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TPAHCKPUIIIIMOHHBIE ®AKTOPBI CEMEINCTBA GLKs YYACTBYIOT
B IMTOKMHWH-3ABUCUMOMN PETYJISIIITUU DKCIIPECCUU I'EHA
TNIACTUIHOM PHK-ITOJUMEPA3BI SCA3
B XOJIE AEDTUOJIALINN Arabidopsis thaliana
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CaeTro3aBucuMbIe TpaHCKpuMiMmoHHbIe hakTopbl GLKSs Arabidopsis thaliana npyuHAMAIOT yyacTUe B aHTe-
porpagHOM KOHTpoJie DOPMUPOBAHMSI XJIOPOTLJIACTOB B XO/I€ AE3TUOJISILIUM: PETYIMPYIOT 9KCIIpeccuto ho-
TOCUHTETUYECKUX TEHOB SIAEPHOTO KOAMPOBAHUS, a TAKXKE OMOCPENYIOT TPAHCKPUITIIUIO TJIACTUAHBIX Te-
HoB. Hapsiny co cBeTOM GMOTeHe3 XJIOPOTIIIACTOB OIpeessieTcsl (pakTopaMu SHAOTEHHOM MPUPOabl — (hu-
TOTOPMOHAMM, CPEIU KOTOPBIX IMTOKMHUHBI 3HAYUTELHO YCKOPSIOT HOpMUpPOBaHUE DOTOCUHTETUYECKU
aKTMBHBIX IUTacTUl. B Hacrosieit pabore rmokaszaHo, 4to mpauc-dakropbl GLKs GyHKIIMOHUPYIOT KaK
IIMTOKMHUH-3aBUCUMBIE PETYJISITOPBI, OMOCpenysl TMO3UTUBHOE BIUSHUE IUTOKWHWHA Ha 3KCIIPECCUIO
TUTacTOMa Yepe3 aKTUBALIMIO TPAaHCKPUTIIUY sinepHoro reHa SCA3, konupytoiero ruiactuaayto PHK-mo-

nmumepasy RPOTp.

Karouegoie cnosa: Arabidopsis thaliana, ne3Tnonsiiys, HIUTOKUHUHBI, TPAHCKPUITIIMOHHbIE (haKTOPhI, IKC-

Mpeccusi TeHOB, OMOTEHE3 XJIOPOIUIACTOB
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BBEAEHUE

HecMoTpst Ha BaxKHENIIIYIO POJIb XJIOPOILIACTOB B
XKU3HU pacTeHUI, MOJICKYJISIpHBIE MEXaHU3MBI HX
OuoreHe3a OCTalTCS Majlo n3ydeHHbIMU. Popmupo-
BaHME XJIOPOIJIACTOB OOBIYHO ITPOUCXOIUT JIMOO U3
MIPOIJIACTUII B MEPUCTEMATUYECKNX TKAHSIX, TN00 U3
STHUOIJIACTOB B IIPOIIECCE NEITUOSIINYA PACTCHUA.

I'maBHBIM 3K30T€HHBIM (AaKTOPOM, OIMpPEHCIISTIO-
UM OroreHe3 (POTOCMHTETUYECKU aKTHUBHBIX XJIO-
pOILIACTOB U3 3TUOILUIACTOB, sABisAeTcs cBeT [1]. Cet
pa3sHOro KayecTBa BOCHPUHUMAETCS TOW MM MHOM
IPYIINOM PELeNTOPOB, B OOJIbIIEH CTeNeHU, B LIMTO-
IUia3Me, II0CJIe Yero CUTHaJl MOCTyHaeT B SIIpPO, YTO
MPUBOIUT K MacCIITAOHOMY U3MEHEHMIO SKCIIPECCUN
SIIEPHBIX TEHOB PACTUTEJIbHOI KJIETKM, MHOTHE U3
KOTOPBIX KOOUPYIOT CTPYKTYPHEIC W PETYISITOPHEIC
oenkm xmoporuiactoB. KoHTponbs 6moreHesza ¢orto-
CUHTETUYECKU aKTUBHBIX TUIACTU[I OeIKaMU SIIePHO-
ro KOOMPOBaHUSI HA3bIBAETCSI aHTEPOTPATHOM pery-
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Ha Bcex 3Tarnax ouoreHesa XJopoIiacToB.

OmHuM 13 HamboJiee SIPKUX MPUMEPOB aHTEPO-
rpalHOrO KOHTPOJsI (hOPMUPOBAHUST XJIOPOILIACTOB
SBJSIETCS  MepenporpaMMMpOBaHUE  3KCIIPECCUU
TUIACTUJIHBIX TEHOB BCJIEACTBUE CBETO- U TOPMOH-3a-
BHUCHUMOTO U3MEHEHWsI aKTUBHOCTH arlliapara TpaH-
CKPMITLIMU TUIACTUI B XOne Ae3TUoNsILuu. B atuo-
IlacTax TPAHCKPUIIMIO, TIaBHbIM 00pa3oM, oOcy-
mectBassioT PHK-monumepassl Tunma NEP (Nuclear-
Encoded RNA Polymerase) ssmepHOro KogupoBaHUS
RPOTp n, B Mensmieit cremennt, RPOTmp, koTopere
TPAaHCKPUOUPYIOT B 3HAYUTEIILHOU Mepe TeHbl “Io-
MallIHero xo3sicTea”. Bropasg MynbTUCYObEenIMHUY-
Hast PHK-nonumepasa PEP (Plastid-Encoded RNA
Polymerase) COCTOUT 13 KOPOBBIX CyObeIUHMIL O, [3,
B'u B" macTUIHOTO KOAMPOBAHMSI U TIPOSIBIISIET Clla-
OyI0 TPaHCKPHUITLIMOHHYI0O aKTMBHOCTh B HedoOTO-
CUHTE3UpYIoIUX Iactuaax. B xome meatuonsiuu
PEP-nonuMmepasza 1mpeTeprieBaeT 3HaYWTEIbHBIE
CTPYKTYpHblE U3MEHEHHUs 3a cueT (hOpMUPOBAHUS
KOMILJIEKCA ¢ OomHUM u3 curma-gakropon (SIG1-
SIG6) u 6enkaMu SAEPHOrO KOOUPOBAHUS, ACCOLIM -
upoBaHnHeiMu ¢ PEP (PAP1-PAPI12), mocie dero
PEP-nioniuMepa3a MHULIMMPYET TPAaHCKPUNIUIO DO-
TOCUHTETHUYECKUX TeHOB IutacToMa [2]. Takum obpa-
30M, SJEPHBIN TEHOM KOHTPOJUPYET TPAHCKPUTILIM-
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OHHYIO aKTUBHOCTD IIJIACTUIHOTO TeHOMa ITyTeM KO-
opamHaumu Tpanckpunonu reHos PHK-mmonnmepa3s
RPOTp u RPOTmp, curma-dakropoB u PAP Gein-
KOB.

KiroueBbIMU peryasiTopaMu 9KCIPECCUU SIIEPHO-
ro reHoMa SIBJISIIOTCS CBETO3aBUCUMBbIE (DaKTOPbI
TpaHckputun. Y A. thaliana 661 NIEHTUOUIINPO-
BaHbl nBa mparc-paktopa GLKI1 u GLK2 (Golden
two-LiKe), nHakTUBalMsl KOTOPBIX IIPUBOIUT K Ha-
pylIeHUsIM OMoreHe3a XJ0poIuiacToB [3] BcaeacTBue
CHUXKEHUSI TPAHCKPUITLMU SIAEPHBIX TEHOB, KOIUPY-
omux GepMeHTh OMOCHMHTE3a XJIopoduia, OenKu
(GOTOCUHTETUYECKUX KOMIIJIEKCOB U TUJIAKOUIHBIX
MeMOpaH [4].

ITomuMo cBeTa, mporpaMma Je3THOJISILIAMN OIIpe-
nensietcst (pakTropaMy SHAOT€HHOM HNpUpoabl — Gu-
TOTOPMOHAMM, Cpeayu KOTOPhIX HUTOKMHUHBI (LK)
CIIOCOOHBI YCKOPATH (DOPMUPOBAHNUE XJIOPOILIACTOB
[5]. YoenutenpHO moka3aHo, uto LK mo3utuBHO pe-
T'YJIMPYIOT DKCIPECCUI0 TeHOB (DEPMEHTOB OMOCHH-
Te3a xJIopoduiia 1 0eJIKOB arnapaTa TpaHCKPUIILINY
IJ1acToMa, CTUMYJIMPYIOT HakKoIUIeHue (DOTOCUHTE-
TUYECKMX IMMUTMEHTOB U YCKOPSIOT (hopMUpOBaHUE
VIBTPACTPYKTYPHI XJIopoIutacTtoB [6, 7]. B psae te-
cToB B aelictBuu cBeta u LK HaGmrogaeTcss cuHepru-
yecKMii 3 PEKT, YTO TOITyCKAET BO3MOXHOCTD IIepe-
CedeHUs ITyTeil Iepenayy cCurHajaa cBeTa M IIUTOKM-
HHUHOB [6—8]. K HacTos11eMy BpeMeHU MOKa3aHo,
YTO OTHOM U3 “TOUYEK IepecedecHUsI”’ SIBIISIETCS CBETO-
3aBUCUMBIA mpanc-pakTtop HYS, nHakTUBaLus Ko-
TOPOIro IIPUBOIUT K YMEHBIICHUIO ITO3UTUBHOIO
nerictBus LIK B xome meatnossiiun [8]. OgHako oT-
cyrctBue HYS He nckmouaer apdexr LK, uTo mos-
BOJISIET IIPEAITOJIOXKUTD YYacTHE U JPYTUX CBETO3aBM-
CUMBIX mpaHrc-(PaKTOPOB, ONOCPEAYIOIINX JeHCTBUE
LIK B xone neatnonsauuu [9].

Kak yxe yrnomuHanocs, y A. thaliana iHaKkTuBa-
1y reHoB AByX mpaxc-pakTopoB GLK1 m GLK2
MPUBOAUT K HAPYLICHUIO TPAHCKPUIMILIMU KaK sIaep-
HBbIX, TaK U IJIACTUAHBIX POTOCUHTETUYECKUX T€HOB
[3, 4]. Kpome Toro, Kobayashi u coasr. [10] moka3a-
Ju, uto 6enku GLKS yyacTByIOT B peaiu3aliuu Mo3u-
tuBHOTrO 3(ddekra 11K Ha HakorieHHE XJI0pOGUILIA
B XOJ€ NEe3TUONISIIUM KOPHEM, a dKCIpeccus reHa
GLK2 axTuBUpyeTCSI TOPMOHOM. DTU PE3yJIbTaThl
HaBOMST Ha MBICJb O BO3MOXHOM yyactuu GLKSs B
PETYJISILUU DKCIIPECCUU SIAEPHBIX T'€HOB arinapara
TpaHcKpunnuu miactua ceetom u LIK. B nannoi1 pa-
00Te Mbl BIIEpBbIE MPOJEMOHCTPUPOBAIN BOBJIEUE-
Hue mparc-paxkropoB GLKS B HIUTOKMHUH-3aBUCH-
MYIO PETYJISILUIO BKCIIpeccuu siaepHoro reHa SCAS3,
Konupymiero miactuaHyro PHK-monumepasy, uro
MPUBOIUT K UZMEHEHMIO IKCIPECCUM TIACTUIHBIX
TE€HOB.
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MATEPHAJIBI U METOJbI

OOBEKTOM UCCIIETOBAHUS CITYKUIU PACTCHUS TU-
Koro tura Arabidiopsis thaliana sxotuna Columbia-0
1 CO3MIaHHOTO Ha €T0 OCHOBE HOKAyT-MyTaHTAa I10 Te-
HaM mpaHc-paxkTopoB glk Iglk2 (N9807, NASC, Be-
JmkobOpuraHus). Hannmune nHcepuun dSpm B reHax
GLKI v GLK2 3] nokazano meronoM TP ¢ ncrons-
30BaHUEM IIpaiiMepoB, (PIAHKUPYIOIIUX BCTAaBKy Ha
reH GKLI. Spm5 (F) 5'-ggatccgacactctttaattaactga-
cact-3"; (R) 5'-acttcttcacctttcceccgaacta-3'; Ha TeH
GLK2:. Spml1 (F) 5'- cctatttcagtaagagtgtggggttttgg-3';
(R) 5'-aacaatctttacttttcttccctttacg-3'. I P-anamus ¢
JOHK nHokayt-mytaHTa glkIglk2 moaTBepana Halu-
yue BCTaBOK dSpm BreHax GLK1 v GLK2. Amninudu-
kanus ¢ JJHK u3 pacreHuii fukoro Tuma Iokasaja
OTCYTCTBHME KOHCTPYKLIMIT dSpm B pacTeHUsIX MaTe-
pUMHCKOI TUHUU A. thaliana. Takum obGpa3om, moj-
TBEpKJIeHa TOMO3UTOTHOCTh HOKayT-TuHui glk Iglk2
A. thaliana, monmydeHHBIX 13 0aHKa ceMsTH NASC.

st nzyyenus ygactust mpauc-paxkropos GLK1
(AT2G20570) u/vmmu GLK2 (AT5G44190) B 1MTOKM -
HUH-3aBUCUMOI peryasiunu akcnpeccuu reHa SCA3
B XOJ€ Ne3TUOSILIUN TTPUMEHSIIA 9KCIIepUMEHTAIb-
HYIO MTOCTAHOBKY, pa3pabotanHHyio Chory u coasT.
[11]. CemeHa A. thaliana nuKoro TUIla 1 HOKAyT-MYy-
taHTa glk Iglk2 creprM30Bany paCTBOPOM TUIIOXJIO-
puTa HaTpus U BbiceBaIM Ha yaiiku [letpu ¢ nuta-
TeJIbHOUM cpenoii Mypacure-Ckyra, comepKaBllieid
Y nmutaTenpHbIX 2eMeHTOB (“Duchefa”, Hunepnan-
IbI) 0e3 caxapo3bl U IIMTOKMHWHA WX ¢ J00aBJIeH -
eM mpanc-3eatuHa (1 MmkM). CemeHa cTpaTudULIM-
poBaimu B TeueHue 4 mHeit mpu +4°C, 1ocie 4ero
yamiky Iletpu mepeHocwin Ha +22°C B yciaoBUS
MoJIHOM TeMHOThI. [1o ucteueHUn 4 cytT ¢ MOMeHTa
MpopacTaHusl pacTeHuss (UKCUPOBAIU B KUIKOM
azoTe IIpu cJIaboM 3eJIeHOM ocBelleHun (5 =*
+ 2 umol s~' m~2?). OcraBUIyIOCS YacCTh MTPOPOCTKOB
MepeHoCIn Ha Oelblii CBEeT ¢ MHTEHCHUBHOCTBIO
120 umol s~! m™2 B kMMaTUyeckylo kamepy MLR-
352H-PE (Sanyo, SAnoHust) u ¢oukcupoBaau B XKu/-
KOM a30Te CITyCTs 6 1 16 4.

OTHOCUTEbHBIN YPOBEHDb TPAHCKPUTITOB OLIEHU -
Baym1 metogoMm ITLIP B pexkxume pearbHOTO BpeMeHH
nocye obpatHoii TpaHckpunuuu (ITIIP-PB) c uc-
noinb3oBaHueM amiummdkaropa  LigthCyclerR96
(“Roche”, IlBeitnapus). KoanyecTtBo TpaHCKpPUII-
TOB 1I€JIEBBIX TEHOB HOPMUPOBAJIU OTHOCUTEBHO CO-
nepxanuss MPHK pedepeHcHoOro reHa mojimyonkBu-
™mHa UBQI10 (AT4G05320). Ana T1LP-PB ananuza
KICTIOJTb30BAJIM CJIeyIOIIe TTaphbl paiiMepoB: ARRS —
(F) ctactcgcagctaaaacge; (R) gccgaaagaatcaggaca;
GLKI — (F) tcggactaaaaatggatggcttg; (R) ggtagaaggc-
ggaggtaagtgtttg; GLK2 — (F) gccaaaacacaagccta-
atactccg; (R) tgtggatagagtggttgctgatge; SCA3 — (F)
ttgctgetgcettgetattctge;  (R)  gcacaatcaccaagccaact;
accD — (F) gctaccaatcaatgtttacctc; (R) gattgataatca-
cataaaaccg; clpP — (F) cattccagatattacccatcca; (R) gc-
caagaggttgataccgaa; UBQI0 — (F) gcgtcttcgtggtg-
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gttctaa; (R) gaaagagataacaggaacggaaaca. OOpa3siibl
aHAJIM3UPOBAJIM B TPpeX OMOJOTrMYECKUX MOBTOPHO-
CTSIX, KaxIasl M3 KOTOPHIX BKIIIoYaia no 3—4 aHaim-
THYeCcKMX TIoBTOopa. CratncTndeckas o0paboTKa
MpoBoOAMJIAcCh comtacHo Kputeprro CTrioneHTa (t-test)
(*—p <0.05, **—p <0.01).

PE3YJIBTATBI U ObCYXIAEHHUE

Bansiaue nMTOKMHUHA HA MOP(]OJIOTHIO TPOPOCTKOB
JIUKOr0o TUNA M HOKayT-myTtaHTa glkIglk2 A. thaliana.
CewmeiictBo 6enkoB GLKs BKiItouaeT nBa TpaHCKPUII-
nuoHHbIX pakTopa — GLKI1 1 GLK2, ¢pyHKum Ko-
TOPBIX B 3HAYUTEJIILHON CTENEHU MNEPEKPbIBAIOTCS.
HokayT-MyTaHTBI TIepBOTro TOpsSAKa UMEIOT cliadble
¢deHoTUNIMYECKE OTJIUYMS OT PACTEHUI AUKOTO TH-
ra, B TO BpeMsI Kak IBOMHOM MyTaHT glk Iglk2, KkoTo-
pBIii MBI UCTIOJIb3YyeM B JaHHOM paboTe, OTyIM4yaeTcs
OT MaTepUHCKOI JMHUYU MEHBIIIUM pa3MepoOM PO3ET-
KU M TIOHUXEHHBbIM cojepXaHueM xJjiopodusia

(puc. 1a) [3].

OmauM u3 xapaktepHbIX 3¢ dekToB LUK gBasgercs
YKOpOUYE€HME TUITOKOTWJISI TpopocTKa B TeMHoTe [11].
B yciaoBusix Halllero skcnepuMeHTa IIPOPOCTKU T1-
KOro TUIIa M ABOMHOTO HOKayT-myTaHTa glklglk2,
BhIpallleHHbIEe Ha MUTaTe/IbHOM cpene 6e3 LK, ¢peHo-
TUIIWYECKU He OTInJanuch (puc. 16). [lobaBieHue B
cpeny ISl BblpalluMBaHus mparc-3eatuHa (1 MkKM)
MPUBOAMJIO K MOJAaBJISHUIO pOCTa TUTIOKOTUIIS Y pac-
TeHMIi TUKOoro Tiia Ha 46% (6e3 unToKUuHUHA 12.6 =
+ 1.5 mM, ¢ mpanc-3eatuHom — 6.88 £ 1.6 mm). Pac-
TeHUs1 HoOKayT-myTaHTa glk Iglk2 B nmpucyrctBumn LHK
VMEJN JJIMHY TUIOKOTWIIS Ha 38 % Kopoue, 4yeM Ipo-
pPOCTKM, BbIpallleHHble 0e3 ropmoHa (6e3 K —
12.9 + 1.4 mMm, ¢ mpanc-3eatuHom — 8.11 £ 1.45 mm).
DTOT pe3yJIbTaT IoATBepXaaeT 3(PPeKTUBHOCTD Ieii-
ctBus LUK B ycnoBusix Haliero sKcrnepuMeHTa, a Tak-
K€ YKa3bIBaeT Ha UyBCTBUTEILHOCTh MyTaHTa K K30~
T€eHHOMY TOPMOHY.

Myrtammmn mno reHam mpanc-pakropos GLKs
(glk Iglk2) He HApPYIIAIOT YYBCTBUTEILHOCTh PACTEHUIA
K IIMTOKUHHHY. J1J1s1 TTOnTBepKIeHUST YyBCTBUTEIBHO-
CcTU HOKayT-MmyTaHTa glk Iglk2 x ax3oreHHOMY L1K MBI
U3YYWIN IMHAMUKY COAEpPXaHUsI TPAHCKPUIITOB Te-
Ha CEeMeMCTBa PeryjasiTopoB OTBETa Ha IUTOKMHUH
tuna-A ARRS. XapakTepHOil 0COOEHHOCThIO TaHHO-
I0 CEMEMCTBA TEHOB SIBJISIETCS MX OBICTpast MHIYKITHS
B otBeT Ha LIK [12].

Pesyneratel I1LIP B pexxume peaabHOro BpeMEHU
MOKa3aJiu YBEJIMUEHUE YPOBHS TPAHCKPUIITOB IreHa
ARRS B IpopocTKax TMKOTO TUIIA U HOKAyT-MyTaHTa
glk Iglk2 xax B yCcJI0BUSIX TEMHOTHI, TaK U B XOA€ LM~
TOKWHHWH-3aBUCUMOI neatuoisauuu (puc. 2). Ilpu
3TOM AWUHAMUKA COIEPKaHUs TPAaHCKPUIITOB MCCIIe-
JlyeMOro reHa B MPOpPOCTKaX AMKOTrO TUIA U MyTaHTa
glk Iglk2 6b11a CXOMHOI.

DTU pe3yNbTaThl MO3BOJISIOT 3aKIIOUYUTh, YTO MY-
Taluu 1o reHam mparc-¢pakropoB GLKs He BausioT
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JOPOIIHEHKO wu nap.

0 MxM 1 MkxM
mpaHc-3eaTuH

0 MxM 1 MKkM
mpaHc-3eaTuH

Puc. 1. Mopdomnorust pacTeH!il AUKOTO TUIIAa U HOKAyT-
myraHTa glk Iglk2 A. thaliana. a — 3-HenenbHbIC pacTeHUS,
cieBa — aukoro turna (IT), cmpaBa — HOKayT-MyTaHTa
glkIglk2; 6 — 4-nHeBHBIE STUOJMPOBAHHBIE IMPOPOCTKU
nukoro tuna u glk Iglk2, BeipallieHHbIe HAa TATATEIbHOM
cpene 6e3 ropmona (0 MKM mparc-3eaTHa) WU B TIpU-
cyrctBum LUK (1 MKM mpanc-3eatuH) criycts 16 4 ocBe-
LLIEHUSI.

Ha BOCIIPUSITUE U, BO3MOXHO, Nlepeaayy HMTOKUHU-
HOBOTO CUTHaJIa U, 4YTO MyTaHT glk Iglk2 yyBCcTBUTE-
JIeH K 9K30TeHHOMY TOPMOHY TTOIOOHO TUKOMY THITY.

ITuToKMHMH peryaupyeTt 3KCIPECCHIO TeHOB MpPanc-
¢akropoB GLKI u GLK?2 B xone neatnonsuun. Panee
Kobayashi u coaBr. [10] B aKcIIeprMeHTaX 110 3eJIeHe-
HUIO KOpHel A. thaliana iponeMOHCTPUPOBAIN 1M~
TOKMHWH-3aBUCUMYIO MHAYKLINIO TeHa GLK2. 136u-
paTeIbHOCTh aHAJIM3a KCIIPEeCCHU TOJIbKO GLK2 ObI-
JIa OCHOBaHa Ha TKaHeCHeIU(MUIHOCTUA SKCITPECCUU
reHoB ceMelictBa GLKs: ninsg GLKI xapakTepHa 3KC-
npeccusl TOIbKO B (hOTOCUHTETUYECKUX TKAHSX, B
KOpHSIX Xe YpOBeHb TpaHckpunuuu GLKI Huxe
YPOBHS IEeTEKLMH, a 3Kcnpeccusi GLK2 xapakTtepHa
KaK JITS 3eJIEHBIX, TaK 1 JJjIs1 He(DOTOCUHTE3UPYIOIINX
TKaHeil (kopHeit) [3]. OmHaKo ocTaeTcss HEM3BECT-
HbIM, nHAYyIMpyeT 11 LK sxcnpeccuto rena GLKI n
COXpaHSIETCS I LIMTOKWMHUH-3aBUCUMAasT PETyJISLIS
reHa GLK2 B xone 1e3TUONSIIAN IIPOPOCTKOB A. thali-
ana. Pacnoyiarass 7aHHBIMHM O TOM, YTO 00a reHa ce-
meiictBa GLKS skcrpeccupyrorcst B CeMSIIOIBHBIX
micTtesax [3], mbl nmpenmonoxkuiu, uro GLKs moryr
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Puc. 2. BiusHue HUTOKWMHMHA Ha COAEpXKaHUE TPAHCKPUIITOB TeHa ARRS5 B MpOpPOCTKAax IMKOTo TWUIMA M HOKayT-MyTaHTa
glkIglk2 A. thaliana B TeMHOTE M B XO[ie AEATUOJISILIUU. ** — MOCTOBEPHBIE PA3INUMS MEXIY CPEAHUMU 3HAYEHUSIMU SKCIIpec-
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Puc. 3. Perynsinust CBeTOM M LIMTOKMHUHOM COIEPXKaHUSI TPAaHCKPUIITOB reHOB GLKI u GLK2 B 4-mHEeBHBIX MPOPOCTKAX TN~
Koro tuna A. thaliana B xone 1e3THONSAIMN. ** — TOCTOBEPHbBIEC PA3TUYMST MEXKIY CPEAHUMU 3HAYEHUSIMU IKCIIPECCUU B TIPO-
poOCTKax, BbIpallleHHbIX Ha NMTUTATEIbHOM cpele 6e3 IUTOKMHUHA VS. KCITPECCUM B PACTEHUsIX, 00pabOTaHHBIX MPaHCc-3eaTh-

HoM 1ipu p < 0.01.

ABJIATBCA Y4YaCTHUKaAMM ILIMUTOKMHUWH-3aBUCHUMOTI'O
PETYIATOPHOIO KacKaaa 3KCIIPpECCHMM I'€HOB B XOI€
JCOTUOJIAIUN.

AHaIn3 cofepKaHus TPaHCKPUIITOB TeHOB GLK 1
u GLK2 B ipopocTkax nukoro turia A. thaliana moxa-
3aJl CBeTO3aBUCUMOE HAKOTLJIEHUE MaTPUIL UCCIIeye-
MbIX TeHOB (puc. 3). Takass UHOYKIWST COAEPKAHUS
TPaHCKPUIITOB reHoB GLKSs cornacyercsl ¢ JaHHBIMU
Fitter u coasr. [3].

Ha ¢one neiictBus cBera LIK yBenmmuuBai comep-
JKaHUe TpaHCKpUNTOB reHoB GLKI v GLK2 Kak B
YCIIOBUSIX TEMHOTHI, TaK U cIyctsa 6 4 (GLK2) wiun
16 u (GLK1) nestuonsuun (puc. 3). DTOT pe3yabTar
MO3BOJISIET MPEAIOJIOXUTb, YTO mMpaHCc-HaKTOPbI
GLK1 1 GLK2 Moryt npyHuUMaTh y4yacTUe B IIUTO-
KWUHWH-3aBUCUMON PEryJISiliMU 9KCIPECCUU T€HOB B
XOJIe 3eJICHEHUSI IIPOPOCTKOB A. thaliana.

Tpanc-daxropnl GLKS peryampyoT HMTOKMHUH-32-
BHCHMYIO IKcnpeccuio reHa SCA3, koaupyioniero mia-
cruayio PHK-noaumepasy RPOT)p.

JOKJIAIBI POCCUMCKOM AKAJTEMUU HAYK. HAVKHU O XXKHU3HU

J171s1 TOTO YTOOBI YCTAHOBUTD, YUYACTBYIOT JIN O€JT-
k1 ceMelictBa GLKs B peryysinuy 3KCIpeccuu reHa
SCA3 n RPOTp-3aBUCHUMBIX IIJIACTUIHBIX TEHOB, MIC-
MOJIb30BaIN IBOMHOM MyTaHT glk Iglk2.

LIMHOKVMHWH-3aBUCHUMasl aKTUBALIUsI SKCIIPECCUN
reHoB mparc-dakTopoB GLKSs rmo3posinia HaM npe-
IOJIOKUTh yd4acTue HAHHBIX (DAKTOPOB TPAHCKPUII-
muu B LIK-3aBucMMOIi aKTUBALIUM SKCIIPECCUU TeHa
PHK-mmoaumepassr SCA3. Panee HaMu Obljia TIpoje-
MOHCTPUPOBaHA PETYISILUS MUTOKMHUHOM YPOBHS
TpaHcKpunToB reHa SCA3 B xone 3efieHeHusI A. thali-
ana [7], om1HAKO YYaCTHUKHU MOJIEKYISIPHOTO KacKaaa
peanu3anyy JaHHOTO MNO3UTUBHOrO 3 deKra 10 cux
MOpP HEU3BECTHHI.

Kak moka3bIBalOT IIOJIyYeHHBIC pPe3yJIbTaThl
(puc. 4a), ocBellleHUE STUOJMPOBAHHBIX PACTCHUIA
CTUMYJIMPOBAJIO YBEJIMUCHUE YPOBHS TPAHCKPUIITOB
reHa SCA3 kKaK B IIpOpOCTKaX JUKOIO TUIIA, TaK 1 HO-
KayT-myTaHTa glk Iglk2, mipy 5TOM OTCYTCTBUE MPAHC-
dakropoB GLKS He n3aMeHs10 HU TpoduJib, HU YPO-
BEHb TPAHCKPUIITOB B pacTeHusix glk Iglk2 (puc. 4a).
B cBoto ouepenp, B oTIIMUME OT TMKOIO THITA, OOpa-
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Puc. 4. BiusiHue cBeTa M IUTOKMHWHA Ha YPOBEHb TPAHCKPHUNTOB simepHoro reHa SCA3, Konupyoliero xjoporuractHyro PHK-
nonumepaszy RPOTp (A), a Takke RPOTp-3aBucumbix mactuaHeix reHoB accD (B) u clpP (B) B 4-THEBHBIX MPOPOCTKAX
A. thaliana nykoro Tumna u HokayT-myTaHTa glk Iglk2 B yCIIOBUSIX TEMHOTBI M B XOJI€ IEATUOJISILIMU * — TOCTOBEPHBIE Pa3INIMS
MEXIY CPeTHUMM 3HAYEHUSIMM DKCIIPECCUU B MPOPOCTKAX, BBIPAIIIEHHBIX HA MUTATEJbHOM cpeie 63 IIMTOKMHKMHA VS. 9KC-
TIPECCUU B PacCTeHUSIX, 00paboTaHHBIX mpaHc-3eaTuHOM Tipu *p < 0.05, ** ipu p < 0.01.

0oTKa mpaHc-3eaTUHOM TIpOpOCTKOB glkIglk2 He
MPUBOIUJIA K YBEJIUUYEHUIO COASPKAHUSI MaTPUI] Te-
Ha SCA3. OrcyrcTBue peakunu Ha LK yka3eiBaeT Ha
BO3MOXHOE y4yacThe (HaKTOpOB TPaHCKPUIIIIUN
GLK1 n/mmm GLK2 B peann3zaiuy mO3UTUBHOTO 3 -
dekra LIK Ha dpopMupoBaHme XjIopoIuiacTa B XOmue
MEeITUONISINK Yepe3 aKTHBAIIUIO SKCIIPECCUM TeHa
PHK-mmonnmepaser SCAS3.

Tpanc-dakropsr GLKs omocpeayoTr akTuBanmmio
IUTOKUHUHOM 3Kcnpeccun RPOTp — 3aBuUCHMBIX ILUIA-
CTHAHBIX TeHOB accD wm clpP B Xone ne3THOJSIMH

JOKJIAIBI POCCUMCKOM AKAJTEMUU HAYK. HAYKHU O XKHU3HU

A. thaliana. JlOIOMHUTENILHBEIM IIOATBEPXKIECHUEM
yuyactust mpanc-dakropos GLKS B IMTOKMHUH-3a-
BUCHMOI akTuBaluuM 3Kcnpeccun reHa SCA3 sBu-
Jmch pesyabTatsl I11P-PB 1o ypoBHIO TpaHCKpuUII-
ToB RPOTp — 3aBMCHMMBIX TeHOB, a UMEHHO accD n
clpP B XoIe LIMTOKWHWH-3aBUCUMOI e3TUOISIIAN
mytaHTa glk Iglk2. O6a reHa OTHOCSATCS K TeHaM “I10-
MalIHero xo3siiicTBa”: accD Konupyer [3-cyObennHm-
ny anetmii-CoA-KapOOKCHMIa3hbl, yJacTBYIONIICH B
CUHTE3€ XUPHBIX KUCJIOT, clpP — KaTaJIuTU4eCcKylo
cyopemuuuity nmporeassbl Clp. I'eH accD nmeeT TOIBKO
NEP-npoMoTop, ITO3TOMY TPAaHCKPHUIIIIUS 3TOTO Ie-
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TPAHCKPUITLIMOHHBIE ®AKTOPbBI CEMEMCTBA GLKs

Ha ocymectBisgercss NEP-nmonumepa3soii. ITpomoTtop
clpP conepxut Kak NEP, Tak u PEP a1eMeHTHI, 4TO
MO3BOJISIET TPAHCKPUOUpPOBaTh 3TOT reH Kak NEP,
tak 1 PEP- mommMmepasam, omHAaKoO CyIIeCTBYIOT JaH-
HbIe 0 O6mbIIeM BKJIane nmoauMepassl NEP B TpaH-
cKpurmuuio reHa clpP [2].

AHanu3 TIoKa3aj, YTO OCBEleHHE IPOPOCTKOB
KaK IMKOTO TUIIA, TaK U HOKAYT-MYyTaHTa IPUBOJINT K
YBEJIMYEHUIO COIEpPKaHUS TPAHCKPUINTOB TeHOB
accD v clpP (puc. 4 6, B). 3HaYUMBbIC OTIINYUST MEXKIY
IUKUM TunoM u glk Iglk2 nabaonaauck B [MHAMUKE
ypoBHs1 MPHK reHoB accD u clpP B otBeT Ha LIK B X0-
JIe Ie3TUOJISILIMU: €CJIM B TPOPOCTKAX MaTePUHCKOI
JIMHUU 3K30reHHbI LK yBenmnumBan comepxkaHue
TPaHCKPUIITOB UCCIIEAYyeMBIX TEHOB BO BCEX BpEMEH-
HBIX TOYKaX dKCIIEpUMEHTAa, TO MHAKTUBALIMS T€HOB
¢akropoB Tpanckpunuuun GLKs y myranra glk Iglk2
MPUBOAWJIA K OTCYTCTBUIO LIMTOKWHWH-3aBUCUMOI
peryisaiuu (puc. 4 6, B).

OtcyTrcTBUe mo3utuBHOTO 3ddekra LK Ha co-
nepxxaHue TpaHckpuiToB reHa SCA3 u nByx RPOTp-
3aBUCUMBIX TeHOB accD u clpP y myranra glkIglk2
MoATBepXaaeT ydyactue mpanc-dpakropoB GLKI1
n/mm GLK2 B peanuzaniuy MO3UTUBHOIO BIMSHUS
LK Ha ¢popMupoBaHme XJIOpoIIacTa IryreM KOHTPO-
Js1 TuiactugHoii PHK-nonuMepassl ssaiepHOro Koau-
poBaHUsI.

Kak wm3BectHo, IIK 06namaroT LIMPOKUM CIIEK-
TpoM (YHKIIMOHAIBHOM aKTUBHOCTU. HavaibHBIN
MyTh Ilepeaayrd HUTOKMHOBOIO CHUTHajla BKJIIOYaeT
uuroruiazmaruyeckue peuentopbl AHKSs (Arabidop-
sis Histidine Kinase), rpancmutrepsl AHPs (Arabi-
dopsis Histidine phosphotransfer Proteins) wu
11 mpanc-daxkropoB ARR Ttuna B (Arabidopsis Re-
sponse Regulator) [13]. HecMoTpst Ha TO 4TO Mmparc-
dakToprl TUIIa B nMeoT oT 4 10 8 ThICSY MPSIMBIX
CaliTOB CBSI3BIBAHMS C IPOMOTOPAMU SIICPHBIX TEHOB
[14], MHOTOYMCIIEHHBIE TPAaHCKPUIITOMHBIE KCCIIE-
JIOBaHMS YKa3bIBAlOT Ha ropasao 0oJjiee OOLIMPHBIi
KJlacTep LIUTOKUHUH-PETYJIMPYyeMbIX T€HOB, UTO 10~
IIyCKaeT BOBJIIEYCHHOCTb B TOPMOH-3aBUCUMYIO 3KC-
npeccuio mpauc-pakTopoB 00Jee BHICOKOTO ITOPSII-
Ka.

K ux uyuciay oTHOCATCSI TpU CeMeiicTBa mpaHc-
dakropoB GATA sanepHoit noxkammzamum: GNC
(GATA Nitrate-inducible Carbon-metabolism-in-
volved), GNL/CGA1l (GNC-Like/Cytokinin-re-
sponsive GATA factor 1) u GLKs (Golden two-Like)
[2, 15]. DTu perynsgTopHBIe OEJIK OTTOCPEAYIOT Aeii-
ctBue LIK Ha xj1oporuiacTel, M, KpoMe TOT0, 3KCIIpec-
CcUsI X TeHOB Mo3uTUBHO perynupyercs LK [3, 16].
ITomumo yuactus B LIK-3aBucruMoit perysiimm 3Kc-
npeccuu siaepHbix reHoB, GNC 1 GLKs koHTpoiu-
pYIOT OMOreHe3 U JeJIeHUE XJIOPOILJIACTOB, OITHAKO
MOJIEKYJISIPHBII M€XaHU3M TaKoro BO3AeCTBUS pa3-
Juyaetcs. @akrop GNC noaasiasieT TPaHCKPUITLIUIO
TeHOB HETaTUBHbBIX PEryasaTopoB (hoToMopdoreHesa
PIFs, a Takke TeHOB, KOOUPYIOIINX (PepMEHTHI OMO-
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CUHTe3a U mpanc-PaKTOPOB OPacCCUHOCTEPOUIOB,
TeM caMbIM MHULIMUPYs ¢oToMopdoreHes. Hampo-
tuB, GLKS aBIISIIOTCSI aKTUBaTOpaMU TPAHCKPUITLINU
TeHOB, KOOUPYIOIIMX OEJIKU CBETOCOOUPAIOIINX
KOMIIJIEKCOB U (pepMEeHTHI OMOCHHTE3a XJIOpOodua.
IMosyyeHHBIE HAMU pe3yabTaThl BIICPBEIC ITOKAa3aJIn
yyactue pakTopoB TpaHckpurinn GLKs B muToxu-
HMH-3aBUCUMOM aKTUBALIMU 3KcTIpeccuu reHa SCA3,
YTO 3HAYUTEJIbHO YIIIyOJsseT MOHMMAaHNE MEXaHM3-
MOB pETYJISIINM OMOTreHe3a XJIOPOIIACTOB MPAHC-
dakropamu GLKs.

Eme omHMM CBeTO- M LUTOKMHUH-3aBUCUMBIM
peryjsITopoM OHOTeHe3a XJIOPOILIACTOB SIBJISIETCS
mpanc-paxkTop HYS5. B uccienoBaHusix 1o 3ejieHe-
HUIO KopHeii A. thaliana Kobayashi u coaBrt. [10] no-
Ka3ajJy B3aMMO3aBHCHMOCTb B AeHCTBUU (haKTOPOB
HYS5 u GLKs. DTo nmoaTBep:KaaeTcss TeEM, YTO 3KC-
npeccusi 000UX reHOB MOAABJISIETCS AyKCUHOM M aK-
tuBnpytorcs LK, oBepakcnpeccuss reroB GLK1 n
GLK?2 npuBomuT K yBeJIu4YeHUIo ypoBHs 6enka HYS
u Oenka cBerocobupawiiero komrmiekca LHCP.
CkpemuBaHre MyTaHTa AyS5-215 ¢ pacTeHUEM OBEp-
skcnpeccupyowmm GLK1, v GLK2,, B HEKOTOpOi
CTEeTIEHU KOMIIEHCUPYET OJIeMHO-3eIeHbIH (heHOTUIT
hy5-215, XOTs1 He BOCCTAaHABIMBAET €TI0 ITOJIHOCTHIO,
U3 4Yero cjenyer, 4To Wi (YHKIMOHUPOBAHUS
mparc-pakTopoB GLKs HeobxoauMm (pyHKIIMOHATb-
Ho-akTuBHBIA HYS. Kpome Toro, panee Mbl mokasa-
g [17], 9TO HIUTOKMHUH-3aBUCUMAasT SKCITPECCHS Te-
Ha SCA3 B Xoie Ie3TUOSILIUY OTIOCpea0BaHa mMpaHc-
dakropom HYS, a B maHHOIT paboTe ImoKa3aHa 3aBU-
CUMOCTb 3Kcrpeccun TreHa RPOTp ot dakTropoB
GLKs. ITo-Buagumomy, 6enku GLKs u HYS saBisior-
CsI 3JIeMEeHTaMM OJHOTO TPAaHCKPUIIIIMOHHOTO KacKa-
Jla peryJisiuuu aKkcrpeccuu reHa SCA3, Kogupyrolie-
ro PHK-nmonmumepazy RPOTp mmactua, B Xoae UTO-
KVMHWH-3aBUCHMOI IE3TUOJISIIINN.

KOH®JIUKT UHTEPECOB

ABTOpLI 3asBJIAIOT, YTO Y HUX HET KOHCI)J'[I/IKTE[ HHTECPC-
coB. Hacrosimas ctares He COOCPXKHUT KaK1X-1100 mccie-
JNIOBaHUI C ydyactuem JIIOAei 1 XKMBOTHBIX B KAUECTBE 00b-
€KTOB UCCJIEAOBAHUIA.

NCTOYHUKN OPUHAHCHPOBAHW A

PaGora BbhImoaHeHa IIpu (HUHAHCOBOM ITOAIEPIKKE
Poccuiickoro ¢doHma ¢dbyHAaMEHTAIbHBIX MUCCIEI0BaHUIA
(rpanTtsl No 19-34-90183 u 20-04-00294), a Takcke MuHu-
cTepcTBa HayKud U BhIcHIero ob6pasoBaHust Poccuiickoit
Denepanum (tema Ne 121040800153-1).
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TRANSCRIPTION FACTORS OF THE GLRS FAMILY ARE INVOLVED I
N CYTOKININ-DEPENDENT REGULATION OF PLASTID RNA POLYMERASE
§CA3 GENE EXPRESSION DURING DEETIOLATION
OF ARABIDOPSIS THALIANA
A. S. Doroshenko**, A. M. Malyukova“*, M. N. Danilova?,
Corresponding Member of the RAS V1. V. Kuznetsov“, and V. V. Kusnetsov*
¢ KA. Timiryazev Institute of Plant Physiology RAS, Moscow, Russian Federation

b Lomonosov Moscow State University, Moscow, Russian Federation

#e-mail: anastasiya04101993@gmail.com

Light-dependent transcription factors GLKSs of Arabidopsis thaliana are involved in the anterograde regula-
tion of chloroplast biogenesis during deetiolation: they regulate the expression of photosynthetic nuclear-en-
coded genes and also mediate the transcription of plastid genes. Chloroplast biogenesis is determined at the
same time by light and by endogenous factors — the phytohormones, among which cytokinins significantly
accelerate the formation of photosynthetically active chloroplasts. In the current work it was shown that
GLKs trans-factors operate as cytokinin-dependent regulators, mediating the positive cytokinin effect on
plastome expression through the activation of transcription of the SCA3 nuclear gene encoding the plastid

RNA polymerase RPOTp.

Keywords: Arabidopsis thaliana, deetiolation, cytokinins, transcription factors, gene expression, chloroplast

biogenesis
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