl, CHHTE3 MUIMEHTOB (DOTOCHHTE3a, TMEPEXOJ, K aBTOTPOPHOMY
meTtabonmm3my (Gururani et al., 2014).

doromophorene3 pacTeHUt ONOCPEYETCS] BOCIPUITHEM UHTCHCUBHOCTH H
JUIMHBl ~ BOJIHBI ~ CBETOBOTO  TMOTOKAa  IMHUITMEHT-OCJNKOBBIMH  KOMILJIEKCAMU
(poropenenrropamu). I[lornomenne KBaHTa CBeTa MPUBOAUT K HM3MEHEHHUIO
koHpopmaluu Oenka goroperentopa ¢ ero nociueayrnmuM GochopuaupoBaHueM
(peuenTop KpacHOTO CBETA) WM HCIOJB3YETCS B PEAKIMSAX BOCCTAHOBJICHUS
MECCEHJIXKEpOB (peuentop cuHero cBeta). [lpu QoTopeuenuuu MpPOUCXOTUT
npeoOpa3oBaHuE PHEPTUM KBAaHTOB CBETA B SHEPIUI0 XMMUUYECKuX cBsizeit (WWaters,
Langdale, 2009; Chen,Chory, 2011).

Jlyisi ipoBeieHHsI CBETOBBIX peakiuii (OTOCHHTE3a PACTEHUI0 HEO0OXOIUM
CBET ompeneneHHOW maiuHbl BoHBL. Dortocucrema | (DOC 1) mommomaer u
npeoOpasyeT KBaHTHI ¢ JUTHHOW BOJIHBI 0Koj10 700 HM, a potocuctema Il (OC 1) —
okoio 680 HM. DHepruu OT JIMHHOBOJHOBBIX KBaHTOB (Oonee 700 HM)
HEIOCTAaTOYHO JJIsi OCYIIECTBICHUS CBETOBBIX peakiuii. [[puHATO 1eTuTh KpacHbIe
Jy4d Ha kpacHyro obnacth, K (1o 700 am) u nanbHioro kpachyto, K (6onee 700
aM) (Chen, Chory, 2011). OrneHuTh KaueCcTBO M KOJIMYECTBO KBAHTOB CBETAa B
KpacHOM 00JacTM pacTeHHsIM MO3BOJSIOT  (POTOpEUenToOpbl W3  TPYMIbI
buToxpoMoB. DUTOXPOM COCTOUT U3 MUTMEHTA (PUTOXPOMOOWIMHA, OOPa3yIOIIETO
KOMIUIEKC ¢ OenmkoMm. Pasznmuuaror nBe OCHOBHBIE (POpMBI (PUTOXpOMA: KPACHYIO —
®kp (660 um) u naapHekpacHyro — Ok (730 um) (Martinez-Garcia et al., 2014).

DUTOXpOM CYIIECTBYET B BHJIC IuMMepa Oellka ¢ KOBaJ€HTHO CBSI3aHHOU
XpOMOGOPHOH TIpyNIUPOBKOW M3 YeThipex muppoibHbIX Kosten (A, B, C u D).
Xpomodop cuHTE3UpyeTCcs B BHUJIE 3aMKHYTON MOJIEKYJIBI TE€Tpamupposia, Mociie
Yero BCTpamBaeTCs B OEOK B HE3aMKHYTOM COCTOssHUM. VIMEHHO Xpomodop
¢dbuToxpomMa (pUTOXpPOMOOUIIMH) MOKET BOCHPUHUMATh KPACHYIO YacTh CIEKTpa U
U3MEHATh CBOIO KOH(OpMAIMIO 32 CYET MOBOPOTAa OAHOTO M3 CBOUX KOJIEI]
(Salewski et al. 2013).

Ha cety ®@kp ynaBiuBaeT KBaHTHI CBETA U MepexoAuT B Gopmy Dk, 4To

3aIlyCcKaeT Kackaj CUTHAJIOB, MHAYLUpYyoumx Gotomopdorenes. Oax nepexoauT B
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dbopmy Okp B TemHoTe. Hakorenne OKp CayKUT CUTHAIOM 00 OTCYTCTBUU CBETa
i poTocuHTe3a M Havaste aTrossauu (Gururani et al., 2014).

Apabumornicuc uMmeer S5 TeHOB, Koampyrommx ¢utoxpomsl (phyA, phyB,
phyC, phyD u phyE). HauGonee akTHBHOE ydacTHE B PETYJISIUH MPUHAMAIOT
dutoxpom A (D,) u puroxpom B (Dg). dutoxpomsr C, D u E, B ocHOBHOM,
sBisiOTCs MuHopHbIME popmamu (Wang, Wang, 2014).

OUTOXPOMBI yYaCTBYIOT B KOHTpPOJE IPOpPACTaHUS CEMSH, YIJIUHEHUS
cteOmst u nBeTeHus. @, CMOCOOEH BOCIPUHUMATH KBAaHTHI CBETa HE TONbKO B K
4yacTH criekrpa, Ho u ynasnuBaeT JIK-cBet, He umeetr K-JIK oOparumoctu. Criektp
nornomeHust @y cocrapisieT 001acTh ToNbko K-cBeTa (CBET ¢ MHHTEHCUBHOCTHIO HE
o6onee 700 nm), umeer K-JIK oOparumocTts. C MOMOIIBIO 3THUX MEXaHU3MOB
MPOUCXONUT PA3IUUKE MOTHOW TEMHOTHI U CBETA, a TAaKXKE CBETa, 0OOOTAIlIEHHOTO
JIK-kBaHTaMu, 4TO XapakTepHO B ycioBHsX 3areHeHus. dutoxpomsl D u E
YYacTBYIOT B PETY/SLMU YIJIUHEHHUS Yepelika JUCTa U IBeTeHus, a putoxpom E
perympyeT yJUIMHEHHE MEXI0y3/IHid Mex 1y po3eTkamu JuctbeB (Martinez-Garcia
etal., 2014).

B HeakTHBHOM COCTOSIHMHM (PUTOXPOMBI JIOKAJTM30BaHbI B ITUTO30JI€, TIPU OC-
BEIICHUH OHHM OOHApYXKMBAIOTCA B sAnpe. B sape GuTtoxpomMsl 3amyckaroT u3MeHe-
HUS 9kcrpeccun okojo 10 % renoB apadumoricuca (Ni et al.,, 2013). Ha C-
KOHIIEBOM y4YacTKe (PUTOXPOMOB pacmojiokeHbl gBa PAS-nmoMeHa (y4acTBYIOT B
JIHK-6enkoBbIX 1 0€10K-O€IKOBBIX B3aUMOJICUCTBUSAX ), XapaKTEPHBIE JJISI TPaHC-
kpunuuoHHbix paktopos (TD) (Christie et al., 2015).

Apabunoncuc umeer Heckosnbko T (HYS, HYH, HFRI u LAF1), xoTopsie
aKTUBHPYIOT Te€HBI, yuacTBytomue B hotoMopdorenese. ['enst atux TD B TeMHOTE
uHruoupyrorcs O6enkamu cemerictea COP (constitutive photomorphogenesis) u
DET (de-etiolated) (Waters, Langdale, 2009). YcraHoBieHo, 4TO akThBanus ¢u-
TOXPOMOB Ha CBeTy MpuBOAMT K Aerpanaruu oenxoB COP1, COP9 u DETI1, gto
unayupyet poromopdorenes (Wang, Wang, 2014).

Ha cBety ¢uTOXpOMBI BBI3BIBAIOT AETPAAALMIO TPAHCKPUIIIMOHHBIX (PaKTo-

pos PIFs (phytochrome interacting factors) (Martinez-Garcia et al., 2014).
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HccnenoBanusi, mpoBeICHHBIC HA MyTaHTaX apabujoricuca mo reram pifl,
pif3, pif4 u pif5, mokaspiBaroT, uTo TeHBI cemeiicTBa PIF ygacTByroT B 1ogaBiieHun
doromopdoreneza B remHote (Ni et al., 2013). benku PIF3, PIF4, PIF5 u PIF7
UHIYIHUPYIOT YJIMHEHUE TUIIOKOTHIIS, CHHIPOM M30eraHusi TEMHOTBI U Pa3BUTHE
muctbeB (Jeong, Choi, 2013).

Ycranosneno, yto 6enku COP1, DET1 u PIFS nogaBnsioT 3Kxcripeccuro re-
HoB LHCB (CAP), manoii cyoseaunuiisl Rubisco (RBCS), mnacronmnanuna (PETE)
u rera GUN5 (Wang, Wang, 2014).

[ToMuMO KpacHOW 4YacTH CHEKTpa, PACTEHHS CIIOCOOHBI YJIABJIMBATh CHUHHM
cseT (400-500 HM) ¢ mOMOIUIBIO TPEX TPyHN (POTOPEHENTOPOB: KPUNTOXPOMOB, (Ho-
TOTPONTUHOB U OenkoB, coaepxkanmx LOV-gomens! (ZTL, FKF1 u LKP2) (Solo-
mon et al., 2003; Christie et al., 2015).

Apabumorncuc uWMeeT aBa KPUNTOXpoM-OenkoBbIXx Komruiekca: CRY1 wm
CRY2 (Lin et al., 2002). Kpuntoxpombl cofiepkaT KOHCEPBAaTUBHBIA y4acTOK IS
CBS3BIBAaHMSI XPOMO(MOPHBIX TPYNIUPOBOK, KOTOPHIMH  SIBISIOTCS  NITEPHH
(metenunrterparuapodonar) u GAJ[. OyHKIMIO cBETOCOOMparoero xpomodopa
BBITIONIHSACT TTepuH. [lpu ynmaBIMBaHWKM KBAaHTOB CHHETO CBETa MOJIEKYJION
nTepuHa, (QUTOXPOM CBSI3BIBAET OKUCICHHYIO Mosekyny DAJ[, kotopoi
nepenaercss Bo30yXIeHHbINH anekTpoH. [lpu stom DAJ[ mepexomutr B ¢opmy
BoccTaHOBJIeHHOTo cemuxuHoHa (DAJ[*), KOTOpbBIi CTAaHOBUTCS CHJIBHBIM
BoccTaHoBuTeneM. Ecmm  oOpa3zoBaHHass dSHEpruss He  Iepemaercs, TO
B030yxaeHubii AJ] diryopecuupyer (Herbel et al., 2013).

Ot cuHell yacTu crekTpa, ynaBnuBaemoul kpumroxpomamu (400-500 HM)
MOCTYIMAOT CUTHAJIBI, KOTOPHIE YYACTBYIOT B PETYIANHH (PU3HOIOTHIECCKUX
MIPOIIECCOB: CHHTE3 KaPOTUHOMUIOB, aHTOITMAHOB, JIBIIKCHUE 3aMBIKAIOIINX KIIETOK
ycrbui (Christie et al., 2015).

[Io cTpykType KpUNTOXpOMBI HWMEKOT BBICOKOE cxoacTtBo c¢ JIHK-
dbotonuazamu, pepMeHTaMH, KOTOpbIE Y4YacTBYIOT B pemnapanuu ydactkoB J[HK,
MOBPEXKJICHHBIX BCJIEJICTBUE JEUCTBUS YABTPAPHUOIETOBBIX Jydel, HCMONb3Ys

MOJTHOCTBhIO BoccTaHoBIeHHYIO ¢opmy DAJ[ (PAIH). depmeHT comepkur
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YY4aCTKH CBSI3bIBAHMS C NTEPUHOM U  (IaBUHOM, KOTOpblE€ MPUBOAAT K
obpazoBanuio GAJIH Ha cBery. OnHAKO KPUIITOXPOMBI COIEPKAT HEUTPaJIbHBIHI
cemuxuHoH PAJI, mo3ToMy, KaK MpaBUJIO, HE UMEIOT (POTOIMA3HON AKTUBHOCTHU
(Herbel et al., 2013).

Ha cBety mpowucxomut dochopumupoBanue kpuntoxpomon (Muller et al.,
2014). Tompko dochopunupoBanHas ¢opma (GuUTOXpOMa  SBISETCA  €ro
OMOJOTHYECKH aKTUBHOM (DOpMOIA, TPHUBOJAIIEH K BO3HUKHOBEHHMIO CHUTHAJIOB,
KOTOPBIE BBI3BIBAIOT OMOXMMHYECKUE M CTPYKTypHble m3menenus (Herbel et al.,
2013).

Mytant mo reny CRY1, BeIpamieHHbI MOX CHHUM CBETOM, OOpasyer
YAJIMHEHHBIA TUIMOKOTWJIb, MMEET HHU3KUH YpPOBEHb AHTOLIMAHOB BCIIECACTBHE
HIOTepH MHIYKIUKM TeHa xalbkoHcuHTa3bl (CHS), mpomykT koToporo y4yactByer B
cHHTe3e aHTonuaHoB. Mytant mo reHy CRY?2 apabumoncuca nMeeT HapyuieHHUs B
unayknun renos 1eeteHus (Gould et al., 2013; Christie et al., 2015).

Apabunorncuc nmeetr KpuntoxpoM-moaoOusiii rer CRY3, mpoaykt koToporo
y4acCTBYET B penapanuu oaHorenodeunsix yyactkoB JJHK u ucnpasnennn numanx
mmuiaek B aByxuenodeunor JITHK xmopornacroB u mutoxonapuii (Herbel et al.,
2013).

JlokanuzoBanubie B siape CRY1 u CRY2 BnusmOT Ha pa3BUTHE PACTCHHIA
yepe3 M3MEHEHHUE SKCIPECCUU SIIEPHBIX TeHOB. JIJi1 KpUNTOXPOMOB U3BECTHBI, IO
KpallHeW Mepe, 1Ba MEXaHW3Ma PEryJisAluy TpaHCKpUILKUU reHoB. [lepBbiil mexa-
HU3M — aKTUBHPOBAHHBIE CBETOM KPHUIITOXPOMBI BBI3BIBAIOT JIErpajalfio OEIKOB,
KOTOpBIE penpeccupyroT Td. Y 3THONMPOBAHHBIX PACTEHUM TPAHCKPUIIIIUOHHBIN
dakxtop HYS moasepraercs npoteonusy komiuiekcom 6enkoB SPAL (supressor of
phyA). Ilpu aelicTBUM CHHETO CBETa KPHUITOXpOMBI cBs3biBatoTcsi ¢ COP1-SPAL
KOMIIJIEKCOM, YTO MPUBOJUT K HAKOIUICHUIO TPAHCKPUMIIIMOHHBIX (akTopoB HYS,
3aITyCKAIOINX YKCIPECCUIO0 TEHOB, MPOAYKTHI KOTOPHIX y4acTBYIOT B (hoTOMOPGO-
reHese. YcranosiaeHo, 4To cBa3bpiBanne CRY?2 ¢ xommiuekcom COP1-SPA1 BBI3HI-
BaeT mHAyKuuio reHa nserenuss CO (constans). Bropoit MexaHuW3M — 3TO HeMo-

cpenctBenHoe cBs3piBanne CRY2 ¢ T, B pesynprate uero CRY2 akTtuBHO y4act-
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ByeT B pabote nocnennero. Hanpumep, ¢potoaktuBupoBanubiii CRY?2 cBs3biBaeT-
cs ¢ TparckpunroHHbIM pakTopom CIB1 (Cry-interacting bHLH1), uTo BbI3bIBA-
eT uHaykiuio 3kcnpeccun rera FT (flowering locus T), mpoaykT xoToporo sBiis-
€TCSl PEryisTOpoM LBeTeHus. Dkcnpeccuss FT B 3ambIKaromux KIETKaX YCTHUIL
ycmuBaeT ux otkpeiBanue (Ando et al., 2013; Christie et al., 2015).

Emie onun peuenrtop cuHero cBera — ¢potorponuH. CBoOe Ha3BaHUE OH IOJTY-
YT 32 CYET CBOEH CIIOCOOHOCTH OMOCPENOBaTh (DOTOTPONMU3M Yy BBICHIMX pacTe-
HUM, TpoIiecc, MNP KOTOPOM MPOHMCXOIUT U3MEHEHHE HAIpPaBIICHUS POCTa pacTte-
HUSl B CTOPOHY IaJaIoUIero cBeTa. ApaOuoncuc coaepKuT 2 reHa GoToTponuHa
(PHOT1 u PHOT2), npoayKThl KOTOPBIX YYaCTBYIOT B peryysiniuu (poTOCUHTE3a U
POCTOBBIX IIPOIIECCOB COOTBETCTBEHHO YCIIOBUAM ocBerienus (Labuz et al,. 2012).

@OTOTpONMH  SBJISETCSI  ACCOLIMMPOBAHHOM €  MEMOpaHOW  CepuH-
TPEOHUHOBOM NPOTEHMHKHHA30M, KOTOpAas AaKTUBHUPYETCA NPU JIEHUCTBUU CHHETO
cBera B pesynbrare aBTodochopunupoBanus. Gororponunst PHOTI u PHOT?2
JIOKAJIM30BaHbl B IIUTO30J1€ (Ha MIa3MaTHYecKoi MeMOpaHe), HO He SBJISIOTCS WH-
TerpaibHbIMU MeMOpanHbiMu Oenkamu (Christie et al., 2015).

Bo3znelicTBue crHero cBeta BbI3BIBAECT pa3IUYHbIE M3MEHEHHUs B JIOKaJIW3a-
un 6enkoB otorponmHoB. PHOT1 oTcoeaunsiercst or MeMOpaHbl IpU ACWCTBUA
CUHEro cBeTa W ocrtaercs B nuro3one, a PHOT2 nanpanserca B ammapat ["osb-
JokU. bronornueckas BaXHOCTh 3TOTO Mpoliecca AUCCOLUAIMK [T0Ka HE 10 KOHIIA
M3y4YeHa, HO U3BECTHO, UTO JUCCOIUAIMS HeoOxoauma aiist yuactus 6enka PHOTL
B dpororponusme (Wan et al., 2008; Christie et al., 2015).

HaubGonee wu3yueHHBII MeXaHH3M IMEpelaydl CHTHAIOB OT (OTOTOPOIMHHA
MOKHO TIPOWJUTIOCTPUPOBATH HA MIPUMEPE OTKPHIBAHUS YCTHUI] IPU JICUCTBUH CH-
Hero ceta. H'-AT®a3a Ha miasMatuueckoii Membpane BmecTe ¢ K' xaHamamm
SIBIISIIOTCS TJIABHBIMU KOMIIOHEHTaMH 3TOro mporecca. OTOTponuH aKTUBUPYET
H-AT®a3y, BbI3bIBas TUNEPHOISPU3AIMIO TUIA3MAaTHUYECKOH MEMOpaHbl, YTO MO-
3ponser K mpoHuKaTh BHYTph KIETKU uepes creluanbHble kaHansl. Hakornnenue

K" BbI3bIBAaeT HaOyxaHUe KJIETKH, YTO MHAYLUPYeT OoTKphiBanue ycthurl (Christie

etal., 2015).
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Kpome (hoToTponuHOB, CYIIECTBYET €Ile HECKOJIbKO (OTOPELEnTOPOB, CO-
nepxammx LOV-nomen y apabunoncuca. K aum otHocsaTes 6emok ZTL (zeitlupe),
oenok ¢ (maBuHCBs3BpIBatoMM yaacTkoM (FKF1) u LOV-conepxkamuii 6enok 2
(LKP2) (Ito et al., 2012). benku ZTL/FKF1/LKP2 y4acTBYIOT B peryisiud Cy-
TOYHBIX PUTMOB, (oTomnepuoan3Ma U 1BeTeHus. OHU JIOKAIU30BAHBI B IIUTO30JIC
Wi siape. MyTaHThl apadugoncuca no reny ZTL uMeroT HapyIeHne B peryisiuu
CYTOUYHBIX PUTMOB, a MyTaHTHI 0 TeHy FKF1 nmeroT namMeHnenus: Bo BpeMEeHH IBe-
terust (Imaizumi et al., 2003). Myranus o reny LKP2 BrI3bIBacT MUHHMAIIHHBIE
WU3MEHEHUS B PETYJISIIUU CyTOYHBIX PUTMOB U IIBETCHUS, B TO BpEMs KaK MyTaHTHI
CO CBEPXIKCIPECCHEHl 3TOro TreHa HE HMEIOT BBINICYKa3aHHBIX OTKJIOHEHHM
(Schultz et al., 2001; Baudry et al. 2010).

benok ZTL BwI3bIBacT aerpanmaiuio Oeika-penpeccopa TOC1 (timing of
CAB expression 1), KOTOpbIil y4acTBYeT B peryisiiuu cyTo4uHbIX putmoB. FKF1
BBI3BIBACT JICTPAIAIMIO TPAaHCKPHUITIIMOHHBIX (hakTopoB cemeiictBa CDF (Cycling
DOF factors), uro npuBoaut k uaaykuu reHoB FT u CO, OTBETCTBEHHBIX 32 IBe-
tenue (Thomas, 2006; Christie et al., 2015).

1.2.2. X110po1mjiacTHO-s1/iepHbIe CUTHAJIBI B PEryJsiliiH IKCIPECCUH sIIePHBIX
reHOB

Perporpaanpiii  XJIOpOIUIACTHO-SJEPHBIA KOHTPOJIb TPENCTABISET COOOM
TOHKUN MEXaHU3M PETYJISINHN SKCIPECCUU STCPHBIX TEHOB B OTBET HA MU3MEHEHUS
OMoCcMHTE3a TUTMEHTOB, CKOPOCTH TIOTOKAa OJEKTPOHOB IO  DIJIEKTPOH-
TpaHCNOPTHOM 1enu xyoporuactoB (xaDTLI), a Takxke mpu NOBPEXKACHUU XJIOPO-
TUTACTOB M3-3a MOBBIIICHUSI YPOBHS OCBEIIEHUS WU B pe3yabTaTe ACHCTBHS MaTO-
renoB (Chi et al., 2013). Takum 00pa3oM, BHYTPUKJIETOUHAS KOOPAMHAIIUS MEKTY
SJIEPHBIM U TIACTUAHBIM TEHOMOM MPUBOAUT K CBOEBPEMEHHOMY PETyJIMPOBAHUIO
OKCIIPECCMM TE€HOB B OTBET Ha U3MEHEHHUS B OKpyXKaromieil cpeme. Ota
KOOpAMHALIMS BO3MOXKHA Oy1arojapsi MHOTOYHCIEHHBIM XJIOPOIUIACTHO-SIIEPHBIM

CHUTr'HaJIaM.
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1.2.2.1. CurnaJusl, onocpeayemMbie MPOMeKYTOYHBIMH MPOAYKTAMHA
OMOCHUHTEe3a TETPANNPPOJIOB

Knaccnueckum  mpuMepoM  pEeTpPOTrpajiHON  XJOPOIUIACTHO-SICPHOU
pEeryJSIlIMA  CUMTAIOTCSI CHUTHANBI, HW3y4YCHHbIC Ha QuUn-myTaHTax (genome
uncoupled) apabumorncruca, KOTOpbIe OBUTH ITOJyYEHBI METOJAOM XHMHUYECKOTO
MyTareHe3a M BIIEpBbIE OMUCAHBI T'PYIION HCclieoBaTeNell Moj PyKOBOACTBOM
Susek B 1993 rogy. MyTaHThl MOJEKYIIPHOTO QUN-(GEHOTUIIA XapaKTEPU3YIOTCS
BBICOKMM YypPOBHEM OJKCIIPECCHUU SACPHBIX TEHOB, CBS3aHHBIX C (POTOCHHTE30M
(LHCB, PETE, RBCS), BBIABISIOTCS IIPU BhIpAIlMBaHUKM PACTCHHI apaOHIomcuca
B TPUCYTCTBUHM BEIIECTB, TMPHUBOIANIMX K Pa3pyIICHUIO  XJIOPOIUIACTOB
(HOpGropa3oH, TMHKOMUITMH, TUTPOMUIIVH).

Pacrenuss apabujoncuca AMKOTO THIIA, BBIPAIIEHHBIE B MPUCYTCTBUU
HOp(ITFOpa3oHa Ha CBETY, JHUIICHBI XJIOPOILIACTOB M MMEIOT CHJILHO CHIDKCHHYIO
skcnpeccrio saepaoro rena CAB3/LHCBL.2 (komupyeT XJIOpOIIACTHBIN OEIO0K
cBerocooupatomniero komriekca Il), oTHocsmerocs k reHam rpymmel PhANGS
(photosyntesis-associated nuclear genes). TIloka3aHo, 4YTO QUN-MYTaHTHI
npoao/vkaroT skcrnpeccupoBath reH CAB3/LHCB1.2, HecMoTpsi Ha OTCYTCTBHE
(byHKIIMOHATBHO aKTHBHBIX XJioporutactoB (Susek et al., 1993; Kleine et al., 2009;
Barajas-Lopez et al., 2013). Takum 06pa3om, QUN-MYTAHTBI JHILIECHBI KOOPAMHAIIUH
AKCIIPECCUU MEXKIY XJIOPOIIACTHBIM U SIIEPHBIM T€HOMaMH.

YCTaHOBIIGHBI TEHBI, MYTallUH IO KOTOPHIM TPHBOASAT K BO3HHKHOBEHHIO
gun-¢enorumna. [IpomxyKThl 3THX T€HOB YYaCTBYIOT B TyTH CUHTE3a TETPAITUPPOIIOB
(MpenIecTBEHHUKOB XJIOPOPHIUIOB & U D) M reMOBBIX TIPyII IUTOXPOMOB: T€H
GUN2 xomupyer remokcurenasy, GUN3 — ¢uroxpomobumnmuncunrazy, GUN4
KOJUPYET OENIOK, KOTOPBIM MpUHUMAeET yyacTue B aktuBanuu Mg-xenaraszer, GUNS
konupyetr H-cyobenunuiy camort Mg-xenaraser, GUNG — deppoxenarazy (Nott et
al., 2006; Woodson et al., 2011). HWckmwouenue cocrabiaser red GUNI,
konupyronui mactuaabii PPR-6emoxk GUNL.

MexaHu3M nepeauu miacTUAHO-siepHoro curHana yepe3 o6enok GUNI go

xoHma He sicen (Chi et al., 2013). beuto npeAmnoa0)eHo, 9To MOCPEITHUKOM 3TOTO
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cUrHajabHoro nyrtu siisgercs Mg-mporonopdupun X (Mg-Proto 1X) (mpomexy-
TOYHOE COEIMHEHHE B CHUHTE3€ XJIOPO(DUIUIOB), KOTOPBIH COBMECTHO C OEIKOM
GUNL1 nepenaet nndopmaiuio 0 COCTOSHUU XJIOPOIUIACTOB B AP0, YTO MIPUBOIUT
K penpeccuu reHoB, cBs3aHHbIX ¢ (oTocunTe3oMm (PhANGS) (Strand et al., 2003;
Nott et al., 2006). Hakoruienne Mg-ProtolX, mo-BuauMomy, MpOUCXOAUT U TIOA
neiictBueM HopduropazoHa, 4yeM M 00bsAcHseTcs perpeccus reHoB PhANG y
JMKOTO THIAa M OTCYTCTBHE TaKOW perpeccuu y gun-myranTtoB (Barajas-Lopez et
al., 2013).

B 2008 romy psnm wuccienoBaTeledl He MOATBEPAWIN HakoruieHue MQ-
ProtolX B ycnmoBusx, mpuBogsanux k pernpeccuu reHoB PhANGs (Moulin et al.,
2008; Mochizuki et al., 2008). Bo3moxxHo, BbICOKas (hoTopeakTuBHOCTH MQ-
Protol X mo3BosisieT eMy y4acTBOBaTh B IEpe/iaue CBETO3aBUCHUMBIX CUTHAJIOB MU
OYEHb HU3KUX KOHIICHTPAIUAX, TUOO MPOUCXOAMIIO TKaHECTISITU(DUIHOE HAKOTLIE-
HUE 3TOTO BEIECTBA. bOJNBIIMHCTBO UCCIEN0BaTENEH TO-TIPEKHEMY TIPUICPKUBaA-
IOTCS BBIIIICONMMCAHHOW THITIOTE3bl O TIEpeIade CHTHAJIOB, CBSI3aHHBIX C CHHTE30M
terpanupposios (Chi et al., 2013).

1.2.2.2. CurnaJjibl, CBA3aHHbIEC C U3MEHEHHEM Pe0KC-COCTOSIHUS ITyJ1a
IJIACTOXHHOHA

Bonbiioe KoaM4ecTBO CBETO3aBUCUMBIX PETYJISITOPHBIX MEXaHU3MOB aKTH-
BUPYIOTCSI CHUTHAJIaMH, MOCTYMAIONIUMHU MPU U3MEHEHUU PEIOKC-COCTOSIHUS KOM-
MIOHEHTOB, YYacTBYIOIINX B (poTocuHTe3e. PemoKc-curHalbl OKa3hIBAIOT BIIHMSIHHE
Ha DKCIIPECCHUIO SJIEPHBIX TEHOB, MPOIYKTHI KOTOPHIX YYaCTBYIOT B (hoTOCHHTE3E. B
JUTEepaType OMUCAHO MHOXKECTBO MPUMEPOB Mo00HoM perymsuuu (Pogson et al.,
2008; Pfannschmidt et al., 2009).

[Tpu aktuBHOI padore OC Il uaeT MOTOK AIEKTPOHOB MO HAMPABICHHUIO K
dorocucreme | (OC ) uepe3 myn rracroxuHona (PQ-myst), y4acTok 3JEKTpOH-
TpaHCTIOPTHOU 1enu xjoporuiactoB (x1ITL), pacnonoxxkeHHbI MeXTy (HOTOCHC-
temoit Il (OC Il) 1 komriekcoM UTOXOpPMOB Dg/f, KOTOPBIN CTAaHOBUTCS BOCCTA-

HOBJIeHHbIM. Ecin ke aktuBHOCTH DC | Bbiie, yem aktuBHOCTL OC |l, PQ-mryn
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CTAaHOBUTCS OKMCIICHHBIM. TaKum 06p330M, PQ-HYJI YYBCTBHUTCIICH K JIFOOBIM 13-

MEHEHUSM aKTUBHOCTH 00enx dotocucteM (puc. 2).

DCMU DBMIB

Puc. 2. Cxema 351eKTpOH-TPAHCIOPTHOM LIETH XJIOPOILIACTOB.

O06o03Hauennsi: BepTukalibHOM 4epTOW MOKa3aHO MECTO OJIOKMPOBAHUS MEPEHOCA DIICK-
TPOHOB BCIICJICTBUE JACHCTBUSA KOHKpeTHOro uHruouropa. PS Il — ¢potocucrema 2, PS | — doro-
cucrema 1, PQ — myn mnacroxunona, PC — mnacronmanun, DCMU — 3-(3,4-muxmopodenun)-
1,1-numetunmoueura, DBMIB — 2,5-a1u6pomo-3-meTui-6-u3onponmiden3oxunon, PQred/ox —

BOCCTAHOBJICHHOC WJIKM OKUCJICHHOC COCTOAHUC I1yJIa IIJIACTOXHWUHOHA.

Penoxc-coctostane PQ-myna MOXET U3MEHSATHCA MO JACHCTBUEM BHEITHUX
daktopoB. Takue GakTopsl YCIOBHO MOYKHO TOPA3CIUTh Ha 2 TPYIIIBI: €CTECT-
BEHHbIE (YCJIOBHS OCBEIIEHHUS) M UCKYCCTBEHHBIC (ICMCTBHE MHTUOUTOPOB Tiepe-
HOca 2JIeKTpOoHOB Ha pasuble yuactku xiOTL) (Pfalz et al., 2012). K nociaenaum
oTHOCsATCS BemiecTBa: 3-(3,4-muxnopodennn)-1,1-numerniamouesuna (DCMU) u
2,5-11bpomo-3-mMeTui-6-uzonponundenszoxudon (DBMIB). DCMU HeobGpatumo
cBs3bIBaeTcs ¢ yyactkoM Qg (MeHaxuHoHOM) B @C |l u 6110KupyeT mepeHocC K-
tpoHoB oT ®C |l k mocimeayrOmMUM akIenTopaM, 4TO BBI3BIBACT OKHcIeHue PQ-
nyina. DBMIB cBsi3biBaeTCs ¢ CallTOM OKUCIICHUS IUTACTOXMHOHA B KoMIuiekce Dg/f,
BbI3bIBas BocctaHoBienue PQ-myna (Trebst et al., 1970).

Brusiare pemoKkc-COCTOSHMS TUTACTOXMHOHA Ha JKCIPECCHIO TIIACTHIHBIX
I'€HOB M3BECTHO J0CTaTo4HO AaBHO. B 1999 roxy Pfannschmidt ¢ xomneramu wuc-

CJIEIOBAJIM DKCIIPECCHIO IIACTHIHBIX reHoB ropuuiiel (Sinapis alba L.) PSAAB
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(xomupyet oany u3 cyobeaunui O@C 1) u PSBA (koaupyet 6enok D1, koMmoHeHT
peakunonHoro uentpa ®©C 1l). B cBoeil paboTte uccienoBarensckas rpymnmna npu-
mensuia narnouTopel DCMU u DBMIB, a Takke cBet, cienmupuaHbINA 111 BO30Y-
waeHust Tobko OC | unu OC Il. MeTogom run-0N TpaHCKPUMIIMK OHU YCTaHOBU-
JIM U3MEHEHNE CKOPOCTH TPAHCKPHIIINHN BBINICYKAa3aHHBIX T€HOB, KOTOpas 3aBHCE-
Ja oT penokc-coctosiuus PQ-myna (Pfannschmidt, 1999). 3atem B 2001 roxy sta
Ke TPYIIa BIEpPBhIE MTOKa3aja, 9YT0 U3MEHEHUS peloKc-cocTosHu PQ-myna B pac-
TEHUAX Tabaka MOTYT PEryJupoBaTh SKCIPECCHIO HE TOJIBKO TUIACTUIHBIX, HO U
SJIEPHBIX TE€HOB, (PYHKIIMOHAJIIBHO CBSI3aHHBIX ¢ (QotocuHTe3oM: PETE (mmacro-
muanuH), PSAD u PSAF (kommonentsr ®C 1) (Pfannschmidt et al., 2001). O6pa-
6otka pactenuit uaruouropom DCMU npuBoamiia K CHIPKEHHUIO SKCIPECCUU ITHX
I'eHOB, JieiicTBUe nHrnonTopa DBMIB He BBI3BIBANIO U3MEHEHUN B UX SKCIPECCUU
(Pfannschmidt et al., 2001). [To3xe Takas peryisaius Oblia IMOKa3aHa JJisi T'CHOB
apabuoricuca, Bkitodast reabl cemerictea LHCB (Fey et al., 2005).

Fey ¢ xomteramu B 2005 roay uccienoBaau peryssinio SKCIPECCUU T€HOB B
OTBET HAa WU3MCHCHUS JIJIMHBI CBETOBOM BOJIHBI. B aKCIIepuMeHTax pacTeHUs BhIpa-
IMHBAIN 4 CYTOK MPH OCBEIIEHHH OKOMIO 30 MKMOIBb*M °c™, a MOCiIe — 10/ CBETOM
¢ ZUTHHOM BOJHBL, Bo30yxaaromeii 1160 ®C | (oxomno 20 Mrmomnb*m’c™), 6o ®C
Il (oxomo 30 MrMob*M“c™) B TedeHne 6 AHEH. ABTOPBHI HAGTIONATH MHIYKIIHIO
1121 rena u penpeccuto 1012 reHoB B pacTeHUsX, KOTOPbIE BHAYaJ€ BbIACPKAIN
noj cBetoM, BozOyxaaromum OC |, a 3ateM — moa cBeToM, Bo3Oyxaarommum OC
I1. Oka3anocsk, yto u3 2133 ucciaeayeMbIx I€HOB, peryysnus 268 reHoB sBIsSETCS
PEIOKC-9yBCTBUTEIILHOM: dKCIIpeccus 86 TEHOB MHIYIIMPOBAJIACh MTPH BOCCTAHOB-
JICHUU KOMITOHEHTOB (DPOTOCHHTETUYECKOM IIEMH, a B TEX K€ YCIOBUAX IKCIPECCUS
200 renoB camxkainach (Fey et al., 2005).

Bormpoc 0 MexaHu3Me mepenayu CHrHajga O PeIOKC-COCTOSHHUU ITyja IIacTo-
XWHOHA B SIAIPO OCTAETCS OTKPHITHIM. OJHUM M3 HEMHOTHX KAaHIWUIATOB HA POJIh
NOCpeIHMKA BBICTyIaeT nporenHkuHaza STN7 (State transition 7), kotopas pac-
noJjiockeHa Ha MemOpane TuiakouzoB (Pesaresi et al,.2009; Foyer et al., 2012).

STN7 yuacTByeT B MOCTTPAHCISIMOHHOM IPOIECCE, KOTOPHIN JIEKUT B OCHOBE
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KpPaTKOCPOUYHOTO MPUCTIOCOOJIEHHS] CBETOBBIX peakiui (POTOCHUHTE3a K U3MEHEHH-
AM YCJIOBHUM OCBelIeHUs. JIaHHBI MEXaHU3M 3aBUCUT OT CUTHAJIOB, MOCTYIAOIINX
ot PQ-nyna (Kleine et al., 2009).

[To-Buaumomy, STN7 yyacTByeT B mepenaye XJIOPOILIACTHO-SIIEPHBIX CUTHA-
JIOB, KOTOPBIE 00pa3yloTCs MPU U3MEHEHUHU PeAOKC-cocTosiHU PQ-mysa u perymnu-
pytot skcripeccuto reHoB PNANGS. HccienoBanus, MpoBeACHHBIC HA MyTaHTaX I10
redy STN7, mo3BoiWIM yCTaHOBUTH, YTO JIaHHASI MPOTEUHKUHA3a JIUIIb KOCBEHHO
yYacTBYeT B XJIOPOIUIACTHO-SJICPHON pETryJsuu dKcrpeccun reHoB (Barajas-
Lopez et al., 2012). IIpoayKThl 3THX T'€HOB yYacTBYIOT B MEXaHHM3Max CTPECCO-
YCTOHYMBOCTH M PEryJISAIUH mporeccoB MeTabonm3ma (Pesaresi et al,.2009), npu-
yeM BbiieicHa neias rpynna ERG renos (early redox-regulated genes), sacts ko-
TOPBIX TaKKe MojBepkeHa perynsnuu depe3 STN7 nporennkunasy (Dietzel er al.,
2015).

1.2.2.3. THOpeAOKCUHBI KAK BO3MOKHbIE IOCPEIHUKHU B Mepeaayve

XJIOPOIJIACTHO-SI/IEPHBIX CUTHAJIOB

Tuopenokcunbl (TRXS) — moBceMecTHO pacpoCTpaHEHHbIE Malibie (OKOJIO
12 xJla) THOomauCynb(PUIHBIE OKCHIOPENYKTA3bl, BRIMOTHSAIONIME (HYHKIIMIO €CTe-
CTBEHHBIX DJJIEMEHTOB, KOTOPBIC YYaCTBYIOT B PEAOKC-PETYJISAIMA MeTa0om3Ma
pacrennii (Wang et al., 2013). Bce THOpeIOKCHHBI HIMEIOT PEAOKC-aKTHBHBIN CaNT,
KOTOPBIN COJEPKUT JIBE KOHCEPBATHUBHBIC MTOCIIEIOBATEILHOCTH ITUcTenHA. B BoC-
CTAaHOBJICHHOM COCTOSIHUM THOPEIOKCHHBI CIIOCOOHBI BOCCTaHABIUBATH UCYJIb-
(buaHBIE MOCTUKH B O€JIKax-MUIICHSIX, TEM CAMBIM YYacCTBYS B PETYJISIINN aKTHUB-
Hoctu nocieanux (Dietz, Pfannschmidt, 2011).

VY apabunoncuca obHapyxeHo, 1o MeHbIel mepe, 20 n30hopM THOPEAOK-
CHUHOB, KOTOPBIE JIOKAJIM30BAHBI B PA3HBIX KJIETOYHBIX KOMMAPTMEHTAX: B XJIOPO-
miacTax, MUTOXOHApHUAX U 1uTo30je (Meyer et al., 2005; Lemaire et al., 2007).

B 3aBucumMocTH OT JOKanM3aIuu, TUOPEIOKCHHBI CIIOCOOHBI MPUHUMATH
AJNIEKTPOHBI OT OOJILIIOTO YKCJIa BOCCTAHOBUTEIEHM M3 PAa3HBIX 3JIEKTPOH-
TPAHCHOPTHBIX cUCTEM. Tak, THOPEOKCUHBI, IOKAJTM30BAHHBIE B MUTOXOHAPUSIX U

uuro3ofie, Bocctanapnuparotcs HAJIOH-TuopenokcuHpenykTa3oil, a XJoporia-
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CTHBIE THOPEAOKCUHBI — (PePPETOKCUH-3aBUCUMOI PEIyKTa30#, KOTOopas Moaydaer
AIIEKTPOH OT (peppeoKCHHA - KOMIIOHEHTa 3JIEKTPOH-TPAHCIIOPTHOM LIETIH XJIOPO-
wractoB (x19TL) (Schurmann, Jacquot, 2000). TruoperoKCHHBI MOTYT KOHTPOJIH-
poBaTh HakorieHue A®K, MockoabKy KOHKYPUPYIOT C MOJIEKYJISIPHBIM KHCJIOPO-
JIoM 3a NpuHsATHE 1ekTpoHa oT XD TL] (Baier, Dietz, 2005).

Cucrema THOPETOKCHHOB XJIOPOIIACTOB apabuoICcHUca CIOXKHA U COAEp-
*uT 5 rmaBHbX rpymn (2f, 4m, 1x, 2y u 1z). Takoe pa3sjiciieHne OCHOBAaHO Ha
CIIOKHOHM peryJIsSTOPHOU POJIM THOPEAOKCHHOB B jJaHHOH opranemie (Wang et al.,
2013). B TeMHOTE THOPETOKCHUHBI OKUCJIEHBI, HO OBICTPO BOCCTaHABIMBAIOTCS Ha
cBeTy. OHU CHOCOOCTBYIOT OOpa30BaHUIO YIJIEBOJOB 3a CUET BOCCTAHOBJICHHS
THOJIOBBIX Tpymnn (epmentoB nukia Kamseuna-bBencona (Chibani et al., 2011;
Wang et al., 2013).

B 2010 rogy obHapy>keHa HoBasi (popMa THOPEIOKCUH-TIOA00HOTO Oelka, Z-
dopmbl (TRX z). TRX z yyacTByeT B PEryJsiliMH 3KCIPECCHHA TEHOB XJIOPOILIa-
CTOB, YTO OOYCIIOBJIIMBAET B3aMMOCBSI3b PEIOKC-CHUTHAIOB U TPAHCKPHUIIIIUN T€HOB
wiactun (Arsova et al., 2010). Myrarwust o reHy tuopenokcuna z-popmser (TRXZ)
IpUBOIUT K obOecuBeunBanuto pactenmii (Arsova et al., 2010; Schroter et al.,
2010), uyro yka3plBae€T Ha YHHUKaJIbHOCTHb AaHHOW (opmbl Oenka. Takxke trxz-
MYTaHTBl UMEIOT CHIKEHHYIO HKCIPECCHI0 TEHOB XJIOPOIIACTOB, KOTOPHIE TPaHC-
Kpubupyrorcs ¢ nomomibio PHK-nmommepassl miactuanoro koguposanus. Ha oc-
HOBAaHHMM ATOT0 OBLIO MPEANOI0XKeH0, 4To TRX Z perynupyer akTUBHOCTb ITPOTE-
WHKWHA3, KOTOPBIE B CBOI O4YEpPEIb PETYIUPYIOT BblmeynoMsHytyro PHK-
noJiuMepasy MpH IepeHoce pacTeHUi U3 TeMHOTHI Ha cBeT (Barajas-Lopez et al.,
2013).

Takum 00pazoM, THOPEIOKCUHBI XJIOPOIJIACTOB MOTYT y4acTBOBATh B Tepe-
Jla4e XJIOPOIIACTHO-SIICPHBIX CUTHAJIOB, KOTOPHIE BOSHUKAIOT MTPH M3MEHEHUH pe-

JOKC-COCTOSIHUA OPTraHCIIJIbI B IICJIOM.
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1.2.2.4. AkTuBHBIE (OPMBI KHCJIOPOAA KAK KOMIIOHEHT LeNU Nepeaadun
IUIACTU/IHO-SIIEPHBIX CUTHAJIOB

XaOTL] sBAsieTcsl OJHUM U3 MCTOYHUKOB BO3HHUKHOBEHHS AaKTUBHBIX (POPM
kucinopoaa (ADK) (MeanoB u ap., 2013). BceinencrBue u30ObITKa 3JIEKTPOHOB B
xnOTL npoucxoauT ycuieHHas reHepauusa cieayromux ADK: cynepokcHIHOTro
pamukana, ruapokcui-pagukana (OH), cunriaersoro kuciopona (‘O,) U mepekucH
Bonopona (H,O,) (Asada, 2006). B otmuune ot ocranpabix ADK, H,O, ciocoona
nuddynaupoBaTh u3 xjoporuiactoB. Hanbonee BepositHo obpazoBanue H,O, npu
noryomenud O, BOCCTAHOBJIEHHBIM IyJIOM IUIACTOXMHOHA Ha aKLENTOPHOU CTO-
pone @C |l (KpecnaBckuii u ap., 2012).

A®K mnpeacTaBisioT OMacHOCTh ISl BCEX MOJIEKYJI U CTPYKTYpP B KIIETKE,
BKJIIOYAsi caM (DOTOCMHTETHUYECKHH aIapaT, MOCKOJIbKY BBI3BIBAIOT OKUCIUTEIIb-
HBIE TIOBPEXACHUA OCIKOB U ITUNUAOB MeMOpaH. [loaToMy pacTeHus BeipaboTamu
CJIIOKHYIO0 aHTHOKCUAAHTHYIO CUCTEMY, KOTOpasi COCTOUT U3 HU3KOMOJICKYJISPHBIX
KOMIIOHEHTOB-BOCCTAHOBUTENEH (TJIyTaTHOH, acKOpOaT U 0-TOKOQEpoJ1), a TakKe
AHTUOKCUAAHTHBIX (PEPMEHTOB (CyMepOKCHIIMCMYTa3a, Karaja3a, (epMEHThI ac-
KOpOAaT-TJIyTaTHOHOBOTO IHKJIA), TIyTape0KCUHOB U THopeaokcuHoB (Apel, Hirt,
2004; Foyer, Noctor, 2005; Pfalz et al., 2012).

N3BecTHO, uTO M3MeHeHus ypoBHSI ADK u peloKkc-COCTOSIHUSL OpraHesul sB-
JSIFOTCSL ICTOYHUKOM peTporpaaHbix curHaioB (Asada, 2006; Kpecnasckuii u ap.,
2012).

N3yuenne ADK B kauecTBe CUTHAJIBHBIX MOJIEKYJ MPOBOJMIIOCH HA T€HAX,
AKCIIPECCHUsT KOTOPBIX TMOBBIIIACTCS B YCIOBUAX M30BITOYHOW OCBEIIEHHOCTH, Ta-
KHX KakK T'eHbI IIMTO30JbHBIX (opM ackopOaTnepokcuaasbl (APX1 u APX2), tpanc-
KPHITIUOHHBIA (akTop Thna «iuHKoBOro mnambia» (ZAT10 u ZAT12) u Oesok
ELIP2 (early light inducible protein 2) (Davletova et al. 2005; Rossel et al., 2007).

OObpaboTka pacTeHHI apabumoncuca MEPeKUChi0 BOJOPOAA CTUMYIHUPYET
skcrpeccuro reHoB APX2, ZAT10 u ZAT12 (Pogson et al., 2008), a Takxe npuBo-
JIT K OKUCJICHUIO MOJIeKyJbl XuHOHA A (QA), MepBHYHOIO aKIENTOPA AIEKTPOHOB

PQ-myna (Suzuki et al., 2012).
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[lepexuchr BoIOpOIa HAKAIIMBACTCS B XJIOPOIUIACTaX HA CBETY, MPHHUMAET
Y4aCTHE B PETYJSILMU SKCHPECCHH SJIEPHBIX T€HOB. DTO OBUIO MOKA3aHO B JKCIIE-
PUMEHTAax, B KOTOPBIX MPOBOIWINM MH(DUIBTPALIMIO JIMCTHEB KaTana3zoi, 4To Ipu-
BOJIMJIO K OTMEHE MHIYKIHMH dKcrpeccur reHa APX2 y apabujoricruca npu MOBbI-
IeHHOM ocBenieHnd. [Ipu 06paboTke cymepokcuaecMyTa3oi Takoro dhdexra He
npoucxoamio (Apel, Hirt, 2004; Nott et al., 2006).

O6pa3oBaHue GOIBIIMX KOIMIECTB CHHIIIETHOTO KHCI0poaa “O, IPUBOIUT K
00€eCLIBEUNBAHUIO PACTEHUI M aKTUBALMU MPOrpaMMUPYEMON KJIETOYHOM THOENu.
[Tpu nomouwm flu-myranTta apabumorncuca, KOTOPBII UMEET HapylICHUE B paboOTe
snaeproro rera FLU (fluorescent), koaupyroriero XoporuiacTHeIA OCJIOK, y1aaoch
YCTaHOBUThH NYTh IEpEJadyd CUTHANA, ONMOCPEAYEMOT0 CHHIJIETHBIM KHCJIOPOJIOM
(Kim et al., 2012). benok FLU siBisieTcst peryasTOpHbIM KOMIOHEHTOM ITyTH OHO-
cuHTe3a xiopodmuia. B temuoTe flu-MyTaHTBI HaKamIMBAIOT MPOTOXIOPODUIITH,
YTO NPHMBOAMT K aKTHBHO# reHepauuy ~O, Ha cBeTy. YCTaHOBJIEHO, 4To "O, B3au-
MojericTByeT ¢ xyoporutactaeiMu Oekamu EX1 u EX2 (EXECUTER 1, EXECU-
TER 2), koTopble y4acTBYIOT B IIepelaye CUTHANA B SAPO, MPUBOAS K IPOTPaMMHU-
pyemotii kietouroi rudenu (op den Camp et al., 2003; Kim, Apel, 2013). ITepena-
ya curHana yepe3 Oenku EX1 u EX2 saBisieTcss KIaCCUYECKUM MPUMEPOM XJIOPO-
IUTACTHO-SIIEPHOTO PEIOKC-CUTHAJIA.

Ha cBery unmymupyercs skcrpeccusi rena ELIP2, yto yka3piBaeT Ha BO3-
MOKHYIO TPUYACTHOCTH NpoaykTa reHa ELIP2 B 3amuTe oT POTOOKHCAUTENBHOTO
cTpecca. YcraHoBieHo, uTo 3kcnpeccus reHa ELIP2 (kak u rena APX2) perynupy-
etcst curnanamu ot PQ-myna (Nott et al., 2006).

1.2.2.5. PeryasiTopHblii IyTh B-HUKJIOUUTPAIA KAaK YacTHBIH ciayyaid ADK-
3aBHCUMOM IVIACTUIHO-SIACPHON pery/siuuu

KapOoTHHOM/IBI — TIEPBBIe MOJIEKYJIbI, HefiTpanu3yiomue ~O,, KOTOpbIi 0Opa-
3yercst mpu (POTOOKHCIHTEILHOM cTpecce. Uepes HEeKOTopoe BpeMsi H30BITOK 'O,
IPUBOJIUT K 00pa30BaHUIO OKHCIEHHBIX MPOAYKTOB CAMUX KapOTUHOUIOB. OIHUM
U3 TaKuX MPOJYKTOB SIBJISIETCA JieTydee coenunenue B-nuxiaonutpan (B-CC), ko-

JUYECTBO KOTOPOTO Bo3pactaer Oosee yem B 1,5 pasa mocie 1 yaca cCBETOMHIYITH-



34

pyeMoro crpecca. B pe3ynbprare mpoucXoIuT MOBBIIICHUE YPOBHSI TPAHCKPUIITOB
reHoB MAP kuna3 (MKK9, MPK17), 6GuocuHTe3a TOpPMOHOB 3THUJICHA U )KACMOHATA
(ATERF-2, CEJ1, LOX2, OPR1, AOC1, AOS), nuroxpoma P450 (CYP81D11).
[Tpu >TOM CHIMIKAETCSl SKCIPECCHUSI TEHOB, YYaCTBYIOIINUX B POCTE M Pa3BUTHH pac-
tenus (EXPA8, EXPA1l u XTH4) (Gonzales-Perez et al., 2011; Ramel et al.,
2012).

Hecmotps Ha To, uTo Mexanu3Mm aeictBus B-CC emmie He 10 KOHIIA U3yYeH,
BITOJIHE BO3MOYKHO, UTO 9TO COCIMHEHUE B3aUMOJICHCTBYET C CyIb(PTruapUuIbHbIMU
rpymnmnamMu OSJIKOB, KOTOPhIE MOTYT y4acTBOBATh B Iepeaade curuaia B sypo (Es-
tavillo et al., 2013).

1.2.2.6. Yuactue ¢ochoHyKI€0THI0B B Nepeaaye MIacTHIHO-ATEPHBIX
curHasioB (myth SAL 1-PAP)

B 2011 ronmy Estavillo ¢ xomneramu, wmcrmonb3ys MyTaHT apaOHIOICHCA
alx8 (altered APX2 expression 8), ycTaHOBWIIH €I1ie OJMH TUI PETPOTPaJTHOTO CHT-
nana (Estavillo et al., 2011). MyranT alx8 nmeer nedext rena SALL/ALX8/FRY1 u
IKCIIpeccupyeT HeakTUBHYIO (opmy depmenta ¢ocdarassr SAL 1. Docdaraza
SAL 1 perynupyet konnentpanuto 3’-pochoanenosun 5’-pocdara (PAP) B kiet-
ke pacteHudl uepe3 paedochopuiupoBanue PAP 1o anenozunmonodocdara
(AM®). UzBectHO, uTo SAL 1 mpucCyTCTBYyeT Kak B XJIOpOIUIACTaX, TAK U B MUTO-
xouapusx. Dkcnpeccus reHoB ZAT10, DREB2A, ELIP2 u APX2 y mytanTa alx8 B
2-20 pa3 BbIIIIe IO cpaBHEHUIO ¢ JuHKMeH aukoro tuma (Rossel et al., 2006). Otu
T'€HbI PEryJIHPYIOTCS B OTBET Ha OKUCIUTEIbHBIM CTPeCC U MHTEHCUBHOE OCBEIIle-
nue (Estavillo et al., 2011). Myrant alx8 cmocoben HakammuBath PAP B 30-
KpPaTHOM KOJIMYECTBE 10 CPaBHEHUIO C JIMHUCH JHMKOTO THITA B YCIOBHUSIX 3aCyXH
win u30bITouHOM ocBerienHocty (Barajas-Lopez et al., 2013). PAP sBasiercs cur-
HAJIBHON MOJIEKYJION, KOTOpasi MpUBOAUT K m3MeHeHnto metabonusma PHK uepes
MHruOMpoBaHue suepHbIX dKk30pudonykieas (XRNs) (Estavillo et al., 2013). PAP
obpazyercs u3 3’-pocdoanenosun 5’-pochocynpdara (PAPS) mon nericrBuem

dbepMenTa cynbhoTpanchepasbl, BeI3bIBACT MHAYKIIUIO dKcIIpeccuu TeHoB APX2 u

ELIP2 (Estavillo et al., 2011).
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1.2.2.7. IlyTh nepeaaym CUrHAJIA, OTIOCPeYyeMbIid METHIIPUTPUTOJI

uuriaoaugochparom (MEcPP)

N3BectHO, uTOo THIpOKcuiiepokcuymasza (hydroperoxide lyase 1, HPL 1),
JIOKaJIM30BaHHAas B XJIOPOILJIACTaX, YYacTBYeT B IyTH CHUHTE3a HW30IPEHOMA
metmmpurpondocdara (MEP) (Flores-Perez et al., 2010).

Metwmputputon 1ukinogudochar (MEcCPP), mpomexyTouHbli MpOAyKT
CUHTE3a M30MPEHOUIOB, ONPE/EICH B KauyeCTBE MOTEHIUAIBHOTO XJIOPOIIACTHO-
anepHoro curHasnia. MECPP He ydacTByeT B peryssii 3KCIPECCUU SAEPHBIX Te-
HOB, CBsI3aHHBIX ¢ poTocuHTe3oM (Xiao et al., 2012). Hakoruienne MEcCPP mpowuc-
XOJUT TPU TOPAHEHUU U CBETOMHAYIIUPYEMOM CTPECCE, YTO BBHI3BIBACT MOBHIIIIE-
Hue skcnpeccun rera HPL, koaupyromero ruapokcurnepokcuainasy (Estavillo et
al. 2013). B omyinyrie OT CHTHAJIOB, BHI3BAHHBIX MPOMEKYTOUYHBIMU MPOTYKTaAMHU
ounocunTesa terparmppoiios (Woodson et al., 2011), maaykus HPL 3amyckaercs
nMmeHHO MECPP, a He npyrumu unrepmenuaramu nytu cuare3a MEP. Perporpan-
HBIM CUTHAaJ, CBA3aHHBIN ¢ HakormuieHneM MECPP, yctaHoBIieH npu Mcciie10BaHun
mytanta Cehl (constitutive expressing HPL 1), B KOTOpOM IOBBIIIECH YPOBEHb
MECcPP, a taxxe skcrpeccust reoB HPL1 u ICS1 (ren gepmenta OnocunTesa ca-
JUIUIOBOM KHCIIOThI) B CPaBHEHUU C JMHHUEH aukoro tumna. BenenctBue 3Toro,
MyTaHT Cehl coaepKHT MOBBIMICHHBIN YPOBEHb CATHMIIUIOBON KHUCIIOTHI, & TAKXKe
Oosiee ycToiuuB K jaeiicTBUIO maTorena Pseudomonas syringae (Xiao et al., 2012).
Mexanusm aeiictust MECPP sicen He o xonra (Estavillo et al., 2013).

Takum 06pa3oM, XJIOPOIIACTHO-SAEPHbIE CUTHAJIBI — 3TO CIIOXHASI CETh,
O0BEIUHAIONMIAs MHOXXECTBO PETYISATOPHBIX MYyTEH, K YUCITY KOTOPBIX OTHOCSTCS
KaK CHUTHaJIbl, BOSHHUKAIONINE MPU U3MEHEHUU YPOBHS OCBEIICHHOCTH, TaK U TE
CUTHaJIbl, KOTOpble 00pa3yroTCsl B OTBET Ha HapyLICHHE LEJIOCTHOCTH TKaHeH pac-
TeHusI (MEXaHUYECKUE MOBPESKACHUS U JieiicTBre natorenoB) (Xiao et al., 2012).

1.3. U3MeHeHMs YIJIEBOJHOTIO cTaTyca Kak (pakTop, peryJupyommii

IKCIPECCHIO SIIEPHBIX T€HOB pacTeHu i
Pactenusi HakamiIMBalOT TIIIOKO3Y, (PPYKTO3y M caxapo3y B KauecTBe IMpo-

IYKTOB peakuuil gorocuntesa. Ilocnenyromee ydactue 3TUX caxapoB B MeTa0o-
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JIM3ME PaCTEHUH SIBJSETCS BaXXHBIM YCJIOBHEM JJIsl UX JaJIbHEHIIEro pocTa v pas-
BuTus. [Ipu 3TOM caxapa ciayXaT UCTOYHHKOM HE TOJBKO YTJIEPOJHBIX CKEJIETOB
JUISL IOCTPOCHHUS OMOJIOTHUECKUX MOJIEKYJI, HO U DHEPTUU B aBTOTPO(DHBIX U TeTe-
porpodubix Tkausx (Rolland, Sheen, 2006).

YpoBeHb caxapoB B KJIETKaX PACTEHUN M3MEHSETCS B COOTBETCTBUU C CY-
TOYHBIMU U3MEHEHUSIMU YCJIOBHUI BHelHel cpenbl. [Ipu neduimre caxapos mpo-
UCXOJIUT TMEpEeKIIIoueHne MeTaboJIM3Ma, HAMpaBlIEHHOE Ha MOJJEp>KaHUE OCHOB-
HBIX METa0O0JIMUYECKUX IMPOIIECCOB, OCTAHOBKA POCTA, 3aMEILIEHUE PEAKIUNA TITUKO-
Jn3a Ha KaTaboau3M OEJIKOB, aMUHOKUCIIOT W JIUIUJIOB MPU KIECTOYHOM JIbIXaHUH,
BBIKJIFOUCHHE JHEPro3arpaTHOTO CUHTe3a HekoTopwix OenmkoB (Rolland, Sheen,
2006; Hausler et al., 2014).

Hekortopble caxapa uMEIOT (PYHKIIUIO CUTHAJIBHBIX MOJIEKYJ U MPUHUMAIOT
y4acTUE B PETYJSIUU DKCIPECCUHU SACPHBIX T€HOB, OCOOCHHO T'€HOB, MPOTYKTHI
KOTOPBIX HEOOXOAUMBI JUIsl (POTOCHHTE3a. BBUTN OTKPBITHI HE3aBUCUMBIE ITYTH I1e-
penaym caxapornocpeayeMbIX CUTHAIIOB /IS TIIFOKO3bI, (PPYKTO3bI, Caxapo3bl U Tpe-
rano3el (Hausler et al., 2014). Ycranosneno, 4to y apadbumoncuca okoyio 40% re-
HOB C CYTOYHBIM PUTMOM 3IKCIPECCUU KOHTPOJIUPYIOTCS CaXxapo3aBUCUMBIMH CHUT-
nanamu (Blasing et al., 2005).

CHIKEHHE YPOBHSI CaxapoB B PACTUTENIBHOW KIIETKE SIBJISETCS KIFOUEBBIM
dakTopom B nuaykimu skcrpeccuu DIN renos (dark induced), skcnipeccus koto-
PBIX BhINIE B TeMHOTE, yeM Ha cBety (Rolland et al., 2006).

[Tpumepom caxapozaBucumoit peryisiunu DIN reHoB siBnsiercst perynsiuus
reaoB DIN6/ASN1 (komupyeT TJIyTaMHH3aBHCUMYIO aclaparMHCUHTa3y) W
PRODH2 (xomupyeT mpoauHAETUIpOTreHasy). bbUlo yCTaHOBIIEHO, YTO JIKCIIpEC-
cusi 000MX TE€HOB PETyIHPYETCs TPAHCKPHIIIMOHHBIM (akTtopom bZIP11/ATB2
(Hanson et al., 2007).

W3BecTHO, 4TO caxapo3a nojasisieT skcnpeccuro reHa bZIP11/ATB2. Takxke
aBTOpPBHI MPOBENHM HccienoBaHus 163 TeHOB, MOABEPKEHHBIX PETyJSALHUH 4Yepes3

TpaHCKpUIIMOHHBIN (akTop bZIP11. O0paboTka caxapo30i WM TIIOKO30H MPH-
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BeJla K PEMPECCUU HEKOTOPOTO YMCIIa UCCIICJOBAaHHBIX T€HOB. [IpOMyKThI ATHX Te-
HOB YJacTBYIOT B MeTabom3Me amuHOKucaoT (Hanson et al., 2007).

Takum 00pa3zom, aBTOpPBI YCTAaHOBHJIM, YTO CaXapoIOCPEIyeMble CHUTHAIIBI
KOHTPOJIUPYIOT ypPOBEHb aMHUHOKHUCIIOT 4epe3 PErysAlri0 TPaHCKPUIITHOHHOTO
daxropa bZIP11.

[TommydeHO MHOXECTBO MYTaHTOB apaOHOICHMCa ¢ W3MEHEHHOW YyBCTBH-
TENBHOCTBIO K TJIOKO3€, caxapose, Tperanose. MccimenoBaHus, MpOBEIecHHBIC Ha
TaKUX JIMHUSIX MYTAHTOB, CTIOCOOCTBOBAIM MOHUMAHHUIO MEXaHU3MOB, KOHTPOJIH-
PYIOILIMX MU3MEHEHHUE YIIIEBOIHOTO cTatyca y pacteHuit (Baier et al., 2004; Ramon
et al., 2008).

Hanpumep, mytant pgm (phosphoglucomutase) nmeer HapyiieHHEe aKTHB-
HocT AGP-a3pl, HE HaKarIMBaeT KpaxMmaj, UMEET MOBBIIICHHBI YPOBEHb caxa-
POB JTHEM M TIOHIKCHHBIN YPOBEHb HOYBIO 10 CPABHEHUIO C PACTCHHSIMHU JHUKOTO
tuna. O0paboTka TaKUX MYTaHTOB IK30T€HHBIMH caxapaMH MO3BOJIMJIA YCTaHO-
BUTH OIPOMHOE YHCJIO TEHOB, DKCIIPECCHS KOTOPHIX PETyJIUPYETCsS caxapo3aBUCH-
mbiMu curaanamu (Blasing et al., 2005).

HccnenoBanue MyTaHTOB, KOTOPbIC THIIEpYyBCTBUTENbHBI (Pril) u HeuyBCT-
BUTENBHBI (SIS1, Ctrl) k caxapomocpeayeMbIM CUTHAjIaM, MO3BOJIMIO YCTAHOBUTH
MEPECEUCHNE CaXaporOCPEOBAaHHBIX U TOPMOHOIMIOCPETYEMbIX CUTHAIBHBIX MTyTEH
y apabunoncuca (Gibson, 2004).

1.3.1. I''mioxo0303aBUCHMAsT PeryJISIIIUsI IKCIPECCHU T'€HOB, ONOCPeayeMast
reKcoKknHa3soi 1

Caxapo3a sBIsieTCSI OCHOBHOW TpaHCHOPTHOM ¢opmoil yriepona y
OOJBIIMHCTBA PACTEHHIA, B TO BpeMs KaK HAMOONBIINE PEryISITOPHBIE d(PPEKTHI
OTIOCpeAyeT TII0K03a. [JII0K03a CIYy>KUT YHUBEPCATBHBIM UCTOYHHUKOM YITIEpOa U
DHEPTUHU B KUBOH KJIETKE, HAYMHASI OT MUKPOOPTAaHU3MOB U JI0 KJIETOK pacTEHUH U
»uBoTHBIX (Ramon et al,. 2008).

M3meHeHne ypoBHS TIIOKO3bI B Pa3HBIX KOMIIAPTMEHTAX KJIETKH YJIaBIIMBa-
eTCsl CEHCOpPAMH, YTO MPUBOAUT K COOTBETCTBYIOIIUM HW3MEHEHHUSM SKCIPECCUH

AACPHBIX I'CHOB. ['maBHBIM U3 3TUX CCHCOPOB IJIA paCTCHI/Iﬁ ABJIICTCA I'CKCOKHMHA3a
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1 (HXK1) — dbepMeHT, KaTalU3UPYIOIIMA MPEBpaIlicHUE TIFOKO3bI B TIIFOK030-6-
docdar. UccrnenoBanne myranToB gin2 (glucose insensitive 2), nmeromux nedext
o reny rekcokuHasbl 1 (HXK1/GIN2), mo3BoamIO COBEPIIICHHO YETKO OIpee-
muth HXK1 B kauecTBe riaBHOI0 KOMIIOHEHTa OJHOTO U3 MyTeW mepenayu caxap-
HBIX curHajioB y pactenuit (Moore at al., 2003; Kelly et al., 2012). Mcnonp3oBanne
MYTaHTOB JIMHUU QiN2 TO3BOJSET MCCIIEIOBATh Caxapo3aBUCHUMYIO PETYJISIIHIO,
onocpeayemyto HXK1, 6e3 Bo3aeiCTBUS Ha pacTeHUs SK30T€HHBIMHU caXapaMu
(Rolland et al., 2006).

Y MyTaHTOB (JIiN2, HECMOTPsI Ha OTCYTCTBHE CUTHaIbHON (yHkimu HXK1,
COXPAaHSETCS KaTAIMTUYECKAsT aKTUBHOCTh TeKCOKMHA3bl 10 S0 % OT ypoBHS B pac-
TEHUAX JUKOTO THUNA M HAaKalUIMBAeTCs HOPMAJIbHBIA YpPOBEHb TIIIOKO30-6-
docdara. BeposiTHO, 3TO 00BSACHAETCS HATUYUEM Y apabuioncuca Apyrux KaTaiu-
THYECKH akTHBHBIX rekcoknHas (Rolland, Sheen, 2006). CemelicTBO rekcoknHa3s
apalujorcuca MpeICcTaBIeHO TpeMsi OeKaMH, KOTOPhIe UMEIOT KaTaTUTHYECKYIO
aKTUBHOCTbB, M TPEMs I'eKCOKHHA3a-1mo00HbpIMU Oenkamu (HKL), muiieHHbIMEU Ka-
tanuTuiyeckoil aktuBHOCTH. Dynkunn HKL GenkoB u3ydensl He A0 KoHua. llo-
BUAMMOMY, CUTHaJIbHOU (yHKIMeH obaaaer Toinpko HXK1 (Ramon et al., 2008).

Kpome nurozonbubix popm rexcokmnasel (HXK1 u HXK?2), ects naHHBIE 0
cymectBoBanun HXK3 (pHXK), dyHkimonupyromeii aHagsoruaHbiM 00pa3oM B
CTpOME IUIACTHA, JACHUCTBYIOLIEHW B KayeCTBE CEHcopa rekco3. M3yueHue
DKCIIPECCMM TEHOB  IUIACTHA B  Ka4ecTBE  IMOTEHIMAJIBbHOTO  UCTOYHHUKA
dbopMHUpOBaHUS PETPOTPATHBIX CUTHAJIOB IOKA3aJ0, YTO XJIOPaM(pEHUKON WIH
JMHKOMULIMH (MHTUOUTOPHI TPAHCIISILIMKM B TUIACTH]IaX) COBMECTHO ¢ 00paboTKoM 3
% TJIFOKO30¥ MPUBOIWIN K IMOJABICHHUIO dKCIpeccuu saepHbix reHoB PhANGS y
pacTeHwmii quKoro Turna, Ho He y myTanToB o pHXK (Nott et al, 2006; Zhang et al.,
2010).

VY pacreHuil omnpezesieHbl pa3inyHble MYTH MEpeaaur TIII0KO303aBUCUMOTO
CUTHAJIA:

1. HXK1-3aBUCHUMBII TyTh, IIaBHBIM 3PHEKT KOTOPOro — MOIaBICHUE IKC-

npeccun reHoB PhANGS. LleneBbie TeHbI 3TOrO IMyTH MOTYT OBITH OIpPEICICHBI C
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UCTIOJI30BAaHUEM MyTaHTa QiN2, MuO0 Jpyrux MYTAaHTOB C WHAKTHBHUPOBAHHBIMU
amensimu reHa HXK1. Ycranosineno, uto HXK1 BXoguT B cocTaB sSiA€pHOrO BBI-
COKOMOJIEKYJISIPHOTO KOMIUIEKCA, PETYJIUPYIOMIEr0 TPAHCKPHUIILUIO AI€PHBIX T€HOB
— puc. 3 (Cho et al,. 2006; Cho et al., 2007).

2. HXK1-He3aBucumble myTd. MI3BECTHBI IT'€HBI, S3KCIPECCHs KOTOPBIX PEry-
JUPYETCs B OTBET HA U3MEHEHUS YPOBHSA TIIOKO3bI, HECMOTPS Ha CHUKEHHYIO UITU
HOBBIIIICHHY0 dKcnpeccuto reHa hxkl y TpaHCTeHHBIX JIMHUIA.

[lepegaya maHHOrO Caxapo3aBHUCHUMOIO CUTHAIA TaKK€ MOYKET OCYILECTB-
astees yepe3 G-6enok RGS1, kotopsiii umeer 7 TpaHCMEMOpPAaHHBIX JOMEHOB U
JEHUCTBYET KaK BBICOKOUYBCTBHUTEJIbHBIN CEHCOP TIIIOKO3bl. Takasi peryiasiuus npu-

BOJIUT K OCTaHOBKe jeicHus kieTku (Ramon et al., 2008).

—_ \\ Tre < energy dfpnvatlon
/
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T?P je— — HMG-CoAR
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Suc ——» Glc + Fru

Puc. 3. I'ekcokunaza 1 kak peryssropHas monekyiaa (Ramon et al., 2008).

O6o3navenns: I'moko3a (GIc) u ¢pykrosza (Fru) moryr monagare B KJIETKY pacTeHHI
Yyepe3 TPAHCIOPTEPBl TEKCO3 WIIM B Pe3ylbTaTe PasiokKeHUs Kpaxmana u/wimm caxapossl (Suc),
KOTOpasi JIOKaIN30BaHa B IIMTO30Jie WK B Bakyonu. [Tocne dochoprnmpoBanus reKCOKNHA30M

(HXK1), rimroko3a Bkitouaetcsi B Mmetadbonu3m. HXK1 mpucyTcTByeT B BBICOKOMOJCKYIISIPHOM
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SIepHOM KOMILIeKce BMecTe ¢ simepHbIMU kommonentamu HUP1 u HUP2, a takxe dakropamu
perymsiun Tpanckpuniuu (TFS), rie y4acTByeT B perysisiiiii TPAHCKPHITIMHA T€HOB U BbI3bIBAET
IPOTEacOMa-OMOCPEIOBAHHYIO JIerpajanuio TpaHckpumiuonnoro (akropa EIN3. KIN10/11
YYaCTBYIOT MPEUMYIIECTBEHHO B PETYISIHHA TPAHCKPHUIIIUH SICPHBIX T€HOB THIA «IIHHKOBBIN
Majeny, B MOCT-TPAHCISIIIMOHHOW PETYISAINA HEKOTOPHIX OenKoB. Takke Mmoka3aH CHTHATBHBIN
nyTh, CBsA3aHHBIA ¢ G-Oenmkom RGS1, B KOTOpOM NpHHUMAET ydacThe O-CyOBEIWHHUIIA 3TOTO
oenka (GPALl) u Oenok, J0KaaM30BaHHBIM Ha BHEHmIHEH MeMOpane TuiakouaoB (THFL).
ATB2/bZIP11 — daxTophl peryisuuu TPAHCKPHUIIIINU, aKTUBUPYEMbIE CaXxapo30ii, perpeccophl;
C — xyopormnact; M - muroxouapus; CW — kimerounas crenka; N - sapo; PM - miazmanemma,;
NR - sutparpenykrasa; SPS - caxapo3odocharcunraza; HMG-CoAR — 3-ruapokcu-3-
METWITITYTapuiI-KooH3UM A-penykrasza; Tre - tperanosa; TO6P — Tperanosa-6-docdar; TPS —

Tperano3a-6-gocdarcunrasa; TPP — tperanosa-6-pocdarasa.

[lepBbie nanubie o ABoiicTBeHHOM QyHkimu HXKI1 momydensl B 3Kcrepu-
MEHTaX, B KOTOPBIX UCIOJIb30BAJIN Pa3JIMYHbIE caxapa, UX aHaJOTU U UHTEepMeIra-
tol (Villadsen, Smith, 2004). TTo3xe UCHOIB30BaIM TPAHCICHHBIC JIMHUU apaOu-
JIOTICHCA CO BCTaBKaMH T'€Ha F€KCOKMHAa3bl 1 B CMBICIIOBOM U aHTUCMBICIIOBOM OpH-
eHTauuu. [Ipu 3TOM pacTeHuUs AUKOTO THUIIA, BRIPAIICHHBIE HA CPeJie, CoJieprKalen
6 % TJII0KO3bI, IEMOHCTPUPOBAIIU 33JIEPIKKY B POCTE U PA3BUTHUU JIUCTHEB, YKOPO-
4yeHHbIe KOpHU. JIuHNU co cHmkeHHOU skcnpeccueit rena HXK1 umenu cHmkeH-
HYIO CUTHaJIbHYI0 aKTUBHOCTh T€KCOKHMHA3bl 1 mpu 00pabOTKe pacTeHUN IK30TCH-
HBIM caxapoM. B Tex e ycloBUSX pacTeHUs, CBEPXIKCIPECCUPYIOLINE TEKCOKH-
Hazy |, ObUIH CBEPXYYBCTBUTEIBHBI JaKe K HEOOJIBITUM KOHIICHTPAIUSM TITFOKO3bI
(2 %, 3 % rmoko3bl B cpene). [Ipu 3Tom yacth 00pas3iioB 00padaThiBaii UHBIMU
caxapamu, KOTOpBIE CIYXKWJIM B KaueCTBE KOHTPOJS OCMOTHYECKUX YCIOBUU
(MaHHUTOJIOM WM 3-O-MeTUTIIIOK0301). Takas 00paboTka He BbhI3bIBAJIa HUKAKUX
BUMMBIX OTJIMYHUI OT 00pa3ioB, 00paboTaHHBIX ITFOK030# (Jang et al., 1997).

HXK]1 urpaer 3HauuTENbHYIO POJIb B PETYISLUNA [IBETCHUS, POCTa KOPHEH 1
JIMCTHEB, YTO ObUIO YCTAHOBJIEHO B pE3yJibTaTe MPOBEIACHHBIX MCCIEAOBAHUN MY-
TaHTa (iN2 B yCIOBUSAX MOBBIICHHON ocBenieHHocTH (200-300 MKMOTTB¥*M 2¢ ™ st

apabugoricuca).
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Takum o6pazom, HXKI1-omocpenoBanHble CUTHaNbl MOTYT YCHJIMBAaTh HWIIU
NOJIABJIAITh POCT PACTEHHI B 3aBUCUMOCTH OT YPOBHS TIFOKO3bI B KJIIETKE U UyBCT-
BUTEIBHOCTH K Hew pactenwmid (Rolland, Sheen, 2008).

JloGaBrieHre caxapoB, KOTOpbIE€ HE MOTYT TPAHCIOPTUPOBATHCA B KIETKY
WIH CIYXUTh cyoctpaToM i ¢pochopumuposanust HXK1, He BI3bIBaeT pemnpec-
CHUIO T€HOB (POTOCHHTE3a. Y CTAaHOBJICHO, UTO 3Ta PENpecchsi He BbI3BaHA TTOHMKE-
HueMm ypoBHs AT® unm Heopranmdeckoro ¢docdara (Rolland, Sheen, 2008). Or-
MEUEHO, 4TO 00paboTKa caxapo30i WM YBEIIMUECHHE CUHTE3a TIFOKO3bl MIPUBOJISAT
K MOBBIILIEHUIO YHUCIIAa MUTOXOHPHUM, CKOPOCTH JIbIXaHUs U HakorieHuss AT®, 3to
CBA3aHO ¢ naevictBueM 1uro3oiapHOrM HXK, 3askopeHHON Ha BHEIIHEW MUTOXOH]-
puanbHOM MeMmOpane. Takum obOpazom, aeiictBue nanHot HXK obecneunBaer
cyoctpar s cuHTe3a AT® B MUTOXOHAPUAX U MOAJEP)KAHUE AKTUBHOCTU MHTO-
XOHJIPUH HA OTPEICTICHHOM YpOBHE, npenoTsparias HakorieHrne ADK (Rolland et
al., 2006).

1.3.2. TperaJioza kak (pakTop peryJisiliuu siiepHbIX TeHOB

Tperanosza (o-D-rmukonupanosun-(1-1)-o-D-rimukonupano3um) u Tperajio-
3a-6-docdat (T6D) BbIIEICHBI KaK OTIEIBHBIE PETYIATOPHI META00IM3MA YIIIEBO-
10B U paszButus pactenuit (Ramon et al., 2008).

VY pacreHuii BHISIBIEHO MYJIbTUTEHHOE CEMENCTBO, KOAUpYIoliee OeKH, mo-
nobneie Tperanoszadocdarcuntaze (TPS) u  Tperanosa-6-docdar-docdarase
(T6P), depmentam cuHTe3a Tperanosbl. bemok apadumornicuca TPS1 mpuHumaer
y4acTHE B PETYJIMPOBAHUU KIETOYHOI'O LUKJIA YE€pEe3 B3aUMOJECUCTBUE C OJHOU U3
nporerHkuHa3. Myrauusa no reny AtTPS1 sBnsiercs sietanbHOM Jisi SMOPHOHOB.
Pactenus apabunoncuca, ceepxskcnpeccupyromue red AtTPS1, HedyBcTBUTEIBHBI
K TJIIOKO3€ Ha CTaguM IpopacTtaHus. PS5 B3auMOJEHCTBYET ¢ KOAKTHBATOPOM
TpaHckpunuuu MBF1, rmaBHbIM peryasTopoM TEPMOTOJEPAHTHOCTH Yy apaOuaomn-
cuca (Smeekens et al., 2010).

YcTaHOBJIEHO, YTO B T€HOME apabuIoIcuca CyIecTByeT He MeHee, yeM 21

r'eH, NPOAYKThI KOTOPBIX MPUYACTHBI K MeTab0IM3My Tperaynossl u T6d (Ramon et
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al., 2008). ¥ aposxokeit ypoBenb TO6P perynupyercs uepe3 koMiuieke 0enkoB TPS
(Tpsl) u TPP (Tps2).

Tperanosza yuyacTByeT B peryJysiui ATUHBI KOPHEH y pacTeHMid apabuaomncu-
ca. OcTaHOBKa pOoCTa B OTBET Ha J00aBJIEHHUE TPErajgo3bl BO BHEIIHIOK CPENly CO-
npoBOXKIaeTcss MHAyKIue reHa APL3, 4To BbI3bIBa€T akTUBHOE OOpa30BaHUE
kpaxmaia B cemsaonsax (Rolland, 2007).

YcTaHoBJI€HO, YTO NpU Mepe/lade CUTHAIOB Yepe3 Tperajioly 3a/iecTBOBa-
HBI XJIOpoTuIacThl. [lpyu GyHKIIMOHATFHO HEAKTUBHBIX XJIOPOIIACTaX HE MPOUCXO-
Ut oOpa3oBanus Tperaiosbl (Ramon et al., 2008).

[IpuMeHeHre TpaHCTeHHBIX JUHUI apaOuIorncuca, KOTOpble CBEpXIKCIIpeC-
cupoBasii Tenbl TPS u TPP, mo3Bonmio ycTaHOBUTH 3HaYEHUE TPETayio3bl B Iepe-
pacnpenenenun caxapoB. CBepxakcnpeccus reHa [PS1 apaGumgonicrca BBI3BIBACT
HEYYBCTBUTEIHHOCTh PACTCHUI K ITOBBHIIICHUIO YPOBHS TJIFOKO3BI M a0CIIM30BOM
kucinoThl (ABK), uTo moaTBep)kaaeT B3aMMOJCHCTBHE CHUTHAJIBHBIX IMyTEH, OIO-
cpenyeMbix TOP ¢ MHBIMM CaxapHBIMM CUTHAJIIAMH, & TAKXKE CUTHAIIAMH, ONOCpE-
nyembiMu ABK (Ramon et al., 2008).

1.3.3. Caxapo3a kak ¢pakTop peryjsiuuu sijiepHbIX F€HOB

Caxapo3sa siBiisieTcs I1aBHOM TpAaHCIOPTHOW (POPMOI caxapoB B OpraHU3MeE
pactenuit. [IpoBenensl nccienoBaHus, MOATBEPKIAAIONIUE CYIIECTBOBAaHUE caxa-
PO30-CHEU(PUYHON PEryNsiliMi SKCIIPECCUU T€HOB M pOCTa PAacTEHUM, HECMOTpS
Ha TO, YTO caxapo3a MOXeT 00pa30oBbIBaThCA U3 Tpuoszodocdaros nukia Kanseuna
(Wind et al., 2010).

Y CcTaHOBNIEHO, YTO aHAJIOTH caxapo3bl (TIATHHO3a U TypaHo3a), KOTOPhIE He
MOTYT MIPUHUMATh Y4acTHsl B MeTabOJIM3Me pAaCTEHUM, BBI3BIBAIOT CaXap0300TOC-
pEIOBaHHBIC CUTHAJIBI, YTO TOJATBEPKIAACT CUTHAIBbHYIO (DYHKIIMIO JAHHOTO JHCa-
Xapuaa. JTU aHaJOTH JACHCTBYIOT Ha SKCIPECCHUIO O-aMHJIa3bl Y SMOPUOHOB sSTIMe-
Hs (Loreti et al., 2000) u AGPa3m1 y kaprodens (Tiessen et al., 2003), u wHIyIH-
PYIOT JIerpaJlaliiio U CHUHTE3 Kpaxmalla, COOTBETCTBEHHO, B KIYyOHAX KapTodes.

OI[H&KO IJIATUHO3a W TypaHO3a MOI'YT aKTUBHPOBATH HOBLIC CUTHAJIBHBIC ITYTH,
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OTJIMYAIOUIUECS] OT CUTHAJIOB Caxapo3bl, MOCKOJIbKY BOCIPUHUMAIOTCS PACTEHUEM
Kak ooOmmue ctpeccoBslie curaaisl (Sinha et al., 2002; Rottsch et al,. 2003).

[IpumepoM caxapo30-3aBUCHMOM MEPENAYM CUTHAJIA SIBIISIETCA PETYIISLUS
caxaposoi TpaHcisaiuu Oenka ATB2. I'en ATB2 xoaupyeT TpaHCKPHUIIIIMOHHBIN
daxTop «ieiinmHOBOM 3acTexxkn» (DZIP11). [Ipu yBennyeHnn KOHIICHTPALUU Ca-
Xapo3sl B cpeje dkcnpeccus rena ATB2 carmkaercs (Hanson et al., 2008). [l on-
penenenus crenupUUHOCTH TEHCTBUSI caxapo3bl Ha IKCIIPECCUIO TOTO TeHa ObLIO
UCCJIEIOBAHO JCHCTBHE IPYTUX CaxapoB, HO HU OJIMH M3 HUX HE BBI3BAJT TAKOTO K€
penpeccupyromero dhdekra.

Taxxe caxapo3a MOXKET y4acTBOBATh B PETYJISIIMHU MPOLIECCOB PA3BUTHUS OT-
JICIBHO OT CHTHAJIOB, BBI3BAHHBIX Tekco3zamu. Y smOpuonoB Vicia faba Beicokwmii
YPOBEHb I'€KCO3 MPUBOIUT K JIECJICHUIO KJIETOK Ha paHHEH CTaJuu Pa3BUTUS M-
OpuoHa, B TO BpeMs KaK HAKOIJICHHE Caxapo3bl BHI3BIBACT MEPEKIIOYCHUE OT aK-
TUBHOTO JIETICHUS K POCTY KJIETOK, UX AU depeHIaiiy 1 HaKOIJICHUIO Kpaxmana
(Ramon et al., 2008).

1.3.4. B3aumojeiicTBMe CUTHAJILHBIX MyTeil, onocpeayeMbIX U3MEeHEHUsIMU
MeTa00/1M3Ma YIiIeBoA0B, a30Ta U Heoprauuveckoro gocdara

C npumenenuem /IHK-MuxpounnupoBaHusi yCTaHOBJIEHO, YTO JKCIPECCHUS
MHOKECTBA T€HOB, IIPOYKTHI KOTOPHIX YYACTBYIOT B pacrajie yriieBoJ0B, aMUHO-
KHUCIIOT U O€JIKOB, TIPOSBIISIET YyBCTBUTEIBLHOCTh K U3MEHEHHUIO YTIEBOAHOTO CTa-
tyca (Lee et al., 2004).

VYTIIeBOIBI SIBISIIOTCS OCHOBOM JJISI CHHTE3a HUTPATOB M YYAaCTBYIOT B aCCH-
MUISIIIAA aMMOHUS TIPYU OMOCHHTE3€ aMUHOKHCIIOT. A30T SIBISIETCS 0053aTeIbHBIM
KOMITOHEHTOM B CTPYKTYPE HYKJIEHHOBBIX KHUCIOT, aMUHOKHUCIIOT U XJIOPODHUIIIOB.
Konebanus ypoBHS HOCTYIMHBIX (HOPM a30Ta WU CaxapoB B KJIETKE PACTCHHUM MPH-
BOJISIT K UBMEHEHUIO CKOPOCTHU pocTa, 3PhekTUBHOCTH (POTOCHHTE3A, YTO OCYIIIe-
CTBJIICTCS Uepe3 peryJIsaIuIo dKcrpeccuu cootBeTcTByronux reHos (Rolland et al.,
2006).

YcraHnoBieHo, 4to oOpaboTka apabuaorcuca caxapo3od MNPUBOJIUIIO K H3-

MeHeHuto 3kcnpeccun 1310 reHos, a 06paboTka aMMOHUEM M HUTPATOM BIIHsIJIa HA
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sKcIIpeccuto uiib 4 reHoB. [Ipu 3ToM oHOBpeMEHHOE 0OABIEHHE IK30T€HHOTO
a30Ta M Caxapo3bl MPUBOAWIO K H3MEHEHHIO 3Kcrpeccun 208 HCCIeI0BAHHBIX
SJIEPHBIX TEHOB. ABTOPHI MPUIILIN K BBIBOAY O TOM, YTO a30TOMOCPEAYEMbIE CHUT-
HaJIBI SABJISIIOTCS caxapo3aBucuMbiMu (Palenchar et al., 2004).

Malamy u Ryan ycraHoBwIH, 9TO TIpH H30BITKE CaxapoB B CPeJe MPOHMCXO-
JUT UHTMOMpOBaHKe 00pa30BaHUsI OOKOBBIX KOPEIIKOB y pacTEeHUH apabuaoricuca
mukoro tuna (Malamy, Ryan, 2001). Oaunako myrant linl (lateral root initiation
1), mmeronuii Hapymienus mo reny NTR2, kogupyromeMy TpaHcmopTep HUTpaTa,
CIIOCOOEH K MHUIMAIIMU POCTa OOKOBBIX KOPEIIKOB JJaKe MPU BHICOKOM COIEpKa-
HUW CaxapoB BO BHEIIHEW cpeje W HU3KOM ypoBHE a3zoTa. CnemoBarensHo, NTR2
SBJISICTCS CUTHAJIOM-pPEnpeccopoM pas3BuTHs OokoBbiXx kopaei (Malamy, Ryan,
2001; Litte et al., 2005; Ramon et al., 2008).

KomMmonenToM MHOTHX (DEpMEHTATUBHBIX PEAKIIUN SIBISICTCS HEOpraHUYe-
ckuii ¢ocdar. B 3tux peaknusx oH JMOO0 pacuierisercs, b0 MepeHOCUTCs Ha
cyoctpar. [TockonpKy KOHIIEHTpAIMsl STOTO COSAMHEHUS B TIOYBE HEBEJIHKA, pac-
TEHUS BBIPAOOTAM COOTBETCTBYIOIIME MEXAaHM3MBbI aalTalud. Tak, W3MEHEHUS
KOHIIEHTpAIlMu HeopraHu4eckoro ¢ocdara BO BHEIIHEH Cpelie BBI3BIBAIOT Mepe-
pacmpezieieHue yrieBOoAOB B KieTKax. [Ipu MOBBHIIEHNH KOHIIEHTpAaIlMU Heopra-
HHU4Yeckoro (Gocdara B MUTOIUIA3ME MPOUCXOAUT OOMEH ITOr0 COSAWHEHHs Ha
Tpuo3odocdarsl U3  XJIOPOIJIACTOB 3a CYET aKTUBHOM paboThl  oc-
dat/Tpruo3odocdaTr TpaHCIOKATOPA, YTO BHI3BIBAET CUHTE3 Caxapo3bl B LIUTOILIA3-
Mme. Eciii ypoBeHbs Heopranudeckoro gocdara B IUTOIIA3ME CHUYKAETCSI, TO TPUO-
30¢ocdaThl HEe MPOHUKAIOT 32 MPEAEIIbI XJIOPOIUIACTa M UCTIONB3YIOTCS ISl CHHTE-
3a kpaxmana. B pesynerate npumenenus [IHK-mukpounnupoBaHus BBISBIEHO
okoJi0 150 TeHoB, SKCTIpeccHst KOTOPBIX PETYIUPYETCs MPU 00pabOTKe JTUCTHEB Ca-
Xapo30i WM HeopraHuveckuM (ocdaroM mo mpUHIMUIY JUO0 CUHEPrU3Ma, JU00

anraronm3ma (Ramon et al., 2010).
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1.3.5. B3aumopeiicTBue caxapo3aBUCUMbIX U TOPMOH3aBUCUMBbIX MyTeH
peryJsiliiy 3KCIpecCu reHOB pacTeHuit
1.3.5.1. Poab abcumn30BOi KUCJIOTHI U TPAHCKPUNIIMOHHOTO (pakTopa ABI4

[lepengada riIrOKO303aBUCHMOIO CUTHANA Yy PACTEHHUM B3aUMOJEHCTBYET C
CUTHAJIaMH, orocpenoBaHHbIMU 3THIIeHOM U ABK. Hanpumep, misa nepenayu cur-
HaJIOB, CBSI3AHHBIX C M3MEHEHHUEM YPOBHS TJIIOKO3bI Ha CaMbIX PaHHUX CTaTUAX
pPa3BUTHSL pacTeHU apabumorncuca, He0OXOUMBIM YCIOBHUEM SIBISICTCS HaJIUYHE
npoaykroB HekoTopeix ABK-3aBucumbix reroB (Li et al., 2006; Rolland et al.,
2010).

JleiicTBue aOCHM30BOM KHCIOTHI IPH 3aCyX€ BbI3BIBAET CUTHAN, KOTOPBIHA
IepeaeTcst OT KOPHEH B HAJ3EMHBIE OPraHbl, YTO BBI3bIBAET 3aMBIKAHUE YCTHHY-
HBIX KJIETOK M 3amemsaeT pocT JucThbeB. ABK ydacTByeT B 3aKpbIBaHUHM YCTBUIL
yepe3 aktuBannio HAJIOH-okcuaas u peryssinuio S5KCHpecCuu reHOB TPaHCKPHII-
MoHHBIX (aktopos rpynnsl ABF/AREB (Foyer et al., 2012). Taxxe ABK yuacr-
BYET B OTBETE PACTEHMS HA aOMOTHYECKUN CTPECC, B3aUMOJEUCTBYS C KACMOHO-
BOI Miu caymimiioBoit kuciotoi (Grant, Jones, 2009).

Ha ocHoBanum paboT, NpoBeIEHHBIX HA JUN-MYyTAaHTax, B KOTOPbIX HE CHU-
YKAETCsl IKCIpeccus reHoB cBeTocobupatomiero komruiekca |l npu nefictBun Hop-
¢ropa3oHa, ObLIO BEIABUHYTO MPEANOI0KEHUE O TOM, UTO CYIIECTBYET HEKUH ITe-
PEKITI0YATEh IKCIPECCUN OOJIBIIONO KOJUYECTBA SIEPHBIX T'€HOB, MPOAYKTHI KO-
TOPBIX JIOKAJIM30BaHbl B Xyoporutactax (Susek et al., 1993; Richly et al., 2003). B
pe3yJibTaTe yIaioch ONPEACIuTh CIS-peryisaTOpHbIC 00JacTH B IPOMOTOPAX IeHOB
cemeiictBa LHCB, kotopsie perymupytorcss ABK, a takxke ObUH Onpe/iesieHbl He-
KOTOpbI€ TPAHCKPHUMIIMOHHBIE (PAKTOPBI, B3aUMOJECUCTBYIOIINE C ATONH 00JIACTHIO.
OpHuM U3 Takux TpaHCKpUMIMUOHHBIX (akTopoB sBisercss ABA-INSENTIVE 4
(ABI4) (Koussevitzky et al., 2007).

WccnenoBanus, npoBeAeHHbIE HA MyTaHTax 1o reHam ABI1-ABI5, yka3piBa-
I0T Ha TO, YTO MpOoayKT reHa ABI4 sBrseTcst TeM CBA3YIOIIUM 3BEHOM (TPaHCKPHII-

IIUOHHBIM (haKTOPOM), KOTOpOe 0OBEIUHIET MHOTHE CUTHAJIbHBIE TTyTH (Arroyo et

al., 2003; Shkolnik-Inbar, Bar-Zvi, 2010; Cui et al., 2012).
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ABI4 otHocaT k OenkoBomy mozacemerictsy DREB A3, koTopoe BXoauT B
cocTaB OOJIBIIIOTO CEMEMCTBa TPAHCKPUMIIIMOHHBIX (DAKTOPOB, M3BECTHBIX Kak
AP2/EREBP (Sakumura et al., 2002). B rerome apabujorcuca cogepxurcs 147
komonentoB AP2/EREBP, MHorne n3 KOTOPBHIX Yy4aCTBYIOT B TAKMX CHTHAJIBHBIX
mpoleccax, Kak OTBEThl Ha OMOTHYECKUN M aOMOTUYECKUN CTPECC, YTO BBI3BIBAET
IPaKTHYECKHUI MHTEepeC MHOTHX HccienoBateneit (Leon et al., 2013). ABI4 cBs3bI-
BaeTcst ¢ CE1-nono6usm anemerToM CACCG (CiS-perysaToOpHbIM y4acTKOM), KO-
TOPBIA BXOJIUT B COCTaB MPOMOTOPOB I'€HOB apadujorncuca u Kykypy3sl (Kousse-
vitzky et al., 2007). B3aumoneticteue ABI4 ¢ 3T0ii CiS-001aCThIO IPUBOJIUT K aK-
TUBALIMM WJIM PENPECCUU I'€HOB, cpeau KOTopbix U caM reH ABI4. J[BoiiHas (yHK-
[[Ms TAaHHOTO TPAHCKPUIIIMOHHOTO (haKTOpa B KaYECTBE PEIpPEeccopa M akKTUBaToOpa
OCHOBAaHA Ha PACIIOJIOKEHUU €ro caifTa CBSI3bIBaHUS B KOHKpeTHOM reHe. Hampu-
mep, rersl cemeiictBa LHCB u RBCS (PYBUCKO) pemnpeccupyrotcst TpaHCKpHII-
uoHHBIM (daktopom ABI4, caiit cBs3pIBaHUS KOTOpOro mnepekpsiBaercs ¢ G-
ookcom (CACGTG) BeimeynoMsayTeix renoB (Acevedo-Hernandez et al., 2005).
Ycranosneno, uro CE1-mogo0HbIe 3JIeMEHTHI IPEACTaBIEHBI B JBYX BUJAX B 3a-
BUCUMOCTH OT pacnojiokerusi: mu6o 1o TATA-6okca (cBsi3piBanue ¢ ABI4 npu-
BOAMT K akTHBaluu rexa), 11moo nocine TATA-Ookca (cBszbiBanue ¢ ABI4 npuso-
muT K penpeccun rena). Kpome toro, ABI4 umeer u apyrue cailTbl CBs3bIBaHUS, B
COCTaB KOTOPBIX BXoAHWT HeOoubmas mociaenoBareabHocth CCAC (Reeves et al.,
2011). Jlms 5TOoro HEOOXOAMMO Y4YacTHUE JIPYTUX TPAHCKPHUMIIIMOHHBIX (PaKTOPOB,
KOTOpBIE MTOKA IOCTOBEPHO HE YCTAHOBJICHBI.

W3ydyeHne TpaHCTEHHBIX PACTCHHH apaOuaoICcuca, KOTOpPble UMEIOT THUIIEp-
skcripeccuro reHa ABl4, n HokayT-MyTaHTOB 1O 3TOMY T'€HY, O3BOJIMIIO BBISIBUTH
0OJbIIOE YHCIIO SAEPHBIX TE€HOB, JKCIPECCHS KOTOPBIX PEryJIUpyeTcs Yepes
TpaHCKpUNUMOHHBINA ¢akTop ABI4. B 0CHOBHOM 3TO T'€HbI, y4acTBYIOIIUE B METa-
0onM3Me, pa3BUTHH CEMSH, 3alUTE OT CTPECCOB, MOOMIIM3AIMH JIUIIMOB HA CTa-
MU SMOpHOTreHe3a, YCTOMYMBOCTH K IEUCTBUIO MATOI€HOB, POCTE KOPHEW U UHTH-

OupoBaHHM pocTa O0KOBBIX KopemikoB (Leon et al., 2013).
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[TonTBepknena xkoHcepBaTuBHOCTHL TeHa ABI4, romosoru xoToporo ObuLIN
Haiiensl y puca u Kykypyssl (Niu et al., 2002), a Taxxe y OOJBIIMHCTBA BUOB
pactennii (Leon et al., 2013).

[Tony4yeHne MyTaHTOB, KOTOpbIC HEUYBCTBUTENBHBI K jaericTBuio ABK (abi-
MYTaHTBI), TTOCITY>KHJIO TIEPBBIM IIIarOM, CBSI3ABIIINM JaHHBIA TPAHCKPUTIITHOHHBIN
daxrop ¢ aericrBueM adbcum3oBoii kucaotel (Finkelstein et al., 1998). [lenTpanbHas
pors ABK B mepenade caxapo3aBUCHMBIX CHTHAJIOB OblIa yCTaHOBJICHA Yepe3 UcC-
cnenoBanue renoB GINS (glucose insensitive) u SIS5 (GIN6/sucrose uncouplingé
(SUNG6)/sugar insensitiveb), B xadecTBe MyTaHTHbIX ajenedi reHa ABI3 u rena
ABl4. Takxe yCTaHOBJICHO, YTO MYyTaHTHI SiS4/Qinl, HewyBCTBUTEIbHBIC K CUTHA-
JlaM, BBI3BaHHBIM BBICOKMM YPOBHEM TJIIOKO3BI, SIBJISIIOTCS aJJICIbHBIMU 110 OTHO-
IICHUI0O K MyTaHTy aba2, KOTOpPbIi JIMIICH KOPOTKOW IeNMu JeTrHuapOoreHa-
3p1/penykTasbl (SDR1), yuactyromeit B cuate3e ABK (Rolland et al., 2006).

Okcnpeccus rena ABI4 noBeimiaetcs npu yBenuuenuu cojepxkanus ABK u
IJIFOKO3bI, a TakXke MPHU CTPECCOBOM BO3JIEUCTBUM. TPaHCKPUIILIMOHHBIN (aKTOp
ABI4 yuactByer B perymsuuu Takux reHoB, kak ABIS5, ABI4, SBE2.2 (starch
branching enzyme 2.2), AOX1A, RBCS, a taxxe renos rpynmsl LHCB (Gregorio et
al., 2014).

OO6paboTka pacTeHuld apabuaoINcuca JWHUM JUKOTO THUIA TIIFOKO30U WHITY-
UPYET IKCIOPECCHUI0 T€HOB, ydacTByIOmUX B cuHTe3e ABK. OT0 ykas3piBaeT Ha
B3aMMOJICHCTBHE caxapoIocpeoBaHHbIX curHanoB ¢ curHanamu ot ABK (Rolland
et al., 2006). Onnako He Bce abi-MyTaHTBI YyBCTBUTEIbHBI K U3MEHEHUIO YPOBHSI
TJIFOKO3BI HA CTAIUM PAHHETO Pa3BUTHUS PACTCHHM, MOCKOJIBKY CYIECTBYET MHOXKE-
CTBO IIyTEH Mepe/laun CUTHAJIOB, KaK OT rioko3bl, Tak 1 oT ABK (Arenas-Huertero
et al., 2000).

[Tpu BBICOKOM ypOBHE caxapoB MPOUCXOTUT OCTAHOBKA POCTA PACTEHUH JIH-
HUU JUKOIO THIIA MOCJE CTaJUM MNPOPACTaHMsI, HO HE Y MyTaHTOB 1o reny ABI4.
3anmepkka pa3BUTHsI paCTEHUI B OTBET Ha 00pabOTKy caxapaMu MPOUCXOIUT TOb-
KO HA PaHHUX CTAJUAX PA3BUTHUS PACTCHHIA, IO aHAIOTUU C HEKOTOPBIMH XJIOPO-

actHo-siepHbiMu curHastamu (Dekkers et al., 2008). Caxapa u ABK aeiicTByror
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B KaueCTBE Ba)XKHBIX CUTHAJIOB Ha CTAJIMAX PAHHETO Pa3BUTHUS 4Yepe3 MPSAMOU KOH-
TPOJIb PabOTHI TEHOB, OTBETCTBEHHBIX 3a (POTOABTOTPO(HOE pa3BUTHE, MpopacTa-
HUEe, (POTOCHMHTE3, W JaXe WHUIMAIMIO Tepeaydl PETPOTPATHBIX CHUTHAJIOB
(Koussevitzky et al., 2007).

CBs13b XJIOPOTUTACTHO-SIJIEPHBIX CUTHAJIOB C TPAHCKPHUIIIIUOHHBIM (haKTOPOM
ABI4 ycraHoBieHa mocie u3ydeHus peryistopa Tpanckpuniuu PTM, kotopsiit
HEIMOCPEJICTBEHHO aKTUBHUpYeET sKkcnpeccuto reHa ABI4. PTM — TpaHCKpHUMIIIMOH-
HBIM (DaKTOp, KOHCEPBATUBHBIN JJI1 OOJBIIMHCTBA BUIOB PACTEHHI, COIEPKUT T'O-
MEOIOMEH, JIOKann30BaH B MmeMmOpane miactu (Leon et al., 2013). ITpu oO6paboTke
HOP(ITFOPa30HOM, JTUHKOMHUIIMHOM WJIM B YCJIOBHSIX BBICOKOW MHTEHCHBHOCTH OC-
BemeHuss PTM mopaBepraercs NeWCTBUIO OJHOM M3 MEMOpaHHBIX MenTuaa3 (KOH-
KpeTHas MenTHaa3a eile JOCTOBEPHO HE YCTaHOBJIEHA), B pe3yibTare yero PTM
OTCOEIUHSIETCA OT MEMOpaHbl U MOMAJAeT B IUTOIIA3MY, a 3aT€M HaKaIlJuBaeTCs
B sJIpe, TJIe HETOCPEACTBEHHO aKTUBHUpYeET skcnpeccuto reHa ABI4. MyTtanTsl o
reny PTM umeroT cHmxkenHyro skcnpeccuto rera abi4 (Leon et al., 2013). Ycra-
HOBJIEHO, 4YT0 PTM yuacTByeT B mepenade XJIOPOIJIACTHO-SIAEPHBIX CHUTHAJIOB.
Tak, 06paboTka HOPQIIIOPA30OHOM HIIM TUHKOMUIIMHOM MYTaHTOB 10 TeHy PTM He
BBI3bIBACT penpeccuio reHoB cemerictea LHCB (gun-denorwi).

OO06paboTka pacTeHuil apabumorcuca KOHTPOJIHHOW JMHUM WU MYTAHTOB
gunl ronsko ABK unn ABK coBmecTHO ¢ HOp(hIIOpa30HOM, BBI3BIBAET PEMPECCUIO
redHoB cemeiictBa LHCB, HO He oka3biBaeT HUKAKOro 3(hPeKTa y MyTaHTOB IO T'eHy
ABI4 (Koussevitzky et al., 2007). Xots ABI4 yuacTByeT B nepemadye CHrHaJIOB,
CBSI3aHHBIX C CHHTE30M TETPAIMMUPPOIJIOB, ITO HE SBJISICTCS CICICTBUEM €T0 y4acTHs
B ABK-onocpenoBaHHOW peryisiiny, MOCKOJbKY B OTiauYne OT abi4 MyTaHTOB,
npyrue abi-mytanTsl He uMeroT gun-denotuna (Koussevitzky et al., 2007).

Tem He menee, yuactue ABI4 B mepemade XJIOpOIUIACTHO-SIICPHBIX CUTHA-
JIOB MOKET OBITh CBSI3aHO C €r0 B3aMMOJICHCTBHEM C CaxapONOCpPEI0BaHHOM pery-
Jsiuuen. Y CTaHOBJIEHO, YTO MPU HOPMAIbHBIX YCIOBUSX Pa3BUTHUS PACTEHU, r'eH
ABIl4 skcnpeccupyercst Ha paHHuX ctaausx passutus (Leon et al., 2013). Tpanc-

kpunius ABl4 o6HapyxuBaeTcsa B SMOpUOTreHe3e Ha OOJBIIMHCTBE CTalui pa3BU-
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TUS CEMEHH, HO He OOHapyKMBAeTCs B CyXUX ceMeHaX. MIMeroTcs NaHHbIe, KOTO-
phI€ YKa3bIBaIOT Ha TO, uTO TeH ABI4 skcripeccupyeTcs u Ha OoJiee MO3THUX CTa-
TUSX POCTa PACTCHUM, IS 4eT0 HEOOXOMUMBI CTICIIMAIbHBIE CUTHAJIBI, HIIA JICUCT-
BUE CHEU(UUHBIX PETYIATOPOB. Tak, perynsarop pocta u pa3Butusi kopueit, SCR
(scarecrow), camkaet skcnpeccuio reHa ABI4 B anukaiabHOW MepucTeMe KOpHS,
4yTO OBLIO YCTAHOBJICHO C HCIOJb30BaHHeM MyTaHTa 1o reny SCR (Cui et al.,
2012).

JleficTBUE TMHKOMUIIMHA U HOP(IIIOPA30HA BBI3bIBAET I€HEPALIUIO 0, y gun-
MYTaHTOB U MyTaHTOB 10 reHy ABI4, 4yTo moaTBep:knaeT B3auMOCBI3b HEKOTOPBIX
CUTHAJIBHBIX MyTel, omocpenoBaHHbIX A®DK, ¢ TpaHCKpUNIIMOHHBIM (aKToOpoM
ABI4 (Moulin et al., 2008). 13BectHo, uro ABI4 y4yacTByeT B peryssiuu 3Kc-
npeccun reHoB ZAT10 u ZAT12, xoaupyronumx TPaHCKPUIITUOHHBIE (PaKTOPbI, KO-
TOpPBIC AKTUBHO CHHTE3UPYIOTCS B OTBET HA MOBBIIICHUE YPOBHS BHYTPHUKICTOYHOM
nepekucu Bogopona (Rossel et al., 2007; Suzuki et al.,2012). 3T1o cayxuT noka3a-
tenbcTBOM yuacTusi 6enkoB GUN1 u ABI4 B nmepenade curnanos, OomocpeayeMbIx
obpazoanrem ADK (Koussevitzky et al., 2007).

N3BectHo, uro ABI4 yuacTByeT B mepemade HEKOTOPBIX XJIOPOIUIACTHO-
STICPHBIX CUTHAJIOB: MHAYKIUS dKcrpeccuu siaepHbix renoB (CAB2/LHCB2, RBCS
(PYBUCKO), CHS (xanpkoHCHHTa3a)) B OTBET Ha U3MEHEHHS PEIOKC-COCTOSHUS
x1OTL oTMeHsieTCss TTpU MOBBIIIEHUN YPOBHS CaxapoB B KJIETKE pacTeHuil. Jlis
nepeadn Takoro caxapo3aBHCHMMOro curHana Heooxoaum ABI4, nockonbky 00-
paboTka MyTaHTa SUn6/abi4 pacTtBopoM caxapo3bl HE BBI3BIBACT MHIMOUpPOBAHHE
OKCIIPECCUU SACPHBIX TEHOB, MPOIYKTHI KOTOPBIX JOKAIM30BAaHbI B XJIOPOILIACTAX
(Oswald et al., 2001).

Nwmerotcs ngannbie o0 yuactun ABI4 B mepemaue MUTOXOHIpHAIBHO-
SAIEPHBIX CUTHAJIOB y PACTEHUM. Y CTAHOBJIEHO, YTO MPHU ACWUCTBUU POTEHOHA, WH-
THOUTOpPa MUTOXOHAPUAILHOTO JBIXAaTEIBHOTO KOMIUIeKca |, y pacTeHuil nuHUHA
JIMKOTO THUIA apabuorcuca MpoucXoauT HHayKus saepHoro rena AOX1A, mpo-
JIYKT KOTOPOTO JIOKAJIM30BaH B MUTOXOHJApHsX. Y MyTaHTa abi4 Takoil WHAYKIUH

He npoucxoaut (Giraud et al., 2009). ITokazano, uto ABI4 cBsi3piBaeTcs ¢ peryis-
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TOPHBIMH 3JIEMEHTaMH, pacrnoyiokeHHbIMH Tiepes; reHoM AOX1A. Dtu naHHBIC
yKa3bIBalOT Ha HenocpeAcTBeHHoe yyactue ABI4 B nepenaye MUTOXOHApPUATIBHO-
SICPHBIX CUTHAJIOB TIPU HAPYIICHUU PaOOThI MHUTOXOHIPHAIBHOW 3JICKTPOH-
TpaHcnoptHoii nemnu (Leon et al., 2013).
1.3.5.2. B3aumoaeiicTBre caxaponocpeaoBaHHbIX CUTHAJIOB U
ABK-onocpenoBaHHbIX CHTHAJIOB € 3THJIEHOM

[ToydyeHo 6oJibIlIOE YUCIO MYTAaHTOB, KOTOPbIE UMEIOT e(DEeKThl B CHHTE3E
STHJICHA WJIM B BOCIIPUATHH 3THIICHOTIOCpeAyeMbIx curaaioB (Matsoukas, 2014).

OTUJIEH BBI3BIBAET CUTHAJBI, MPOTHUBOIOJIOXKHBIE JCHUCTBUIO TJIOKO3bI U
ABK. Jluanu apabuponcrica, HEUyBCTBUTEIbHBIE K ATHIICHY (etrl, ein2 u ein3) sB-
JISIFOTCSI TUIIEPYYBCTBUTEIBLHBIMU K JIEHCTBUIO SHAOTEHHOM TIIIOKO3bI, 2 00padoTKa
TaKUX JIMHUN MPEIIeCTBEHHUKOM dTUJICHA CHUKAET UX YYBCTBUTEIBHOCTH K TITIO-
ko3e (Matsoukas, 2014). MyranT, oOpa3yromuid OoJybliee KOJIMYESCTBO ITHIICHA
OTHOCUTEJIBHO PACTeHUN JIMHUM JAUKOTO Tuma (€t0l) He mposBIAEeT YyBCTBUTEIb-
HOCTB K caxapornocpeoBanHbsiM curnaiam (Ramon et al., 2008).

Myrtant ein2 (ethylene insensitive) ¢ HapyiieHrueM B nepeade dTUICHOIOC-
pEeayeMbIX CUTHAJIOB MMEET TUIEPUYBCTBUTEIBHOCTh K TJIFOKO3€, B TO BpPEeMs Kak
myTtaHThl gind (glucose insensitive 4) u sisl (sucrose insensitive 1), HeuyBCTBH-
TEJIbHBIC K Caxap03aBUCHUMON perysisiiuu, HecyT MyTtanuio no reny CTR1 (consti-
tutive triple response 1), mpoayKT KOTOPOro OJIOKHUPYET mepeady CUTHAJIOB, OIO-
cpenyeMyto sTuneHoM. OO0paboTka pacTeHUil JTHHUM apaOHIONCHca TUKOTO THIIA
MPEANIECTBEHHUKOM 3THJICHA, |-aMHHOIMKIIONPOIaH-1-KapOOKCHIOBON KUCIOTON
(ACC), BBI3BIBaCT HEUYBCTBUTEIHLHOCTh PACTCHHUN K TITHOK03¢ (gin-denorun) (Ra-
mon et al., 2008).

1.4. BeiBoABI U3 0030pa JIUTEPATYPbI

['myramataeruaporenasa siBISETCS OJHUM M3 KIIIOUEBBIX ()EPMEHTOB B Me-
Tabonm3me L-riyramara, MOJIEKYJIbI, KOTOpasi UTPAET BAXKHYIO POJIb B PETYJISIIAA
YPOBHS JOCTYIHBIX (hopM a30Ta u yriaepoza B kietke pacterus (T.H. C/N meTabo-
JU3M). DKCIpeccHs TeHOB IIyTaMaTAeruIporeHasbl MakCuMaibHa HOYBIO (B TEM-

HOTE€) U MUHUMaJIbHa JHEM (Ha cBery). lIpuunMHa Takux CyTOYHBIX M3MEHEHUU
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HKCIIPECCUU HE M3yueHa. ' umore3a o caxapo3aBUCUMOMN PEryJIAlMU CYyTOYHBIX W3-
MEHEHHUN 3KCIPECCUH TEHOB TITyTaMaTAeTUIPOreHas3bl BhICKa3bIBajIach, HO HE MPO-
Bepsiack. [Ipu ATOM HeCTBUE XJIOPOIIACTHO-SICPHBIX CUTHAJIOB HA PETYIISITUIO
HKCIPECCUU TE€HOB IITyTaMaTIeruAPOTeHa3bl HE U3y4ajioCh.

CBeT sIBJISICTCSI OJTHAM W3 TJIaBHBIX BHEIMTHUX (PAaKTOPOB, HEOOXOAMMBIX IS
pa3BuTHs pacteHud. Ha paHHUX sTamax pa3BUTHUS CEMEHA, a B MOCIEAYIOIIEM U
MOJIOJIbIE PACTEHUS, BOCIPUHUMAIOT JAaHHBIA (DAKTOp B OCHOBHOM IpH MOMOIIU
CHEIUATN3UPOBAHHBIX (DOTOPEIENITOPOB, KOTOPHIC aKTUBUPYIOTCS CBETOM OITpE/Ic-
JICHHOM JIJTMHBI BOJIHBI U 3aITyCKAIOT PETYJISITOPHBIE KACKAIbI.

[Ipn n3MeHEHUM YCJIOBUW OT IOJHOM TEMHOTHI 10 YPOBHSI €CTECTBEHHOTO
OCBEIICHHS] U3MEHSIETCSl DKCIPECCUS] OIPOMHOTO YHMCJIa PACTUTENBHBIX T€HOB (IO
HEKOTOpbIM orieHkaM 110 30 % Tpanckpunroma) (Rasmusson et al., 2007). Dta cBe-
TOMHAYIIUOETHFHOCTHh TOPOXKIACTCS Pa3HOOOPA3HBIMHU MTPUIHMHAMHE, CPEIA KOTOPBIX
MOTYT OBITh U3MEHEHHUSI YPOBHsI METa0OJIHUTOB (CaxapoB, HHTEPMEINATOB OMOCHH-
Te3a NMUTMEHTOB M HYKJIEOTHIOB), M3MEHCHUS PEIOKC-CTaTyca XJIOPOIUIACTOB B
LEJIOM U OTAEIbHBIX KOMHOHEHTOB XJIDTL], MUTOXOHApPUI M KIIETKHA B LEJIOM, a
TaKXKe PAJl IPYTUX TUIACTUIHO-SJEPHBIX CUTHAJIOB. TaK, MpU CHHTE3€ TeTPanupo-
JIOB B XJIOpOIIacTaX (OPMUPYIOTCS CUTHANBI, TTOCTYIAIONINE B SAPO, CIOCOOHBIC
aKTUBHPOBATH IKCIIPECCHIO SJIEPHBIX T€HOB, MTPOIYKTHI KOTOPHIX YYaCTBYIOT B (hO-
ToCcHHTE3¢e (MperMyItnecTBeHHO TeHbl rpynmnbl LHCB); Bo30yxaeHune cBeToM (HoTo-
pElEenTOpOB MPHUBOJNUT K BOZHMKHOBEHHUIO MOTOKa 3JIeKTpoHOB 1o XiDTI, B pe-
3yJbTaTe YEro MPOUCXOJUT MOCIEAOBATEIbHOE U3MEHEHHUE PEIOKC-COCTOSIHUS €€
y4acTKOB (IyJ1 IUIACTOXMHOHA), a TaKKe HEKOTOPBIX JPYTMX KOMITOHEHTOB ILjia-
CTU]l (THOPEIOKCUHBI) U TOBbIIICHUIO reHepanuu ADK, 4To Takxke MPUBOAUT K
MOSIBJICHUIO CUTHAJIOB, TPUHUMAIOIIUX yYaCTBHE B PETYISAIMU SKCIPECCUH SACD-
HbIX TeHOB. OTHOCHUTEIHHO HEIABHO OOHAPYKEH s HOBBIX CHTHAJBHBIX MOJIC-
KyJ1, YIaCTBYIOIINX B XJOPOIUIACTHO-SACPHON PETYJIAINH SKCIPECCUH T€HOB pac-
TeHHM: K HUM OTHocATcs ¢ochoaneHoznHdpocdar, ASHCTBYIOMMUN yepe3 Mmocpe/-

CTBO  SIIEPHBIX JK30pUOOHYKJI€a3, NPOAYKT OKHCICHUS KapOTHHOUIOB [3-
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UKJIOLUTpPAII, U IpeaiiecTBeHHUK u3onpenonaoB MECPP (Estavillo et al., 2011;
Ramel et al., 2012; Xiao et al., 2012).

K caxapo3aBUCHMBIM CHTHaJlaM OTHOCST CUTHAQJIbI, BOSHUKAIOIINE TIPH H3-
MEHEHHUH YPOBHS Caxapo3bl, TITFOKO3bI U TPETAI03bl B KIETKAX pacTeHUH, KOTOPBIC
MIEPETA0TCS Yepe3 CIeIHATbHBIC TPAHCKPUIITHOHHBIC (DakTophl. OTAEITEHOE MECTO
B JINTEpAType 3aHMUMAET BOMPOC O CUTHAJIBHOU POJH a0CIIM30BOM KHUCIOTHI, KOTO-
pasi OKa3bIBaeT BO3JCHCTBHE HA IIEIbIC TPYIIIHI SIICPHBIX TEHOB: JTOKAa3aHO TECHOE
B3aMMOJICUCTBUE CHUTHAJIOB, MTOCTYITAIOIIMX OT aOCIIM30BOM KHUCIIOTHI, C caxapo3a-
BUCUMOW PETYIISALIUEN.

Taxkum 00pa3om, MpU U3MEHEHHSIX OCBCIICHHOCTH B PACTCHHUSX aKTHBU3HPY-
eTcsi OOJIBIIIOE YUCIIO CUTHAJIBHBIX MyTEH, B KOTOPHIX MPUHUMAIOT y4acTUE MHO-
YKECTBO CUTHAJIBHBIX MOJIEKYJI, HEKOTOPbhIE U3 KOTOPBIX €IIe HE O KOHIIA TTOHSITHBI
U M3YYCHBI, CIIOCOOHBIX OKAa3bIBaTh JCHCTBHE HA DKCIIPECCHUIO SACPHBIX TCHOB.
[TpuunHOM cyTOUHBIX M3MeHeHH dKcrpeccuu reHoB GDH1 u GDH2 npu nepexo-
JIe «CBET-TEMHOTa» MOXKET CIY)KHTh JNEHCTBHE HECKOJBKUX CHUTHAJIOB, HMMEIOITUX

KaK CBCTO3aBHCHMOC, TaAK U CaXapO3aBUCUMOC ITPOUCXOKICHHUC.
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2. MATEPUAJIBI U METO/JIbl UCCJIEJJOBAHUM
2.1. O0beKT nccie10BaHUs H YCJIOBHS IKCIIEPUMEHTOB
Cemena Arabidopsis thaliana (L.) Heynh. skotun Columbia (manee Col-0)
obun mosyuensl u3 Arabidopsis Biological Resource Center (The Ohio State
University, USA). Cemena muuuii gunl wu gunlgun5 Obumd J1H00€3HO
npenoctariensl HaMm Nobuyoshi Mochizuki. Oco6ennoctn nmuHMIA apaOuorncuca
npe/ICTaBICHBI B Ta0IuUIE 1.

Ta6nuua 1 - Micnonb3oBaHHbIE B pabOTe JIMHUU apabugoncuca

JInaus Jlokyc Hedekr denotun
Columbia-0 - - JIukuii THII
(Col-0)
Landsberg erecta - - JIukuii TUI
(Ler)
OrcyrtcTBHE 3aMeJICHHBIN
Glucose insensitive 2 PETYJIATOPHOM pocr,
(gin2) At4G29130 | pynkumm HEYYBCTBUTEIb-
IeKCOKMHA3bl | | HOCTh K TJIFOKO3€
(HXK1) IIPH NIPOPACTAHUH
Abscisic acid OTtcyrcTBUE HeuyBcTBHUTEH-
insensitive 4 At2G40220 | trpanckpunuoH- | HOCTh K ABK mpu
(abi4) HOT'O daxTopa | npopacTaHun
ABI4
Genome uncoupled 1 OtcyrcrBue PPR-
(gunl) At2G31400 | 6eaxa GUN1 gun-deHoTHI
JIBOWHOM MyTaHT OtcyrcTBHE gun-genoTwr,
Genome uncoupled 1 u | At2G31400, | 6enka GUNL, | boree  cBermas
Genome uncoupled 5 At5G13630 |orcyrctBue — H- | okpacka nHcCThbeEB,
(gunlgunb) CyObCTMHUIIBI 4eM Yy JIHKOTO
Mg-xenaTa3bl THUNA
Kenro-3eneHas
Chlorina 1-1 At1G44446 | OrcytcTBHE OKpacKa JIHCTHEB,
(ch1-1) byHKIIH 3aMeJIJICHHOE
xjopoduiima  a | pa3BUTHE,
OKCHUT'€HA3bl, NOTpeOHOCTh B
OTCYTCTBHE Oonee  BBICOKOM
xsopoduiuia b OCBEIICHHOCTH




54

CemeHa crepunu3oBau B pactBope, conaepxaieM 70 % sranona u 0,05 %
Triton X-100, B TeueHne 8 MUHYT, TPUKIbI IPOMBIBAIA CTEPUIIBLHON BOJION U pac-
KJIaJBIBAJIM HA TJIOTHOM cpeje B yarmkax [leTpu Bmonp quaMeTpa Jaiiki.

[TutatenpHas cpema cojaepxaia: MUHepaibHble comu MS (Murashige,
Skoog, 1962) — mosmoBuHHEI cocTaB, ¢urorens («Sigma-Aldrich», CIIA) — 0,8
%, a Takxe caxaposy («Helicony, Poccus) — 2 % wu/unu Hopduropaszon («Sigma-
Aldrich») — 50 aM nnm 5 mxM. Tlocne ctpatudukamnmu npu +4 °C B TeYCHHE TPeX
CYTOK 4YallKd YCTAaHABIWBAJIM B BEPTUKAIBHOM IIOJOKEHWHW W BBIPAIIHBAIH
pacrenns npu Temmeparype 23 °C, ocserensoctd 120 mMxmomb*M 2 *c™ wmm 10
MKMOJE*M 2c ™ 1 JUTMHE CBETOBOTO JHS 16 yac.

B skcnepuMentax ¢ 006paboOTKoOM pacTeHHil MHruOuTOpaMu (HOTOCHHTE3A,
caxapo3oi, MAaHHHUTOJOM, IE€PEKUChI0 BoOAOposia 14-CyTOuHblE pacTEeHUM
apabujorncuca BBIICpKHMBAJIM B TEMHOTE€ B TeueHHEe 18 dYacoB 10 Haudala
skcriepuMenTa. OOpaboTKy MHrHOMTOpaMU (POTOCHMHTE3a M MEPEKUCHI0 BOIOPO/A
MIPOBOJIMIM TIyTEM OIPBICKUBAHMS JINCTHCB WHTAKTHBIX PACTCHUH PacTBOpPAMH,
conepkaBmumu: 3-(3,4-nuxnopdennn)-1,1-mumernamouesuny (DCMU) («Sigma-
Aldrich») — 20 MxM, 2,5-1u6pomo-3-meTtui-6-uzonponmi 6enzoxunon (DBMIB)
(«Sigma-Aldrich») — 20 mMxM, H,O, — 10 MM. OG6paboTky caxapo3oii u
MaHHUTOJIOM TPOBOAMIA TYTEM ONPHICKUBAHUS KOPHEW WHTAKTHBIX PaCTCHHUI
pactBopamu, coxaepxkamumu 3 % caxapossl («Helicony) wim 3 % wmanHHTONA
(«Helicon»). B kayecTBe KOHTPOJS HCIOJIB30BAIA PACTEHHUSA, O0O0pabOTaHHBIC
JEMOHU3WPOBAHHOM  BOJIOM  C  COOTBETCTBYIONIMMHU  KOHIIGHTPAIUSIMU
pactBoputenei; Bce pacTtBopbl comepxanun 0,05 % Triton X-100. Bpewms
0o0paboTKM pacTeHuil uHrHOUTOpamMu (OTOCHMHTE3a, Caxapo30il, MAHHUTOJIOM
COCTaBJIsLI0 4 yaca, IepeKUChio BOAOpoia — 2 U 4 yaca, BCJIe 32 YeM HEMEIJICHHO
BeIneisu PHK.

Bce axcniepuMeHThI ObUTH TPOBEACHBI HE MEHEE, YeM B TPEX OMOIIOTHYECKUX
MOBTOPHOCTSIX.

(The Ohio State University, USA), 3a HCK/IIOUEHHUEM CEMSH JIMHUK gunl u

gunlgunb, irob6e3no npenoctaBneHHBIX Ham Nobuyoshi Mochizuki.
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2.2. MeToapl HCCJIeI0BAHUSA
2.2.1. Ikcrpakuus PHK

PHK skctparupoBaii U3 pacTUTENBHOrO MaTepuana npu nomomu [RI-
Reagent («Sigma-Aldrich») cornaciHo mportokony npousBoauTes. ['oMoreHusa-
o Matepuana ¢ TRI-Reagent mpoBomwim B romorenm3atope TissuelLyser Il
(«QIAGENy, CIIA) B Teuenue 2 MuHyT nipu 4actote 30 koyieOaHuil B CEKYH/IY.
Jliis neHatypauuu OEJIKOB HCIIOJIb30Baiu Opomxitoprpomnanoi («Sigma-Aldrich»).
HyxnenHoBble KUCIOTHI ocaxaain 2,5 oobeMamu 96 % 3TaHOJa HA XOJOIY B TE-
yeHue HouH. 3ateM 00pasisl neHtpudyruposanu npu 14000 g u 4 °C B TeueHue
10 MUHYT, 0CaTOK HYKJICHMHOBBIX KHCIOT BBICYIITMBAIN NIPH KOMHATHOW TeMITepa-
Type, nepepacTBopsiid B 25-40 MKJI IEGMOHU3UPOBAHHON CTEPUIILHON BOJBI U HC-
noJib30BaM Juisi cuntesa nepeoi nenu kJ[HK. KomnuecTtBo u kauecTBO BbIACIICH-
Hoit PHK konTponupoBanu metonoM anektpodopesa B 1 % arapo3nom resne B He-
JIEHATYPUPYIOIINX YCIOBUSIX.

2.2.2. Daextpodopernyeckoe pasjienenue PHK B arapo3nom resie B
HATHUBHBIX YCJIOBHUIX

Oo6pasuer BeigenenHoit PHK pasnensuiin B 1 % araposnom rene B Oydepe
Tris-anertat-EDTA (TAE, coctas: 40 MM Tris-anerar, 0,1 MM Na,EDTA, pH 8,0)
C OKpalllMBaHUEM OPOMHUCTBIM STHUIIMEM IS MIPEABAPUTEIILHON BU3YaIbHOUM OIEH-
KM KoJinuecTBa M kadecTBa BolmeneHHoN PHK. Kaxnpiii oOpasen s HaHeCeHUs
Ha reJb coneprxkan 2 Mk pactBopa PHK B 6ydepe Tris-EDTA (TE, cocras: 10 MM
Tris-HCI, 1 MM EDTA, pH 8,0), 5 MKJI CTepHIbHON IEMOHHU3UPOBAHHON BOIBI U
1,5 Mk pactBopa 6pombenonoBoro cunero B 0ydepe TAE. Dnexrpodopes Benu
npu HanpspkeHuu 80-100 V, cuie toka 10 50 MA. BpoMHCTBIN dTHIUI 100aBIISIN
IIPY TIPUTOTOBJICHUHU TeJIsl 10 YyTh PO30BATON OKpacKu. Busyanuzamuio HyKIeHHO-
BBIX KHCIIOT U oTorpadupoBaHue Tefis MPOU3BOIUIN C IIOMOIIBIO 000pYA0BaHUS
GelDoc («Bio-Rad», CIIIA).

2.2.3. Cunrte3 nepBoii nenu k/IHK
Jlns ynanenus: Bo3amoxkHbiX nmpumeceit JIHK k 8 Mk o6paszna PHK no6agis-

au 1 mxa 10-tu kpatHoro O0ydepa JJHKa3wl («Fermentasy, Jlutsa), 0,5 mxn JIHKa-
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3p1 («Fermentas»). MukyOupoBanu 30 munyt npu 37 °C. Jlng UHAKTUBAIUU
JIHKa3e1 mobapmsiu 1 mxn EDTA (25 mxM) u nporpeBanu 10 munyT mipu 65 °C.
Ho6Gasumu 1 mxin npaiimepos oligo-dT (80 pM) («Fermentas») u mporpeBanu 5
MuHYT 1ipu 70 °C. MukyOupoBanu 5 MUHYT Ha Jb1y. K cMecu qo0aBisuim 4 MK SX
Oydepa obpatHoii TpaHckpunTasel («Fermentas»), 0,5 mxi (20 enuHUI) HHTHOU-
topa PHKa3 («Fermentas»), 2 mxin 10 MM cmecu dNTP («Fermentas»). Mukyou-
poBaiu S munyt npu 37 °C. K cmecu no6asunu 0,7 mxn (140 enunuir) oOpaTHOM
tpanckpunrtasbel ReverAidH MinusM-MulV («Fermentas»). MukyoupoBamu 60
MuHyT npu 42 °C. NnaktuBupoBaiu pepment nnkyoanueit 10 mun ripu 70 °C.
2.2.4. Ilondop npaiimepoB

[Ton6op npatimepoB st [ILIP B pexxume pealbHOro BpEMEHH OCYIIECTBIISIIN
C TIOMOIIIHIO MIPOrPaMMBbI Primer-BLAST
(http://www.ncbi.nlm.nih.gov/tools/primer-blast/).

CIUCOK BCEX HMCITOJIb30BaHHBIX MTPaiMEPOB NpUBE/CH B Taduiie 2 (Tadi. 2).
Bce mpaiimepsl ObLTH TpeaBAapUTEIBHO MPOBEPEHBI MyTEM aHalM3a IMPOIYKTOB
[IL[P-peakunu B arapo3HOM rejie, Kakaas mapa JaBaja €IUHCTBEHHBIM MPOIYKT
TpebyeMoro pazmMepa.

Tabnuua 2 - [IpaiimMepsl, ucnionb3zoBanHbie 115 [P B pexume peanbHOro

BPEMEHHU
Jlokyc I'en [Tpaitmepsl, ucnons3yemole a1 OT-TILIP-PB
At5G08290 YLS8 JI: AGGTGCTTGCGTCTGTTGCT
I[1: TGTCCTTGAGAGCCCAGTTGAT
At5G18170 GDH1 | JI.CAGGGCAGCGTTTTGTCATCCA
I[:CGATACCATCCTTGTTCTTGATTGCT
At5G07440 GDH2 | JI. CGCTCTTGGTGGTGTCCTGAA
IT1: CTCCTCCTGCGTTTGCGTAGA
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At5G64870 NOD1 | JI: ACGAGAAGCAGAAGCAAGCG
IT: GGTAAGTCCCCTGAGCATCGG
At3G14200 DNAJ | JI: AGGGAAAAACAATGGCGGAAGA
IT: TGGTGTGAAGTGGCTATGAGGTG
At5G59820 FER1 JI. ACTCCCTCACGGCTCTGCTT

IT: CGAAAGGCTGGAACACGACTC
At1G29910 LHCB1.2 | .:CGGAAAGTGAGCCAAGTTCT
I TGAAAGTCTCTACCATCCACCA

At4G29130 HXK1 | J:ATGGATGGTGGATTGTTTGAGCAT
II:AAGGTAGAGAGAGTGAGAAGCAGCA
At4G39210 APL3 JI: CGTGCGTCGGAGTATGGACTG

IT: AGATTTTGCTGCTTCTTGATGAGAC

2.2.5. OopatHo-Tpanckpunrtasuas [P B peanbnom Bpemenu (OT-IILP-PB)

OT-IILIP-PB mpoBoauid ¢ UCHOJb30BAHUEM TOTOBOM CMECH PEarcHTOB
SYBR Select Master Mix («Applied Biosystemsy, CIIIA) u o6opyaosanus C1000
Thermal Cycler CFX96 Real-Time System («Bio-Rad», CIIIA). O6beM peakiiu-
oHHOM cMmecH cocTtaBisil 10 mki. TP npoBoawau mo cieayroimemy MpoTOKOJY:
nporpeBanue 10 50 °C, 2 MUHYTHI (COTJIACHO PEKOMEHJAIMHU MPOU3BOAUTEINS),
onuH muki aeHaryparuu (95 °C, 3 muayThl), 36 nukioB ammudukamuu (95 °C,
20 ¢—60°C, 30 c—72 °C, 30 c¢), mocine yero oOpas3ipl MOABEPrajInuch HarPEBaHUIO
10 95 °C s mocnenyronero anajarus3a KpuBbIX iaBieHus. B kauectBe pedepeHc-
Horo rena ucmnoas3zoBamu YLS8 (At5G08290) (Hong et al., 2010). [dnst moxrBep-
YKJIEHUSI OTCYTCTBUS MPUMECEN MPOBOIUIIN PEAKIIUN «HETaTUBHOTO KOHTPOJIS» 0e3
no6asnenus k/IHK co Bcemu rcnonb3yeMbIiMu npaiiMepaMu. AHaIIU3 Pe3yJIbTaToOB
U TocTpoeHue rpaduKOB MPOBOJUIN MPU MOMOIIKA MPOTPAMMHOTO OOECTICYCHUS
CFX ManagerTM Software Version 1,6 («Bio-Rad»).

2.2.6. OnpeneJieHne coAepKaHUs CYNIEPOKCHIHOTO PaguKaJIa

Onpenenenue coaepxaHus CyNepoOKCHIHOTO paiuKaja IPOBOAWIA METOIOM

uHUIbTpauu 14-CyTOUHBIX JIMCTHEB apalujorcuca pacTBOPOM HUTPOCHUHETO
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tetpazoaus (HCT) cormacHo Meyer et al. (2009). Ilpu B3aumonetictBun HCT ¢
CYNEPOKCHIHBIM PaJMKAIOM BhIMagacT ¢opMazaH B BHJIE OCaTKa TEMHO-CHHEIO
nseta. K pacrsopy HCT (1 mr/mi) B 10 MM KH,PO, (pH 7,8) no6asnsiiu DCMU
(koneunas konueHtpanus — 20 MkM) unu DBMIB (koneunas konnentpanus — 20
MKM), Tocie 4ero mpoBOAMIA WH(PMIBTPAIIUIO JINCTHEB O] HU3KUM JIaBJICHUCM.
Koutponbhbie oOpasibl uHbuiabTpoBasiu pactBopom HCT 6e3 mo6aBok. Yacth
KOHTPOJIBHBIX 0OPAs3IOB YKCIOHMPOBAmX Ha cBeTy (120 mxmons*mc™?), acts B
TemHoTe. Bpems akcno3uiuu coctaisiio 40 MuHyT. 3aTeM Bce 00pasiibl IepeHo-
cuw B 70 % nstanon, uakyouposanu npu 80 °C 10 MOJHON SKCTPAKIIMKU XJIOPO-
¢umna u pororpadupoBai.
2.2.7. OnpeneJieHue YPOBHSA ITIOKO3bI B JTUCThSIX

JIJist oTy4YeHust IKCTpaKTa TIIFOKO3bl HABECKY JIUCThEeB 0K0Jio 300 Mr romo-
TEHU3UPOBAIM B KHJIKOM a30T€ A0 IMOPOIIKOOOPA3HOTO COCTOSHMS, J00aBIISUIHA
JIBYKPATHOE KOJUYECTBO JIEMOHU3UPOBAHHON BOJIbI OTHOCHUTEIHLHO BECA JIUCTHEB.
NuxyoupoBanu Ha BoAsiHOM OaHe B TeueHue 30 munyt npu 80 °C. Llentpudyru-
poBanu 10 munyT nipu 15000 ¢g. OTOupanu cynepHaTaHT, IPOU3BOIUIN U3MEPEHUE
YpPOBHsI TIIIOKO3bI KomMmepdeckuMm Habopom Glucose (HK) Assay Kit («Sigma-
Aldrich»), corimacHo mpoTOKOIy POU3BOIUTEIIS.

DH3UMATUYECKUNA METOJ1 OTPEIeTICHUS TIIFOKO3bl OCHOBAH Ha CHEKTPOdOTO-
METPHUYECKOM H3MepeHun ontuyeckor rumotHoctn HAJIH, oGpa3ytomierocst B pe-

3yJibTaTe IBYX (P€PMEHTATUBHBIX PEAKIIMIA:

Tmiokosza + AT® —2X 5 Miokozo — 6 — gpocpam + A/]D

Tioko30 — 6 — pocpam + HA —=2 5 6 — ghocpoeniokonam + HAAH

rae HXK1 — rekcokunasa 1, G6GPDH — ritoko30-6-gocdarnernaporenasa.

K 50 Mk skcrpakTta riroko3bl qo0aBisiin 250 MK peareHTa (COAEPIKUT

TeKCOKMHA3y U TI0K030-6-pocharaeruaporenasy). Uepes 15 MuHyT uzMmepsiu
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ONTHUYECKYIO IUIOTHOCTH NpHU JuiMHE BOiHBI 340 HM. KOHEHTpauuro IitoKo3bl B
IKCTPAKTE PACCUUTHIBAIIN N0 popmyie:

AA*TV * F*180,2

6,22*d *SV *1000

entokoza, me | mn =

rae AA — pa3Hula B ONTUYECKOHM IUTIOTHOCTH 0o0paslia U pacTBopa cpaBHeHus; TV
— o0muii 06beM oOpasia, mi; F — daktop pazdasnenus; 180,2 — mossipHas macca
TJIFOKO3BI, T/MOJTb; SV — 00beM cyrmepHaTaHTa B 00pasiie, Mi; 6,22 — MOJSAPHBIHA
ko3 urment moryomenus 11 HAJTH npu 340 HM; d — IIMHA ONTHYECKOTO My TH
(=1 cm); 1000 — kordPuneHT nepeoga MKr B Mr. KoHeuHbIil pe3yabTaT BeIpa-
YKaJIM B MT TJTFOKO3bI HA TPaMM CHIPOTO Beca TKaHEH apaduorncuca.
2.2.8. Dxcrpakuust GpepMeHTOB

st sxerpakuuu pepmenToB Opanu HaBecky (300-400 mr) 3eleHbIX TKaHEH
apabujorcuca, pacCTUpaliy Ha JIby 10 00pa3oBaHus TOMOreHHON Macchl B 400 MK
oydepa (KH,PO,— 50 MM, nmonmuBuummnuppoauaod (PVP) — 4%, Triton X-100 —
0,3 %, B-mepkanTosranon — 14 MM, PMSF — 1 MM, DJITA — 1 MM, ackopOuHOBast
kucnora — 2 MM, pH 7,4). B-mepkanrosranon, PMSF u ackopOMHOBYIO KHCIOTY
no6aBsau B Oydep HEMOCPEICTBEHHO Iepe]] HadajaoM ASKCTpakiuu. ['omoreHar
uentpudyruposanu npu +4 °C npu yckopenuu 16000 g B TedeHHE BOCHbMU MUHYT.
[Tomy4uBIIMiics cynepHaTaHT MEPEHOCUIIHN B IUIACTUKOBBIC MPOOUPKH U UCIIOJIB30-
Bayu g onpenenenus aktuBHoct GDH B monuakpunamuaom ree.

2.2.9. Daextpodope3 6eJ1KOB B NOJIUAKPUIAMUTHOM I'ejie B HATUBHBIX

ycaoBusix (native PAGE)
Dnexktpodope3 B MOJUAKPUIAMHUIHOM I'ejie B HATUBHBIX YCIIOBUSX ITPOBO-

i cornacHo Davis (Davis, 1964). CTekiissHHbIC TUTACTHHBI OTACISUTA IPYT OT
Jpyra ¢ IIOMOIIBIO MPOKIAIOK TOMMUHON 1 MM. B mpocBeT Mexay miacTHHKaMH
3aJIMBAJIM PACTBOP MEIKOMOPUCTOTO MoJInakpuiaMuaHoro reis (7,5 %). s cos-
JaHUSI POBHOU BEPXHEHN TPAHUIIBI Pa3ICIISIONIECTO refisl Ha HeTO HACIanBaH OUv-

CTUJIMPOBAHHYIO BOAY A0 3aCTbIBAHUS I'CJIA. ITocne MOJIMMCEPHU3AlUU 3aJIMBAJIN
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KPYIHOMOPUCTHIN renb (5%). B mocnennuii norpyskainy miacTUKOBBIN 11A0JI0H IS
(bopMUpPOBaHUS «KapMAHOB» B BEPXHEH IpaHUIIE TelIs.

BepxHuM U HIDKHUM 3JEKTPOJHBIM Oydepom ciayxui 3-X KpaTHBIH TpHC-
rinuiuH (rmnud — 9 v/, Tris-HCl — 1,8 o/, pH 8,3). K 15 Mk aHanu3upyemMoro
oOpasia g00aBIIsIN 2 MK pacTBopa OpoM(EHOTOBOTO CHHETO, TTOCIIC YeTO CMECh
MOMEIIANIA B KapMaHblI refist. DnekTpodope3 nposoauiau npu 4 °C. IlepBsie noaya-
ca anektpodopesa npoBoauiau npu HanpsokeHuu 120 V npu cuse toka B 20 MA.
3arem MomtHOCTh JoBoavIH 10 220-240 V/30 MA. TIpoonKUTEIIEHOCTD DJISKTPO-
¢dopesa cocTaBisia 0kojio 3 yacoB. CUTHAJIOM K OKOHYAHUIO MPOLIECCa CITYKHJIIO
MOJIHOE TIPOXOKAEeHUE OpOM(DEHOIOBBIM CUHUM OJI0Ka pa3/ielsioIIero res.

JUis KOHTPOJISl KOJIMYECTBA MCCIENyeMOro Oeika Iociie OKOHYaHUS 3JIEK-
Tpodopesa refib OKpaIIMBaiid B BOJAHOM pacTBope, coaepikaniem 0,2 % Coomassie
G-250, 25 % wmsomnponanona, 10 % ykcycHOU KACIOTH B TeueHne 60 MunyT. J{ms
obecrBeurBaHus (HoHaA rejlb NEPEHOCUIIN B pacTBOp, cojepxkauuil 10 % ykcycHoi
KUCIOTHI U 12 % n3onponaHoa.

2.2.10. OnpenesjieHue aKTUBHOCTH IJIyTaAMATAETHAPOTeHA3BI

[Tocne npoBeaenus snekTpodopesa renp 3anuBanu 10 mi pactBopa, conep-
xarmero HAJL (1,2 MM), riryramuaoByto kuciory (10 mM), HCT (1,8 MM) B 0,1
M oydepe Tris-HCI (pH 7,8). I'enb nHKyOHpOBaJId B KpacsIiieM pacTBOpe MPH IO-
kaunBaHuM B TedeHue 10-15 MUHYT 10 MOSBIICHUS] OKpAIIMBAHUSA. 30HBI AKTHBHO-
CTH TIyTaMaTAeTHUAPOTEeHAa3bl BBISBISUIMCH Kak Oypble TIOJIOCH Ha OeciBETHOM (po-
He. Peakuuto octanaBnuBanu qodasiaeHreM 100 MK IesTHOW YKCYCHOM KHCIIOTHI.
3atem Oydep cimBanu, OKpalleHHbI! relb pororpadupoBaiu.

2.2.11. Koaun4yecTBeHHOE onpe/eaenue 0ejika mo bpeadopa
KonnuecTBeHHOE onpezeneHue ypoBHs Oeska mpoBoAUiIN MeToaoM bpen-
dopn (Bradford, 1976). B nynku 96-1yHOYHOr0 HMMYHOJIOTHYECKOTO TIJIaHIIIETa
BHOcwm 1o 200 Mk peaktuBa bpendopa («Sigma-Aldrich») u 4 Mk skerpakra
oenka. Yepe3 5 MUH U3MEPSUIH ONITUYECKYIO TIJIOTHOCTh P 595 HM Ha IJIaHIIeT-

HoM criektpodoromerpe BioRad-680 (CIIA). KonuenTtparuio Oeika BEIYUCIISUIIN
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1o KaTuOpOBOYHOMY rpauKy, TOCTPOEHHOMY C UCIOJIb30BAaHUEM OBIUBETO CHIBO-
POTOYHOTO AIbOyMHUHA.
2.2.12. CraTucTu4yeckas o0padoTka pe3y/jbTaToB

Bce skcniepuMeHTHI ObLITH TIPOBEJICHBI HE MEHEE, YUEM B TPEX OMOJIOTMYECKUX
noBTOpHOCTX. [locTpoeHne quarpamm npu KOJIMYECTBEHHOM OINPEAEICHUH TITI0-
KO3bI OCYIIECTBIISUIN C MOMOIIIbIO TTakeTa rnporpamm Microsoft Excel. JlocTtosep-
HOCTh pa3JIMuuil OLICHUBAIH 10 KpuTeputo CThIOZIeHTa MPU YPOBHE BEPOSITHOCTH P
< 0,05. dns obpatHo-TpaHckpunTazHou [11IP B peanbHOM BpeMeHU CTaTUCTUYE-
cKas 00padoTKa JaHHBIX ¥ IOCTPOCHUE TMArPaMM MPOU3BOIUINCH IPOTPAMMON
CFX Manager™ Software Version 1,6 («Bio-Rad»).

BapBI Ha BCCX AUarpamMmax O3HadarOT CTaHAAPTHBIC OTKIOHCHMH:A.
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3. PE3YJIbTATBI U OBCYXKJIEHUE
3.1. Onpenesienue U30(hepMEeHTHOI0 CIIEKTPA IJIyTaMaTAeruporeHasol B
Pa3JIMYHbIX OPraHax M THNAaX KJIEeTOK apaduaoncuca
Omnpenenenue cnenuduyeckor aktuBHocTH (epmenta HAJI(H)-GDH npo-
BEJICHO Ha TeTepOoTpOdHOIN KYJIBType KJIETOK W B HAJI3EMHBIX OpraHax apaOujomn-

cHuca.

[Iponyxt rena GDH]I,

\\

BapuanTtsl cOOpKH rekcamepa

& 8 & [Iponykt rena GDH?2,
o“o & @&{" B-cyOnenunamIIa
CD:&Q @1‘ ‘QO“)
S
N
Yo

Puc. 4. M30depMeHTHBIA CNEKTP TIyTaMaTIErHAPOTeHa3bl B CYCIEH3UOH-
HOM KyJbType KIETOK M pPa3Iu4HbIX opraHax apabumoricuca Ha cBety (120

2 1
MKMOJIb*M ¢ ™).

Ucnonb3oBanu 7-CyTOUHYHO TEeTEpOTPO(PHYIO CYCHEH3MOHHYIO KYJIBTYPY
KJIETOK, a Takxke 14-cyTouHble pacTeHHs apaOHIOIICHCa, BBIPAIIEHHbIE TOPU30H-
TanpbHO Ha vamkax [letpu. [locne anekTpodopesa B HEACHATYPUPYIOIIUX YCIOBH-
X, MPOBEACHHOM B 7,5 % moJMakpuIaMUIHOM TeJie, HaOIoJal BCE CEeMb H30-
¢dbopM, COOTBETCTBYIOIIMX CeMH BapuaHTam cOopku (epmenta GDH (puc. 4).
JlaHHas MeTO/MKA HE TIpeAyCcMaTPUBAET UCIOJb30BaHUE OEIKOB-MapKepOB, O/IHA-
KO W3 JINTEPATypPHBIX JAHHBIX MU3BECTHO, YTO B HEJCHATYPUPYIONINX YCIOBHUSIX [3-

CY6”[>6I[I/IHI/IL[BI LIIyTaMaTACTUuaAPOTrCHasbl B I'CJIC IIPOJABUIANOTCA 6I)ICTpeC, 4cM O-
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cyobenuuuiiel (Turano et al., 1997; Miyashita, Good, 2008). Crekrp uzodopm
GDH paznuyaiics B 3aBUCUMOCTH OT HCIOJIB3YEMOTO MaTepuaia. B kieTkax cyc-
MIEH3WMOHHON KYJBTYphl HAOJIOIaT BBICOKYIO aKTHBHOCTh BapUAHTOB COOPKU OT
402p no 6P, BapuanThl 60 U S0lf BuzyanusupoBaiduchk ciaabo. B muctesax apabu-
JIOTICHCa, KOTOPBIE HAXOAWINCH Ha CBETY, peobnaaanmm n3ohopmsl 60 u Salp, T.e.
npu cOopke xonodepMeHnTa npeodiananu npoayktel reHa GDH1. B nensix poser-
Kax (KaXKIplii 00paserl cojepikan JUCThs, CTEOIU U JTUCTOBBIC Yepeliku 3-5 pacrte-
Huil) npeobnaganu uzodopmsl 6B, 1adSP u 204, T.e. npu cObopke xomopepMeHTa
npeobnanany npoaykTel reHa GDH2. Takum oOpa3oM, pa3audHbIC THUIBI KJIETOK
coliep kasi pa3audHble n3ohepmenTHbie criekTpbl GDH. M3BecTHO, 4TO B KOPHSIX
apadbunorncuca Hanbosee aktuBHbl popmel GDH, Goratsie B-cyObeauHuIamMu, B
Mme3oduie JTUCTheB — a-cyoneauaumamu (Turano et al., 1997; Miyashita, Good,
2008). Uro xacaercs cnektpoB GDH B mensIx po3eTkax, TO OH 00pa3yeTcs B pe-
3yJbTaTe CMEIICHUS! CIIEKTPOB, XapaKTEPHBIX JJIsi JTUCTOBBIX TJIACTHUHOK, CTeOIeH
Y JIUCTOBBIX YKUJIOK U, TTO-BUAMMOMY, MOXKET 3aBUCETh OT YCJIOBUI BBIpAIIMBAHUS,
BO3pacta pacteHuil. B Hameir paGote, kak u B pabore Miyashita u Good
(Miyashita, Good, 2008), ciektp nzohopm GDH B 1enbix po3eTkax XapakTepu3o-
BaJics npeobiaganueM Gopm, 6oratsix B-cyObeIUHHUIIAMMU.

B nenuddepeHmpoBaHHbIX KIETKaX CYCIIEH3MOHHOW KYJbTYpbl TKaHECIIe-
U(UUHBIN XapaKTep dKCIPECCUU T'€HOB, KaK MPaBHUIIO, YTPAuUBaeTCs, YTO B JaH-
HOM CJy4yae TMO3BOJIMJIO HaOMIOAaTh MPAKTUYECKH TMOJHBIA H30(EPMEHTHBIN
cnextp GDH.

3.2. Xapaxkrep n3menenuii 3xcnpeccuu reioB GDH1 u GDH2 npu usmenenun
OCBEIIEHHOCTH
3.2.1. lunamMuka udMeHeHus ypoBHs TpaHckpunToB renoB GDH1 u GDH?2
HA CBETY U B TEMHOTE

B mocnenyromux pazgenax maHHON pabOTHI MCIOJIB30BATHM 3€JICHBIE TKAHU
pactenumii (po3etkn) pacrenuii muauu Arabidosisis thaliana aukoro tumna, SKOTHII
Columbia-0 (Col-0). JIns n3y4yeHus 3KCIPECCUU UCCIIEIyEMbIX T€HOB HMCIIOJb30Ba-

JIM JaHHbIE 0OPATHO-TPAHCKPUNTA3HON NOJMMEPA3HOW LETHOM PeakUny B pEKUME
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peanbHoro Bpemenu (OT-IILP-PB). B kauecTBe pedepeHCHOro reHa mucrojb30Ba-
mu YLS8 (At5G08290), koTopsiii KomupyeT OeNOK, YIaCTBYIOIIUN B MUTOTHYECKOM
ke, Jkerpeccus reHa YLS8 crabumnpHa mpu cMeHe TeMIepaTypbl OKpysKaroIen
Cpellbl M HE MOJIBEpKEHA CYyTOYHBIM HU3MEHEHUSIM, B OTIUYHME, HAIPUMEp, OT IIH-
POKO TIpHMEHsIeMOTo B KadecTBe pedepencHoro reHa aktuHa (ACT) (Hong et al.,
2010).

Okcnpeccus reHoB GDH1 u GDH2 makcumanbHa B TEMHOTE U MUHUMAaJIbHA
Ha cBery. JlaHHbBIE, TIPEICTaBICHHbIE HAa PHUCYHKE S5, TOKa3bIBalOT W3MEHEHHE
ypoBHsl TpanckpuntoB reHoB GDH1 u GDH2 B 14-cyTouHbIX po3eTKax apaOujomn-
cuca, BeIpalieHHBIX Ha Yamkax [lerpu. PacTtenus BeimepkuBanmm 18 4acoB B TeM-
HOTE, MOCJIe Yero 4acTh BHICTABISLIM Ha 4 waca Ha ceer (120 mMxMmomb*M™“c™), a
4acTh OCTaBajiach 4 yaca B TeMHOTE. YPOBEHb TpaHCKpunToB reHoB GDHI1 u

GDHZ2 6b1;1 3HaYUTENIBHO BHIIIE B TEMHOTE, Y€M Ha CBETY (pHC. 5).

GDHI GDH?2

= =

1201 — ]

80 T {CTEeMHOTA

0 I m—m—m— iz cBeT

HOpMaJIHSOB‘dHHaH KPaTHOCTDb
IKCHpeCcCHH

Puc. 5. Dxcrnpeccust renoB GDH1 u GDH2 npu sxcriorupoBannu pacTeHuit

auann Col-0 B TeMHOTE 1 Ha CBETY.
O6o3navennsi: TemMHOTa — SKCHO3UIMs pacTeHuil B TemHoTe 22 (18+4) waca; cBer —

IKCIO3ULUS pacTeHUH 4 yaca npu ocBeleHHocTH 120 MKMOnb*m 2c .

B 3aBucuMocTH OT yClOBHUH 3KCIEpUMEHTa (YPOBEHb OCBEIIEHHOCTH, MPO-
JOJDKUTEIBHOCTh SKCIIOHUPOBAHMS HA CBETY U B TEMHOTE) pa3HUIIA MOTIJIa COCTaB-

a5tk 0T 10 1o 120 pa3 (maHHbIe He MpuUBeNEHbI), mpudeM st reHa GDH2 sta pas-
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HUIla OblIa, KaK MpaBuiio, Oosbiie. [ToayyeHHble TaHHbIE COTIacylOTCs C JaHHBIMU
auTeparypsl. Tak, mo maHHBIM 1Urano, skcrpeccus reHa GDHI1 moBeimanace B
temHoTe B 3 pa3a, a GDH2 — B 18 pa3 (ucnonb3oBanucek TUCThsS 24-THEBHBIX pac-
TeHHH apaduorcuca auaun qukoro tumna Col-0, ocBemenHocTh coctaBisuia 120-
140 mxmonp*m e, Bpemst sxcrosuuuu B TeMuOTe — 4 cytok) (Turano et al., 1997).

Takum oOpaszom, macmtad u3MeHeHus sKkcnpeccuu reHa GDH2 Gomblie,
yeMm reHa GDHL1. ITockonbKky 3TOT MacmiTab M3MEHEHUH BapbUPYET B 3aBUCUMOCTHU
OT YCIIOBUH IKCIEPUMEHTA, C IIeNIbl0 0oyiee JETAbHOTO M3yUeHUsl XapaKTepa H3-
MEHEHHUS IKCIIPECCUU HCCIEAYEMbIX T'€HOB, Mbl M3YYWJIM JUHAMHUKY WU3MEHEHUS
ypoBHsI TpaHckpunToB reHoB GDH1 u GDH2 npu n3MeHeHnn yCclIoBUN OCBEIICH-
HOCTH (TE€MHOTa-CBET M CBET-TEMHOTA). JIMHAMHKYy W3MEHEHHUS YpOBHS TpaHC-
kpuntoB reHoB GDH1 u GDH2 uccnenoBanu B po3eTkax 14-CyTO4HBIX pacTeHUMN
muann Col-0 B TeueHue 8 4acoB mociie mepeHoca U3 TEMHOTHI Ha CBET U M3 CBETA B
TEMHOTY. B akcnepumenTe ucrnosib3oBaiu 14-cyTouHble pacTeHHs apaOujorcuca,
BBIpAlIEHHBIE TIpU OocBemeHnu 120 mrmons*m e, TTocre HEIPEPBIBHOTO MPEObI-
BaHUs HA CBETYy B TeUeHHe 18 yacoB pacTeHus yOpaiu B TEMHOTY, TIOCTIE YEeTo OT-

Oupaiu 00pasiisl Kaxpie 2 yaca (puc. 6).
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Puc. 6. lunamuka nzmeHenus sxcnpeccuu renoB GDH1 u GDH2 nocne 18
s 21 .
4 HerpepbIBHOTO ocBerieHus (120 Mkmonb*M “c”) 14-CyTOYHBIX paCTCHUN JTUKOTO

tuna Col-0 u mepeHoca ux B TEMHOTY.
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YpoBenb TpanckpuntoB reHa GDH2 mossimasncst mocie 4 4acoB 3KCIIOHHM-
pOBaHUA B TEMHOTE U MPOJOJDKAN PACTU BIUIOTH JI0 OCIEAHEN TOUKH B § 4acoB, B
TO BpeMms Kak skcnpeccusi reHa GDH1 noBbImanack TOIBKO K KOHILY SKCIIEPHUMEH-
ta. [lono6HbIe cBeleHUs B IUTEpaType OTCYTCTBYIOT U TIOJIy4€Hbl HAMU BIIEPBBHIE.

Jlnia uccnenoBaHusl TMHAMUKHA CHUKEHHSI YPOBHSI TPAHCKPUIITOB HCCIEIye-
MBIX T€HOB Ha CBETY UCIIOJIb30BaIM 14-CyTOUHbBIE pacTeHHs apaOuaoIcuca, KOTo-
phie BBIZICpKHUBaAIU 18 4 B TeMHOTE, 3aTeM — nepeHeciu Ha cBeT (120 Mkmop* M
2c’™"). ITpn 9KCIIOHMPOBAHMY PACTEHHH HA CBETY, SKCIPECCHS 0OONX HCCIELYCMbIX
IEHOB OKa3blBajach 3HAUUTEIBHO CHMXKEHA yxe uepe3 30 MUHYT IoOciie Hayaia
AKCIIEPUMEHTA, a Yepe3 2-4 yaca Ha CBETY JOCTHUrajia 3HauYCHUM, OJIM3KUX K MUHHU-

MaJIbHBIM (puc. 7).
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Puc. 7. lunamuka n3menenus skcnpeccun reHoB GDH1 u GDH2 nocne ne-
penoca 14-cyrounbix pacrenuit quauu COI-0 u3 TemHOTHI (18 YacoB B TeMHOTE)

na cset (120 Mxmonp*m °ct).

Takum o6pa3zom, moBblillieHUEe YpoBHS TpaHckpuntoB reHoB GDH1 u GDH?2
B TEMHOTE HJICT MEJJICHHEE, YeM CHWXKeHHUE Ha cBeTy. Jloctarouno 30 MUHYT JKC-
MOHUPOBaHMs 00Pa3IOB HA CBETY, YTOOBI YBUACTh 3HAUYUTEIBHYIO PA3HUILY B KC-

npeccun reHoB GDH1 u GDH2 ¢ o6pa3uamu, BblepkaHHBIMH B TeMHOTE. B
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JaTbHEHIINX IKCIIEPUMEHTaX BpPEMsI HEMPEPHIBHOIO AKCIIOHUPOBAHUS pAaCTEHUMN
Ha CBETY Nociie 00paboTKH EHCTBYIOIKUMHU areHTaMU COCTaBIIsUIo 4 yaca.
3.2.2. 3aBucuMoCTb ypoBHA TpaHcKpunToB renoB GDH1 u GDH2 ot ypoBHs
OCBEIEHHOCTH

C nenbto uzyuenus xapakrepa skcnpeccu reHoB GDH1 u GDH2 npu pas-
HOM OCBENIEHHOCTU 14-CyTOuHbBIE pacTeHUsi apaOUAOIICHCa, BbIPAIICHHbIE TOPH-
30HTAIBHO Ha valikax IleTpu mpu ocBemeHHocTH 120 MKMOIB*M °c™, agamTupo-
BaJIM K YCIIOBUSIM MOHMKEHHOM ocBemeHHocTH (2,5, 25, 40 u 95 MKMONB*M 2c™) B
TE€YEHHE JIBYX CYTOK. 3aTeM mocie 4 4acoB HEMPEPHIBHOIO OCBEIICHUS U3 PO3ETOK
Beiiensuin PHK u onenmnBanu yposens skcnpeccuu reHoB GDH1 u GDH2. Yem
BbIIlI€ OblJIa OCBEIICHHOCTh B SKCIIEPUMEHTE, TEM HIKE ObLiIa SKCIIPECCHsI TE€HOB
GDH1 u GDH2 (puc. 8). Habmtonanu ObICTpOE CHUKEHUE YPOBHS TPAHCKPHUIITOB
HCCIIENYEMBIX T€HOB MIpHU Iepexone oceemeHHoctn ot 0 k 2,5 m ot 2,5 k 25

MKMOJIB*M 2¢ 2.
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Puc. 8. Ypogens skcnpeccun renoB GDH1 u GDH2 B nucthsix 14— cytou-

HbIX pactenuit muHun Col-0 mpu pa3HO OCBEHICHHOCTH.
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[Tpu manmpHEHIIIEM TOBBIIIIEHUH OCBEIIEHHOCTH MPOOJIKAIOCH MTOHKEHHE
IKCIIPECCUU, HO MEHEE MHTEHCUBHO.

Taxum oOpa3om, 3aBUCUMOCTb ypoBHS TpaHckpunToB reHoB GDH1 u GDH2
OT OCBEIIEHHOCTH COXPAHSETCS W MPH OYEHb HU3KHUX 3HAYCHHUSIX OCBEIICHHOCTH
(2,5u 25 MKMOJIL*M'ZC'l). [To-BuuMOMYy, NMpY HU3KUX 3HAYEHUSIX OCBEIICHHOCTH
IKCIIpEeCcCHs MCCIEAYEMbIX T'€HOB 0OJiee YyBCTBUTEIbHA K €€ M3MEHCHHSIM, YeM
IIPU YMEPEHHBIX 3HAYCHHUSIX.

[IpunATO CuMTaTh, YTO U3MEHEHHUS YPOBHsS TpaHCKpunNToB reHoB GDHI1 u
GDH2 mnpoucxoasT BclieICTBUE BO3HUKHOBEHHUS CHTHAJIOB, KOTOpPHIE BBI3BAHBI
pPOCTOM YPOBHSI CaxapoB y PacTCHHH B JTHEBHOE BPEMsI Ha CBETY M CHIDKEHUEM B
temHote (Turano et al., 1997; Miyashita, Good, 2008). Psn ucciaenoBareneii cBs-
3BIBAIOT POJIb TIIyTaMaTACTUIPOTeHa3bl UMEHHO C MOJACp>KaHUEM YTIEPOIHOTO
cTaryca KJIETKU 3a CYET YJ4acTHs B MPOILECCe TUCCUMIUIALNN MENTUAOB U MOBBI-
[IEHUEM YPOBHS YIJIEBOJIOB, KOTOPBIE BKIIOYAIOTCA B IUKI TPUKAPOOHOBBIX KH-
cinotr (uukin Kpebca) mpu «yriaeBomHoMm rojomanum» (Miyashita, Good,2008;
Fontaine et al.,2013). [ToaTomy ciieayrommas 4acTh UCCIICIOBAaHUM TOCBSIICHA U3Y-
YEHHUIO CaXxapo3aBUCUMBIX MEXaHU3MOB peryysmnuu skcrnpeccuu renoB GDHI1 u
GDH2.

3.3. U3yueHnne MexaHu3MoB peryasinuu sxkcnpeccun renoB GDH1 u GDH2
3.3.1. Caxapo3aBucumas peryiasinus dxkcnpeccuu renoB GDH1 u GDH?2
3.3.1.1. Bausinue 3K30reHHOM caxapo3bl Ha 3kcnpeccuto renoB GDH1 u GDH2

H3MeHeHne KCIpeccuy TeHOB CO CBETO3aBHCUMOM perysisiiueil yacTo CBs-
3aHO ¢ U3MCHEHHEM ypoBHs caxapos. MccnenoBanus Blasing ¢ komeramu (Blas-
ing et al., 2005) moka3zamnu, uto skcnpeccus 40 % uccieayeMbIX T€HOB CO CBETO3a-
BUCHUMOM PEryJysiiiuell MOJYUHICTCS CUTHAJIaM, CBSI3aHHBIM C M3MEHEHUEM YPOBHS
caxapoB B KIIETKE.

HecMoTps Ha 3aMHTEPECOBAHHOCTH PA3IMYHBIX HUCCIIEIOBATEIHCKAX TPYII B
U3y4eHUU (DU3HOIOTHYECKON POJIM TIIyTaMaTIeruIporeHa3bl U TeHOB, KOJIUPYIO-
MIUX CYOBEIUHUIIB JAHHOTO (PepPMEHTa, KOHKPETHBI MEXaHU3M PETYIISIIHNA TEHOB

GDH1 u GDH2 no nacrosiero BpeMeHu He u3yueH. CoriacHo € IMHCTBEHHOM Ha
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CETOJIHSIIHUM JIeHb TUIOTE3e, MOBBIIICHUE dKcnpeccuu snepHbix reHoB GDH1 u
GDH2 npoucxoaut 3a c4eT OTMEHBI CHTHala-penpeccopa, KOTOPhIM BO3HUKAET
BCJIC/ICTBHE TTOBBIIICHKS YPOBHS caxapoB Ha cBety (Miyashita, Good, 2008).

JIJist ¥ccietoBaHus POJIM Caxapo3aBUCHUMBIX CHTHAJIOB B CBETO3aBUCHUMBIX
u3MeHeHusx skcnpeccu reHoB GDH1 u GDH2, ucnons3oBanu pacTeHus AUKOTO
tuna skotuma Landsberg erecta (Ler). Mcnonb3oBanuue muauu Ler Obuto HE0OX0-
JIUMO JIJIS TIOCJIEAYIOIIEr0 CPABHEHMS TOJYUYEHHBIX PE3yJbTaTOB C JAHHBIMH, MO-
JYYCHHBIMU Ha PACTCHUSX MYTAHTHOM JIMHUH QIN2, MOTYYCHHON HA OCHOBE JTUHHUH
Ler.

14-cyTounble pacTeHHs BbAEpXKUBaIU 18 yacoB B TEMHOTE /10 Hayajla KC-
nepuMeHTa. 3aTeM KOpHU pacTeHuil oopabaTteiBaiu 3 % caxapo3oi, a KOPHU KOH-
TPOJIBHBIX 00pa31oB — 3 % MaHHUTOJOM (MaHHHUTOJ MCIIOJIb30BAIN JIJIsI KOHTPOJIS
OCMOTHYECKOTO CTpecca, KOTOPBI MOTYT WCIBITHIBATH PACTEHUSI MPHU JIEHCTBUU
caxapo3bl). [locie 3TOro mojioBHHY T€X W JAPYTHX O0Opa3loB SKCIOHHPOBAIHM Ha
CBETy B TEUCHHE 3 9ACOB MPH ocBemieHHoCTH B 120 MKkMomb*M °c™, mpyryio dacts
o0pa3ioB yOpasiu Ha 3 yaca B TeMHOTY (puc. 9).

B kadecTBe reHa-mMapkepa ypOBHS SHJOTEHHBIX CaxapoB HCIOJIb30BalU T€H
APL3, «xotopeiii komupyeT Oounbmryo cyobenunuily AJld-rimroxo3onupo-
dochopunazer (ADP-Glucose pyrophosphorylase), meporo ¢epmenta B mytu
OonocuHTe3a kpaxMmana. Jkcrpeccus reHa APL3 uHaynupyeTcsl npu MOBBIICHUN
YPOBHSI caxapoB B KJIETKE paCTeHUH, M perpeccupyeTcs Npu ux cHwxkenuu (Ramon
et al., 2008).

B pacrenusix, o6paboTaHHbIX 3 % MaHHHUTOJOM M SKCIIOHUPOBAHHBIX Ha
CBETY, YPOBEHb TpaHCKpUNTOB TeHa APL3 OBl 3HAYUTENHHO BHINIE, YEM B pacTe-
HUAX, 00paboTaHHBIX 3 % MAHHUTOJIOM W BBIJCPKAHHBIX B TEMHOTE (KOHTPOJIb)
(puc. 9, A). O6pabotka 3 % caxapo30il BbI3bIBaja MOBBIIICHUE SKCIPECCUU TeHa
APL3 kak B TeMHOTE, TaKk U Ha cBeTy. TakuMm oOpa3om, 00paboTKa KOpHEH pacTe-
HUHN caxapo30il, MO-BUAUMOMY, IPUBOAUT K MOBBILICHUIO YPOBHS CaXxapoB B KJIET-

K€, UTO ¥ BBI3BIBACT MOBBIIICHUE dKcpeccuu reHa APL3.
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Puc. 9. Bousinue caxapossl Ha skcrnpeccuto reHoB APL3 (A), GDH1 (b) u

GDH2 (B) B po3eTkax apabujorncuca JUHAN JUKOro Tumna Ler.

O6o3navyennsi: MaHHUTON — JIUCThsI 00paboTaHbl 3% MaHHHTOJIOM; caxapo3a — JIUCThS
obpaboTtanbl 3% caxapo30ii; TeMHOTa — SKCIO3UIMs B TeMHOTe B Teuenue 21 (18+3) uaca; cBet

2 -
— aKcno3unys npu 120 MKMOJIb*M “C ! B Teuenue 3 gacos.

Okcnpeccust reHa GDH1 Bo Bcex ciydasx Oblia BbIllI€ B TEMHOTE, YeM Ha
CBETy, U HE U3MEHIACh MOCiIe 00pabOTKH caxapo3oi, Kak B TEMHOTE, TaK W Ha
cety (puc. 9, b). Dkcnpeccust rena GDH2 taxxe Oblia Beillie B TEMHOTE, YeM Ha

ceery (puc. 9, B). Yposenb TpanckpuntoB reHa GDHZ2 3naunTensHO cHUXKajCA
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nocyie 00pabOTKU pacTEHUM caxapo30il B TEMHOTE, U B MEHbILIEH CTENEeHU, HO JOC-
TOBEPHO CHIIKAJICS Ha CBETY.

Takum oOpa3om, Mbl HAOIIOATH CaXxapO3aBUCUMYIO PEIPECCHIO NIl TeHa
GDH2, no ne rena GDHI1. Ilpu nepeHoce pacTeHHii ¢ TEMHOTBI Ha CBET WJIU W3
CBETa — B TEMHOTY ypOBEHb TpaHckpuntoB rena GDH2, kak nmpaBwmiio, uaMeHseTcs
ObicTpee (puc. 7), a pa3HUIA MEKIY YPOBHEM B TEMHOTE M Ha CBETY OKa3bIBACTCS
oonbie, ueM aiis rena GDH1 (puc. 5 u 6). [To-Buaumomy, ren GDH1 BooOie B
MEHBIIIEH CTETICHN OTBEYAET Ha PETYISITOPHBIC CHTHAMBI, 4eM TeH GDH2.

Haunbonee wu3ydeHHBIM TOCPEIHUKOM WP TE€peaade caxapo3aBUCHUMOTO
CUTHaJa y pacTeHui sBisiercs rekcoknnaza 1 (HXK1). ITomumo cBoeit epmenTa-
TUBHOU (DYHKITUU, TEKCOKMHA3a | BBIMOIHAET CUTHAIBHYIO (DYHKIIMIO: TTOBBIILICHUE
YpOBHsI TJIOKO3bI BbI3bIBaeT (ochopmiupoBanue HXK1, koropas craHoButcs
KOMITOHEHTOM SIIEPHOTO BHICOKOMOJIEKYJISIPHOTO KOMILJIEKCA, CIIOCOOHOTO CBSI3bI-
BaThCsI ¢ MpoMoTOpamu sifiepHbIX reHoB (Ramon et al., 2008).

Ms1 wccieoBaad poib TeKCOKWHA3bl | B PEryJsIud SKCIPECCUU TEHOB
GDH1 u GDH2. VccnenoBanusi IpOBOAWIA HA IBYX JIMHUSAX apaOUIOIICHCA: JIH-
HUs qukoro tuna Ler m myrantHas juHus glucose insensitive 2 (gin2), momyueH-
Hasi Ha ocHOBe juHMM Ler. Pactenwst jauHMHM QiN2 uMeroT ne(eKT CUTHAIbLHOU
(GyHKIIUY TEKCOKUHA3HI 1.

Hcnosnp3oBanu 14-cyTo4yHbIC pacTeHHs JIMHUE Ler u gin2, BeIpallieHHbIE IO-
pu3oHTaNBHO B yaikax [letpu Ha cpene, comepxariieit 2 % caxaposy U 06e3 caxa-
po3bl. PacTenus mpenBapuTeIbHO BBIICPKUBAIHM 18 4acoB B TEMHOTE, 3aT€M JKC-
MOHUPOBAIU Ha cBeTy B TeueHue 4 vaco (puc. 10). OuenuBanu ypoBeHb TpaHC-
KkpuntoB rera rekcokuHasel 1 (HXK1). CornacHo TuTepaTypHBIM JaHHBIM, T€KCO-
KrHa3a 1 omocpeayeT MOBBIMICHHE 3Kcrpeccuu codoctBenHoro reHa (HXK1) mpu
MOBBIIIEHUH YPOBHS TIIOKO3bl B KJIETKE. YpoBeHb TpaHckpuntoB reHa HXK1 Bbi-
IIe Ha CBETY W IIpu 00paboTke caxapo3oii, u Hrke B TemHoTe (Granot et al., 2013).

Ha6nroganu ocratounyto sxcnpeccuio (0kosio 30 % OT ypoBHS 3KCIIPECCHH
y mukoro tuma) reHa HXK1 y muHum ¢in2, 4To corjacyercsi ¢ JUTepaTypHBIMU

JaHHBIMH, COTJIACHO KOTOPBIM MYTaHT (JiN2 MOXKeT coXpaHsiTh 10 50% sKkcrpeccun
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rena hxkl (Rolland et al., 2006). Dxcnpeccust rena HXK1 y muauu Ler mossimaeT-
Csl B IPUCYTCTBUHU caxapo3bl. BeIpamuBanue pacTeHuil auHuK Jin2 Ha cpene, co-
JepaKaleii caxapo3y, HE BBI3BIBACT OOJBIINX H3MEHEHHI 10 CPAaBHEHHIO C KOH-

TPOJIBHBIM 00pa3iioM 31oit auaun (puc. 10).
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Puc. 10. Yposens skcnpeccun rena HKX1 B 14-cyTouHbIix po3eTkax apadu-
JIoTICKCca JIMHUU JUKOTo Tuma Ler, BeIpalieHHbIX B IPUCYTCTBUH 2 % caxapo3bl B
cpeze.

O6o3navenns. Pacrenus BBIZICPIKUBAJIN 18 yacoB B TEMHOTE C Hocnenylomeﬁ OKCIIO3HU-

nueit 4 yaca Ha cBeTy. KoHTponb — pacTeHust BbIpalleHbl Ha cpene 0e3 caxaposbl, caxaposa —

pacTeHusl, BbIpAILIEHHbIE HA CpeZie B MPUCYTCTBUU 2 % caxapo3bl.

[Tpu sxcnonupoBannu 14-cyTouHbIX pacTeHuid Ler m gin2 4 yaca Ha CBETY
(mocne BoIAEp)KUBaHUS 18 4acoB B TEMHOTE) HAOJIIO1aTU TTOBBIIICHUE YKCTIPECCUN
reHa HXK1 y nunuu Ler (puc. 11).

CymecTBeHHbIX M3MeHEeHUH 3kcnpeccun reHa hxkl y muauum gin2 He ObuIO.
Taxkum obOpazoMm, HE 00pabOTKa caxapo3oi, HU TMEPEHOC U3 TEMHOTHI Ha CBET HE
NPUBOJIMJIM K MOBBINICHUIO dKcTpeccun reHa hxkl y myTanTHOM jauHUM QiN2, 4To
TOJITBEPXKIACT TOTEPIO0 PETYIATOPHON (YHKIIMM TeKCOKHMHA3bl 1 y MyTaHTa Qin2.
DTO MO3BOJISIET MCIIOIB30BATh MYTaHT (IN2 st UCCIIEIOBAHMS CUTHAILHOW POJIH

IreKCOKMHAa3bl 1 B caxapo3aBUCUMOHN peryisuuu skcnpeccuu reHoB GDH1 u

GDH2.
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Puc. 11. Yposenb TpanckpuntoB reHa HXK1 B 14-cyrounsix po3eTkax ju-
HUM JUKOTO Tuma Ler, mpenBapuTenbHO BblAEpXKaHHBIX 18 4acoB B TEMHOTE C MO-

. . -2 -1
cleayIoNIel FKcno3ulen 4 yaca Ha CBETY MPHU OCBEIIEHHOCTH 120 MKMOJIb™*M “C ™.

O06o03nauenusi: TemHOTa — pacTeHus: Haxoquuuch B TeMHoTe 22 (18+4) yaca; cBeT — pac-

-2 -1
TCHHA HAXOAUJIUCH IIPpU OCBCIICHHOCTHU 120 Mmxmoap*M “¢~ 4 gaca.

Janee uccnenoBamu skcnpeccuio reHoB GDH1 u GDH2 y myranTa gin2.
Pactenus nuauii Ler u gin2, BeIpalieHHbIC BEPTHKAIBHO HA yamikax lleTpu, BbI-
nepxkuBai 18 4yacoB B TEMHOTE, MOCJE YEro 4acTb 00pasloB AKCIOHUpOBaIU 4
yaca Ha CBETY, a 4acTh — B TeMHOTe (puc. 12).

Okcnpeccust reHoB GDH1 n GDH2 B pactenmsix nunuu Ler Obina 3HaUM-
TEJIbHO BBIILIE B TEMHOTE, YEM HA CBETY. DKCIPECCHS HCCIEAYyEMBIX T€HOB y pac-
TEHUH MYTaHTHOW JIMHUK (IN2 CYIIECTBEHHO HE OTIMYAIACh OT MX IKCIPECCHH Y
JIMHUY JIMKOTO TUIA: 3KCIpeccHs Oblila BbIllI€ B TEMHOTE W HIKE Ha cBeTy. [lomy-
YEHHbIE JaHHbIE YKa3biBatoT Ha HenpuyacTHOCTh HXKI1 k perynsiuu skcnipeccuu
reHoB GDH1 u GDH2.

Hcxoas u3 noaydeHHbIX pe3yabTaToB, Oblila IPOBEIEHA CEPHsl IKCIIEPUMEH-
TOB, B KOTOPO# 14-cyTouHbIe pacTeHus JuHuiA Ler u gin2 BeiaepxuBanu 18 yacos
B TEMHOTE, 3aTeM oOpabaTeiBaiu 3 % caxaposoit wim 3 % manuutonoMm. Kontpo-
JeM CIyXWId pacTeHus: nuHuu Ler, oopadotanusie 3 % MaHHUTOJIOM, IpeObIBaB-

mue 4 yaca Ha CBETY.
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Puc. 12. Dxcnpeccus renoB GDH1 u GDH2 B po3erkax pacteHuil quHUAN

Ler u gin2, BeIpaieHHbIX O3 caxapo3bl, HA CBETY U B TEMHOTE.

O6o3navennsi: TemHoTa — pacTeHus BoiaepkuBainu 22 (18+4) yaca B TeMHOTE; CBET —

pacTeHus BIAEPKUBAIH 4 yaca rnpu ocBerieHHocTH 120 MKMOIB*M 2,

MaHHHUTOJ UCTIONB30BAIM JIJISI KOHTPOJSI OCMOTHYECKOTO CTpecca, KOTOPHIi
MOTYT UCIBITHIBATH PACTEHUS TIPU JCHCTBUM caxapo3sl (puc. 13).

Xapaktep okcrnpeccun renoB GDH1 u GDH2 y wmyranta Qin2 mpu
00paboTKe pacTeHUWH caxapo30il M Ha CBETY CYLIECTBEHHO HE OTJIMYaJICS OT
IKCIIpeccuu y nuHuM nukoro tumna (puc. 13). Dkcnpeccusi rena GDH2 Ha cBety
Obl1a HUXKe, yeM B TemHoTe. OOpaboTka caxapo3oil MPUBOAWIA K CHHKEHHIO
skcnpeccun reHa GDH2. U3meHeHus ypoBHSA JKCIPECCUU B 3aBUCUMOCTH OT
OCBEILIEHHOCTH H OT MPHUCYTCTBUS caxapo3bl ObUIM 3HAYMUTENBHO CHUJIbHEE
BbIpaxkeHbl 11 reHa GDH2, yem nns rena GDH1.

Takum 00pa3om, Mbl HAONIOMANM CHUKEHUE YPOBHS TPAHCKPUIITOB TEHA
GDH2 non peiictBuem caxapossl (puc. 9 u 13). DTo cormacyercsi ¢ BbICKa3aHHOMN
paHee THUIOTE30i O caxapo3aBUCUMOM Xapakrepe perymsiuuu reHoB GDH
(Miyashita, Good, 2008). JlocToBepHOTO CHUXEHUSI YPOBHS TPAHCKPUITOB JIJIS T'€-
Ha GDH1 ue mabmaromau.

[lo HamMM JaHHBIM, HU Caxapo3aBUCUMOE, HU CBETO3aBHCHUMOE CHIKCHHE

ypoBHsI TpaHckpunToB TeHa GDH2 He 3aBuCHT OT reKCOKMHA3HI 1.
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Puc. 13. Oxcnpeccus renoB GDH1 (A) u GDH2 (b) B pactenusx nunuii Ler

¥ giN2 Ha CBETY ¥ B TEMHOTE B MPUCYTCTBUH Caxapo3bl.

O0o3Havennsi: MaHHUTON — JUCThs 00paboTaHbl 3% MaHHUTOJIOM; caxapo3a — JHCThsS

obpaboTtanbl 3 % caxapo30ii; TEMHOTa — IKCIO3UIIMS B TeMHOTE B TeueHue 22 (18+4) vaca; cBeT

2

— skcro3unus npu 120 MKkMoTb*M ¢! B Teuenue 4 yacos.
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Mo3HO cfienaTh BBIBOJ], YTO SKCIPECCHUS TaHHOTO TeHa ACHCTBUTEIHLHO MO-
JKET 3aBUCETh OT YPOBHSI CaXxapoB B KJIETKE, OJHAKO MPH 3TOM caxapo3aBUCUMAs
penpeccust rena GDH2 apabumornicuca omocpemyeTcss MeXaHHU3MaMH, HE3aBHCH-
MbIMU OT rekcokuHasbl 1. [{ns rena GDH1 ne nabmronmanu caxapo3aBHCHMOTO
CHW)KCHUS YPOBHS TPAHCKPHUIITOB.

3.3.1.2. Poab TpanckpununoHHoro paxkropa ABI4 B caxapo3aBucumoi
peryasinum dkcnpeccun renoB GDH1 u GDH2

Tpanckpurnmonnsiii (¢akrop abscisic acid insensitive 4 (ABI4) sensetcs
CBSZYIOIIMM 3BEHOM MEXKIY Pa3IUYHBIMU TUIIAMH PETYJIATOPHBIX CUTHAJIOB, B
YUCJIO KOTOPBIX BXOIAT CaXapO3aBUCHUMBIC W XJIOPOIUIACTHO-SJCPHBIC CHUTHAJIBI.
ABI4 B3auMOAeHCTBYET C OMpENEICHHBIMU y4acTKaMH B MPOMOTOpaXxX sACPHBIX
I€HOB, OKa3bIBasi aKTUBUPYIOIIEE UM PETPECCUpYIOIIee JeHCTBUE HA TPAHCKPUII-
o nociaennux (Leon et al., 2013).

B kieTkax pacTteHuii CymecTByeT TECHOE B3aUMOJICHCTBUE MEXKTYy CUTHaJa-
MmH, onocpenyemeiMu ABK m caxapo3zaBucuMbIMH curHajgaMyu. MyTaHTBI, HEUYBCT-
BUTEJIbHBIC K BBICOKOMY YpOBHIO TJItOKO3bI (Qinl/isi4/sis4 m gin5/isi2/sis3), ai-
JIeTBHBI TI0 OTHOIICHUIO K MyTaHTaM ¢ HapymieHueM cuHTe3a ABK (aba2 u aba3)
(Arenas-Huertero et al., 2000; Rook et al., 2001; Ramon et al. 2008). Ycranosiie-
HO, YTO 00pabOoTKa TIFOKO301 MPOPOCTKOB apabuAO0INCHCca TUKOTO TUTIA TPUBOIUT
k nosbitienuio ypous ABK (Cheng et al., 2002). 9To noaTBepk1aeT B3aMMOCB3b
YIOMSIHYTHIX BBIIIC CHTHAJIBHBIX IMyTeHd. MccaenoBanus, IpoBeICHHBIC HA TPaHC-
dopmaHTax, MOJYyYCHHBIX HA 0a3e MyTaHTOB Qinl u QiNS M CBEPXIKCIPECCUPYIO-
nux reH HXK1, nokazanu, uto curnansl, onocpeayembie ABK, neicTByroT B 11enu
nepeiayy mociie CuraanoB, onocpeayemsix HXK1 (Ramon et al., 2008).

B caenyronielt cepun 3KciepuMeHTOB Mbl HccieaoBaiu poibs ABlI4 B cBeTo-
3aBucuUMOil perymsiuuu skcnpeccun renoB GDH1 u GDH2. Mcnons3oBanu po3er-
ku muaui Col-0 u myTanToB abi4. 14-cyrounbie pacTeHus BeIIepKUBaIU 18 yacoB
B TEMHOTE, [IOCJIE Yero 4acTh PaCTeHMil BbICTABIsUIM Ha cBeT (120 Mrmonmp*mc™)

Ha 4 yaca, OCTaJIbHbIE OCTABJISIM B TeMHOTe. Jkcnpeccusi reHoB GDH1 u GDH?2
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ObLIa BBIIIIC B TEMHOTE Y HIIKE HA CBETY Kak y pacteHuii muanun Col-0, tak u y my-

TaHTHOU HUK abi4 (puc. 14).
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Puc. 14. Yposensb TpanckpuntoB renoB GDH1 u GDH2 B 14-cyTouHbIx po-

3etkax auaui Col-0 u abi4, BeipanieHHbIX Ha cpefie 0e3 caxapo3bl.

O6o3navennsi: TemHOTa — pacTeHus SKcnoHupoBau 22 (18+4) yaca B TEeMHOTE; CBET —
2 1

pacTeHust SKCIIOHUPOBaIX 4 yac mpu ocBetieHHocTH 120 MKMOIIB*M “¢™.

[Ipodunb skcpeccun Ha CBETY U B TEMHOTE CYIIECTBEHHO HE OTIMYAJICS
Mexay JuHusMU. ClenoBaTebHO, OTCYTCTBHE TPAHCKPHUIILIMOHHOTO (akTopa
ABI4 ne ormensieT cBetozaBucumoii penpeccuu renoB GDH1 u GDH2. Tony4uen-
HbI€ JaHHbIE HE UCKIIIOYalOT BO3MOXHOe yuactue ABI4 B caxapo3aBucumoii pery-
JISILUM DKCIIPECCUM UCCIICTYEMbIX TCHOB.

Cumwxenne ypoBHs TpanckpuntoB TeHoB GDH1 u GDH2 nHa cBety MOXkeT
OBITh BBI3BAHO OJHOBPEMEHHBIM JEHCTBHEM JABYX (PAKTOPOB: XJIOPOILIACTHO-
SJIEPHBIX CUTHAJIOB, HE CBA3aHHBIX C U3MEHEHUEM YPOBHS CaxapoB, U M3MEHCHU -
MU YPOBHSI CaxapoB B KJIETKE. YCTaHOBJICHO, YTO BCE M3BECTHBIC CaxapO3aBHCH-
Mble peryJisTopHble curHaibl, He onocpenyembie HXK1, nepenatorcs uepes ABI4
(Ramon et al., 2008). C menpio OIeHKH BKJIaJa caXxapo3aBUCUCHUMBIX CHTHAJIOB B
perynsiuu skcnpeccuu reHoB GDH1 u GDH2 MbI onieHuBanyM BO3MOXKHOE y4da-

CTUE TpaHCKpHUIIMOHHOTO (hakTopa ABI4 B CHIKEHUN YPOBHSI TPAHCKPUIITOB KC-



78

ClIeTyeMbIX TeHOB Ha cBeTy. [l aToro 14-cyTouHble pacTeHus apaOuaoICcuca Jiu-
Hun Col-0 m myranTa abi4 BeiepKuBaNM CyTKH B TEMHOTE, 3aT€M KOPHHU pacTe-
Huil oOpabateiBasii 3% p-poM caxapo3bl M MEPEeHOCHIN Ha cBeT Ha 30 MHUHYT.
KonTtponsHbie 00pasiisl 00padbaThiBaiv BOJIOK B T€X ke yCIOBUAX (puc. 15).
DKcnpeccust ueclieayeMbIX TeHOB y pactenuit muaun Col-0 cHmkanach mon
JEHCTBUEM caxapo3bl, MPUYEM 3TO CHIDKCHHE OBLIO 3HAYUTEIHHO CHIIBHEE BBIpa-
xkeHo 1y rena GDH2. Dxkcnpeccust rena GDH1 uMena c¢xoxkyro TEHJIICHITUIO C
skcrpeccuert rena GDH2, Ho MeHee BrIpakeHHYI0. Y pacTeHH MyTaHTHOW JIMHUU
abi4 oTmeHsieTCs CHMKCHUE TPAHCKPUITOB HMCCIEAYEMBIX T'€HOB B MPHCYTCTBHH
caxaposbl. CrieoBaTebHO, CHIDKEHNE IKCIIPECCHH MCCIIEAYEMbIX T€HOB Y pacTe-

auit muaur Col-0 mpu 00paboTke caxapo30i OMOCPEAYETCs TPAHCKPUIITUOHHBIM

dakropom ABIA4.
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Puc. 15. Dxcnpeccus renoB GDH1 u GDH2 na cery B poserkax 14-
cyrouHbix pactenuid auauid Col-0 u abi4, BeiaepkaHHbIX 18 4acoB B TEMHOTE ¢
nocienyromnieil o0padotrkoil u skcroHupoBanuem 30 MuHyT Ha cBery (120
MKMOTTB*M 2¢ ™).

O6o03nauenusi: Kontponb — 6e3 00paboTku; caxapoza — 00paboTka JmucTheB 3% pacTBO-

pPOM caxapo3bl.
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Takum o6pa3oM, y pacTeHHi MyTaHTHOH JuHUM abi4 coxpaHsuiach TEHJICH-
1Sl K MHOTOKPATHOMY CHI)KEHMIO YpOBHsI TpaHckpunToB reHoB GDH1 u GDH2
U EpEeHOCe PACTEHUN U3 TEMHOTHI Ha CBET, HO TIOJJOOHOE CHIYKEHUE OTCYTCTBO-
Bajo nocie o0paboTku caxapo3oil. M3 3TOro msl Jie1aeM BBIBOJI, YTO CHHMIKEHHUE
AKCIIPECCUU UCCIEIYEMBIX T€HOB Ha CBETY OIlOCpenyercs 0oJiee, YeM OJHOW MpH-
yrHOM. [loBBIlIIEHNE YPOBHSI caxapoB HAa CBETY — HE €JMHCTBEHHAsI IPUYMHA TaKo-
ro cHwkeHus. CaxaporocpeqoBaHHOE CHHWKeHue skcrpeccun reHoB GDHI1 u
GDH2 ne 3aBucutr or HXK1 u omocpenyercs TpaHCKpUIIIMOHHBIM (DaKTOpPOM
ABI4. IIpu 3TOM cyliecTBYeT CBETO3aBUCHMAsl PETYIISLMS SKCIIPECCUH UCCIETye-
MBIX T€HOB, KOTOpas He omnocpenyercs (pakropom ABI4 u He 3aBUCHT OT ypOBHS
caxapoB B KIIETKE.

MBI noslaraem, 4To MPUYMHON CBETO3aBUCUMOM PETYJISALUN SKCIPECCUU HC-
CJIElyEMBIX T€HOB, HE OIMOCPENYEMOIl YPOBHEM CaxapoB, ABIISIOTCSA XJIOPOILIACT-
HO-JIepHble cUrHasIbl. B nanbHelmeil paboTe Mbl UCCIENYEM BO3MOXHYIO POJIb
HanOoJiee M3BECTHBIX XJIOPOIUIACTHO-SACPHBIX PETYISITOPHBIX MYyTEW: CHUTHAJOB,
BO3HMKAIOIIMX MPU CUHTE3€ TETPANIUPPOJIOB, U3MEHEHUU PEIOKC-COCTOSTHUS MTyJia
IUTACTOXMHOHA TUJIAKOMIHOM MeMOpaHbl, M1 aKTHUBHBIX (OPM KHCIOPOJa, BO3HU-
KAIOIIUX MPHU paboTe POTOCUHTETUUECKOM LIETIH.

3.3.2. XU10pomiacTHO-siiepHasi peryasauus 3kcnpeccun renoB GDH1 nu GDH?2
3.3.2.1. M3yuyeHnue yyacTusi CATHAJI0B, BOSHMKAIOUIUX NIPU CHHTE3e
TETPANMPPOJIOB, B peryJsiiuu dxcnpeccun renoB GDH1 u GDH?2
Krnaccuueckum npumMepoM MyTH MEpeAavu XJIOPOIIACTHO-SIEPHOIO CUTHA-

Ja SBJIAIOTCS CUTHAJIbI, 00pa3yromIrecs MpU CUHTE3€ TETPANUPPOJIOB, MPEAIIECT-
BEHHUKOB xJopodwioB a u b. Tlepenaya CUTHANIOB JaHHOTO THMA HApYIICHA Y
T.H. gun-mytantoB (genome uncoupled). benrok GUNI1 mpexacrasiser coboit PPR-
oenok, npyrue reubl rpynnsl GUN koaupyroT ¢epMeHThl OMOCHHTE3a TeTpamnup-
podioB: xjopodmnioB a U b (GUN4-5) u rema (GUN2-3, GUNG) (Chi et al., 2013).
3nauenne GUN-GenkoB B mepeniaue XJOPOIIACTHO-SEPHBIX CUTHAJIOB yAaJIOCh
YCTaHOBUTb, BbIpAIllMBasl PACTEHUs apaOUI0ICHCca Ha Cpeaax, COAEp KAIUX UHIHU-

outop duroeHaecaTypaspl HOPIIOPA30H, YTO COMPOBOKAACTCS (HOTONECTPYKITH-
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€l XJIOPOIIACTOB M 3HAYMTEIIbHBIM CHHUKEHUEM dKcIpeccuu TeHoB rpymmbsl LHCB.
gun-MyTaHTHI, BRIpAIIEHHBIC HAa Cpelax ¢ Jo0aBieHHEeM HOPQIIIOpa3oHa, MPOI0JI-
XKaroT sKcrpeccupoBaTh reHbl LHCB Ha BhICOKOM ypoBHE, YTO OMUCAHO B JIUTEpa-
Type kak gun-¢penorun (Woodson, Chory, 2008). Jlanusiii pa3nen uccie 0BaHuUi
MOCBSIIIEH M3YYEHHUIO POJIM CHUTHAJIOB, BO3HUKAIOMIUX TPU CHUHTE3€ TETPamuppo-
JI0B, B peryJiisitiuu dkcnpeccun reHoB GDH1 u GDH2.

C uensio moATBepKAeHUsT QuN-deHoTHNa y ABOMHOrO MyTaHTa gunlguns,
nro0e3Ho npeaoctaieHHoro Ham Nobuyoshi Mochizuki, pactenus muauit Col-0 u
gunlgun5 BelpamuBanu B OpucyrcTBUM S5 MKM  Hopduropasona mpu
ocsemennoctn 120 mxmomp*mc™. Pacrenmus, BBIPAILICHHBIE B IIPUCYTCTBUU
HOp(IIIOpa30oHa, UMEIN 00ECIIBEUEHHBIE CEMSI0IbHBIC JTUCThSI 1 OCTaHABIMBAINUCH

B Pa3BUTHH HA 3-4 CYTKH IOCIIe popacTanus (puc. 16).

Puc. 16. Buemnwmii Bua 5-CyTOYHBIX MPOPOCTKOB apabuIoncuca,

BBIPAIIICHHBIX HA CpeJie C HOPQIIIOPa30HOM.

Oo6o3nauenusi: A — cpena 6e3 106aBok; b — cpena comepxut 5 MkM Hopdropa3oHa.

Ha pucynke 17 orobpaxen npoduib skcnpeccun rena LHCB1.2 y nuaun
IWKOTO THNAa W MyTaHTa gunlgun5 mpu BhIpalMBaHUM PAacTeHHH Ha cpele ¢
nobasnenreM Hopgmopasona. Ilpu neiictBuu HopdIrOpazoHa SKCIpeccHsl TeHa

LHCB1.2 y auauu Col-0 cHmkaeTcs OTHOCHTENILHO PacTeHMH, BBIPAIICHHBIX Ha
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cpene 6e3 nobasieHusi HopdIOpa3oHa, B 88 pa3. BeipamuBanue B MpUCyTCTBUU
HOop(uOpa3ona pacteHuit gunlgun5 camkaet 3kcnpeccuto reHa LHCB1.2 Tombko
B 5 pa3 (Puc. 17). Takum oOpa3zom, cHmkeHue skcmpeccun rema LHCB1.2 y

MyTaHTa gunlgun5 3HauuTENBHO OciabiaeHo (gUN-GpeHoTHI).
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Puc. 17. Dxcrpeccus rena LHCB1.2 y pacrenutit simauii Col-0 u gunlgun5 B
NPUCYTCTBUM HOPQIIOpa3oHa.

O6o3nauenusi: Kontpons — cpema 6e3 mobaBok; HO — cpenma comepkana 5 MxM

Hop(dmropa3ona. OCBENMIEHHOCTH B 3kcniepuMente — 120 MKMOIB*M 2™

C wmenpr0 MNPOBEPKH THUIOTE3BI O BO3MOYKHOM Y4YacTUM CUTHAJIOB,
BOZHMKAIOIIMX TPU CHUHTE3€ TETPANUPPOJIOB, B PETYISIUU SKCIPECCHUU TE€HOB
GDH1 u GDH2, ucnons3oBanu 14-cyrounbie pacTeHus JuHuM gunl u gunlguns,
BBIpAIIEHHBIE NPU YMEPEHHOU ocBemeHHocTH (120 MkMonb*M 2¢™). Bee pactenns
JI0 KCIIEPUMEHTA BBIAEPKUBAIN 18 4acoB B TEMHOTE, MOCJIE YETO YaCTh PACTCHUM
nepeHocuin Ha cBeT (120 MKMOJ’IB*M-ZC_l) Ha 4 4aca, OCTaJIbHbIC OCTaBJISIJIN B TEM-
HoTe. Dkcnpeccus reHoB GDH1 u GDH2 Obuia Beillie B TEMHOTE U HUXKE HA CBETY
Kak y oopasuoB junuu Col-0, tak u y myranToB gunl u gunlgun5 (puc. 18). Xa-
paKTep M3MEHEHHM 3KCIPECCHUU HCCIENyeMbIX T€HOB y PAacTEHUN 00eux JIMHUN

gun-MyTaHTOB Ha CBCTY M B TEMHOTE HC OTIIMYaAJICSA OT o6pa3u03 JIMHUN JUKOI'O
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tuna. Takum o0pa3oM, cBeTo3aBUCHMAas peryisnus skcnpeccuu reHoB GDHI1 u

GDH2 y pactenuit iuamii gunl u gunlgun5 He m3mMeHeHa.
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Puc. 18. Dxcnpeccust renoB GDH1 u GDH2 na cBety m B TeMHOTE Yy

pactenwmii quaui Col-0, gunl u gunlgunb.

O6o3navennsi: TemHoTa — pacTeHus BoiaepkuBanu 22 (18+4) yaca B TeMHOTE; CBET —

pacTeHus BbIAEP)KUBAIN 4 yaca rpu ocBenieHHocTH 120 MKMOJIB*M 2¢ ™.

OU3MONOTUYECKUE  TOCIEJICTBUS  NPUCYTCTBHSL ~ HOpQIIOpa3oHa B
pPacCTUTENIbHOW KJIETKE 3aBHUCIT OT COYETAHHMS €ro KOHUEHTPAUUH W YPOBHS
OCBEUICHHOCTH. [Ipy BBICOKOM W YMEPEHHOW OCBELIEHHOCTH BO3ICHUCTBUE
HOp(IIIOpa3oHa MPUBOAUT K Pa3pyLICHUIO TUJIAKOMJIOB, YTO COIPOBOXKAAETCS
CWIbHBIM OKucCIUTENbHBIM cTpeccoM (Kim, Apel, 2013). Opnako CcHMXeHHE
OCBEIIEHHOCTU JI0 O4€Hb HU3KOro ypoBHs (10 MKMonb*M °c™) mpuBOIUT K TOMY,
YTO JCHCTBHME CBETa, NO-BUAMMOMY, OKa3blBA€T HE HACTOJIBKO CHJIbHBIN
noBpexaarommii a3gdext (Saini et al., 2011). B cinenyromieit cepuu s3KCepuMeHTOB

) -2 -1 )
MBI TIPUMEHIIN Kak ymepeHHbId (120 MkMoib*M “c™), Tak u oueHb Huskmid (10

-2 -1
MKMOJIBL*M ¢ ) YPOBCHL OCBCIICHHOCTH. OTO MO3BOJIUIIO OLICHUTHh BO3MOXXHOC
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BJIIMSTHUE OKHUCIIMTEIBHOTO CTpecca, KOTOPBIA BO3HHKACT H3-32 JUCQPYHKIIHH
XJIOpOIUIAcTOB, Ha 3Kkcipeccuio reHoB GDH1 u GDH2.
Ha pucynke 19 mokazaH pe3ysibTaT 3KCIEPHUMEHTOB, B KOTOPBIX YacTh
obopasuioB smHuM Col-0 BeIpammBamu  Ha cpeme, coxaepkamed S MKM
. 2 -1
HOp(hIIOpa30Ha NpH CHIKEHHOUM ocBermeHHoCcTH (10 MrMomb*M “c™) wim 50 HM
. |
HOp(hIIOpa3oHa Mpu yMepeHHo# ocBemeHHocTH (120 MrkMonb*M “c™) nmm 6e3 Hero

IIPU YMEPEHHOM OCBEILIEHHOCTH.
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Puc. 19. Dxcrmpeccuss renoB GDH1 u GDH2 B cemMsagonbHBIX JTHCTHIX

npopoctkoB juHui CoI-0 Ha cpeaax ¢ qobaBieHueM HOPhIFOpa3oHa.

O0o3nauennsi: KoHTposis — pacTeHust BbIpaliuBain Ha cpeae 6e3 nodaBok; HO 5 MxM —
B cpejie mpucyTcTBOBaio 5 MkM Hopduropazona; HO 50 HM — B cpene mpucyrctBoBasio 50 HM
HOp(DITIOpa30Ha; OCBENICHHOCTh B dkcrepumente: 10 — 10 MrMOIb*M e 1, 120 — 120 MKkMOIB*M
2t APL3 — reH-mMapkep ypoBHs caxapoB, DNAJ — ren-mapkep Iuc(yHKIUU XJIOPOILIACTOB,

FER1 — ren-mapkep yposus H,Oz, NOD1 — ren-mapkep yposas O,

YpoBeHb (poTOmOBpekIeHUN OIEHUBAIM 4epe3 skcrnpeccuto reHoB DNAJ
(mapkep mucdyHkiuu xnoporiactoB), FER1 (Mapkep moBbiieHust ypoBHS Tiepe-
kucu Bojoposa) u NODI (Mapkep MOBBIIIEHHUS] YPOBHSI CHHIJIETHOTO KHCJIOPO/Q)
(Van Aken, Whelan, 2012). Dxcnpeccus rena DNAJ Beime y o6pasmos, Bbipa-

IICHHBIX B IPUCYTCTBUH HOPQIIIOpa3oHa, B 4-5 pa3 OTHOCUTEIBHO KOHTPOJIS. DKC-
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npeccus reda FER1 nmoBeimaercs B nmpucyrcTBuu HOpdIropa3oHa Mpyu HU3KOM Oc-
BenieHHOCTH. Jkcnpeccus rena NOD1 B npucyrcTBun HopditopazoHa HE MEHSET-
cs. XapakTep JKCIpeccur MapkepoB okuciurenbHoro crpecca (FER1 m NOD1)
MO3BOJISIET CHENaTh BBIBOJA, YTO BbIpalllUBaHUE PACTEHUM B MPUCYTCTBUU
HOp(IIOpa3oHa HE COMPOBOXKIAIOCH TMOBBIIICHHEM YPOBHS  CHHIJIETHOTO
KHCIIOpOJia. YPOBEHb MEPEKUCH BOJAOPO/IA, TO-BUAMMOMY, MOBBIIIAJICS TOJBKO MPHU
ocsemteHHocTH 10 MrMomp*Mc’ B mpHCYTCTBHH HOP(IIOpPa3soHA. DTO MOMKET
CBUICTEILCTBOBATH O XJIOPOIUIACTHOM MPOUCXOXKACHUN ITOM MEPEKUCH, TTOCKOIb-
Ky TIpH ocBemeHHoct: 120 MKMomb*M e, KOrma XIOpPOIUIACTHI MOBPEKICHBI B
OOJbIIeH CTETIeHU, IEPEKHUCH YK€ HE IPOAYIIUPYETCSI.

VYposens TpanckpuntoB rena GDH2 B npucyrctBuu HOpIropazoHa BO3-
pactan B 6-8 pa3 npu ocBernieHHocTd 10 mrmonp*m it u B 9-11 pa3 mpu ocBe-
menHocTH 120 MEKMOTB*MZc™ O CpPaBHEHHUIO C KOHTpoJieM ipu 120 MKMOJB*M ¢’
', Oxkempeccnst rena GDH1 Gbuta BbIIe IIPH BBIPAIIUBAHUN PACTEHHUI HA CPEIeE C
no0aBieHreM HOp(]IIIOpa3oHa OTHOCHUTEIBHO KOHTPOIISA, BHIPAIICHHOTO Ha Cpejie
0e3 nobasneHust HopduIrOpa3oHa, HO pa3HuUlla Obllla MEHEE BhIpakeHa IO CpaBHE-
HUIO ¢ 3Kcrpeccueit rera GDH2.

[Ipu OTCYTCTBUM KapOTHHOWJIOB, YMEPEHHAS] OCBEIICHHOCTh BBI3BIBACT pa3-
pyIlIeHHE TUJIAKOWIOB XJIOPOILIACTOB M MpeKpalieHue (POTOCHHTE3a, MOCIE Yero
NPOMCXOIUT CHI)KEHUE YpOBHS caxapoB B kieTke pactenus (Nott et al., 2006).
DOTUM OOBICHSIETCS CHUYKEHUE YpOBHS TpaHCKpunToB reHa APL3 Gonee yem B 30
pa3 y pacTeHui, BBIpAIICHHBIX Ha cpenax ¢ HopduropazoHoM. Kpome Toro, mpe-
Kpalraercs nepeaava XJIOpOIUTaCTHO-SIIEPHBIX CUTHAJIOB, KOTOPBIE B HOpME obOec-
MEYMBAIOT  PETPOTPAAHYIO  PETYJSAIHI0  OKCOPECCHHU  SIICPHBIX  TEHOB.
ComnoctaBnenne n3meHnenui skcrpeccuun reHoB FER1 u NOD1 ¢ skcnpeccueit
UCCICAYEMbIX TEHOB TIO3BOJISICT CHACNIaTh BBIBOJ, YTO TIOBBIIICHUE YPOBHS
tpanckpuntoB TeHoB GDH1 m GDHZ2 B mpucyrctBum HOpdmaopa3oHa, To-
BUJIMMOMY, He 3aBUCUT OT ypoBHSI A®K (kak mnepekucu BOAOpPOAA, TaK U

CHHIJICTHOI'O KI/ICJ'IOpOI[a).
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Taxum 06pazoM, npu TUCHYHKITUH XJIOPOIUIACTOB MPOUCXOIUT MOBBIIICHUE
skcrpeccun renoB GDH1 u GDH2, xotopoe MoXeT ObITh BBI3BAHO KaK caxaposa-
BHUCHUMBIMH, TaK U XJIOPOIUIACTHO-S/IEPHBIMU CUTHAJIaMU. B naHHOM ciydae K 4uc-
Jy TIOCTIEIHUX HE OTHOCATCS CUTHAIIBI, TiepenaBaembie dyepe3 ADK.

Jlnis Oornee TIIATENBHOTO HU3YYEHHS POJU Caxapo3aBHUCHUMOW pPETYISIUU
skcpeccun reHoB GDH1 u GDHZ2 npu ¢QyHKIIMOHAIBRHO HEAKTUBHBIX
XJIOPOILJIACTaX HCIOJBb30BAIN S-cyTouHble pacteHus JuHuu COl-0 m mMyTaHTHOI

aunuu gunl (puc. 20).
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Puc. 20. Oxcnpeccus renoB GDH1 u GDH2 B nucThsiX MPOPOCTKOB JIMHHIMA

Col-0 u gunl B mpucyTcTBUM HOPQIIIOPa30HA U caxapo3bl Ha CBETY.

O6o03nauenus: KoHTponb — pacTeHus, BeIpalleHHbIe Ha cpesie 6e3 100aBOK; caxapo3a — B
cpeae mpucyrctByer 2% caxapo3sl; HO — B cpeae mpucyrctByer 5 MKM HopguropaszoHa.

OCBEIIEHHOCTB B dKcIiepuMenTe — 120 mkmonp*m2c ™,

Yacte 00pa3iioB BeIpallMBAIM Ha cpeaax ¢ jgobaBiaeHueM S5 MKM
Hopdropazona, 2 % caxapo3bl, 5 MKM Hopdutopazona + 2 % caxapo3ssl, 0o 0e3
n00aBoK Tpu  ocBemeHHocTH 120 mrmonb*m e, Pacremus mmuum  Col-0,
BBIpaIllecHHbIE Ha cpene O0e3 HopduropazoHa u 6e3 2 % caxaposbl mOpu

2 -1
ocBeleHHOCTH 120 MKMOJBL*M ¢, CITY>KHIIH KOHTPOJIEM.
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BrlpanuBanue B NpuUCyTCTBUU HOP(IIIOpa30HA MPUBOAWIO K MOBBIIIECHUIO
skcnpeccun reHoB GDH1 u GDH2 y mmuum Col-0, momoOHO TOMYy, Kak 3To
npoucxomuT B TemMHOTe (puc. 6 um 20). Ilpum OZHOBpEeMEHHOM MPHUCYTCTBHU
Hopuropazona u 2% caxapossl ypoBeHb 3kciipeccun GDH1 u GDH2 y pacrenuit
Col-0 ObUT HECKOJBKO HIDKE, YeM B PACTCHUSX, BBIPANICHHBIX Ha Cpele ¢
HOP(JIIOPA30HOM, HO OCTaBajJCs 3HAYMUTENILHO BBIIIE, YE€M Yy PAaCTCHUH,
BBIPAILICHHBIX Ha cpeie 0e3 J00aBOK WIIM Ha Cpelie, ColepiKallei caxaposy.
Okcnpeccust renoB GDH1 u GDH2 y pactenmii nuauu gunl cymiecTBeHHO He
OTJMYajach OT HKCIPECCUU Yy JTUHUM AUKOro Tuma. TakuM oOpa3oM, OTCYTCTBUE
(YHKIIMOHATBPHO AKTHUBHBIX XJIOPOIUTACTOB OTMEHSIET CHIDKEHUE DSKCIPECCUU
UCCIIEyEMbIX T€HOB Ha CBETY. OJTO TOBOPUT O TOM, 4YTO CBETO3aBUCUMAs
penpeccust reHoB GDH1 u GDH2 ¢ Gombinoil BepOsSTHOCTBIO OMOCPEIyEeTCS
XJIOPOIUTACTHO-S/ICPHBIMUA ~ CUTHaJIaMu (2 He, Hampumep, ¢GUTOXpoMaMu U
KPUIITOXpOMaMH, CHUTHajdbHas (QYHKIUS KOTOPhIX HE TpedyeT Haluyus
i pepeHInpoBaHHBIX XJopormiacToB). llombiTka KOMIEHCHPOBATh OTCYTCTBHUE
dboTocMHTE3a y pacTeHWM, BBIPAIIEHHBIX B TPUCYTCTBHHM HOPQIIOpa30oHa,
no0aBJICHUEM caxapo3bl B IMHUTATENIbHYIO Cpeay HE TpuBelIa K perpeccuu
UCCJIETyeMbIX T€HOB, CPAaBHUMOW C HMX penpeccueil B KOHTPOJBHBIX YCIOBUSAX:
€clii pa3HUI]a B YpPOBHE TPAHCKPUOTOB B KOHTPOJE U B MPUCYTCTBUH
Hopdaropasona cocramsia or 7-10 pas (puc. 19) mo 40 pas (puc. 20), TO
no0aBIeHUE caxapo3bl B TPUCYTCTBHHM HOPQIIOpa30Ha CHIKANA JKCIEPCCHIO
UCCIIEyEeMbIX T€HOB MaKCUMYM B 2 pa3za (puc. 20).
3.3.2.2. PoJib peloKc-CUTHAJIOB MYJIa IVIACTOXUHOHA B PeryJisilMU IKCIPecCHH

renoB GDH1 n GDH?2

[ToMrUMO CHTHAJOB, CBA3aHHBIX C CHHTE30M TETPANUpPPOJIOB, K CBETO3aBU-
CHUMBIM XJIOPOIUIACTHO-SIIEPHBIM CHUTHAJIAM OTHOCAT: TPOAYKTHI T€HOB IJIACTH]I,
OPOAYKTHl KaTaboMu3Ma KapOTHHOWIOB, CUTHaibI, omnocpenyembie ADK u nap.
OcoObIl HHTEpEC MPEACTABISIIOT PEAOKC-CUTHAIIBI, MOCKOJBKY J1a)K€ He3HAUUTEIb-
Hble KOJEOaHHsI B YpPOBHE OCBEIIEHHOCTH BBI3BIBAIOT M3MEHEHHUS pEIOKC-

COCTOSIHMSI KOMITIOHEeHTOB XTI,
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[Tyn nnactoxuHoHa — yyactok XaDTLl, 4yBCTBUTENbHBIN K U3MEHEHUSIM YC-
JIOBHM OCBEILEHUS, SBISICTCS UCTOYHHUKOM CHUTHAJIOB, KOTOPHIE BIUSIOT Ha JKC-
Ipeccrio OOJIBIIIOro KOJUYECTBA XJIOPOIUTACTHBIX W siAepHBIX TeHoB (Fey et al.,
2005). M3MeHeHHsT SKCITPECCHU COOTBETCTBYIONIUX ICHOB HAIPABJICHBI HA ITPHCIIO-
co0sieHre peakiuii OTOCHHTE3a K YCIOBUSM OCBEIICHUS.

C uenpio u3y4eHus: poJik PEAOKC-COCTOSHUSA MyJia TUIACTOXUHOHA B PErysi-
1y cBero3zaBucuMon skcrpeccuu renoB GDH1 u GDH2 14-cytounble pacTeHus
muann Col-0 BeimepkuBaiv 18 4acoB B TEMHOTE, MOCIIE 4ero 00padoTaiy po3eTKH
pacTBOpaMu MHTHOUTOPOB (POTOCHHTETUUECKOTO TpaHcHopTa 3ekTpoHoB DCMU
wm DBMIB. Konnentparmun DCMU u DBMIB Obutn BeIOpaHbI coriacHo AaH-
HbeIM JuTepatypbl (Pfannschmidt et al., 2001). 3aTem oauH KOHTPOJIBHBIN 00pa3err
yOupanu B TEMHOTY Ha 4 yaca, a 3 Apyrux oOpasiia (KOHTPOJIb Ha CBETY, U pacTe-
HUs, oOpadboranubie nHrHONTOpamMu DCMU u DBMIB) nepenocumu Ha cBet (120

2 -1
MKMOJIb*M “c™") Ha 4 yaca. Cxema 3KcniepruMeHTa MpejcTaBieHa Ha puc. 21.

TeMHClTa, 184 TeMHOI'a, 184 TeMHITa, 184 TeMIOTa, 184
TeMHoTa184+4y Ceet 4y Ceetr 4y +DCMU  Cset 44 +DBMIB
PQ-nyn PQ-nyn PQ-nyn PQ-nyn
OKUCIEeH BOCCTAHOBNEH OKUCNeH BOCCTaHOBNEH

Puc. 21. Cxema 3KCHEpPUMEHTOB 10 U3YYEHUIO BIUSHUS PEIOKC-COCTOSHUS

MyJia MIaCTOXWHOHA Ha dkcrnpeccuto renoB GDH1 u GDH2.
O6o3nauennsi: PQ-yn — myn tutactoxunona. DCMU — 3-(3,4-nuxmopodennn)-1,1-
nuMerunmoueBuHa (20 mM). DBMIB — 2,5-aubpomo-3-meTun-6-uzonponmiden3oxunod (20

MM). OcBeieHHOCTD B dKcniepumente — 120 MKMOJIB*M ¢ L,
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B TtemuoTte PQ-myn HaxomuTcs B OKMCIEHHOM COCTOSIHMM, a Ha CBETY — B
BoccranoBneHHoM (Pfannschmidt et al., 2001). IIpu mepenoce pacTeHuit JIMHUM
Ler u3 TeMHOTHI Ha CBET YpoBeHb TpaHCKpUNTOB reHoB GDH1 cumxkancs B 20 pas,
a rena GDH2 — B 12 pa3, a y pactenuit muaun Col-0 camxkancs B 30 pasza (s re-
Ha GDH1) u 100 (s rena GDH2) (puc. 22).

IIpu o6padotke pacrenuit nuuruouropom DCMU, myn miacToXuHOHa 1epe-
CTaeT BOCCTAHABJIMBATHCS U MEPEXOIAUT B OKUCICHHOE COCTOSIHHE, KaK B TEMHOTE
(HECMOTps HA TO, YTO PACTEHMS HKCIIOHUPYIOTCS Ha cBeTy). [locine 00paboTku MH-
ruoburopom DCMU skcnpeccust renoB GDH1 u GDH2 nossimanace y pacrenuit
nvuauM Ler B 4 pasa, a y pacrenuii smann Col-0 B 4 pasza (s rena GDH1) u 31
pa3 (ms rena GDH2) mo cpaBHEHUIO ¢ KOHTPOJIEM Ha CBETY, XOTSA U HE IOCTUTAJIa
3HAYEHUMN, XapaKTepHBIX I pacTeHul B TeMHoTe. [Ipn 06paboTke pacTeHuil UH-
ruouropom DBMIB Ha cBety, Tpancnopt snekrpoHoB no xia2DTLl Onokupyerce,
Kak u 1pu oopadbotke DCMU, HO cocTosiHME TUIACTOXMHOHA OCTA€TCSl BOCCTAHOB-
JICHHBIM, KaK U B KOHTpoJie Ha cBeTy (puc. 22). O6paboTtka nuaruouropom DBMIB
HE BBI3bIBAJIA 3HAYMTEIHHBIX M3MEHEHHH ypoBHsA TpaHckpurnToB reHoB GDHI1 u
GDH2 y nunwuit Ler u Col-0 oTHOCHTEIbHO KOHTpOJIS Ha cBeTy. Takum o0pa3om,
YPOBEHB TPAHCKPUTIITOB UCCIIETyEMBIX TEHOB H3MEHSUIICSI B COOTBETCTBUU C PEIOKC-
COCTOSIHMEM ITyJ1a IJIACTOXMHOHA: MPU OKUCIICHUHU IyJia (B TEMHOTE U MpH oOpa-
0otke DCMU) — noBbIIascs, a Ipyu BOCCTAHOBJICHUH MyJia (Ha CBETY) — CHUKAJI-
cs. Ilockonbky neiictBue nuruoutopoB DCMU u DBMIB Bri3biBaeT ocTaHOBKY
nepeHoca 37eKTpoHoB B XD TL, 3T0 Hen30eKHO MPUBOAUT K MPEKPAILICHHUIO TO-
CTYIUIEHHS 3JIEKTPOHOB K KOHeuHOMY akuentopy — HAJI®D', koTopslil epexoaut
B BoccTtaHoBleHHYI0 hopmy — HAJIOH. Monekynsr HAJI®OH siBnsitoTcst HeoOxo-
JTUMBIM KOMTIOHEeHTOM 1ukiaa KanpBuHa-baHcoHa, B KOTOPOM MPOUCXOAUT (UKCa-
st moJiekyis CO,.

Taxum o6paszom, oOpaboTka HHTHOUTOpaMU (POTOCHHTE3a MPUBOJUT K CHHU-
KEHUIO CUHTE3a IoKko3bl. CrenoBarenbHO, U3MeHeHue skcnpeccuu renos GDH1
u GDH2 npu 06paboTke pacTeHunii ”HruOuTopaMu (OTOCUHTE3a MOXKET OBbITh BBI-

3BAHO UBMCHCHHCM YPOBH:I BHI[OFCHHOﬁ T''TFOKO3bI.
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Puc. 22. Oxcnpeccus reHoB GDH1 u GDH2 B poseTtkax 14-cyTounbix pac-
teHuid muani Ler (A) u Col-0 (b) npu u3MeHEHUN penoKC-COCTOSIHUS ITyJia Tiia-

CTOXHMHOHA.

O6o3nauennsi: DCMU - o6Opabotrka pacrenmii  3-(3,4-muxmnopodenn)-1,1-
nuMetuaMoueBruHOM (20 MkM) ¢ mocnenyromel 4-4acoBoii skcro3uinmei Ha cBety, DBMIB —
o0paboTrka pactenuil 2,5-auOpomMo-3-MeTuI-6-u30nponmioeH3oxuHonoM (20 MkM) ¢ mocie-
ayolel 4-4acoBOi AKCIIO3ULMEN HA CBETY, TEMHOTA — PACTEHMsI BBIAECPKHUBAIA B TEMHOTE B
teuenue 22 (18+4) yacoB; CBET — pacTEHHS BBIACPKUBAIH MIPHU OCBEIIEHHOCTH 120 MKMOJIB*M

21 5 Teuenue 4 yacos.
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OueHka ypoBHS IJTIOKO3bI B YCIOBUAX SKCIIEPUMEHTOB ¢ HHrHOUTOpamu ¢ho-
TOCHHTE3a MOKa3ajia, YTO YPOBEHb IIIIOKO3bI CHMKAETCSl HA CBETY Kak mpu obpa-
o6otke uaruburopom DCMU, Tak u npu o6padbotke nnruouropom DBMIB. [Toc-
TOBEPHBIX OTJIIMYUN MO YPOBHIO TIIIOKO3bI MEXKIY PAaCTEHUSAMU, 00paOOTaHHBIMU
DCMU u DBMIB, He oOHapyxmini. YpoBeHb TIIOKO3bI HA CBETY B MPUCYTCTBUU
DBMIB He otnnyancs oT ypoBHS ITFOKO3bI B TeMHOTE. Bce Tpu BapuaHTa (TEMHO-
ta, ceeT +DCMU, ceer +DBMIB) noctoBepHO OTIMYAIUCh OT YPOBHSI TJIFOKO3bI B

KOHTpoJIe Ha cBeTy (puc. 23).
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Puc. 23. YpoBeHb rr0k03bl B TUCThsAX pacTenuii Col-0, 00paboTaHHBIX HH-

ruouropamu DCMU u DBMIB.

O0o3nauenusi: OauHapHO# 3Be3104KOM (*) MOKa3aHbI JOCTOBEPHBIC OTIMYHUS OT KOH-
tpoist Ha cery (p<0,05), aBoitHO# 3Be3mouKkoi (**) MmoKa3aHbl JOCTOBEPHBIC OTIMYHS OT KOH-
tposs B TemHote (p<0,05). DCMU — 3-(3,4-nmuxnopodennn)-1,1-mumernnmouesuna (20 MxM),
DBMIB - 2,5-mu6pomo-3-metni-6-n3onponmidoenzoxuHoH (20 MkM). TeMHOTa — pacTeHHsI BBI-
Jep>KuBaiu B TeMHOTE B TeueHue 22 (18+4) yacoB; cBET — pacTeHUs BBIAEPKUBAIM MPU OCBE-

mennoctu 120 MKMOIb*M ¢! B Teuenue 4 yacos.

VYpoBeHb ri10K03bl Ha cBety B npucyrctBun DCMU, ognako, noctoBepHO
OTIIMYAJICS. KaK OT YPOBHs TUIFOKO3bl B TEMHOTE, TaK M OT YPOBHS Ha CBETy. JTO
MOJKET OBITh PE3yJbTaTOM HEMOJHOTO MHTUOMPOBAHUS TPAHCIOPTA SJIEKTPOHOB

JaHHBbIM I/IHI‘I/I6I/ITOp0M. B takom ci1ydac 3TO MOXKCT 06’I)}ICH}ITI>, INo4YEMYy YPOBCHb
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tpanckpunToB reHoB GDH1 u GDH2 He nmogHuMacs 10 ypoBHS Y KOHTPOJIbHBIX
pacTeHud B TEMHOTE.

Hcxonas w3 TMONMy4YeHHBIX JaHHBIX, oOpaboTka uHruomropamu DCMU wu
DBMIB npuBoIuT K CHHKEHHIO YPOBHS IIIOKO3bI Ha cBeTy (puc. 23). Ilpu sToM
skcrpeccus reHoB GDH1 u GDH2 noBsimaeTcst TOIbKO mpu 00pabOTKe pacTeHUui
uaruouropom DCMU u He uszmensiercst npu obpadoTke unruoutopom DBMIB
(puc. 22). U3 3toro cieayer, 9YTO0 U3MEHEHHS SKCIPECCUU MCCIICIyeMbIX TCHOB B
IKCIIEPUMEHTaX ¢ MHTHOMTOpaMu (OTOCHMHTE3a HE SBIISIOTCS CIEICTBUEM CHUXKE-
HUS YPOBHSI TJTIOKO3BI.

[TockonmpKy TIIOKO3a M (pyKTO3a SIBISIOTCS MEPBBIMU T'eKCO3aMH, 00pa-
3YIOUIMMHUCS B pe3ysibTaTe (POTOCUHTE3A, U SABISAIOTCA NMPEALIECTBEHHUKaMU B CHH-
T€3€ JIPYruX CaxapoB, CIIOCOOHBIX BBIMOJHATH CUTHAIBHYIO (DYHKIIMIO B pETyis-
IIUU SKCIIPECCUH TeHOB (Tperajgo3a M caxaposa), TO MbI TIOJIaraeM, 4TO U3MEHEHUS
HKCIIPECCUU HCCIIEYEMBIX T'€HOB, KOTOPHIE Mbl HAONIOAAIN B 3KCHEPUMEHTaX C
UHTHOUTOpaMH (POTOCHHTE3a, HE 3aBUCEIH OT CaxapoIroCPEIOBaHHBIX CUTHAJIOB.

3.3.2.3. YpoBenb A@K B yc/10BUAIX IKCIIEPUMEHTOB ¢ MHTHOMTOPAMHU
¢porocunTe3a

brnokupoBaHue 31MEKTPOH-TPAHCTIOPTHBIX IENel MOYTH HEen30eKHO MPHUBO-
JUT K W3MeHeHH0 ypoBH ADK B COOTBETCTBYIOUIMX OpraHeulax, a 3aTeéM U B
KJIeTke B 1enoM. OpHako B XJIOpOIUlacTax Ha cBeTy uctouHukom ADK moryr
OBITh HE TOJIBKO Pa3IUYHBIC YUYACTKH JIEKTPOH-TPAHCIIOPTHOM IIETH, HO U KOMIIO-
HeHThI cTpoMbl (MBaHOB U n1p., 2013), mosToMy TpyAHO MpEACKa3aTh, KAK UMEHHO
OyaeT U3MEHATHCS YPOBEHB 00MMX KIeTOUHBIX ADK B KOHKPETHBIX YCIOBHUSIX OC-
BEIIIEHHOCTH B MPUCYTCTBUU MHTHOUTOPOB. UTOOBI BHISICHUTH, HE OBLIN JIM CBSI3a-
Hbl U3MEHEHUS SKCIPECCUH uccienyemMbix reHoB ¢ ypoBHeM A®K, Mbl mposenu
orieHKY ypoBHsi ADK nipu 06padoTke nuctheB apadugoncuca DCMU u DBMIB.

C uenbro onieHKH Bo3MOKHOM posin ADK B M3MEHEHHH 3KCIPECCHH T'€HOB
GDH1 u GDH2 nox netictBueM WHruOMTOpOoB (POTOCHHTE3a JTUCThs 14-CyTOYHBIX
pactenuii apaduorncuca quauu Col-0, BeiIepKUBaIu CyTKA B TEMHOTE JI0 Havajia

sKcrepuMenTa, uHpuabTpoBanu pactBopom HCT ¢ mpobGanennem DCMU,
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DBMIB, mi6o 6e3 uaruduropos dorocunTe3a. KoHTpoibHBIE 00pa3iibl SKCIIOHU-
poBai Ha cBeTy mpu 50 MkMoTs*M ¢ 1160 B TEMHOTE 10 BhIMageHHs hopMasa-
Ha B ocasok (30-40 muHyT) B KOHTposie Ha cBeTy. OOpa3ipl, HHPUIHTPOBAHHBIC
DCMU wm DBMIB, sxcionrpoBain Ha CBETY TaKOE e BpeMsl.

KonudecTBo BhIMaBIero B ocanok ¢opmazaHa (TEMHO-CHHETO IIBETa) MPO-
MOPILMOHAJIFHO YPOBHIO CYNIEPOKCUIHOTO pajrKaja B TKaHsaxX jJucta. Kak BUIHO U3
pucyHKa 24, ypoBeHb CyNEpOKCHIHOTO pajuKaia OblI BhIIE B 00pa3lax Ha CBETY,
gem B TemHOoTe. OOpaboTka marn6mTopoMm DCMU BhI3BIBaNIa CHIDKEHHE YPOBHS
CYNEpPOKCUTHOTO pajivkaia Ha cBery. B mpucyrcrBun DBMIB ypoBens cynepok-
CHIHOTO pajJiiKalia CyIIECTBEHHO HE OTJIMYAJICSA OT €r0 YPOBHSI B KOHTPOJIC Ha CBE-

Ty (puc. 24).

TCMHOTA

e & @ =

k4 J | ;’.'
ceetr +DCMU ceeT +tDBMIB

Puc. 24. KauecTBeHHas OIIeHKA YPOBHS CYNIEPOKCUIHOTO paJvKaia B JIUCTh-

six pactenuii Col-0 B mpucyrcreun DCMU u DBMIB.

Oobo3Havyenus: TeMHOTa — pacTeHUs BbIAEPKUBAIU 18 yacoB B TEMHOTE; CBET — pacTe-
Hus BeiiepxkuBanu 40 muHyT Ha cBery; cBeT+DCMU — pactenus BoiaepxkuBanmu 40 MUHYT Ha
ceety B npucyrctBuu (20 MmcM) DCMU; ceer+DBMIB — pactenust BeinepxxuBanu 40 MUHYT Ha

cety B npucyrctBuu (20 MmkM) DBMIB. OcBenieHHOCTH B SKcniepumerTe — 120 MKMOITB*M 2,
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N3 monmydeHHBIX AaHHBIX CleyeT, yTo oOpaboTtka mHrmomrtopom DCMU
IMPUBOJMIIA K CHIDKEHUIO YPOBHS CYNEPOKCHIHOTO pajguKajia Ha CBETYy JI0 3Hadye-
HUW, ONMM3KUX K KOHTPOJIO B TeMHOTe (puc. 24), a oOpaboTka WHTHOUTOPOM
DBMIB cyiiecTBeHHBIX OTJIWYUN OT KOHTPOJIS Ha CBETY HE BhI3bIBasIa. [Ipu aTOM
skcrpeccus reHoB GDH1 u GDH2 noBsimaeTcst TOIbKO mpu 00pabOTKe pacTeHUui
uaruouropom DCMU u He uzmensiercs npu obpadotke mHruomropom DBMIB
(puc. 22). U3 atoro ciaeayeT, 4To U3MEHEHHUS YpOBHs dKkcnpeccun renoB GDH1 u
GDH2 B sxcniepuMeHTax ¢ MHTHOUTOpaMU (POTOCHHTE3a MOTYT OBITH BBI3BAHBI HE
TOJIKO M3MEHEHUEM PEIOKC-COCTOSHUA IMyJia IUIACTOXMHOHA, HO U U3MEHEHUEM
ypoBHsI ADK B kieTke.

C uenpio Oosiee MOAPOOHOTO U3YUYEHHSI ITOTO BOIIPOCa OBLIO MPOBEACHO HC-
cienoBanue posn ADK B perymnsinuu skcripeccun reHoB GDH1 u GDH2.

3.3.2.4. Posib akTUBHBIX (GOPM KHCJI0POAA B PEryJsiliii IKCIPeCCHU IeHOB
GDH1 u GDH2

A®K B KJI€TKE pacTCHHUS MOTYT BBIMOJIHATH (DYHKIIMIO CUTHATBHBIX MOJIEKYIT
¥ Yy4acTBOBATh B PETYJSIIMU DKCIPECCUU SIIEPHBIX TEHOB. Tak, SKCIpeccus TeHOB
APX2, AOX1A, ZAT10 u ZAT12 noBsimaeTcsi MpU yBEJIUUYEHUN YPOBHS DHJIOTCH-
Hoit H,O, (Suzuki et al., 2012). OkucnurenbHbINH CTPECC, BHI3BAHHBIA MOBBIIICHH-
em ypoBHsi ADK, cnocobeH nHAYUpPOBaTh KCHPECCUIO TEHOB OEJIKOB TEIIOBOTO
moka (HSPA, DNAJ). Tereparus 'O, IPHBOAKUT K TOBBIMICHHIO SKCIIPECCHH TEHOB
MAP-kunaz (MKK9, MPK17) u OunocuHTe3a TOPMOHOB ASTHJICHA W JKaCMOHATa
(ATERF-2, CEJ1, LOX2, OPR1, AOC1, AOC), a TakKe CHIMKAaeT dKCIIPECCHUIO Te-
HOB, y4YacTByIMX B pocte W pasputuu pacteHus (EXPA8, EXPAll u XTHA4)
(Nott et al., 2006; Barajas-Lopez et al., 2013). ITockosbky 00pabOTKa HHTHOUTO-
pamu DCMU u DBMIB crumymupyer renepamuio A®DPK B 3ieKkTpoH-
TPAHCTIOPTHOM IETH XJIOPOIUTACTOB, CICAYIOIIMM ATAllOM HAIIUX HCCIIEAOBAHUN
cTasio u3ydeHue Bompoca o BiausHUU ADK B CBET03aBUCUMON pEryJsLIMM IKC-
npeccuu renoB GDH1 u GDH2.

Ucnonb3oBanu 14-cyTouHble pacTeHUs, BbIpPAIICHHbIE BEPTUKAIBHO Ha

yamikax [leTpu, koTopsie BeiaepKuBaau 18 yacoB B TEMHOTE, IOCTE Yero oopada-
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ThIBAJIU TIepeKkuchio Boaopoaa (10 MkM) u skcnoHupoBaiu 2 yaca U 4 daca Ha
CBETY JMO0 B TeMHOTE. J[OMOJHUTENHHO OLEHUBAIHM SKCIPECCUIO TeHa — HAIIEero
uccienqmapkepa xmoporutactHon auchynakmmu DNAJ (Van Aken, Whelan, 2012).
Kaxk mokazano Ha puc. 25, sxcnpeccus reHa DNAJ Briiie B oOpasiax Ha cBe-
Ty OTHOCHUTEJIBHO KOHTPOJISI B TEMHOTE B 8 pa3z. OOpaboTKa MepeKuchio BOIOPOIa
Ha CBeTy mnoBbImana skcnpeccrto rena DNAJ B 2 pa3za mo cpaBHEHHIO C KOHTPO-
aem. O6paboTKa NEPEKUChI0 BOJAOPOIa B TEMHOTE MPUBOJIUIA K TOBBIIICHUIO KC-
npeccun rena DNAJ B 8-11 pa3 otHocutenbHo koHTpossi. Habmoganu cxoxxuii
YPOBEHb TPAHCKPUITOB reHa-Mapkepa DNAJ Mex 1y KOHTPOJIBHBIMU MTPOPOCTKAMU
Ha CBETY U 00pabOTaHHBIX MEPEKUCHIO Bogopoaa B TemHoTe. ['enepanuss ADK Ha
CBETY — HEM30€KHOE SIBJICHUE, BO3HUKAIOIIEE BCIIEICTBHE IMOTOKA AJIEKTPOHOB IO

xIOTL (UBanoB u np., 2013).

HOpMﬂJIHSOBﬂHHﬂH KPaTHOCTDb
JRCIPECCHH

Puc. 25. Dkcnpeccus rena DNAJ B 14-cyrounsix po3etkax juauu Col-0 mo-
cie o0paboTku KopHei pactenuit 10 MM nepexuchbio BO0poa.

O6o03nauennsi: Konrpons — 6e3 o0padorku; HoO, — muctes onpeickansl 10 MM pacTtBo-
POM IEPEKHCH BOJOPOa; TEMHOTA — SKCIIO3UIUS B TEMHOTE; CBET — OKCIIO3UIMs Ha cBeTy. Oc-

-2 -1
BEIIIEHHOCTh B DKCIIEpUMEHTE cocTaBisuia 120 MKMOIb*M “Cc .

Okcnpeccust reHa GDH2 noeimanace B 5-6 pa3 B o0pasnax, o0padoTaHHBIX

MEePEKUChI0 BOJIOPOIa Ha cBeTy (puc. 26, A). B TemHote skcnpeccus rena GDH2
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MOBHIIIANACh MPU 00pabOTKE pacTeHHi MEPEKHChI0 Bojaopoaa B 2-2,5 pasza (TeH
GDH2) otHocuTensHO KOHTpOA (puc. 26, b). JloctoBepHBIX N3MEHEHUI B ypOBHE

TpanckpuntoB rena GDH1 ne nabmonany.
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Puc. 26. Dxcnpeccust renHoB GDH1 u GDH2 y 14-cyTouHbIX pacTeHUi JH-
aun Col-0 Ha cBety (A) u B TemHoTe (b) mocie o6padoTku auctheB 10 MM niepe-
KHCBIO BOJOPOJIA.

O6o03nauenusi: Konrpons — 6e3 o0padorku; HyOp — muctbs onpeickanbl 10 MM pacTBo-

POM TIEPEKHUCH BOJOPOA; TEMHOTA — HKCIIO3HUIUS B TEMHOTE; CBET — AKCIO3UIUsA Ha cBeTy. Oc-

BEILIEHHOCTH B AKCIIEpUMEHTE cocTaBiisuia 120 MKMOIB*M %,



96

Takum oOpa3om, AeiCTBUE PK30T€HHOW MEPEKUCH BOAOPOJIa BBI3BIBAECT MO-
BbllieHne skcnpeccun reHa GDH2 xak Ha cBery, Tak u B TemHote. [lyng reHa
GDH1 Takoit 3akOHOMEPHOCTH HE HAOIIOIAIIH.

B crenyromieli cepum SKCIEPUMEHTOB M3y4alld JEHCTBUE M30BITOYHOM OC-
BEILIEHHOCTH Ha KCIPECCHIO UCCIEAYEMBIX TeHOB. PacTeHus apabuaorncuca JUKO-
ro THUIIA BeIAEpKUBaIM B TeueHue 10 MuHyT npu ocBemieHHocTH 920 MKMOJTB*M 2¢”
!, KOHTpONIbHBIE PACTEHNs HAXOMMINCH HPH CTAHAAPTHBIX YCIOBHAX OCBEIICHHO-
cri (120 mimomp*mc™t). Jlnst onenkn yposus A®K ncmombzosam ren NODI,

OKCIIPCCCHUA KOTOPOIroO MHAYHHUPYCTCA IIPU ITOBLIMICHHUN YPOBHSA CHHIJTICTHOI'O KH-

ciopona (puc. 27) (Shaini et al., 2011).
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Puc. 27. Dxcnpeccus reroB NOD1, GDH1 u GDH2 B 14-cyTouHbIX po3eT-
Kax pactennii manmii Col-0 mpu moBbIIeHHO# ocBemenHocTH (920 MrMOIB*M *c™)

B TeueHue 10 MUHYT.

O6o3navennsi: N0J1 — reH-Mapkep YpOBHSI CHHTJIETHOTO Kuciopona. 120 MKMOJTE*M ¢’

1 2 -1
, 920 MKMOJIB*M “C — ypOBEHb OCBELIEHHOCTH.

B pactenusix, BeiaepxkaHHbiX 10 MUHYT MpU OCBEIIEHHOCTH 920 MKMOIb*M
2 -1
¢ *, Habmoaanu nosbienne sxkcrnpeccu rena NOD1 B 5,5 pa3, uro yka3siBaeT Ha
TO, YTO HCIIOJIb30BAHHOTO BPEMEHM OBbUIO JOCTATOYHO JJIsl TOBBIIIEHUS YPOBHS

A®OK u popmupoBaHusl TPAaHCKPUIILIMOHHOTO OTBETa KJIETOK (puc. 27). Dkcrnpec-
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cus rena GDH2 noBeimanacek B 2,5 pa3za B paCTEHHUSX, BBIICPKAHHBIX MPH OCBE-
menHocTH 920 MKMOIB*M c™. [Ipm Tex xe yCnoBUSAX AOCTOBEPHBIX M3MEHEHUU
ypoBHs TpanckpunTtoB reHa GDH1 ne npoucxonuro.

CoriacHo wuccienoBaHusAM, npoBeacHHbIM Eddy ¢ komeramu, ocpelieH-
HOCTH BbIe 300 MrMombp*M2c™ sBisleTcst amst apabumorcuca m3dsrrounoit (Eddy
et al., 2008). B nammx skxcnepumMentax skcrpeccus rena GDH2 moBeiiraercs B
oOpaslax, 3KCIOHUPOBAHHBIX B YCJIOBHUSX H30BITOUHON oOcBenieHHOCTH. [lo-
BUJIMMOMY, MIPUYUHOMN 3TOro moBblmieHUs: Obu1a reHepanus APK, nmockoiabky 00-
paboTKa MEPEeKUChi0 BOAOPOJA TaKKe MPUBOJAWIIA K MOBBIIIEHUIO YPOBHS TpaHC-
kpuntoB rena GDH2. UnTtepecHo, 4to HU mpu 00pabOTKE pacTEeHUIl MEPEKUCHIO
BOJIOPOJa, HU B YCIOBUSX M30BITOUHOW OCBELIEHHOCTH, MOBBIIIEHUE 3KCIPECCUU
rena GDH1 e naGmioganu. B skcnepuMeHTax Mo M3yYEHHUIO Caxapo3aBUCUMOMN
PETYIALNUNA SKCTIPECCHH UCCIIEyeMbIX T€HOB MBI TaKKe HaOItoanu ciiadbie u3me-
HEHUS WM OTCYTCTBHE M3MeHeHMH skcnpeccun reHa GDHI1 B Tex ycioBusx, Ko-
rna oskcrnpeccuss reHa GDH2 wmsmensimace 3HauutensHo (puc. 9 u 12). Ilo-
BUIMMOMY, dKcripeccus TeHa GDH1 B meHbIne# crerneHn moaBepraeTcsl perylis-
uuu, ueM GDH2.

ITockoJbKy, COrIaCHO HAIIMM JTaHHBIM, MOBbIIEHNE YpoBHS ADPK BbI3bIBaA-
eT noBbIeHne dkcnpeccun reHa GDH2, oHo He MOKeT ObITh MPUUMHON CHIKE-
HUSl DKCIPECCUU ATOro reHa Ha cBeTy. CrieoBaTeabHO, U3BMEHEHUSl SKCIIPECCUU
UCCJIEyEMbIX T€HOB B 3KCIEPUMEHTaxX ¢ MHruourtopamu ¢GoTtocuHresa (puc. 22,
24) nercTBUTENBHO OB BBI3BAHBI M3MEHEHUEM PEIOKC-COCTOSHUS MyJia MIacTo-
XUHOHA, a He ypoBHSI ADK.

3.3.2.5. Ocobennoctu peryasauuu dxkcnpeccuu renoB GDH1 u GDH2 y
myTtanTta chl-1

MyrtanT apabunoncuca chlorinal (chl-1) umeer nedext rena xaopodunt a
okcurenasbl (At1G44446), scienctBue dero pacrteHus Chl-1 moHOCTBIO JIMIICHBI
xmopodumia b (Sakuraba et al., 2007). Pactenus nuauu Chl-1 wMmeroT aeneruio
pasmepom 31 1.H. B 8 3K30HE, UTO MPUBOJIUT K CABUTY PAMKHU CUUTHIBAHUA U 00pa-

30BaHHMI0 YKOPOYEHHOTO HE(PYHKITMOHAIIBHOTO MPOAYKTa, comepxarniero 415 amu-



98

HOKHCJIOTHBIX OCTAaTKOB (y JIMHUHU JUKOTO THIA — 536 aMUHOKUCIIOTHBIX OCTATKOB)
(Oster et al., 2000).

JIist ynmaBIvMBaHWS SHEPTUM CBETa (POTOCHHTE3UPYIOIINE OpPTaHWU3MBI HC-
MOJIB3YIOT CBETOCOOUPAIOIIIME aHTEHHBI, KOTOPHIE COCTOAT U3 KOMILIEKCa OEJIKOB U
xsopopmmioB a u b, T.H. light-harvesting chlorophyll a and b-protein complexes
(LHC), a Takxe xapoTHHOUIOB. MI3MeHeHHe pa3Mepa aHTCHHBI CBETOCOOUpAroIIe-
ro KOMIUIEKCa MPOUCXOIUT BCIEACTBUE U3MEHEHUsI KoJrmuecTBa koMiiekcoB LHC
Ha (orocucremy (Sakuraba et al., 2007). Tak, pazmep anternsl OC |l 3aBucut ot
xosmmdectBa LHC, accoruupoBannbix ¢ @C Il (LHCII). Pasmep antennsr LHCII
HAaMHOTO HW)XE Y MYTAaHTOB, HaKaIUTMBAIOIIUX MEHbIIIEEC KOJUIECTBO XJIOpodrnia
b (Yamasato et al., 2005). Takum oOpa3om, y myTaHToB JjuHuU Chl-1 He mpoucxo-
JIUT €CTECTBCHHBIN CUHTE3 XJIopoduiuia b, ¥ pacTeHUs UMEIOT YMEHBIIICHHBIN pa3-
Mep @C Il. MyTtaHT XapakTepu3yeTcs 3aMeIJICHHBIM POCTOM M Pa3BUTUEM IO
CPaBHEHUIO C PACTCHUSIMU JIMHUU JTUKOTO THIIA.

MO>XHO TIPEAIOI0KNTh, YTO BCIEACTBHE YMEHBIIICHHOTO pa3Mepa aHTECHHBI
cBerocobupatomiero komiuiekca ®C |l y pacrennii muanu chl-1 myn mmactoxuHo-
Ha UMeeT 0oJiee OKUCICHHOE COCTOsTHUE, YeM Y PACTCHHM IUKOTO THIA B YCIOBUSAX
HU3KOW UM YMEpPEHHOW ocBelleHHOCTH. Ecnu Hamma rumoresa o BeAylIeH posu pe-
JIOKC-COCTOSIHUS TTyJia TIJIACTOXWHOHA B CBETO3aBUCHUMOM PETYISAIMH SKCIPECCUU
reHoB GDH1 u GDH2 BepHa, TO MOHO OKHUJIaTh, YTO B OJJHUX U TEX K€ YCIOBH-
X OCBEIICHHOCTH y pacTeHHi JuHHH Chl-1 ypoBEHBb SKCIPECCHHM HCCIIEITyEeMbIX
I'€HOB OYJIET BBILIE.

14-cyrounsie pactenus auani Col-0 u chl-1, BeipanieHHbIC TOPHU3OHTAIEHO
Ha yamikax Iletpu mpu ocBemieHHocTH 120 MKMOMB*M °c™, afanTHPOBAIH K ycJo-
BUSIM TTOHMKEHHOM ocBereHHocTH (2, 20, 35 u 80 MKMOHL*M'Zc'l) B TEYEHHE JBYX
cyToK, 3aTeM BoiAesin PHK (mocnme 4 yacoB HempephIBHOTO OCBEIICHHUS) U OIIe-
HUBaJIM ypoBeHb dKcrpeccuu reHa GDH2. Kak y pactenuit nuHNMM AUKOTO THIIA,
tak 1y auHun chl-1 skcnpeccus rena GDH2 cHmkanacek npu yBeIMYCHUH YPOBHS

ocBeleHHOoCTH (puc. 28).
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Puc. 28. Yposenb skcnipeccun reHa GDH2 B 14-cyTOYHBIX JMCTBSAX pacTe-

auit muanid Col-0 u chl-1 nmpu pa3Hoi 0CBEIICHHOCTH.

VYposenb TpanckpuntoB reHa GDH2 nposBisia HanOoIbIIyI0 YyBCTBUTEb-
HOCTH TIPH HU3KOW OCBEIICHHOCTH IJIsi 00CMX JMHMIA: OTMeUain ObICTPOE CHUXKe-
HUe ypoBHS TpaHckpunToB reHa GDH2 mpu mepexone ot ocBemenHocTH 2 k 20
miMonb*M 2¢”. TIpi Bcex 3HAYCHHSIX OCBEIEHHOCTH dKcrpeccus rena GDH2 6bi-
7a BbIme y pacreHuid auHuM chl-1. MakcumanbHbie pa3nuuus HaOTIOMATH MPH
HU3KUX 3Ha49eHMsIX (2 1 20 MKMOIb*M °c’™), IPH HOBBIICHAN OCBEIICHHOCTH Pa3-
HUIA MEXIY JTUHUSMU CHUKAIACh.

Takum oOpa3om, MytanT Chl-1 wMeeT MOBBIIICHHYIO SKCIPECCUIO TI'eHa
GDH2, yto MoxkeT ObITh CBSI3aHO C 00JI€€ OKHCIEHHBIM COCTOSIHUEM ITyJia IJIacTO-
XWHOHA BCJIEJICTBUE YMEHBIIICHHS pa3Mepa ceeTocoduparoniero komriekca OC I,

B sxcniepumenTax ¢ uaruburopamu dotocurTesa sxcnpeccust rea GDH2 y
pacrenuit gukoro tuma Col-0 monwmwkamace Ha cBeTy (B 120 pa3) OTHOCHTEIBHO
pacTeHuii B TeMHOTe, a nipu ob6padoTke uHruouropom DCMU mnossimanace (B 12

pa3) OTHOCHUTEIBHO KOHTPOJISA Ha cBeTy (puc. 29).
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Puc. 29. Dxcnpeccus reroB GDH1 (A) u GDH2 (b) B poserkax 14-
cyrounbiX pacteruit auauid Col-0 u chl-1 npu u3MeHeHHH PEeIOKC-COCTOSIHUS ITy-

Ja IJ1aCTOXHWHOHA.

O6o3navenns:: DCMU — 3-(3,4-muxnopodenun)-1,1-qumerniamouesuna (20 MxM),
DBMIB - 2,5-nmu6pomo-3-metun-6-uzonponmidenzoxunod (20 MxM). TemHOoTa — pacteHus
IKCIIOHUPOBAIU B TeMHOTe B TeueHue 22 (18+4) uacoB; CBET — pacTeHHs SKCIOHHPOBAIU TPU

ocseniesgocty 120 MKMOJIB*M 2cL B Teuenue 4 4acos.
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Jlns rena GDH1 naGmtonanu Te e TEeHJSHIIUU, HO MEHEE BhIpa)KCHHbIC. Y
pacrenuii mauU chl-1 pasHuna mexnay skcnpeccueid reHa GDH2 nHa cBety u B
TEMHOTE OblJIa MEHEe BBIpAKEHA, YeM IS JIMHUM TUKoro tuna. s pacrenwmii chl-
1 He HaAOMIOMAMM JOCTOBEPHBIX M3MEHEeHUH skcnpeccuu renoB GDH1 u GDH2 B
npucyTcTBUH HHTHOUTOpOoB potocuntesa DCMU u DBMIB: ypoBeHb TpaHcKpH-
TOB OCTABAJICSI TAKUM K€, KAaK B KOHTPOJIE Ha CBETY.

Mps1 noniaraeM, 4TO TPUYUHOM CHIIBHO CTJIQXKEHHOTO MPOdUIIs dKCIPECCUU
UCCIIeIyeMbIX TeHOB y pacteHuit Chl-1 B sxcnepumenTax ¢ mHruOuTopamu GoTo-
CUHTE3a SBJIIETCS YMEHBUICHHBIN pa3Mep aHTEHHbI CBETOCOOMPAIOIIEr0 KOMILIEK-
ca ©C |l u, kak cnenctrue, 60J€e OKUCIEHHOE COCTOSIHUE ITyJia MJIaCTOXMHOHA. B
KOHTPOJIE Ha CBETY IPU HCIOJIb30BAHHOM YPOBHE OCBELIEHHOCTH IYJ IJIaCTOXH-
HOHa y pacteHuii Chl-1 Gojee okucieH, yeM y pacTeHHid aukoro Tuma. [loatomy
omokupoBanue motoka 31eKTpoHoB 0T PC |l (mpumenenne DCMU) He npuBoauT
K CYLIECTBEHHBIM U3MEHEHUSIM €T0 PEOKC-COCTOSHUS, TOTAa KaK y pacTeHUH JU-
koro tumna oopadorka DCMU nepeBoauT Myl MIaCTOXWHOHA M3 BOCCTAHOBIICHHO-
IO COCTOSTHUS B OKHCIIEHHOE.

Takum o0Opa3oM, 3KCIepUMEHTHI ¢ MyTaHTOM Chl-1 moaTBep)KAarOT Halry
THIIOTE3Y O KIIFOUEBOH POJIM PEIOKC-COCTOSHHS MyJia MIIACTOXUHOHA B CBETO3aBH-
cuMoii perymsituu skcnpeccun reHoB GDH1 u GDH2.

3.3.2.6. CBero3zaBucumasn peryiasinus renoB GDH1 u GDH?2 u ee Bo3Mo:kHOe
(pusnosornuecKkoe 3HaUYCHHUE

B pesynprare npoBEOECHHBIX HCCIEAOBAHHM CBETO3aBUCHUMOM PETYJISALUU
skcripeccun reHoB GDH1 u GDH2, ycranoBineHo ydacthe XJIOPOILIACTHO-
SJIEPHBIX CUTHAJIOB, BO3HUKAIOIINX MPU M3MEHEHUN PEIOKC-COCTOSHUS TyJia Tuia-
CTOXWHOHA XJIOPOIUIaCTOB. J[aHHBIN TUM CUTHAJIOB HE 3aBUCUT HHU OT Caxapo3aBHU-
CUMOM PETYJSILUM, HU OT CUTHAJIOB, ITpefaBaeMbix yepe3 ADK.

Takum 00pazom, BIIepBbIE MOKA3aHO, YTO CBETO3ABHCHMAs PETYJSALUS KC-
npeccuu reHoB GDH1 u GDH2 onocpenyercst penokc-CocTOSIHUEM ITyJia T1acTo-

XHHOHA.
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[IpyuunHO# cBeTO3aBUCHMOMN peryisiuu dKkcnpeccun reHoB GDH1 u GDH2,
MO-BUANMOMY, SIBJIIETCSI MCITOJIb30BAHUE KJIETKOW MOJIEKYJ L-TiryTaMuHOBOM K-
cinoTsl (L-rmyramara), kotopas siBisieTcst cyoctparom st GDH. L-rmyramar 3a-
HUMAaeT IEHTPAIbHOE MECTO B METa0O0JIM3ME aMUHOKUCIOT Y PACTCHUM: CIY>KUT
MCTOYHUKOM aMUHOTPYIIIHI ISl TIEPEHOCAa HA IPYyrue aMUHOKHUCIIOTHI MO ACHCT-
BHUEM pa3JIMYHBIX aMUHOTpaHcdepa3. KoHueHTpalus 3Toro coeJuHEHUsI B KIETKE
UTPaeT BAXXHYIO pOJb B aJlallTalldd PACTEHUHN K YCIOBUAM BHEIIHEH Cpeibl 3a CUeT
ydacTHsi B TOHKOW PETYJAIMA MeTadojM3Ma a30Ta W yriepona. JlaHHas aMUHO-
KHUCIIOTa CUHTE3pYyeTCs B OOIBIIMX KOJUYECTBAX B KOPHIX U TPAHCIIOPTUPYETCS 110
KCHJIEME B JIUCTBHA.

B cBere Hacrosimieil paboThl OCOOCHHO Ba)KHO, 4YTO C MOJEKylbl L-
riiyTamaTa HaulHAeTCs JUIMTENbHBIN MyTh OMOCHHTE3a XJIOPO(PUILIOB, a TAKXKE Te-
MOBBIX TPYIII IIATOXPOMOB, KOTOpbie HeoOxoaumbl it potocuuTeza (Nott et al.,
2006).

Taxoke rayramMar IpHHUMAET Y9acTHE B CHHTE3¢ TIyTaTHOHA, KOMIIOHCHTA
AHTUOKCUIAHTHOM 3aIIUTHI — 3TO CIIOCOOCTBYET MPUCITOCOOJIEHUIO PACTCHHUIA K YC-
JIOBUSIM OCBEIIEHUSI W TMPEeAOoTBpaliaeT ux ot ryourensHoro aeiictBus ADK na
ceety (Kopriva, Rennenberg, 2004). 13 storo ciemyer, 4To B IPUCYTCTBUHU CBETa
B METa0OJIM3ME PACTEHUN MOXKET MPOUCXOJAUTHh KOHKYPEHIIUS 32 CyOCTpaT MEXIy
HeCKOJIbKUMH epMeHTamu (puc. 30).

Korma pacreHne HaXOAWTCS B TEMHOTE, UAYT MPOIECCH I€3aMHUHUPOBAHUS
MoJieKyn L-rmyramara u oOpa3oBaHue 2-OKCOTIIyTapOBOM KHUCIIOTHI, KOTOpas yda-
cTByeT B nukiie Kpebca u, Kak ClieIcTBHE, TOIICPKUBACTCS POCT M Pa3BUTHE Me-
pucteM, B kKoTophix Jokanusyercs GDH (Fontaine et al., 2013).

Ecnu Ha pactenue manmaet cBer, sxcnpeccus reHoB GDH1 u GDH2 camxka-
€TCs, U MOJIEKYJIBI L-TaIyTaMara MOTYT WCITOIb30BaThCS JJIS aaNTallK K yCIOBH-
SIM OCBEIIEHHOCTU: OMOCHHTE3a (POTOCUHTETUIECKUX MUTMEHTOB M, TI0 HEOOXO0IH-

MOCTH, JIJIsl CUHTe3a rirytaTuoHa (puc. 30).
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MyTaTWuoH Linkn
Kpebca
/
NH,* 2-oKcornyTtapoeas
: “ y KncnoTa
\’
\’
y-aMWHoneByNeHoBadA KncrnoTa
\’
\’
ﬁ MpoTonopdrprH X ﬁ/
Mem Xnopodcdwnna
Xnopodcdwuwnnb

Puc. 30. CxemaTuueckoe n300pa>keHue peakiuii ¢ yuactuem L-rimyramara B

MeTaboJIM3Me paCTCHUM.

O6o3nauenns: y-I'llC — y-rmyramunuucrenHcunrasa, y-I'L — y-royramunuucrens, I'C —

rnytatuoHcuHTeTrasa, GDH — rmyramarneruaporenasa.

Takum o6pazom, GDH, kak oguH u3 ¢epMeHTOB, HCIONb3Yyomui L-
rJIyTaMaT, KOCBEHHO Yy4YacCTBYET B MPHUCIOCOOJICHMH METa0OoIu3Ma pPacTeHHM K

CMCHC OCBCIICHHOCTH.
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3AKJIIOYEHUE

B pesynpTaTe mpoBeneHHOW pabOThl MOMY4YEHBI MPUHLUIUAIBHO HOBBIE
JaHHBIE O XapaKTepe perysiuuu skcnpeccuu saepHsix reHoB GDH1 u GDH2, xo-
mupyromux HAJI(H)-3aBucumyto rioyramaraeruaporeHasy. Panee B Obulo BbICKa-
3aHO TPEIOJIOKEHNE, YTO CBETO3aBUCUMBIC M3MEHEeHHsI JKcnpeccun reHoB GDH1
u GDH2 o0ycnoBieHbl ASHCTBHEM CUTHAJIOB, KOTOPHIE 3aBUCST OT JOCTYITHOCTU
yriaepojia B BHJI€ YIJIEBOJIOB, YPOBEHb KOTOPBIX BBIIIE HAa CBETY, YeM B TEMHOTE
BO3HHUKAIONIUX MPH U3MEHEHHU YPOBHsS caxapoB B KieTke pactenuil (Miyashita,
Good, 2008). B pamkax jaHHOW paOOTHI IPEANPUHATA MOIBITKA OMPEACTUTD KITFO-
YeBbIE KOMIIOHEHTHI MOJEKYJISPHOTO MEXaHU3Ma CaxapOo3aBHCHUMOM pPETyISALNUN
reHoB GDH1 u GDH2. UccnenoBanu Bo3moxknoe yuyactue HXKI1, kak Hauboinee
U3Y4YE€HHOTO NOCPEAHUKA Tepeaun IIII0KO303aBUCUMBIX CUTHAJIOB, U TPAHCKPHII-
uuoHHoro Qakropa ABI4, KoOpIMHHPYIOIIETO MHOKECTBO Pa3IMYHBIX CUTHAIb-
HBIX IyTeH B PACTUTEIBHOM KIIETKE, B TOM YHCIIE Pa3HOOOpa3HbIE caxapo3aBUCH-
Mbl€ CHTHaJIbl. Ha OCHOBaHMM NOJIyYEHHBIX JAaHHBIX ycTaHOBJIEHO, uTo HXKI1 He
npUyYacTHa K peryisinuu skcnpeccun reHa GDH2, a TpanckpumniimonHbiil GhakTop
ABI4 yuactByeT B mepeaue caxapo3aBUCUMOTO CUTHAJIA, TPUBOJISIIETO K penpec-
cuu rera GDH2.

BripamuBanue pacteHuil apabuorncuca Ha cpeax, coaepKaiux Hopdiro-
pa3oH (MHrUOUTOP (PUTOCHIECATypas3bl), MPUBOJUT K OOCCIIBEYMBAHUIO MTPOPOCT-
KOB BCJIEACTBUE (DOTOACCTYPKIIMU XJIOPOIUIACTOB. Y A3TOM TpymImbl pacTeHUM Ha-
pylIanach XJIOPOIUIACTHO-AI€PHAs KOOPAUHAIIMS dKCIpeccuu reHoB. B mpexacras-
JIEHHOM paboTe BHEepBbIe onucaHo u3MeHeHue skcnpeccuu reHoB GDH1 u GDH2
B MIPUCYTCTBUHU HOP(DITIOpa3oHa: YCTAaHOBJICHO, YTO Jo00aBieHrne HOp(Iropa3oHa B
Cpedy JUlsl BhIpAIlMBaHUS MPUBOJIUT K MOBBIILIEHUIO YPOBHS TPAHCKPUIITOB I'€HOB
GDH1 u GDH2. CnenoBarenbHo, JjIs CBETO3aBUCUMOI'O CHIKEHHUSI SKCIPECCUU
reroB GDH1 u GDH2 pactenusm HeoOXOauMbl (YHKIIMOHATIBHO AaKTHUBHBIC
XJIOPOILJIACThI, YTO YKa3bIBa€T Ha y4aCTHE PETPOrPaaHbIX CUTHANIOB. [lomydyeHHbie
JTAHHBIE TIO3BOJISIFOT MPEANOI0KUTh, YTO MPUYMHON CBETO3aBUCUMBIX W3MEHEHUMN

9KCIIpECCUn HCCIICAYCMBIX T'CHOB HC ABJIAIOTCA nepeaaBacMbIC qcpe3
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KPUIITOXPOMBI U (PUTOXPOMBI CUTHAJIbI, JIOKAJTU30BaHHbBIE BHE XJIOpoIiacToB. Mc-
MoJIb30BaHME MyTaHTOB gunl m gunlgunS mo3BOJIMIO YCTAHOBUTH, YTO CHUTHAJIBI,
BO3HUKAIOIIKE MPU CHHTE3€ TETPANUPPOJIOB B XJIOPOIIACTaX, HE SBIAIOTCS MpPH-
YUHOW CBETO3aBUCUMOM PETYJISAIMH SKCIIPECCUH UCCIIEyEMbIX T€HOB.

OpHMM W3 MEXaHU3MOB, MPUBOMASAIIUM K PETYJSIUU IKCIPECCUU HCCIEAYe-
MBIX T€HOB Ha CBETY, MOXET CIY>KUTh U3MEHEHHE PEIOKC-COCTOSHUS KOMIIOHEH-
TOB (POTOCHHTETUYECKOM 1enu. B cBOMX MCCIeI0BaHUIX Mbl TPUMEHUIN UHTUOU-
Top DCMU, KOTOpBII TPUBOAUT K OKHCJICHHUIO TyJja TUIACTOXHMHOHA Ha CBETY,
UMUTHPYS COCTOSIHME ITyJa B TeMHOTe. PacteHus: apabujorcuca, 00paboTaHHbIE
uaruounropom DCMU, umenu Oojee BBICOKHI YPOBEHb TPAHCKPHITOB TE€HOB
GDH1 u GDH2 Ha cBeTy 110 CpaBHEHUIO C paCTEHUSIMH, KOTOpbIE HE ObUIH 00pa-
O0oTaHbl JaHHBIM HMHrUOUTOpoM. OOpaboTka pacteHuit umuHruburopom DBMIB
(MPUBOAUT K CBEPXBOCCTAHOBIICHHUIO ITyJia TUIACTOXWHOHA) HE TPUBOMIIA K TaKO-
My TOBBIIIEHUIO0. DTO YKa3bIBAET HA MPUYACTHOCTh CUTHAJIOB OT IyJia MJIACTOXH-
HOHA B CBETO3aBUCHUMON PETYISAINU YKCIIPECCHH UCCIIETyEMbIX TEHOB.

[TockonbKy TMpU MEpexoj]ie «TEeMHOTA-CBET» B PACTUTEIILHON KIIETKE HEW3-
0exxHO moBbIaeTcsi ypoBeHb ADK, MbI Takke HCCIeq0BAIM BO3MOKHOE YYacTHE
A®K B cBET03aBUCUMON PETYJISALIMU IKCIPECCUN TEHOB TIIyTaMaTIEeTUAPOTE€HA3BI.
Jlst aTOoro MBI 0OpabaThiBaIu pacTeHUsl apabuaorcuca JWMHUW TUKOTO THIA pac-
TBOpOM nepekucu Bogoponaa (10 mxM), nmubo sKkcoHupoBaiu 15 MUHYT TIpH U3-
6bITO4HOM ocBemeHHoCcTH (920 MkMonb*M °c). Dkcmpeccust rena GDH2 moBbI-
maiach mpu o0paboTKe MEPEKUCHI0 BOJAOPO/Ia HA CBETY U B TEMHOTE, a TaK)Ke MPHU
OKCIIOHMPOBAHUHM B YCIOBHUSX HM30BITOUYHOW OCBEIICHHOCTH. ODKCIIpecCHsl TeHa
GDH1 cymectBenHo He m3MeHsiachk. [lo-Buanmomy, sxcnpeccus rena GDH1 B
MEHbIIIEH CTereHn nojBepraetcs perymsiuu, yem GDH2. Takum o6pa3om, curna-
JI6I, 0Opasyromuecs npu o0padboTke pacTeHU MEPEKUChIO BOIOPOIa, JIMOO B yCIIO-
BUSIX M30BITOYHON OCBEIICHHOCTH, MPUBOAST K IOBBIIMICHUIO JKCIPECCUU TeHa
GDH2.

Hamu nokasano, uto o6pabotka nuctheB mHruontopom DBMIB nHa cBety

npUBOANUT K TOBBIMIeHNI0, a DCMU — Kk MOHWXEHUI0 ypOBHS CYNEPOKUCHIHOTO
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paaMkaia B JUCThbIX apadbunoncuca. IlockonpKy, COrnacHO HallUM JaHHBIM, I10-
BeimieHne ypoBHs ADK Be3bpiBaeT noBelmeHue 3xcnpeccun reaa GDH2 (Ha cBety
U B TEMHOTE), OHO HE MOXKET CITy>KUTh IIPUIHHOW CHUYKCHHUSI SIKCIIPECCUH 3TOTO Te-
Ha Ha cBery. Clle10BaTeIbHO, U3MEHEHUS dKCIPECCUH UCCIEAYEMBIX T€HOB B DKC-
nepUMeHTax ¢ uHruoutopamu dorocuHTesa (puc. 22, 24) neldCTBUTENBHO ObLIN
BbI3BaHbl U3MEHEHUEM PEOKC-COCTOSTHUS MMyJla IJIACTOXUHOHA, a He ypoBHSI ADK.

[TosryueHHbIE pe3yabTaThl MOXKHO CYMMHUPOBATh U MIPEICTABUTh B BUJE CXE-

mbI (puc. 31).

~

YpoBeHb

CaxapoB

- /

Puc. 31. Cxema CBET0O3aBUCHMMOW XJIOPOIUIACTHO-SIAEPHONM PETYISLUN

skcnpeccuu reHoB GDH1 u GDH2.

O6osnauenns: ®C | — dorocucrema 1. ®C 1l — dorocucrema 2. PQ" — myn
IUIACTOXMHOHA B OKHCIEHHOM COCTOSHMHM. PQ™ — myn MJIacTOXMHOHAa B BOCCTaHOBJIEHHOM
cocrosnuu. ABl4 — tpanckpunuuonnsiii gpaktop. ADPK — aktuBHbe Gopmbl kucinopona. I —

wiactornaduH. Lur.Dg/f — KoMIeke nuToXpomoB.
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Ha cxeme mokazanbl MexaHU3MBbI peryisiuu 3Kkcrnpeccur reHoB GDHI1 u
GDH2 na cety. BoccTtanoBnenue penokc-coCTOSHUS MyJia MIaCTOXMHOHA MTPUBO-
JTUT K BOBHUKHOBEHHIO PEIOKC-CUTHAJIOB, KOTOPBHIE MPHUBOIAT K CHIDKEHHUIO JKC-
MIPECCUM HCClielyeMbIX TeHOB. HakorieHne caxapoB Ha CBETY NMPUBOIUT K BO3-
HUKHOBEHHUIO CUTHAJIA, KOTOPBIN TNepeaeTcsl uepe3 TPAHCKPUIILMOHHBIN (haKTop
ABI4 u Be13BIBacT cHIDKeHUE Kcripeccun reHa GDH2. HensbexxHoe oOpa3zoBaHue
A®K Ha cBety B pa3Hbix yyacTkax XJ1OTL[ Morio Obl BBI3bIBATh MOBBIIICHUE KC-
npeccun TeHoB GDH1 u GDH2, ognako pemnpeccupyrormiie CUrHaIbI, 00yCIOB-
JICHHbIE€ BOCCTAHOBJIEHHBIM COCTOSIHUEM I1yJIa MJIACTOXMHOHA U BBICOKUM YPOBHEM
caxapoB, NO-BHJAMMOMY, OKa3bIBalOTCA Ooiiee 3HauMMbIMH. HH3KHIlI ypoBEHB
TPAHCKPHUIITOB UCCIIEAYEMbIX T€HOB Ha CBETY B KOHEYHOM UTOTE ONPEIEIIAETCs CO-
BOKYITHOCTBIO BCEX TPEX YIOMSHYTBIX BBIIIE CUTHAJIOB.

B TeMHOTEe mpouMCXOIUT TOBBIIIEHHE YpOBHs dKcipeccun reHoB GDHI1 u
GDH2 BciencTBue OKUCIICHHUS MMyJia TNIACTOXMHOHA U CHUYKEHHUS YPOBHSI Caxapos.

Xots nosbiieHue ypoBHs ADK Ha cBeTy, BEpOATHO, OKa3bIBAET HEKOTOPOE
WHAYIUPYIOIIee NeHCTBUE HAa SKCIPECCHIO MCCIEAYEMbIX TeHOB, HX BIUSHUE, IO-
BUJAMMOMY, HE3HAUMUTEIBHO IIPU HU3KOM U YMEPEHHOW OCBELIEHHOCTH. MHaynu-
pyrommii 3¢phextT ADK MokHO HAOMOAaTh MpH OcBemeHHOoCTH Topsaka 900-1000

2 1
MKMOJIB*M “C .
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BbIBO/IbI

Ha ocHoBaHuu pe3ynbTaTOB MPOBEACHHBIX HCCIEAOBAHHUM CIENaHbl Clie-
JTYIOIINE BBIBOJIBI:

1. Dkcnpeccust rena GDH2 nonBeprkeHa caxap0o3aBHCHUMOW PEMPECCHH, KO-
TOpasi HE OMOCPEYeTCs] TeKCOKMHA30M 1, HO OCYIIECTBISIETCS C YyYaCTUEM TpaHC-
kpunimonHoro (¢akropa ABI4. Caxapo3aBucumble CUTHANIBI HE SBISIOTCS €IUHCT-
BEHHBIM MEXaHU3MOM PETYIISIINU dKCIIpeccuu saepHoro rena GDH2.

2. Ceero3aBucumas peryismus skcrpeccuu reHoB GDH1 u GDH2 ue cBs-
3aHa C CUTHAJIaMH, BO3HHUKAIOIMMU MPU CHUHTE3€ TETPAIUPPOJIOB, U BO3MOKHA
TOJIBKO MPHU (PYHKIIMOHAIEHO aKTUBHBIX XJIOPOTIACTAX.

3. OKHUCIEHHOE COCTOSTHUE TyJia MIACTOXMHOHA B TEMHOTE WJIM B MPUCYTCT-
BuM uHruoutopa ¢orocurreza DCMU Ha cBeTy NpUBOIUT K MOBBIIMICHUIO JKC-
npeccun reHoB GDH1 u GDH2, uto yka3piBaeT Ha XJIOPOILIACTHO-SACPHYIO PETY-
nsato dkcnpeccnn reHoB GDH1 u GDH2, cBsi3aHHYI0 ¢ peIOKC-COCTOSTHUEM ITyJIa
MJIACTOXWHOHA THJIAKOUTHBIX MeMOpaH.

4. A®K, oOpaszyrmmecs npu o0pabOTKe MEPEKUChI0 BOJIOPOJA, JHMOO
BCJICJICTBUE AKCHO3UIIUM PACTEHUN B YCIOBHSIX M30BITOYHOM ocBelieHHocTH (920
MKMOTB*M °¢™"), BBI3BIBAIOT MOBBILICHHE dKcTpeccnn rera GDH2 u sBisioTes, mo-
BUJIUMOMY, OT/I€NIbHBIM THUIIOM CUTHAJIOB, PETYIUPYIOIINUX IKCIPECCHIO UCCIIEYe-
MbIX T€HOB HE3aBUCHMO OT CUTHAJIOB, BO3HUKAIOUIMX MPU HM3MEHEHUU pPEIOKC-

COCTOAHMA ITYyJIa IIJIACTOXMHOHA.
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