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BBEJIEHUE

AKTYaJIbHOCTH T€MBbI HCCJICAOBAHUS

OUTOrOPMOH ayKCUH UTPAET KIKOYEBYIO POJb B PETYJALMH Pa3BUTHUS U
KU3HENIEATEIbHOCTH pacTeHUu. PyHKIIMHA ayKCMHA MHOTOCTOPOHHH U IIMPOKO
UCIIOJIB3YIOTCSL B Pa3HBIX TEXHOJIOTHMX, HAUMHASL OT arpOTEXHUKHU, IJ€ ayKCHH
OPUMEHSIOT M KaK TrepOuIuA Il YHMUTOXXEHHUS COPHBIX PAacTeHUM, M Kak
CTUMYJIATOP pOCTa, A0 KYyJbTYpPhl KIETOK PAacCT€HHW, TJI€ OH CIyXKHUT
UHAYKTOPOM  COMaTHYecKoro 3MmOpuoreHe3a. MOoNeKyJIsIpHbBIE  OCHOBBI
peanu3aluyd TaKWX MHOMXECTBEHHBIX CILEHAapUEB KIETOYHOIO OTBETa Ha
AyKCHUH, SBJISIOIUNACA XUMUYECKH IPOCTOM MOJIEKYJIOW, OCTAKOTCS OJHUM H3
(yHIaMEHTAIbHBIX U [IEHTPAIbHBIX BOIIPOCOB T'€HETUKU PACTEHUH.

B ocHOBe peryinupyemMbix ayKCMHOM MPOLECCOB JICKHUT aKTHUBALUS WIH
nojaBiieHue oHkcnpeccun Thicsiy reHoB (Weijers and Wagner, 2016).
Tpanckpunimonnsie  Qaxtopel (T®) ARF (Auxin Response Factor)
CBA3BIBAIOTCA C ayKCHMH-UYyBCTBHUTENIbHBIMU 3yieMeHTamMu (Auxin Responsive
Elements; AuxRE) B perynaropHbsix o007acTsiX T'€HOB-MHIIEHEH. ['€HOMBI
pacTteHuid BkIrovaroT Oosbmme cemeiictBa T® ARF, kortopeie Moryt
pEeryJaupoBaTh yHHUKaJbHble HA0OpbI I'€HOB IyTEM CBS3BIBAHMS C Pa3HbIMU
AuxRE (Blenau et al., 2011). Hecmotpss Ha mpuiiaraeMble CyIIECTBEHHbIE
ycuiusi, u3-3a (QyHKUHOHaNbHOW u30bITouHOCTH T® ARF, HailTu MmuineHu
koHKpeTHbIX ARF u wuccnenoBare myTH Tmepefadyd CHUrHajga ayKCHHa,
(YHKIMOHUpPYIOLIME TMpPH pPa3IMYHBIX YCIOBUSAX, OKa3ajloCh TEXHUYECKH
cinoxHo. B manHO# paboTe MBI pesiaraeM pemuTh 00paTHYIO 3a/1ady — HalTH
U omnucath MHorooOpaszue u cTpyktypy AuxRE u oxapakrepuszoBath T,

KoTopble ¢ HUMU cBs3biBaloTCA. ARF-cBs3biBaromue AuxRE, BbIsiBiIsieMble B
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PErYyJIATOPHBIX pailOHaX MHOTHUX AyKCHUH-UYYBCTBUTEJIBHBIX T'€HOB, COJIEPHKAT
nocienoBatenbHocTd TGTCGG, TGTCTC unu TGTCCC (Zemlyanskaya et
al., 2016). OpgHako OSTH D3JEMEHTHl TPUCYTCTBYIOT U BO MHOTHX
HEUYBCTBUTENIBHBIX K ayKCMHYy T€HaX, M3 YEero MOXHO NPEANOIOKUTh
CYILIECTBOBAHHE  JOIMOJHUTENbHBIX, €II€ HEU3yYEHHBIX OCOOEHHOCTEH
PEryJIALUU TPAHCKPUIIIIMOHHON aKTUBHOCTH T€HOB ayKCHHOM.

HenaBuue uccnenoBanus nokazaiu, uto T ARF cessbiBatorcs ¢ [[HK B
Bujie romoaumepoB (Boer et al., 2014) u rerepoaumepon (0030p B Cherenkov,
Novikova et al., 2018). buonndpopmarudeckuii aHaIu3 paiOHOB CBS3bIBAHMS
Td ARF5 u ARF2 BoisiBuII B HUX 00OTaIIeHNUE TPSIMBIX U WHBEPTUPOBAHHBIX
noBTopoB AuxRE ¢ pasznuunoil mimHoi cneiicepa (Stigliani et al., 2018).
Kpome Toro, B anaimze mpoMOTOPOB ayKCHH-YYBCTBUTEIBHBIX T'€HOB OBbLIO
BbIsIBIIEHO oOoramenne He ARF-cBsA3pIBalOMMEU  [UC-PETYISATOPHBIMU
sanemeHtamu (Berendzen et al., 2012), B ToM 4uciie B HENOCPEACTBEHHOU
omm3octu ot mnocnenoBarenbHocTeit TGTCNN (Mironova et al., 2014).
KitoueBbIM  BOIIPOCOM  OCTaeTCA, KAaK MHOIO TaKUX LHC-PETYJISITOPHBIX
aneMeHTOB U Kakue eme Td, nomumo ARF, MoxynupyroT OTBET Ha ayKCUH?

OKCNEPUMEHTAIbHbIM aHanu3 pailoHoB cBs3biBaHusA Td ARF umeer
CYIIECTBEHHbIC OTPAHUYCHHS — HA JaHHBIM MOMEHT YJajJoCh HCCIEI0BATH
B3aumoaercteue ¢ JIHK mume N-trepmunanshHoro JIHK-cBs3biBaroiiero
nomena Td® ARF, a He nenoro 6enka. Tak kak popMHpoBaHUE TETEPOIUMEPOB
ARF ¢ TO®-napTHepaMu, KaKk MpaBUIIO, NPOUCXOAUT uepe3 C-TepMHUHATbHBII
JIOMEH, TO BBISIBUTH Takue B3aumojelcTBus 1o gaHHbeiM ChIP(DAP)-seq
aHaju3a He MpEACTaBIsAETCS BO3MOXKHBIM. KpoMe Toro, eciiv nojapazyMeBaeTcs
Hannuue Td, KoTopble MOIYJIHPYIOT OTBET Ha ayKCUH He3aBUcHUMO OT ARF, To
JUIsl pelieHus OoOpaTHOW 3aJladyd HaJo MCIOJb30BaTh Jpyrue JaHHble. B

HaCTOAIICC BpCMA B 0azax JaHHBIX  HAKOIIJICHO OOJIBIIIOE  YHCIIO
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TPAHCKPUITOMHBIX JAaHHBIX MO OTBETY HAa ayKCUH, YTO MMO3BOJISIET IPOBECTU UX
aHanu3 u BbIIBUTH HoBble AuxRE, oOoramenHsle B MOpoMOTOpax
muddepeHnuanbHo dKcnpeccupyronmxcs renoB ([A217), u, Takum obOpasowm,
JOTIOJIHUTh TEOPETUUECKUE 3HAHUS O MEXaHU3ME PETYJIAIIMU T€HOB ayKCHUHOM.
ey 1 3axa4u padoThI

L]envio OaHHOU pabombi SIBJISIETCS uaeHTUPUKaIIs
AyKCHH-UYBCTBUTEIBHBIX  LHUC-pEryisTOpHbIX 3ieMeHToB (AuxRE) B
poMoTOpax reHoB Arabidopsis thaliana.

3aoauu:

1. Pazpaborka OnoOMH(POPMATHYECKOIO METOJA I10 BBISBICHHUIO
NOTEHIUAJIBHBIX  I[UC-PETYJATOPHBIX  SJIEMEHTOB, ACCOLMUPOBAHHBIX C
b depeHnrnanbHOM SKCIpeccueil reHoB.

2. AmnpoGanust ~ OGmomHpOpPMATHUUECKOTO  METOJAa B TIOUCKE
noreHuanbHbiX AuxRE.

3. AHanu3 ¢yHKUMOHaIbHOCTH KaHaunatHeix AuxRE B oTBere Ha
AyKCUH in Vivo METOJIOM HaIlpaBJIE€HHOTO MyTareHe3a IPOMOTOPOB T€HOB
Arabidopsis thaliana.

4. DKcnepruMeHTallbHas IPOBEpKa CBs3bIBaHUS KaHAUIATHBIX AuxRE
C TPAHCKPUIMIIMOHHBIMU (haKTOpaMHU in Vitro.

Hayuynast HoBU3HA

HoBusHa perieHus: 3asBJIeHHON MpOOJIeMbl 3aKJIIOYAETCS] B IPUMEHEHHUH
CUCTEMHO-OHMOJIOTHYECKOTO IMOJX0Ja K TOMCKY MOJEKYISIPHO-TEHETHUECKIX
MEXaHM3MOB  OTBETa HAa AayKCHH 4Yepe3  aHaju3  CTPYKTypbl H
GYHKIIMOHATBHOCTH OJUHOYHBIX M mapHbIXx AuxRE. Jlns pemenust stou
3amaun  ObLT  pa3paboTaH HOBBIM OmomHpopmartuueckmii wmetom TAA
(TpanckpunromHoro  AHanuza  Accoluanuii), KOTOpbIH MO  CEpHUH

TPAHCKPUIITOMHBIX  JAaHHBIX  OIIMCBIBACT pa3H006pa3He oOucC-3JICMCHTOB,
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CUCTEMATHYECKU oOorameHHbIX B mpoMoTopax JIOI'. B akcrnepumMeHTaIbHOM

94acTH MPOEKTa OBLIN MCIIOJIB30BAHBI COBPEMEHHBIE METOINKH, HAPABICHHBIC
Ha MPOBEPKY (PYHKIMOHAIBHOCTU MPEACKA3AHHBIX I[UC-3JIEMEHTOB B OTBETE a
AyKCHH.
TeopeTnyeckasi 1 IpaKTHYECKAsi 3HAYUMOCTH PadoOThI

BrisiBlieHHEe ayKCHMH-3aBUCHUMBIX MEXAaHU3MOB PETYJSIIIUM AKTUBHOCTHU
T€HOB  SIBIIAETCS  AKTyalbHbIM U  (yHIAMEHTAIBHBIM  HaIpaBICHUEM
UCCJIeIOBaHU B Ouonoruu pacteHuil. M3ydeHune MOJEKyIsIpHBIX OCHOB
reHepali MHOXECTBEHHBIX OTBETOB HA AayKCHMH B pPa3BUTHUU pACTEHHUS Ha
TPAHCKPUIIIITMOHHOM YPOBHE, BBISBICHHUE HOBBIX TXD M IUC-PETYISITOPHBIX
DJIIEMEHTOB, BOBJICUYEHHBIX B PETYJAIHMIO OJTUX MPOIECCOB aAyKCHHOM,
OTKPBIBAET HOBBIE BO3MOKHOCTU JJIsi OMOTEXHOJIOTHU M CalT-HaINpaBiICHHOU
cesiekiuu  pacteHuil. IIpenckazaHHble IUC-PETYISITOPHBIE AJIEMEHTHI  C
HOJTBEPKIAECHHON in Vivo (YHKIIMOHAIBHOCTHIO MOTYT OBITH HCIIOJB30BAHbBI
JUTSL CO3/IaHUSI AyKCUH-UYYyBCTBUTENbHBIX PENOPTEPHBIX KOHCTPYKIUH, aHAJIOTOB
cymectBytomero DRSS (DIRECT REPEAT 5), Ho c 0Oosiee BBICOKOH W
crenupruIecKor 9yBCTBUTEIHHOCTHIO.
MeTomoJ10rusi 1 METOAbI JUCCEPTANMOHHOTO HCCIIETOBAHNS

B nmanHoii pabGoTte paszpaboTaH METOA TPAHCKPUIITOMHOIO aHaIHU3a
acconmanuii (TAA) s moucka CBSI3aHHBIX C TPAHCKPHUIIIMOHHBIM OTBETOM
uc-perynaropasix anemeHToB (Cherenkov, Novikova et al., 2018). TAA
OCHOBAaH Ha aHAJIN3E JAHHBIX, MOJTYYEHHBIX U3 MHOXKECTBA TPAHCKPUITOMHBIX
AKCIIEPUMEHTOB, 9TO MOBBIIIIAET  JIOCTOBEPHOCTh  MpeACKa3aHUil.
Hcnonb3oBaHne B  aHalM3e  OJHOBPEMEHHO  OOJIBIIOIO  KOJUYECTBA
TPAHCKPUNITOMHBIX JTaHHBIX IMMO3BOJISET MAaKCHMAJIBHO COKPATHTHh KOJUYECTBO
JIOXHO-TIOJIOKUTEIBHBIX PE3yJbTaTOB W HAWTH HanOoJiee TOJHBIA CIHUCOK

MUC-3JICMCHTOB, BOBJICYHCHHBIX B PCIYJIALINIO TPAHCKPUIIIHUHA I'CHOB dYKCHHOM.
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Jlyist mpoBepku (PYHKITMOHAIBHOCTH TIPEICKA3aHHBIX MPU TMTOMOIIA METOAa

TAA 1uC-peryasaTOpHBIX 3JIEMEHTOB B MPOMOTOPaX ayKCHH-UYyBCTBUTEIBHBIX
reHOB  A.thaliana ™Mbl  WCNONB30BAaJM  METOJMKY  MyTareHesa cC
nepeKpoiBatonumMucs mnpaiMepamu. C  TOMOIIBIO  BBICOKOA((PEKTUBHOTO
O0esnurazHoro kjnoHupoBanus (Wendrich et al.,, 2015) ™Mbl nomyuunu
IreHEeTUYECKUE KOHCTPYKIIMM Ha OCHOBE IUTa3MUIHOrO Bektopa pPLV104v2
(De Rybel et al, 2011). Tpauchopmamus pacrenunit A.thaliana
OCyIIECTBIIsIaCh TpHU ToMoun Agrobacterium tumefaciens. Dxcupeccus
naTTepHOB akTUBHOCTH Oenka GFP wu3ywyamach Ha KOpPHSX TPOPOCTKOB
A.thaliana Ha xoH(pOKaIbHBEIX MUKpockormax LSM 510 Meta u Leica SP5. [{ns
noricka T®D, BOBJICYCHHBIX B PETYIISAINIO TPAHCKPHUIIIUU HCCIIETYyEMbIX T€HOB,
ObLJ1a UCTIOJIb30BaHa JIPOKIKEBAst OJJHOTUOPHUIHAS CHCTEMA.

IMos0:keHus1, BLIHOCMMbIE HA 3aIIUTY:

e PazpaGoran Meron TpanckpunrtomHoro Ananuza Accouuaiuii (TAA),
MO3BOJISIONINN  BBIIBUTH ~ MHOTOOOpa3We  acCONMHUPOBAHHBIX  C
U3y4aeMbIM (EHOMEHOM pPEryJSATOPHBIX AJIEMEHTOB B TMPOMOTOpaX
G depeHInanbHO SKCIPECCUPYIOIIUXCS TEHOB.

e [IpoMoOTOpHI I'eHOB MEPBUYHOIO OTBETA HA aYKCUH Arabidopsis thaliana
obnagaroT CJIOKHOU CTPYKTYpOH pAacCIIOI0XKEHUS
AyKCHH-9YBCTBUTEIBHBIX PETYIATOPHBIX JJIEMEHTOB U  OOOTaICHBI
NOTEHIIMAIbHBIMUA CaWTaMU CBSA3BIBAHUSI CEMEUCTB TPaHCKPUIIIMOHHBIX
dakTopoB bZIP, bHLH, TCP u A/T-60oraTeiMu 10OCII€10BaTCIILHOCTIMH.

e TpanckpuniuoHHbli ¢pakTop ARFS5 MoXeT BBIIONHATH (YHKIHIO
aKTUBATOpa U PErpeccopa TPAHCKPHUIIIIMK T€HOB B OTBET Ha (PUTOrOpMOH
AyKCUH B 3aBUCHUMOCTH OT CTPYKTYPHI ITUC-PETYJIATOPHBIX 3JIEMEHTOB

AuxRE.
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CtpykTypa padoThI

Paborta cocroutr u3 BBeAeHHs, 0030pa JUTEPATypbl, PE3YIbTATOB H
o0cyxeHnil paOOThl, 3aKJIIOUEHHUS, BHIBOJIOB, CIHCKA IMyOJMKAIUH MO TeMe
auccepTraunu, cnucka autepatypsl (176 HaumeHnoBanwmil). Marepuan U3noxeH
Ha 138 cTrpanumax, cogepxxut 21 pucyHok, 10 Tabaui 1 7 IpUIIOKEHUM.
JIMYHbBIN BKJIAJ aBTOpaA

OCHOBHBIE DPE3YyJIbTATHI, W3JIOKEHHBIE B JUCCEPTALMU, IOJYYEHBI H
IPOAaHAJIM3UPOBAHBI ABTOPOM JIMYHO.
AnpobGanusi pe3yJibTaToOB

Marepuanbl HacTosmied pabOThI BONUIM B OTYETHl IO TpPaHTaM
Poccuiickoro nayuynoro ¢onga u Poccuiickoro ¢onaa ¢(yHaaMeHTaIbHBIX
uccienoBanuii. OCHOBHBbIE pe3yJbTaThl PAOOTh OBUIM MPEACTABICHBI Ha
HAyYHBIX KOH(EPEHIUSAX M IIKOJIAX MOJOJBIX YUYEHBIX B BHUJE YCTHBIX H
CTEHJOBBIX JIOKJIAJ0B: MexyHapoaHas KoH(pepeHuus no O0nomHpOpMaTHKeE,
ctpyktype u peryimsiuun reHoma (BGRS\SB2014 u BGRS\SB'2018, .
HoBocubupck, Poccusi), MexmyHapogHas KOHGEpEHIUST MO CHUCTEMHOM
ouonoruu (ICSB'16, r. bapcenona, Ucnanus), Becepoccuiickas koHbepeHus ¢
MEXIYHApOJHBIM ydacTheM ''BBICOKONMPOU3BOAUTENLHOE CEKBEHHUPOBAHHE B
reHomuke" (HGS2017, r. HoBocubupck, Poccus), MexnynapoaHas
KOH(epeHIus MO0 JKCInepuMeHTalbHOM Ouosiorun pacrenut (EPS2018 u
EPS2019, r. Jlonrepen, Hunepnannel), MexayHaponHas KoHGpEpEeHIIUS
“AyKCUHBI U UMTOKUHUHBI B pa3Butum pacrenuii’” (ACPD2018, r. Ilpara,
UYexus), MexayHapoaHas koHpepenuus rno aykcunam (Auxin Workshop 2018,
r. Jlunc, BenukoOpuranus), MexayHapoaHasi KOHGEpeHIUs 0 OMOJIOTrHYeCKU

akTuBHBIM BemiecTBaM pacteHuid (ICPGS2019, r. [Tapwx, Opanums).
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I')TIABA 1. OB30P JIMTEPATYPbBI

1.1. 'opMoHa/IbHAA peryJisuMs pocTa U pa3sBUTHS PACTEHUH

1.1.1.0cHOBHBIE GUTOrOPMOHBI PAaCTeHU U UX PyHKINH

BriepBbie uaes o roOpMOHAIBHOM PETYISLIMU POCTA U PA3BUTHUS PACTEHUMN
Obuta Bbickazana Yapnwszom J[lapBunom B 1880 romy (Darwin, 1880). B
JanbHeIIeM »TO YyuYeHHe ObUIO pPa3BUTO B TpPyAaX OTEUYECTBEHHBIX U
3apy0exxHbIx ¢usznonoroB pacrennit (Kymaesa, 1995; Kpasen u ap., 2008;
Hepdnunr, 1985; Guern, 1987; Klee and Estelle, 1991).

OUTOrOpMOHBI OKa3bIBAIOT pasiinyHble (Qu3nonorndyeckue 3G EeKTs Ha
pacTeHus, 00eCTIeunBaIOT PEryJsnui0 MOpdoreHe3a M POCTOBBIX MPOIECCOB
pacTeHuil, B TOM YHMCJIE PEAKIMN HAa BHEIIHHUE BO3JACHCTBUS U CTPECCHI,
MI0JIOBOE Pa3MHOXEHHUE, NEPEeX0]l B CTaAUIO TIOKOsI, cTapeHue u ap. (Mensenes,
2004). K xmaccuvyeckuM (PUTOrOpMOHAM OTHOCST AyKCHUHBI, ITUTOKUHUHBI,
ruO0epesIHbl, a0CHU30BYI0 KHCJIOTY, OpacCUHOCTEPOMWbI, ATUJIEH, KpOME
TOr0 (PYyHKIHMH (PUTOTOPMOHOB MOTYT BBINOIHATH OKCUJIUIIUHBI, CAMIIAIIOBAs
KHUCIIOTa U pAM NenTua0B. DUTOrOPMOHBI TIPOSIBIISIIOT PETYJISTOPHBIE (PYHKITUU
B HM3KUX KOHIICHTPALUSX, CUHTE3UPYIOTCS B OJIHUX YACTIX PACTUTEIHLHOTO
OpraHu3Ma ¥ TPaHCHOPTUPYIOTCS B MecTa (YHKIHMOHUPOBAHUS, WIH KeE
JICUCTBYIOT HEIMOCPEJICTBEHHO B TOM MecTe, rje oOpasyiorcs (ExoBa u mp,
2003).

@OuUTOropMOHbl  00pa3ylOT  CIOXKHBIE CETU B3aUMOJCHCTBUSA TIPH
PETYISIUN pOCTa U Ppa3BUTHUA pacTeHUl. JelicTBre pa3nuyHbIX (PUTOTOPMOHOB
MOXKET OBITh B3aMMOCBSI3aHO Ha YpPOBHE WX CHHTE3a, TpPaHCIIOPTAa,

KaTa6OJII/ISMa, peuciinu U Iepcaadu CurHalia. Ha MOIJICKYJIIPHOM YPOBHC
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TOpMOHAJIbHAA pPeryjriousd AaKTUBHOCTH I'CHOB MOXKCET OCYHICCTBIIATBCA Ha

TPAHCKPUIIIIMOHHOM  (MHHUIMAIMS W  DJIOHTAIUsl  TPAHCKPUIIIMH) |
NOCTTPAHCKPUIIIIMOHHOM  ((QYHKIMOHHUpPOBaHUE  pUOOCOM,  PEryJISIUsS
nocpenactsoM MuUKpoPHK, nerpamamms 6enka, mogudukanum 0eiaka) ypoBHSX.
Perynmsmmst  TpaHCKPHUMIIMK ~ OCYIIECTBISECTCS  (UTOTOPMOHAMH  Yepe3
nocpenuukoB.  [locpenHrkamMu  MOTYT  BBICTYyHaThb  TpaHCMEMOpaHHBIE
pEelEenTOphl, CUTHAI OT KOTOPBIX MPOXOJUT TIO MHOTOKOMITOHEHTHOM
KaCKaJHOM  peakiuu B  AApO, HampuMmep, B  CiIydae JACHUCTBUA
OpaccUHOCTEPOUIOB, THOOEPEIIIMHOB, IUTOKMHUHOB M »TWieHa (Mensenes,
2004). Takxxe ropMOHBI MOTYT JEWCTBOBaTh HA OIPEJEICHHbIC MPOILIECCHI
KOCBEHHO, 4Y€pe3 aKTUBALMIO JIPYIMX (U3HOJIOTMYECKHX IIPOIECCOB,
Hanpumep, ayKCUH U3MEHSIET paboty HATpUI-KaIHeBOM
anenosuHTprdochorazpl (H/K-ATda3pl) 1 akBamopuHOB, YTO MPUBOIUT K
U3MEHEHUIO Typropa M THAPOCTATUYECKOTO MaBJICHUS, MOKA3aTeIH KOTOPBIX
BaXKHBI JUIs pocTa U jenenus kietok (Péret et al., 2012).

AyKCHH — 3TO MPOU3BOJIHOE TpulTodaHa, Urparoiiee poib MopdoreHa
BO BCEX PACTUTENILHBIX OpPraHU3Max, B TOM YHUCJIE U BOJOPOCISX, PETyJIUPYET
pOCT U JEeJeHUE PACTUTEITBHOM KIETKH, Pa3BUTUE MMAPTEHOKAPITUYECKUX
TUIOJIOB, CTUMYJIUPYET 00pa3oBaHre OOKOBBIX KOPHEH y CTEOJIEBBIX YEPEHKOB,
a TaK)Ke MHAYIUpYyeT oOpa3oBaHue dTWieHA. [[UTOKMHUHBI BMECTE C ayKCUHOM
KOHTPOJUPYIOT MPOIIECChl JIEJICHUS KIETOK U alMKalIbHOE JIOMUHUPOBAHUE, a
TAaK)K€  Y4YaCTBYIOT B  PEryJsllud  pocTa  IUIOJOB, MOpdoTreHesa
HeauphepeHIMPOBaHHBIX TKaHEW, OKa3bIBAIOT arTparupyromuid 3¢ dext
(Kynaesa, 1995). Jlpyrue nukinyeckue OMOJOTHUECKH aKTUBHBIE COCTUHEHUS
— THOOEpeITMHBI, BBI3BIBAIOT YUIMHCHHWE CTEOJs, aKTHUBUPYS [EJICHUE U
pacTshDKEHUE  KJIETOK, WHIYIUPYIOT IIBETEHHUE pPACTCHHWHA, BIUAIOT Ha

ACTCPMUHALIUIO I10JId, YTHCTAKOT pPa3dBUTHUC CCMAH B IIOHAX. HeMaJIOBEDKHYIO
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pOJIb B Pa3BUTUU DPACTCHHS HWrpaeT abCIHM30Bas KHUCIOTa, OHA WHTHOHPYET
npopacTaHue CeMSH W POCT IO0YEK, BBICTyMAaeT AHTAarOHHUCTOM AayKCHHA,
IIUTOKMHOB M THOOepemnuHoB (Pakutuna u ap., 1994). EauHcTBEHHBIM
U3BECTHBIM Ta3000pa3HbIM TOPMOHOM PpACTEHHM SBISETCS STHIEH. ODTHIIECH
y4acTBYeT B OTBETE Ha CTPECCOBBIC BO3JCHCTBUS, KOHTPOIUPYET CO3PEBAHUE
IUIOJIOB, CTapEHUE TKaHEW, OMaJieHue IUIOJ0B M JIUCTHEB, PA3BUTHE I[BETKOB,
AIMHACTUIO, OOpa30BaHHE KOPHEBBIX BOJIOCKOB U YCKOPEHHME MpOpacTaHUs
cemsiH (Kynaesa, 1998). bBpaccunocrepounibl, BelecTBa CTEPOUIHON MPUPOIBI,
00Jaat0T pOCTOCTUMYIUPYIOMUM 3P (HEKTOM, SABIISIFOTCS aTOHUCTAMH ayKCHHA
(KoBrauko, 1991). )KacmoHaThl, OTHOCSIIIMECS K OKCUJIMIIMHAM, YYacCTBYIOT B
OTBETHBIX PEAKIUAX MPH MOBPESKICHUHN PACTCHHUI MaTOT€HAMH M HACEKOMBIMH

(Mengenes, 2004).

1.1.2. CurHajbHbIi NyTh AyKCHHA

MexaHu3M peanu3aiii KISTOYHOTO0 OTBETa Ha AyKCHH OCYIIECTBIISIETCS B
OCHOBHOM dYepe3 U3MECHEHHE TPAHCKPHIIIMN T€HOB. THICSYM TEHOB M3MEHSIOT
CBOIO JKCIIpeccHio B oTBET Ha aykcuH (Paponov et al., 2008). ITyts nmepenaun
CUTHAJIa OT ayKcWMHa ObUI paccMOTpeH Bo MHorux paborax (Chapman and
Estelle, 2009; Salehin et al., 2015; Leyser 2018). AykcuH obecrnieuuBaeT
B3aumoercTeue 0eaxkoB TRANSPORT INHIBITOR RESPONSE1I/AUXIN
SIGNALING F-BOX (TIR1/AFB) ceMeiicTBa F-60oxc c
Oenkamu-penpeccopamu oTBera Ha aykcuH Aux/IAA (Tan et al., 2007). F-6oxkc
Oelku SIBJISIOTCA CyObEIMHHUIICH Yy3HaBaHUS CyOCTpara B KOMIUIEKCax
youkButuanuraz SCF, Takke Brimouarommx cyoseaunuiy Skpl wu
cyobenunuity Cullin (Smalle and Vierstra, 2004). YOUKBUTHHUPYEMBIH OEJIOK
nocrasisiercss B kKomiuiekc SCF  Omaromapss ero B3auMMOJIEHWCTBHIO C

C-tepMmuHanbHbIM 1oMeHOM Oenka cemeiictBa F-0okc TIR1/AFB, cocrosiero


http://www.plantphysiol.org/content/176/1/465#ref-19
http://www.plantphysiol.org/content/176/1/465#ref-19
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U3 JICMIIMH-00TAaTOro TOBTOpa M IIeHTpa cBsi3biBaHMs aykcuHa (Tan et al.,

2007). Cesa3biBaHuE ayKcHHA cTadbminsupyercsa oenkamu Aux/[AA Ha Bxone B
LEHTP CBS3bIBAHUA 3a CYET KOPOTKOIO0 aMHUHOKHUCIOTHOTO MOTHBa Oelika
Aux/IAA, u3ectHoro kak aomeH II (Tan et al., 2007). Takum oGpa3om,
ayKCHH-ONOCpeIoBaHHOe  cBsi3biBanue OenkoB Aux/IAA ¢ TIR1/AFB
o0ecrieynBaeT  UX  TPAHCHOPTUPOBKY K  koMmmiekcy  SCF s
youkButunupoBanus (Ub) u nmerpamammm Aux/IAA (Gray et al., 2001;
Maraschin et al., 2009) (Pucynok 1).

A. b. rnmrb(
M

AuX/TAA
~ -
el r\(_> ARF I ‘WW_,

FeT7C TeTC IETC T6TC

TPL R Aux/ian 2
G

-

Pucynok 1. Cxema wexaHu3Mma pEryjlMd TPAHCKPUIILIUK TI'E€HOB
aykcuHom uyepe3 T@ cemenictBa ARF. A. B orcyrctBum aykcuHa
TPaHCKPUIIUsL UHTUOUpyerca. b. AKTUBaIUS TPaHCKPUIIIIMK B MPUCYTCTBUU
aykcuHa. ARF  —  aykcun-uyBcTtBUTENnbHBIE T®, Aux/[AA —
oenku-unrudutopsr T® ARF, TPL — Oenku-kopenpeccopel, Ub —
youksutuH, TIR/AFB - 6enku cemetictBa F-6okc, [AA — aykcun, SWI/SNF —
OCNKU-MOMyNSATOpPhl  ymakoBku — xpomarmHa, TGTC  —  kopoBas

nocienosareibHOCTh AuxRE.
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B renome Arabidopsis thaliana npucyTcTBYyI0T 29 T€HOB, KOJAUPYIOITUX

oenku Aux/IAA (Paponov et al., 2008). [Tepuon nomypacnana 3Tux OEJIKOB U
CTENEHb BJIMSIHUS HAa HEro 3K30I€HHOr0 ayKCHHa cuiibHO Bapbupyet (Dreher et
al., 2006). Takxe B reHome Arabidopsis WMEIOTCA TEHbI IIECTH OETKOB
TIR/AFB (Dharmasiri et al., 2005; Prigge et al., 2016), B3auumMoaeiCTBYIOIIHX C
pazHeiMu Oenkamu Aux/IAA ¢ pazmuunoi adhduuHocTeio (Villalobos et al.,
2012). benku Aux/IAA SBISAIOTCS TPAHCKPUIIIIMOHHBIMH PEMPECCOPAMHU
(Ulmasov et al., 1997) 3a cuer Hanmuuus KOHCEpPBATHUBHOIO JgoMeHa EAR,
cBsI3bIBatOIErocs: ¢ Oenkamu-kopenpeccopamu cemeiictea TOPLESS (TPL)
(Tiwari et al., 2004; Szemenyei et al., 2008) (Pucynok 1). B cBoro ouepenp,
oenku TPL mnonaBisiOT TPAaHCKPHUIILMIO, 33JCHCTBYS  MOJAEIUPYIOIIHE
xpomatun Oenku SWI/SNF (Szemenyei et al., 2008). benku Aux/IAA He
cesa3biBatoTCA ¢ JIHK camocrostensHO, HO Moryt aumepusoBaTbess ¢ T
cemeiictBa AUXIN RESPONSE FACTOR (ARF). Jlumepuzanus
ocymectBisiercs depe3 C-repmuHanbHbii 1oMeH (PROTEIN BINDING 1;
PB1), mpucyrctByromuii B 6enkax oboux cemeiicts (Guilfoyle, 2015).

benku ARF Ttakke MOryT TOMOAMMEpPU30BATHCA  4YEpe3  HX
N-tepMuHanbHble 10MeHbI B3 U B BUJE rOMO- U T€TEPOIUMEPOB CBA3BIBATHCS
¢ JHK (Boer et al., 2014). benku ARF cBaseBatorcss ¢ AuxRE,
IPEACTABICHHBIMA  KOHCEHCYCHOM mnocnenoBarenbHocThio  TGTCNN B
PETYJSTOPHBIX paiioHAX AayKCHH-YyBCTBHUTENbHBIX TeHOB (Mironova et al.,
2014). I'pynma T® ARF ¢ Q-6GoraTeiM cpeaHUM JOMEHOM, PaCIOJIOKCHHBIM
Mexay nomeHamu B3 u PBI, oOmamaer akTUBalMOHHOW CIOCOOHOCTHIO,
ocyurecTBisieMoit uepes 6enku SWI/SNF, usmensitoniue cTpykTypy XpomMaTiuHa
(Ulmasov et al., 1999; Wu et al., 2015). Cs3siBanue T® ARF ¢ Genkamu

Aux/TAA mnpensTcTBYyeT aKTHUBALUWMK TPAHCKPUIMU, a AayKCHUH, B CBOIO
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o4epeab, MOJYJIUPYET IKCIPECCUIO T'eHOB ¢ caitamMu cBsizbiBaHusi T ARF 3a

CYET peryisiuuu aerpaaanuu 6enkoB Aux/IAA.

OgHuM U3 MEXaHU3MOB, OOeCHeUMBAIOLIUX CHEHU(DUUHOCTH OTBETA Ha
ayKCWH, SIBIsIeTCA TKaHecmnernuduyHas skcrapeccust 6enkoB cemerictBa ARF,
TaK KaK OT MX HAJIM4YMSA TOJHOCTBIO 3aBUCUT PETYISATOpPHAs CIOCOOHOCTH
oenkoB Aux/IAA (Rademacher et al., 2012; Bargmann et al., 2013). J{nsa
Arabidopsis 6vu10 onmcano 23 pasubix T® ARF, ornuuaromuxcs mo creneHu
adbdunHocTH Kk Oenkam-penpeccopam Aux/IAA (Vernoux et al., 2011). Beuin
IPOJEMOHCTPUPOBAHBI  OTJIMYMS 1O cTeneHu adPUHHOCTU CBS3BIBAHUS
mumepoB T® ARF ¢ pasueimu Bapuantamu noBTopoB TGTCNN B
3aBUCUMOCTH OT pacctosHus (cmeiicepa) mexay Humu (Boer et al., 2014).
benku ARF, ne obOnagatomme Q-0orarbiM CpeIHUM JOMEHOM, MOTYT
BBICTYNaTh B poiu penpeccopoB Tpanckpumimu (Ulmasov et al., 1999).
benku-penpeccopel ARF konkypupyior c¢ Oenkamu-aktuBatopamu ARF 3a
OJIHM U T€ K€ CcailThl CBA3BIBaHUS Ha mpomotopax reHoB (Vert et al., 2008).
Hanuune 6enkoB-penpeccopoB ARF B kireTke oOecnieurBaeT TOMOTHATEIbHBIN
MEXaHU3M OTBETa Ha ayKCMH. Bo3MoxkHO, 4TO KOHKypeHius Mexay ARF
OelkaMu Ha TMPOMOTOpPaxX ayKCHUH-YYBCTBUTEIBHBIX TE€HOB IOJBEpKEHA
BIUSHUIO JAPYyruX OETKOB, HE B3aMMOJICUCTBYIOIIUX HEMOCPEACTBEHHO C
PETYJIATOPHBIM PAalOHOM.

OnucaHHbli ~ MexaHM3M  oOecrieuMBaeT  OBICTphIE  M3MEHEHHUS
TPAHCKPUIIIMK B OTBET HAa ayKCHH, KOTOpBIE JETEKTUPYIOTCS YK€ mociie 3-5
MUHYT 00paboTku pacteHud 3TuM ropmoHoMm (Abel u Theologis, 1996).
[lepuon mnomypacmana wmHorux OenkoB Aux/IAA oueHb wMan, Jaxe B
OTCYTCTBHM 3K30T€HHOW o0OpaboTkm aykcuHoM (Abel et al., 1994), u rensi,
KOJIMPYIOIIHE ATU OCJIKH, OBICTPO MOBBIIIAIOT CBOIO JKCIPECCHUIO B OTBET HA

aykcuH (Abel um Theologis, 1996). Takum o06pa3oM, KJIETKH HETPEPHIBHO
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CUHTE3UPYIOT U MOJABEPTAIOT Aerpananuu 0eiaku Aux/IAA, 5TOT HepepHIBHBIHI

MIOTOK PEryJUpPYeTCs ayKCHHOM W TEePECTPAMBACTCS B 3aBUCUMOCTH OT €r0
KoHIeHTpaluu. [lepemaua curHaza OT ayKCMHA OYE€Hb YYBCTBUTENIbHA K
HapYUICHUSM B OCHOBHBIX YACTSAX MEXaHU3Ma JIerpajiallid U CHHTE3a Oenka
(del Pozo et al., 2002; Gray et al., 2003; Hellmann et al., 2003; Chuang et al.,
2004; Stirnberg et al., 2012).

CymiecTByeT THIOTE3a, YTO CIIOCOOHOCTh AayKCHMHA peryJupoBaTh
TPAHCKPHUIIIHUIO MOTJIa OBITH JO0ABJIEHA K CHCTEME PETYIISIIIUN TPAHCKPHUIIIINH,
BO3HUKIIEH  panbimie B 9Bomoruu  (Leyser, 2018).  IlomHOCTBIO
AyKCUH-HE3aBUCUMAsi CHCTEMa, COCTOAIIAs TOJbKO M3 KOHKYPHUPYIOIIUX 3a
OJIMH TIPOMOTOP aKTUBATOpOB U penpeccopoB ARF, morna oOecrneunBaTh
MOJYJSIUI0 TPAHCKPUIILIMA MHOTMX T'€HOB, HAaNpUMEp, U3MEHEHHE POCTa B
OTBET Ha (aKTOPBI OKpyXkatomieh cpenbl. [Ipu m1o0aBIeHUN B TaKyl0 CUCTEMY
Aux/IAA-3aBUCUMON  penpeccud TPAHCKPUMNIMU U  AyKCHUH-3aBUCUMOM
nerpagaiuu  0enkoB Aux/[AA, TeHbl cTald ayKCHUH-4yBCTBUTEIbHBIMU B
npucyTcTBun  OenkoB-akTuBatopoB ARF. CBugerenbctBa ONUCAHHOTO
TIOPSIJIKA DBOJIIOIIMOHHBIX COOBITHI OBLTH MPOAEMOHCTPUPOBAHBI B TIOCIEIHUX
paborax Ha Hu3mux pacreHusax (Flores-Sandoval et al., 2015; Kato et al.,
2015) — mnedeHounoM wmxe Marchantia polymorpha W HacTOSAIEM MXe
Physcomitrella patens. B renome Marchantia npucytctByeT Toiabko Tpu Td
ARF, omun OGenox Aux/IAA u omun penentop TIRI/AFB. Cornacho
MOCJICTHUM HWCCJICIOBAHHUSAM CHUCTEMa TIepeladyd CUTHaJla OT ayKCHHa Yy
YIOOMSIHYTBIX HU3IINX PacTeHU (DYHKIHMOHHUPYET TaK K€, KaK M y BBICIIHX
(Flores-Sandoval et al., 2015; Kato et al.,, 2015). benku ARF wmoxHO
pa3menuTh HAa TPHU KIAIbl, KaXJas W3 KOTOPBIX MpEACTaBiIeHa B Te€HOMAax
Hu3mMX u Beiciux pacteHuit (Kato et al., 2015; Mutte et al., 2018). Ilpu

aHalM3€ HOKJIayH MYTaHTOB W MYTAHTOB C pPEAyUUPOBaHHOW (yHKIIHEH
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OCHOBHBIX KOMIIOHEHTOB TEpeayil CUTHAJIA OT ayKCHWHA y HU3IIUX PACTCHUM
ObUTH BBISIBIICHBI Pa3HbIC ACIEKTHI PETYNALUUA POCTa U PA3BUTHUA AYKCHHOM
(Flores-Sandoval et al., 2015; Kato et al., 2015).

Y P. patens npucytctByroT 16 6enkoB ARF, mpeacraBurenu Bcex Tpex
kinan, u tpu Oenka Aux/IAA (Prigge et al., 2010). PacTtenusi-HOkaayHbl 1O
Tpem reHam Aux/IAA JEMOHCTPUPYIOT MOJIHOE OTCYTCTBUE
TPAHCKPUIIIMOHHOTO OTBETa HAa ayKCMH WU (DEHOTUIMMYECKH TIOXOXH Ha
pacteHusi, oOpaOoTaHHBIE BBICOKON KOHILeHTpauuend aykcuHa (Lavy et al.,
2016). Tax mnoBsimieHHast dKcrmpeccus Oenka-penpeccopa ARF B HokmayH
MyTaHTe 1m0 Bcem reHaM Aux/IAA monaBnsiia (EHOTHUI, CBOWCTBEHHBIH
pacTeHusiM, 0OpabOTaHHBIM BBICOKOW KOHLIEHTpalued ayKCWHa, U MpHAaBaa
dbeHoTun, CcxXomHbII ¢  (EeHOTUNOM, OOYCJIOBJIEHHBIM  JKCIpeccuen
CTaOMIIM3UPOBAHHBIX AyKCHUH-YCTOWYMBHIX BapuaHToB Oenka Aux/IAA (Lavy
et al., 2016). DTu pe3ynbTaThl TOATBEPKAAIOT UL, YTO MEXAHU3M MEpeaaun
CUTHAJIa OT ayKCHMHA BO3HUK KaK YCOBEPIIIEHCTBOBAHUE CUCTEMbI, OCHOBAaHHOM
Ha KOHTpPOJIC COOTHOIICHHS OenkoB-akTuBaTopoB ARF u GenmkoB-penpeccopon
ARF.  OcoOeHHbII  WHTEpeC  MPEACTaBISE€T  HEAABHO  OTKPBITHIM
HEKAHOHWYECKUM MEXaHU3M I[epeflaud CcurHajga oT aykcuHa uyepe3 TO
ETTIN/ARF3. T® ETTIN ne o6namaer nomenom PB1, B3auMoaeicTByonmm
c Oenxkamu Aux/IAA, HO TeM He MeHee 00ecleurnBaeT OTBET HA AYKCUH IpPH
pa3BuTHM ruHenes 1Berka (Sessions et al., 1997; Nemhauser et al., 2000). B
stom npouecce TP ETTIN aykcun-3aBucumo naumepusyerca ¢ T
INDEHISCENT (IND) nns peryisiudd TPaHCKPUIIIMU KJIIOYEBBIX T'€HOB
(Simonini et al., 2016).
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1.1.3. Huc-peryasiTopHbie 3JieMeHTHI B Nlepeadye CUTHAJIA OT AYKCHHA

[TocnenoBarenbHocTh TGTCTC siBAsieTcst mepBbIM HambojIee KOPOTKUM
UC-PETYJISATOPHBIM AIIEMEHTOM, UACHTU(UIMPOBAHHBIM KaK
aykcuH-ayBcTBUTENbHBIA (AuxRE) (Ulmasov et al.,, 1997). On wMoxer
¢yHkoHupoBath B coctaBe mapHbix AuxRE ¢ snemeHTOM-mapTHEepowm,
calToM-cBsi3bIBaHUs Apyroro Td, win B NpsIMbIX U TATUHAPOMHBIX MOBTOPaX
nocienoBarenbHocred  TGTCNN.  benmok  ARF  cBaseiBaeTcs ¢
NaJuHAPOMHBIMU IToBTOpaMu oanHOYHBIX AuxRE co creiicepom B 7-9 m.H. B
BUjge Tromo- win Trerepoaumepa (Boer et al., 2014). Cunrerudeckue
KOHCTPYKLIMM C MHOXECTBEHHBIMH IIOBTOPAMH  IIOCJIEA0BATEIBHOCTEN
TGTCNN B 5-10 pa3 Oonee 4yBCTBUTEIbHBI K AyKCHHY, YE€M HaTypaJbHbIE
(Ulmasov et al., 1999), yto ObLIO MCHOJB30BAHO MPU CO3AAHUU CEHCOPHOM
koHcTpykimu DRS5S (DIRECT REPEAT 5), koropas ucmosb3yercs s
MOHHUTOpPUHTA KJIETOYHOTO WM TKaHeBOro orBeta Ha aykcuH (Péret et al.,
2012).

Panee Obl1a moka3aHa B3aMMOCBS3b Psiia U3BECTHBIX CAWTOB CBSI3bIBAHMUS
T® c nepemaueit curHana ot aykcuHa (Trenner et al., 2016). bonee Ttoro,
IPOMOTOPHBIE PallOHBI AyKCUH-UYBCTBUTENIbHBIX T€HOB 00OTaIIeHbl HE TOJIBKO
TGTCNN-coaepXaliMu TUC-PETYIATOPHBIMU 3JIEMEHTAMH, CBSI3bIBAIOIIUMU
Td ARF, Ho Takxe caiitamu cBsizbiBanus Apyrux Td (Berendzen et al., 2012).
Bo3moxkHo, 4TO cnenudpuka U KOMIUIEKCHOCTh B PETYJSLUU MPOLECCOB
ayKCMHOM B 3HAaYUTENIbHOM CTENeHu OOEeCHeurBaeTcs 3a CUeT HMPUCYTCTBUS
3JIEMEHTOB-IIAPTHEPOB, CaUTOB CBs3bIBaHUA Apyrux 1d, psagom ¢ TGTCNN nu
B3auMojiericTBus 3Tux T ¢ 6enkamu ARF (Vernoux et al., 2011; Boer et al.,
2014). beuto mokazaHo B3ammojelicTBue mexay Oeinkamu ARF7 u MYB77

(Shin et al., 2007); 6enkom ARF8 u T® bHLH (BPEp) (Varaud et al., 2011);
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Td ARF6 u bHLH (PIF4) (Oh et al., 2014); T® ARF6/8 ¢ MADS (FUL)

(Ripoll et al., 2015); T® ARF3 c cemeiicteamu T® bHLH (IND), Homeobox
(RPL, KNATI1 u KNAT3), AP2 (BBM u PLT5) u TCP (TCP4 u TCP18)
(Simonini et al., 2016).

UyBCTBUTENIbHBIM K aOCIM30BOM KHUCIOTE IUC-PETYJIATOPHBIN AJIEMEHT
(Abscisic Acid Response Element; ABRE) ACGTG(G/T)C (Choi et al., 2000)
OBLT BIIEPBBIC OMUCAH KakK dJeMeHT-napTHep K nocienoBarenbHocTH TGTCTC
B npomotope reHa GH3 y cou, Takxke ObUIO MOATBEPKIEHO €0 CBI3bIBAHUE C
T® bZIP (Ulmasov et al., 1995; Liu et al., 1997). Jlo HacTos11ero BpeMeH! He
OBLIIO MOKa3aHO (HPU3UYECKOTO B3amMojecTBus Mexay Oenkamu bZIP u ARF,
HO T® bZIP11 u ero romonoru y A.thaliana peryaupyrT OTBET Ha ayKCHUH
MOCPEJICTBOM B3aMMOJICUCTBUS C OEJIKOM-MOIYyJIATOpoM XpomaTtuHa ADA2b
(Weiste and Droge-Laser, 2014). Takum 00pa3om, caiiThl CBA3bIBaHUSI OCITKOB
bZIP wMmoryT OBITh »dJIEMEHTaMU-TIAPTHEpPAMU MJId TOCJIeAOBaTEILHOCTEN
TGTCNN B mapusix AuxRE, B »3ToM ciay4ae OHM BMECTE C
nocienoBaTenbHOCTEI0O TGTCNN onocpenytoT W3MEHEHHE TPAHCKPUIIIUU C
npoMoTopa rera GH3 B otBeT Ha aykcuH (Ulmasov et al., 1995; Weiste and
Droge-Laser, 2014).

Hapsiny ¢ 9yBCTBUTEIBHBIME K a0CIIM30BOM KHUCIIOTE UC-PETYISATOPHBIMU
anemeHtamu, Td bZIP cesaseiBatorcs ¢ npyrumu ACGT-copepxammmu
caiitamu, kotopbie aensrcs Ha A-60kcel (TACGTA), C-60kcsl (GACGTC) u
G-60kcel (CACGTG) (Izawa et al., 1993; Foster et al., 1994; Jakoby et al.,
2002). T® cemeiictea bHLH (Martinez-Garcia et al., 2000; Oh et al., 2012;
Kim et al., 2016; Dombrecht et al., 2007; Fernandez-Calvo et al., 2011), 6enxu
AP2/ERF, ABI4 (Zhang et al., 2013) u 6enok BZR1/BES1 (Yu et al., 2011)

TAKIKC MOT'YT CBA3BIBATHCA C MMOCICA0BATCIBbHOCTBIO G-00Kc.
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Panee moxazanu, uto MotuB CACATG, ¢ koTopbIM cBsi3bIBalOTCS T®

bHLH u BZR1/BES1 (Walcher and Nemhauser, 2012; Oh et al., 2014),
nuc-anemeHTsl MRE (AACC) u MYB (CNGTTR) (Shin et al.,, 2007),
nocnenoBarenbHocTH CArG-6okc (CC[A/T]6GG) (Ripoll et al., 2015), ¢
KOTOpPBIMH B3anMoJerucTBytoT Td cemeiictBa MADS, wacTo pacronaratorcs
panom ¢ nocnenoBaTenbHOCTEIO TGTCNN U, BO3MOXKHO, SIBIIOTCA YacCThEO
dbynknuonanpHeIXx mapHbIX AuxRE. K Tomy Xe, perynsiTopHble paiiOHBI
ayKCHH-UYYBCTBUTEJIBHBIX I'€HOB, HapsAny ¢ nocienoBareabHOCTbi0 TGTCNN,
oOoraiiieHbl OOJNBIIMM YHUCIOM APYTHX LUC-PETryisTOpHBbIX 31eMeHToB (Pufky
et al., 2003; Doi et al., 2008; Berendzen et al., 2012; Mironova et al., 2014),
KOTOpbIE TaKXe MOTYT OBbIThb 3JeMeHTaMu-napTHepamMu B mnapHbix AuxRE.
Opnnako, 3a MCKJIIOYEHHEM OYeHb HeOombloro yucia ciydaeB (Boer et al.,
2014, Mironova et al., 2014), cucTeMHBI aHaTU3 COMPEICTABICHHOCTH
obOoramieHHbIX Luc-3eMeHToB U mnocnenoBarenbHocTy TGTCNN panee He
npoBoawiics. KiroueBbIM BONPOCOM OCTAETCs, KaKyl pOJIb TAKWE MapHbIE
AuxRE wurpator B peryiasiiud SKCIPECCUU ayKCHUH-UYBCTBUTEIbHBIX T'€HOB.
Bo3MoxHO, uTO ¢ HUMHU CBsI3bIBatOTCA Apyrue 6enku ARF, eiie He n3ydeHHbIE
neranbHo, Win guMepbl TA ARF u apyrux Td. Takum oGpa3zoM, B TO BpeMs
KaK OCHOBHBIE MEXaHHM3Mbl AayKCHMH-3aBUCHUMOW PETYJSIMA TEHOB ObUIH
uccnenoanbl (0030p B Weijers and Wagner, 2016), mHorue cnenuduieckue
OCOOEHHOCTH 3TOro TMpolecca 1O CHX IOp OCTalOTCS HEU3BECTHHIMU.
HewusBecTHbl Takke IUC-PETYJISATOPHBIE BJIEMEHTHI, ACCOIMUPOBAHHbBIE C

IMoaAaBJICHUEM SKCIIPECCHUU I'CHOB aYKCHUHOM.

1.1.4. MeToabl U3y4eHHs PeryJssiii aKTUBHOCTH I'¢HOB
Metonbl ucCaen0BaHNs PETYJIATOPHBIX AIEMEHTOB MOKHO PAa3JeIUTh Ha

OKCIICPUMCHTAJIBHBIC W TCOPCTUYCCKUC. U3 OKCIICPUMCHTAJIbHBIX MCTO/J0B
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HauOoJee 4acTo UCIIOJIB3YIOTCS METOJIBI, OCHOBAaHHbIE Ha

ummyHonpeuunurauuu  (ChIP, ChIP-chip, ChIP-seq, DAP-seq), metosl
NENEHUOHHOIO aHalu3a PETYISATOPHBIX PalOHOB, METOAbl HAINPABICHHOTO
MyTareHesa PErYyJISTOPHBIX palioHOB, METOJ U3MEPEHUS
anekTpodopeTnyeckoil moJaBMXHOCTH B rene (electrophoretic mobility shift
assay; EMSA) u MeTon ¢ mNpUMEHEHHEM JAPOXKIKEBOW OTHOTMOPUIHON
cucremsl (yeast one hybrid; Y1H). M3 TeopeTndeckux METO0B UCCASIOBAHHUS
[UC-PETYJATOPHBIX SJIEMEHTOB OCHOBHBIMHU SIBJIIIOTCA TMPEJCKa3aHUsl ¢
MOMOIIbI0 KOHCEHCYCa, MO3UIIMOHHO-BECOBBIX MAaTpHll, (HUIOTEHETUYECKOIrO
GbyTOpUHTUHTA U METOJIBI MAIIIMHHOTO 00YYEHUSI.

Hawnbonee npocThiM TEOPETUYECKUM MOAXOJ0M K MOUCKY PETYISATOPHBIX
3JIEMEHTOB ABJISETCA METOJ KOHCEeHCyca. OH 3aKIIF0YaeTCsl B MCIOJIb30BAHUU
KOHCEHCYCHOM CHMBOJIBHOW NOCJIEN0BATEIBHOCTU. JJaHHBIA METOH ITO3BOJISET
POBOJIUTH OBICTPOE CPABHEHUE MJACHTUYHBIX MOCIEA0BATEILHOCTEN, HO B HEM
HE YYUTBHIBAIOTCS YHWCICHHBIE XapaKTEPUCTUKHU: B BBIPOKICHHOM KOJE HE
OPUHUMAIOTCS BO BHUMAaHME BKJaAbl KaXJOTO W3 HEBBIPOXKICHHBIX
HYKJICOTUJOB,  HaxXOJSAIIMXCSd B OAHOM  mo3unuu. Vcnosnb3oBaHue
pacmpenHoro angasura HykiaeotusnoB I[UPAC mo3Bonsier cocCTaBisTh
KOHCEHCYCBhI, KOTOpPbIE PACIO3HAIOT OOJIbIIE pPEATbHBIX CAWTOB, HO B TOXKE
BpeMsl OHU 4Yalle MpeaCcKa3bIBaIOT JIOKHBIE cailThl (Wasserman and Sandelin,
2004).

Bonee TOUHBIM METOJIOM pacro3HABAHUS LIUC-PETYJISITOPHBIX AJIEMEHTOB
SBJISIETCS  METOJl TO3UIIMOHHO-BECOBBIX Martpuil. YacToTHass Marpuiia
COIEPKUT HH(POPMAIMIO O BCTPEYAEMOCTH KaXKIOrO HYKJIEOTHIa B
onpeneneHHON mo3uiuu. Kaxapiid cTon0en MaTpuilbl CONEPKUT YaCTOTHI JIsI
OINPENECJIEHHON  TO3WLIMM  HM3y4aeMoM  rmocienoBarenbHocTh.  Ilocie

HOPMHPOBKH TaKoOH MaTpHIbl Ha 0611166 YHCJIO HOCHGHOB&TGHBHOCTCﬁ B
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BBIPABHUBAHUU TIOJNy4aeTCsl TaOJiMIla BEPOSTHOCTEM BCTPEYAECMOCTH IS

KOKIOTO HYKIEOTHAAa B KaxAou no3uiuu. C TOMOIIBKD BEPOSITHOCTHOM
MaTpullbl BbIYMCseTcs BecoBas Marpuina (Berg and von Hippel, 1987).
MarpuuHblii  METOJ  TO3BOJIICT JaTh  YHCICHHYIO  OICHKY  JIFOOO
nocienoatenbHoctd JIHK nmns waeHTMdUKaMM NOTEHIMAIBHOIO cailTa
cBsi3biBanus TO (Stormo, 2000).

CylecTBYIOT ~ Takke METOJbl MPEACKa3aHUsl  [UC-PEryIsATOPHBIX
AJIEMEHTOB MYTEM MAIIMHHOIO OOY4YE€HHS, OCHOBAHHBIC HAa CTATUCTUUYECKOM
aHanuse, Mojiesix MapkoBa u HelipoHHbIX ceTsax (Vityaev et al., 2001; Vityaev
et al., 2002).

Meron  QuiIOreHeTMYecKoro  (QyTNpUHTHUHIA, HPUMEHSEMbId IS
npenckazaHus caTtoB cBsi3biBaHuS 1®, OCHOBBIBA€TCS Ha CXOJICTBE
MOCJIEI0BATEILHOCTEN OPTOJOTMYHBIX F€HOB. [1aBHOE MpeAnoaoKeHue 3Toro
METO/Ia 3aKJIF0YaeTCsl B TOM, YTO MyTallud B (PYHKIIMOHAJIbHBIX pailoHaX '€HOB
HAKaIUIMBAIOTCS ~ 3HAYUTENBHO  MEJUIGHHEe, 4YeM B  ydacTkax 0e3
KOHTEKCTHO-crienupuunoit  pyukmuu. CpaBHEHHE IOCIIEIOBATEILHOCTEH B
5’-001macTsIX OPTOJNIOTMYHBIX T'€HOB MOXET yKa3aThb Ha HEKOAUPYIOIIHE
MOCJICIOBAaTEIbHOCTH,  3aJCHCTBOBAHHBIE B TPOLECCAX  PETYJISLHU
TpaHCKpuniuu. MeTton (UIOTeHeTUYeCKoro (YTIPUHTHUHTA TO3BOJISIET
O0OHapy>XMBaTh PETYIUPYIOLIME SKCIPECCUI0 PaiOHBI TeHOMa C HEOOJBIION
BEPOSITHOCTBIO TPOIYyCKa (PYHKIIMOHATbHO-3HAYUMBIX y4acTkoB. Ho cam
UCCIIEIOBATENb JIOJDKEH NPUHUMATh PEIICHUE, HAa OCHOBAHMM W3YYCHUS
ABOJIIOLIMOHHBIX PACCTOSHHM, BEPHO JIM 3TO MPEANOJIOKEHUE B ONPEIEICHHOM
ciyyae. Meroasl  (dunmorenernyeckoro (QyTHpUHTHUHTA, OCHOBaHHBIE Ha
BBIPDABHUBAHUU PETYJISTOPHBIX pailOHOB T€HOB, YMECTHBI TOJBKO IS

oproisoros (Lenhard, 2006).
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JlenenuoHHbIN aHanu3 ABJsETCS 0Aa30BbIM HKCIIEPUMEHTAIbHBIM METOJIOM

VCCIICIOBAHUS PETYJATOPHBIX PAMOHOB in Vivo. Ero ucnone3yror, Hanmpumep,
1L ONPEACNICHUs] JIMHBI TPOMOTOPA U PACHOJIOKEHUS PETYJISITOPHBIX
anemeHToB B HeMm (Liu, 1994). Jlng sToro co3maroT HAOOp TeHETHYECKUX
KOHCTPYKIIMH, HECYIINX MPOMOTOP MHTEPECYIOIIETO T'e€HA Pa3IUYHON JIJTUHBI.
“Hape3ka” IpOMOTOPHOIO paioHa I'€Ha IPOU3BOAUTCSA TakK, 4TO 3’-KOHEI]
PEryJIATOPHOTO paiioHa (PUKCHPOBaH, a 5'-KOHEI[ BApbUPYETCS MM HAa00OPOT.
Hwxe »Thx  BapumaHTOB  OPOMOTOpA  PaCHOJIATAeTCAd  KOAMPYHOIIAs
MOCJIEIOBATEILHOCTh PEMOPTEPHOIO TeHA. Pa3nuuusa B MarTepHax 3KCHPECCUU
penoprepa B JMHUAX C pPa3HbIMU BapUaHTaMU [POMOTOpA H3Y4YarOT
AKCIEPUMEHTANIbHO. AHAM3 3TUX JaHHBIX TO3BOJISIET J€JaTh BBIBOJBI O
JOKAJIM3AIIMM  MHTEPECYIOLIETO PETYJIATOPHOIO SJIEMEHTa B HCCIEAYEMOM
IIPOMOTOPE.

[Ipy HanM4YMM NOTEHIMATBHBIX (DYHKIMOHAJIBHBIX CAaWTOB CBS3bIBAHUS
Td B mnpomMoTope WuCHOIb3yeTCs 0oJjiee TPHUIETbHBIA TOAX0J — METO
HAIIPaBJIICHHOTO MyTareHe3a, KOTOPbIM MO3BOJSET MYTHUPOBAaTh OJUHOYHBIE
HYKJICOTUIbl WM TOCIEI0BATEIbHOCTH HYKJIEOTHUJIOB B HHTEPECYIOIINX
ycclieoBaTeNs Mo3uLMsax. MyTareHe3 MOXET OCYLIECTBISATHCS MPU MOMOIIH
pPa3HBIX METOAMK B 3aBUCUMOCTH OT KoHeuHO# 1einu: CRISPR (Li et al., 2018),
[IIIP ¢ ucnosb3zoBanueM mnepekpbiBaronuxcs npaitmepoB (Ho et al., 1989) u
Ap.

IIpy wu3ydeHun cauToB CBs3bIBaHUSA 1@ BaXHBIM JTAllOM SBIIETCSA
uneHTuukamnus B3auMojiecTBuil TM-callT CBSA3BIBAHUS, MOCICTHSSI MOMXKET
OBITH OMpejielieHa HECKOJIBKUMH METOJIaMH, OMMMCAHHBIMU HUXKE. ITH METObI
npeaHa3Ha4YeHbl NI u3ydeHus Bi3ammojerctBus Oenka ¢ JIHK wmm PHK in
vitro. Jlpox» eBasi OJHOTHOpHUIHAsT CHUCTeMa OCHOBaHa Ha ToM, 4To T

COCTOAT, KAK MUHUMYM, U3 JABYX 4acTeil (momeHoB) — JIHK-cBsi3bIBatomiero u
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AKTUBUPYIOLIET0. JTU JIOMEHbI MOKHO MCKYCCTBEHHO PA3JEIUTh U “‘CIHUTH’ C

IPYTUMH  HUCCIEeIyeMbIMUA  OeinkaMu. ['amiioujHble  JPOXOKHM  HECYT
PENIOPTEPHYIO CUCTEMY c BCTPOEHHBIMU PEryJISITOPHBIMH
IIOCJICIOBATENBHOCTSIMA M TE€HaMH, Koaupyromumu Td, B3aUMOICHUCTBUE
KOTOPBIX HEOOXOIMMO TpoTecTUpoBaTh. llocie ckpeluBaHus IpOXOKeH, Tpu
Hanmuuuu B3aumonencteuss Mexay Td u JIHK, mpoucxomut cBa3bIBaHUE
AKTUBUPYIOILIETO JOMEHA C PENOPTEPHOM CHCTEMON M aKTUBALMS CUHTE3a
Oenka ¢ reHa-penoprepa (Gaudinier et al., 2011).

Meron wu3MepeHUs IIEKTPOPOPETUYECKONM TMOABMKHOCTH B reje
MO3BOJISIET OMPEIETUTh BO3MOXKHOCTH CBSI3BIBAHMS OIPEICICHHBIX OCJIKOB, B
ToM uyucie u 1T®, ¢ HYKICOTUIHBIMU  IMOCIEIOBATEILHOCTIMH,
NOTEHIIMAIIbHBIMU CalTaMU CBS3BIBAHUS ATHX O€IKOB. MeToj 3akitouaercs B
ANEKTPOPOPETHIECKOM pa3leNieHUd CMeCed, COCTOSIIMX H3 OCIKOB U
nocnenoBatenbHocTed HykieotuioB (JJHK unu PHK), B monuakpuiamugHom
win arapo3noM rene (Orchard and May, 1993). Jlng Busyanuzanuu
pe3yibTaTOB  JAHHOTO  JKCHEpUMEHTa  (parMeHThl  HYKJICOTHUJIHBIX
MOCJIEIOBATEILHOCTEH METAT PaJuOaKTUBHBIMU, (IYyOPECIEHTHBIMU WM
OMOTUHOBBIMU METKAMH.

Jns  aHanu3za  OUC-PETYISATOPHBIX  ITOCIEIOBATEIBHOCTEM  TaKXe
UCTIONB3YIOT  METOJ| MMMYHOINpeUunuTanuu  xpomatuHa  (chromatin
immunoprecipitation; ChIP) (Liu et al., 2002). OH ciayxuT sl U3y4eHUS
B3auMojiericteust Td ¢ mnocnenoBarensHOCTIMU JIHK, st onpenenenus
yuactkoB JIHK, accomuupoBaHHBIX C pa3IMUYHBIMH  MOAUGUKAIUSIMU
TUCTOHOB, a TakXKe JUIsl aHanu3a B3aumojaeucTeus T c¢ Oenkamu, HAPSIMYIO
HE KOHTaKTHpyrommmu ¢ nocienosarenbHoctsio JHK. Ha mepsom stame
noucka calToB cBs3bIBaHUS T® npousBoAdT ‘‘clumBaHHMe” OEJIKOB C

XPOMATHHOM. Ha CICOYIOIICM JTallC XpOMATHUH O6pa6aTLIBaIOT IIpHu IMOMOIIHU
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yJIbTpa3ByKa WIH (PEPMEHTATHBHOTO paclieIuieHus. MMMyHonpenunuranuo

“CcIIMTOr0”  XpOMaTHHA OCYIIECTBISAIOT, HCIIONb3Yys AaHTUTENA, KOTOPBIE
pacno3HaroT  crneuuduuHble Oenku, Hanpumep, T®d. B pesynbrare
AKCHEPUMEHTA MOXHO TMOJYYUTh KOJUIEKIUIO BCEX CANTOB CBSI3bIBAHMS
untepecyromero T B macmradax renoma (Valouev et al., 2008), Taxxe s
nojo0Horo aHanu3a ucnoib3ytoT ououunsl (ChIP-chip) nnu cexkBenupoBanue
(ChIP-seq). B ChIP-chip »skcnepumenTe WMMYHONPEUUITUTUPOBAHHBIN |
KOHTPOJIbHBIN 00pa3lbl METAT (PIIyOpECLIEHTHBIMU METKAMH U COBMECTHO HJIU
paznenbHo  rubpuamsyror Ha  JAHK-mukpouun. CaiiTel  cBs3BIBaHUS
UACHTUDUIIMPYIOT IO MHTEHCUBHOCTH CUTHAJIA HMMYHOIIPEIUTTUTHPOBAHHOTO
oOpa3lia  OTHOCHUTENIBHO KOHTpoJibHOro obOpasma. ChIP-seq — 2710
MOJIHOT€HOMHBIN aHaJIU3 CAMTOB CBsI3bIBaHUs u3zydaemoro T, mpu KOTOpom
IPOM3BOMTCS CeKBeHUpoBaHue BceX PpparmenToB JIHK, cBSI3aHHBIX ¢ OEIKOM.
Texnonoruss ChIP-seq ucnonb3yercss mist omnpeneneHus muiieHed TD u
JIpyrux OEIKOB, aCCOIIMUPOBAHHBIX C XPOMATHHOM.

[ToMrMO yKa3aHHBIX BbIIIE METOJOB, MIOUCK M aHAJIU3 IUC-PETYJISITOPHBIX
MOCJIEI0BATEILHOCTEN! MOKET ObITh OCHOBAH Ha TPAHCKPUINTOMHBIX METOJIax
OTMpeJeeHUs] IKCIPEeCcCUd reHoB. B HacTosiliee Bpemsi HAKOMIIEHO OOJIbIoe
YHUCIIO TPAHCKPUTITOMHBIX JTAHHBIX, MOJTYYCHHBIX METOIaMH
ummyHonpeuunurauun  (DNA-chip) u cexkBeHMpOBaHUS TPaHCKPUIITOMOB
(RNA-seq). Ilpu Takom aHanmuse mocie omnpeaeieHus auddepeHnaibHo
AKCIIPECCUPYIOMIMXCA TE€HOB BO3MOXHO MCCIEIOBAHUE HX PErYJIATOPHBIX
palioHOB JJId TMOMCKA OOOTaIleHHBIX MOCIEAOBATENIbHOCTEN, MOTEHIUAIBHBIX
caiitoB cBs3piBaHusl T®. Hanmpumep, npu aHanause IEBSITH TPAHCKPUIITOMHBIX
AKCIIEPUMEHTOB OB BBISBIICHBI CAWTHI CBsI3bIBaHUS TP, acCCONMUPOBAHHEBIE C

pakom tpyau (He et al.,, 2016). Takke HECKOJbKO TPaHCKPUIITOMHBIX
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HKCIIEPUMEHTOB ~ MOTYT  OBbITh ~ HCIOJB30BaHbl  Juis  noucka T,

KOHTPOJUPYIOIHKX 0HU U Te ke renbl (Kim and Kim, 2006).
3ak04eHue mo 0030py JUTEPATYPbI

['opmoHnanbHas peryJsinus UrpaeT KIHUYEBYIO POJb B POCTE U Pa3BUTHU
pPaCTEHMM, peanu3aluy 3allUTHBIX MEXAHU3MOB M PEAKIUU Ha HW3MECHEHUS
okpyxKaromieid cpeapl. Cpenn (PUTOrOPMOHOB PACTEHHM Ba)KHEWIYIO PpOJIb
UTpaeT ayKCWH, OONBIIMHCTBO KIIFOYEBBIX MOCPEIHUKOB CHTHAJIBLHOTO MyTH
aykcuHa xopomo wusydeHsl. [lomumo T® ARF u ux calToB CBA3bIBaHUA
TGTCNN, B perymsmuio MOTYyT ObITh BOBJI€UEeHBI apyrue Td 3a cuer
HEIOCPEACTBCHHOM OJIM30CTH HMX CalTOB CBA3bIBaHMA. Ydactue T1Td, He
OTHOCAIIMXCS K cemeiicTBy OenkoB ARF, B perymsiiuum oTBeTa Ha ayKCHH
SBIIAETCS ~ OJHUM U3  BO3MOXHBIX  MEXaHM3MOB,  OOECHEUYHBAIOLIUX
crenuUUecKyt0 PperyJsiui0 ayKCMHOM TPAHCKPUIIIMOHHOW aKTUBHOCTHU
I€HOB, BOBJICYEHHBIX B OOJBIIOE KOJHWYECTBO TpoueccoB. (OJHAaKO B
JUTEpPAType MPUCYTCTBYIOT JUIIb Pa3pO3HEHHBIC JAHHBIE MO YYACTUIO TEX WIIN
uHbIX TD B OTBETE HA ayKCHUH.

CymecTByeT psii TEOPETUYECKUX M DKCIIEPUMEHTAIBHBIX IOAXOI0B K
U3YUYEHHUIO PETYJISIUU SKCIPEeCcCHH reHOB. K mepBbIM OTHOCHUTCS IPEACKA3aHUE
LUC-PETYIIATOPHBIX JJIEMEHTOB B IIPOMOTOpPAaxX I'€HOB METOAOM KOHCEHCYca,
MO3UIIMOHHO-BECOBBIX MaTpull, (QUIOTeHETUYEeCKOro (YTIPUHTUHTA U Jp.
Cpenu 3KcepruMEHTAIbHBIX METOJIOB IO BBISBICHUIO B3AUMOACHCTBUS MEKIY
OeKOM ® IHC-pEeryisTopHON TmocnenoBaTenbHOCcThIO J[HK wmcropuaecku
YCTOSBIIMMUCSL  SIBJISIIOTCA ~ METOJ  HU3MEPEHHUs  3IIEKTpOo(OpeTHUECKOi
MNOJIBIDKHOCTH B Tejl€ M METOJ JAPOXOKEBOM OJHOTUOPHUIHON CHUCTEMBI,
BBISIBJICHHE OHOJIOTMYECKON (YHKIMOHATBHOCTU IMC-3JIEMEHTOB in  Vivo
3a4acTyl0 OCYIIECTBJISECTCA TNPU TOMOIIM MyTaluMy LHC-2JIEMEHTa B

pernopTepHO KOHCTpYKIuHK (pasaen 1.1.4).
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B HaCTOAIICC BPCMA B 0azax JaHHBIX HAKOIIJICHBI AAHHBIC 0O0JILIIIOrO

Yyucjaa TPAHCKPUNTOMHBIX OKCIEPUMEHTOB [0 OTBETYy Ha ayKCHH, YTO
MO3BOJISIET IPOBECTH METa-aHAIM3 3TUX JIAHHBIX U MpeEJCcKa3aTh pa3HOOOpasue
T®, yyacTByIOIIMX B PETYJSILIUMUA JKCOPECCHH T'€HOB ayKCMHOM. [loatomy
LEIbI0 JAaHHOW paldoThl CTal TMOWUCK CBS3aHHBIX C OTBETOM Ha AayKCHUH
LHUC-PETYJATOPHBIX AJIEMEHTOB B IPOMOTOPAX YYBCTBUTEIBHBIX K ayKCHUHY
reHoB A.thaliana W WX OSKCIEpUMEHTaIbHAas BepU(PHUKAIUSA C ITOMOIIBIO

MEPCUYNCICHHBIX BBIIIC MCTOAOB.
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I'JTABA 2. MATEPHUAJIBI U METO/IbI

2.1. Ucnoib30BaHHbIC TPAHCKPUIITOMHBIC TaHHBIE

Jlist GuonHpOpMaTHUECKOTO aHajin3a ObUIA MCTIOJIb30BaHbI JaHHBIE BCEX
TPAaHCKPUITOMHBIX 3KCHEPUMEHTOB A.thaliana, MMewIHUXCI B CBOOOJHOM
JOCTyIle, B  KOTOPBIX MBI  BBISBIUIM KaKk  MHHHUMYM  JCCSTh
muddepeHuanbHo-3Kcpeccupyronmxcs renosB ([I917) B orBeT Ha 006pabOTKy
pactenuii aykcuHoMm (Tabmmma 1) (Omelyanchuk et al., 2017). Jlanubie
TPAHCKPUIITOMHBIX JSKCIICPUMEHTOB OBLIM B3ATHI M3 0a3bel gaHHBIX GEO
(https://www.ncbi.nlm.nih.gov; Barrett T. et al., 2005). AxrtuBanus
TPAHCKPUIIIIMM TE€HA YYHUTHIBAJIACh TPH H3MEHEHWW JIKcrpeccuu > 1,5 wu
cpedHel aoJie JOXKHBIX oTkiIoHeHu# runore3 (false discovery rate; FDR) <
0,05, narubupoBanue — npu u3MeHenun skcnpeccun < 1/1,5 u FDR < 0,05.
Jloniss  JOXHBIX  OTKJIOHEHHWM THUIOTE3 pPAaCCUMTHIBAIACh 1O  METOMY
benmxamunu-SAxyrenu (Benjamini-Yekutieli) (Benjamini and Yekutieli,

2001).
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Ta6auna 1. Vicnionb3oBaHHbIE B pa00TE TPAHCKPUIITOMHBIC JIaHHBIE.

AKTUBHO
Nnentuduxarop Cranus pa3BuTus Bpewms e Konuenrpanus
JAHHBIX Tkanb (cyTkn) 00paboTKH (4) BElIeCTBO (MxM)
GDSI151 KOpPEHb 3 6 HVYK 10
GDS151 KOPEHb 3 2 HVK 10
GSE35580 KOPEHb 7 3 NYK 5
GSE35580 KOpEHb 7 3 NYyK 5
GSE35580 KOpEHb 7 3 NyK 5
GSE35580 KOpPEHb 7 3 YK 5
GSE35580 KOPEHb 7 3 NYK 5
GSE42007 KOpEeHb 6 4 NYK 1
GSE42007 KOpPEHb 6 2 NYK 1
GSE627 KOpEHb 7 2 NYyK 5
GSE42007 KOpEHb 6 12 NYK 1
GSE42007 KOPEHb 6 8 NYK 1
GSE42007 KOPCHB 6 24 NYK 1
GSE42007 KOpEHb 6 1 NYK 1
GDS1044 MPOPOCTOK 7 1 NYK 10
GDS672 MIPOPOCTOK 10-12 1 NyK 1
GDS744 IIPOPOCTOK 5 2 NyK 10
GDS672 MIPOPOCTOK 10-12 3 NYK 0,1
GDS672 MIPOPOCTOK 10-12 1 NYK 0,1
GSE42007 KOpEHb 6 0,5 NYyK 1
GDS672 MIPOPOCTOK 10-12 3 NyK 1
GDS3505 KOpEHb 3 4 NYK 1
GSE39384 IPOPOCTOK 7 1 NYK 1
GSE39384 MIPOPOCTOK 7 3 NYK 1
GSE42896 KOpEHb 3 2 HVYK 10
GSE42896 KOpEHb 3 6 NyK 10
GSE17479 JUCT 35 1 NyK 10
GSE17479 JUCT 35 2 NYK 10
GSE6349 TIPOPOCTOK 5 2 YK 10
GSE6349 MIPOPOCTOK 5 6 HVYK 10
GSE18975 MIPOPOCTOK 7 0,5 NYK 1
GSE18975 MIPOPOCTOK 7 1 NyK 1
GSE18975 MIPOPOCTOK 7 3 NYK 1
GSE59426 KOPEHb 3 6 NBK 10
GSE52966 KOpEHb 7 4 NYK 5

[Ipumeuanue: HYK - 1-maptunykcycnas kucinora, UYK - nnponun-3-ykcycHas
kuciora, MBK - uanonGytupoBas KucioTa.
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2.2. Ilouck u AHHOTANHUSA MUC-PErYJIATOPHBIX 3JICMCHTOB B

NMPOMOTOPAaX reHoB

Mooyns nakema npoepamm metaRE

Ha ocHoBe pazpaborannoro Moo Meroaa TAA (TpaHCKPUIITOMHOTO aHAK3a
acconmanuii, cMm. pasnen 3.1.1) mnsg moucka TUC-PEryJSITOPHBIX 3JEMEHTOB,
NEPENPEACTABICHHBIX B IPOMOTOPAX F€HOB, U3MEHUBIINX CBOK HKCIPECCHUIO B
OTBET Ha BHelIHee Bo3nelicTBue, YepenkoBriM [1.A. B pamKkax ero AUIIOMHOM
paboTel OblT  pa3paboran maker mnporpamMm metaRE  (Pucynok 2)
(https://github.com/cheburechko/metaRE). OcobGeHHOCTBIO 3TOro makera
IporpaMM SIBJISIETCSI BO3MOYKHOCTh HMCKaTh aACCOLMUPOBAHHBIE C H3y4aEMbIM
dbeHoMeHOM Tuc-perynsatopHeie nocnenoBatenbHocTd JIHK Ha ocHoBanum
aHanu3a OOJBIIOTO KOJUYECTBA TPAHCKPUNTOMHBIX JAHHBIX, TECTUPYIOUIUX
OJIHYy M Ty K€ runotesy (Hampumep, ofHa U Ta *e o0padoTKa, OJJHO U TO Ke
3a0oneBanue u T.1.). Pabora makera metaRE Oblia anpoOupoBaHa B JaHHOM
UCCIECNOBAHUM HA TMOWCKE mnoTeHuuanbHbix AuxRE B mpomortopax

YYBCTBUTEIBHBIX K ayKCUHY T€HOB A.thaliana.



Moy noHcKa LHC-PEryISTOpHBIX eMenTos| | Moayns noncka J3Tos

enumerateOligomers(...) prepareGEO(...)
enumerateDyadsWithCore(...) :
enumeratePatterns(...)

numerate, atsy(... | processMicroarray(... ,
o b Eﬂr‘o(‘vs'vR NACounts( } preprocessGeneExpressionDataf ... ):

TI\ L—' 777777777777777777777777 < [

J GeneClassificationSparse | GeneClassificationMatrix I

Mo/y/ib IOKCKA ACCOLHALIMH LHC-PErY/IATOPHBIH IEMEHT - IKCIIPECCHA
fisherTest(...) —W» massFisherTest(...)
calculateMassContingencyTablePvaluesy...) ] _,\
| Mera

T I /| p-value

MeTa-aHanus calculateMassContingencyTablePvalues(...) +
calcMetaAssociation(...) =

calcMetaAssociation(...) testRegulationHypotheses(...)

IlepecTaHOBOUHBIH TECT: permutationTesty...)

| GeneClassificationSparse ’ GeneClassificationMatrix
e |

[epecTanoBKa IMoncKka acconmaiu Mera-ananss
IIHC-PEryIATOPHBIiT
JIEMEHT - IKCIPeccHs

| Hepec’ranomt;;ﬂe p-value |

Pucynok 2. Cxema paboTel MopyJiei makera mporpamm metaRE mo
MOUCKY o0oraieHus LUC-PETYJIATOPHBIMU MOCJIE0BATEIBbHOCTIMHU
PEryJISITOPHBIX PaiOHOB ayKCUH-UYBCTBUTEJIbHBIX T€HOB. TOHKasl U HIUPOKHUE
CTPEJIKK OTOOpakaroT MOCIE0BATEIIbHOCTh BBINOJHEHUS (PYHKIUN U OJIOKOB
byHKIUN (3aKTI0YEHBI B TPSIMOYTOJIBHUKH ), OOBIYHBIM MIPU(PTOM MOITUCAHBI
Ha3BaHUs 0J0KOB mporpammsl, “Meta p-value” u “IlepectanoBounble p-value”

0To6pa>1<a10T IMPUMCHACMBIC Ha KaXIAOM ITaIlIC CTATUCTHUYCCKUC TCCThI

(Cherenkov, Novikova et al., 2018).

[Taker mporpamm metaRE peanusyer nsatucTyneH4aThli aHamus: (1)

nouck JIDI'; (2) mouck IUC-peryIsaTOpPHBIX DJIEMEHTOB 3a/JlaHHOW JJIMHBI U
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CTPYKTYpHI; (3) pacueTr accolMaliid MEXJy KOHCEHCYCHBIM IPHUCYTCTBHUEM

AJIEMEHTAa U U3MEHEHUEM JIKCIPECCUU T€HOB; (4) MeTa-aHaIN3 Ha HECKOJIbKUX
AKCIIEPUMEHTAX 10 U3MEHEHHIO IKCIIPECCUU TeHOB; (J) MepecTaHOBOYHbBIN TECT

(Pucynok 2).
(1) nouck J[OI

BxogueiMu  nmaHHbIMM @ makera  nporpamm  metaRE  saBusroTcs
TpaHCKpunToMHbie nanHubie. s waentudukamuu IO B skcmepuMeHTax,
B3sAThIX U3 0a3pl GEO Obutn ucnonb3zoBanbl naketsl GEOquery (Davis et al.,
2007), limma (Ritchie et al., 2015) u edgeR (Robinson et al., 2010; McCarthy
et al., 2012). ®ynkuusa prepareGEO TO3BOJSIET 3arpyXarb U HW3MEHSThH
npegoOpabdoTannbie Tabnuipl AaHHbIX U3 GEO. ®yukuuu processMicroarray
u processRNAcounts ™MoryT OBbITh UCHOJIb30BaHbl i1 moucka JOI' B
OJIMHOYHOM DJKCIIEPUMEHTE, OHHM CO3/Ial0T HOBYIO TaOJMIy IS KaKIOTO
AKCIEPUMEHTa UHAUBUYATbHO C 3aJJaHHBIMU TOJIb30BaTesieM kiaccamu JIOT,
r7ie IS KaKJIOTO TeHa ONpeJesieTcsl 3HaueHue “up” (aKTUBAILUs IKCIIPECCUU
reHa), “down” (momaBlieHHWE OJKCIPECCUU TeHa), win *° (OTCYTCTBHE
u3MeHeHust dkcrnpeccun reHa). DyHkuus preprocessGeneExpressionData
MOET BBINOJIHATh TAaKOM K€ aHaIW3 OJHOBPEMEHHO [JISi HECKOJIbKHUX
AKCIIEPUMEHTOB, OHa co3naeT GuHanbHyto Tadnuiy GeneClassificationMatrix,

B KOTOpOH coaepxkutcs: nHdopmanus o JI3I" co BceX IKCIEPUMEHTOB, B3SIThIX

B METa-aHAJIN3.
(2) Ilouck yuc-pecynsimopHuix 21eMEeHmMO8

JpyrumMu BXOAHBIMM JaHHBIMH nakera nporpamMm metaRE sBusroTcs
perynstopuble  nocnenoBarensHocTd  JIHK B fasta ¢opmare. Mbl
ucroiab3oBai BeTpoeHHbIH B metaRE maker Biostrings (Pages et al., 2018)

U1 3arpy3Ku IIOCJIEA0BATEIBLHOCTEN JAHK u3 BioMart
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(http://www.biomart.org; Durinck et al., 2005). Jlns wu3BiedYeHUs

pEryisTOpHbIX paiioHOB TeHoB U3 GeneClassificationMatrix WcCHIONb3yeTCs
bynkuus metaRE intersect. Jlanee makeT aHHOTUPYET HPUCYTCTBUE
NOTEHIMAIBHBIX LUC-PETYJSATOPHBIX 3JEMEHTOB I KaXKIOM PEryJISITOPHOM
nocinenoBatenbHoctn  JIHK. ®yukuus  enumerateOligomers wmer Bce
BO3MOXHBIE OJIUTOMEpHI 0€3 yueTa KOMIUIEMEHTApPHBIX MOCJIEI0BATEIbHOCTEH
JJHK nns xaxporo osmromepa, Hampumep, B ciaydae rekcamepoB metaRE
Haxoaut 2080 HeBbIpOKAEHHBIX nocneaoBaTenbHocTer JIHK, cocrosmux us
2016 xommuieMeHTapHbIX map U 64 naauHaApoMOB BMeCTO 4096 BCEBO3ZMOMKHBIX
KOMOMHATOPHBIX BapuaHTOB. IloMMMO aHHOTaUMM OJIMTOMEPOB BO3MOXKEH
CUCTEMATUYECKUN aHAJIU3 PETYJIATOPHBIX PaiOHOB HA HAJIMYKE BCEBO3MOXKHBIX
MOBTOPOB CO CIIEMCEpOM pa3HOW JJWHBI U (DUKCUPOBAHHOW KOPOBOM
NIOCJIEOBATENBHOCTBIO MAPHOIO 3JIEMEHTa (enumerateRepeats), TapHBIX
AJIEMEHTOB C 3a/IaHHBIMU KOPOBBIMH NOCJIEJOBATENbHOCTAMHU
(enumerateDyadsWithCore). Takxe BO3MOXEH TIOHCK 3aJIaHHOTO CIHCKa
MOTHBOB, OIMMCAHHBIX MATHAIATHOYKBEHHBIM BBIPOKIeHHBIM KogoMm [UPAC
(enumeratePatterns). B ciaydyae  QyHKkumit  enumerateRepeats u
enumerateDyadsWithCore MOXHO 3aJjaBaTh MAKCUMAJIbHYI0 U MUHUMAJIbHYIO
JUIMHY cneicepa. B pesynbraTe nporpamMma BBIJAET CIUCOK BEKTOPOB B

dbopmare integer.

(3) Onpeoenenue accoyuayuu medxnHcoy npucymcmaeuem

YUuc-pecyisimopHoco d1emMenna U USMEHEHUEM IKCNPEeCCUU ceHO8.

Ha mannoM sTame mist kaXXAaou HUC-pEryIsATOPHOU MOCIEA0BATEIIBHOCTH
reHa JJig KaxJIoro Habopa TpPaHCKPUIITOMHBIX JaHHBIX YCTaHABJIMBACTCS
acconmanus ¢ AuddepeHIuaIbHOl dKCpeccueld TEeHOB, OTIEIbHO IS

MOJIOKUTEIIbHOW W OTPUIATEIBHOM pEryNsiuu. 3HAUYUMOCTh (p-value)
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accoIMaIy pacCYUThIBaeTCS U3 TabmuIkl compsybkeHHocTH 2x2 (Tabnuma 2)

tounbiM TecToM Dumepa (Cherenkov, Novikova et al., 2018; Zemlyanskaya et
al.,  2016). B  metaRE  mpouemypa  peamusyercs — QyHKUIHEH

calculateMassContingencyTablePvalues.

Tabonuua 2. Tabiuua CONpsKEHHOCTH 2X2 i pacdera OoOOraiieHus

MOTEHIIMAJIBHOTO LIUC-3JIEMEHTA B ITpoMoTopax 1.

J2I Bceero
+ -
[IpucyTcTBHE ITUC-dIEMEHTa | + a b a+b
B PETYJISITOPHOM paiioHe
- c d ct+d
Bcero atc b+d |n=atb+ct+d

(4) Mema-ananus

Oyukuus  calcMetaAssociation  Wcnoap3yercs Uil OObEIUHEHHS
3HauuMmocTel  (p-value) I acconManMM  OJHOM  LUC-PEryJsITOPHOU
[OCJIEOBATEIBHOCTY €  M3MEHEHHMEM  DKCIIPECCMHM TIE€HOB BO  BCEX
JKCIepUMeHTax. Mpbl Hcnoiap3oBaiu Merod Duinepa (CIOXKHBIM KpuUTepuil
@umepa) g pacuera OOBEAMHEHHBIX 3HAUYUMOCTEH IO  KaXIOMY
NpeICKa3aHHOMY IIUC-PETYJIITOPHOMY 3JeMEeHTy TeHa (meta p-value)
(Cherenkov, Novikova et al., 2018). Tect Ha MHOXECTBEHHOE TECTUPOBAHUE
BBINONHAET QYHKUUS calcMetaAssociation, METOA KOPPEKLMH MOXET OBITh
BbIOpan wu3 cuenywomux: boudepponu (Bonferroni), Xonm-boudepponu
(Bonferroni-Holm),  benmxamunu-Xox6epr  (Benjamini-Hochberg) wu

benmxamunu-SAxytenu (Benjamini-Yakuteli). Taxxe mons3oBatrens MOXKET
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3aaTh TMOPOT JUIsl CKOPPEKTHPOBAHHOW OOBEAMHEHHOW 3HAYMMOCTH (meta

p-value) accoruaium peICKa3aHHbIX LUC-PETYISTOPHBIX

MIOCTIEIOBATEIHbHOCTEH TeHOB ¢ Tu(hepeHINaTbHON SKCIIPECCUEH TEHOB.
(5) Ilepecmanosounvlii mecm

Ha mnocnegnem »stane B mnakere mnporpamm metaRE mnpumensercs
NEPEeCTAaHOBOYHBIA TECT K IHUC-3JIEMEHTaM C OOBEIUHEHHOW 3HAYUMOCTHIO
(meta p-value), mpomeamMM TOPOroBOoe 3HaueHWe. B makeTe mnporpamm
metaRE ucnons3yercst Bcrpoennsiii naket doParallel foreach (CRAN project;
https://cran.r-project.org) mis mapayieIbHOTO BBHITOJTHEHUS TIEPECTAHOBOYHOTO
TecTa. Taxke B mporpaMMmy BCTPOCH KaTbKYJSTOP AJIsI YCTAHOBKH KOJMYECTBA
nepectaHoBOK M. ®Dynkuusa PermutationTest nepeMelInBaCT PETYJIATOPHbBIE
palioHBI MEXIy TE€HaMH U TEPEeCUUTHIBACT OOBEAMHCHHBIC 3HAYMMOCTHU
oborarmenus (meta p-value) kaxpaoro muc-snementa. [locie M nepecTaHOBOK
the function pacCUMTHIBACT MEPECTAHOBOYHYIO 3HAYMMOCTH OOOTaIECHUS
(permutation p-value) craemyromum obpazom: p=(m+I1)/(M+1), thne m
KOJIMYECTBO 3HAYUMOCTEH (p-values), He MpPEBBIAIOMIMNX [0 3HAYEHUIO

00bEeIMHCHHYI0 3HAYMMOCTh (meta p-value).

B kadecTBe BXOAHBIX JaHHBIX B makere mporpamm metaRE moryt ObITh
UCIIOb30BaHbl HE TOJBKO MPOMOTOPHI TE€HOB, HO U JOObIE JpyTHE
uHTepecyromue nocnenosarensHocty JHK, Hanpumep, pailoHbl CBSI3bIBaHUS
T® nnu yyacTKd reHoMa ¢ OIPEAESICHHOM TUIIOM XPOMATHHA.

Oboeawenue yuc-snemenmos 8 paiionax cesazvieanus T® ARF

Jns  ananuza oOoramieHus mnoteHIuaidbHbiX AuxRE B paifonax
ces3piBaHusl T® ARF Opimu wcmonbs3oBaHbl cienyromue nanHbie: ARF6
ChIP-seq (Oh et al., 2014; GSM1252254), ARF2 u ARF5 DAP-seq (DNA
affinity purification sequencing) (O’Malley et al., 2016; GSM1925138,
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GSM 1925826 u GSM1925827). Jlanusie DAP-seq ObuTH TpoOlieCCUPOBAHBI

aBTOPOM COIJIaCHO cTaHAapTHoMmy mnpoTokony (Bardet et al.,, 2011),
nporeccurr gaHHbix T ARF6 mposen Omenkos J[.JO. (MLul" CO PAH). B
nukax paiioHoB cBs3biBaHus TP ARF Obuto mpoBeseHO KapTUPOBaHHE
MOTEHIUAJIBHBIX IUC-PETYJIATOPHBIX 3JIEMEHTOB, aHAJIOTMYHO TPOIEAype Ha
npoMoTopax (cM. Bbime). [ KakIoro mHc-3JE€MEHTa pacCUUTHIBAIACH
accorpanms 1Mo  MOJM(PHUIIMPOBAHHOM  TaONMIIE  CONPSDKCHHOCTH €
npuMeHeHueM Ttecta Dumiepa s aHalv3a CICAYIOMUX nponopuuit: (1)
KOJINYECTBO TMOJIOKEHHUIM, 3aHUMAEMbIX IHC-3JIEMEHTOM cpeau Bcex 21 098
B3STBHIX B aHAIU3 IPOMOTOPOB A.thaliana (pazmepom 1500 1.H.) K KOJTUYECTBY
BCEBO3MOXKHBIX MOJIOKEHUM; (11) TO e caMOe Cpelld BCEX MHUKOB CBSI3bIBAHUS
Td ARF, oTHOCAIIMXCS K OJHOMY HAO0OpY JTaHHBIX.

Ilouck knacmepos npedCcKa3aHHbIX YUC-ITIEMEHNO8

Jlns ompeneneHus KiacTepu3allud TMPEJCKa3aHHBIX IUC-PETyISITOPHBIX
AJIEMEHTOB ~ Mbl  MPOBEJM  UX  KapTHUPOBAaHWE HA  IPOMOTOPHBIE
MOCIICIOBATEIPHOCTU TE€HOB Arabidopsis, B3sThie w3 0a3pl gaHHBIX TAIR
(coopka renoma TAIR10; https://www.arabidopsis.org). IIpu kapTupoBaHuu
napabix AuxRE 1 kaxkgoro mnpoMoTopa Mbl Opaiu  pacroOKEHHBIH
nuctanbHo napHbld AuxRE (camblil janpHUiA OT caifTa ctapTa TPaHCKPUIILINY;
CCT) u nipoBepsiii €CTh JIU PACIOJIOKEHHbIE TPOKCUMAJIBHEE OT HETrO MapHbIe
AJIEMEHThl HA PACCTOSHUM OT WIECTH [0 MATHAAUATH I1.H. OTHOCHUTEIHHO
MOCJICTHET0 HYKJICOTHA MEPBOTO IMAPHOTO 3JIEMEHTa, MpuYeM ObLIO 3aaHO
yCJIOBHE MUHUMAJIBHOTO MEPECEUCHUS TapHBIX 3JIEMEHTOB B OJIHY II.H.

Annomayus npeodCKa3aHHbIX YUc-21eMeHmos

JIns aHHOTaUMM TPEACKA3aHHBIX IHC-PETYJSITOPHBIX SJIEMEHTOB MbI
UCIOJIb30BaNIM  OH-IaiH HHCTpyMeHT TOMTOM  ((http://meme-suite.org;

Gupta et al., 2007). CxoacTBo mMOCIEIOBATEIbHOCTEH MPEACKa3aHHBIX
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IIC-3JIEMEHTOB C M3BECTHBIMU CaWTamMu CBs3bIBaHUA 1D omnpenensyioch mo
korpunmenty kxoppensuuu Ilupcona ¢ moporom 3Haunmoctu Menbiie 0,05
(E-value < 0,05).

2.3. PacTuTeibHBINA MaTepUal

B skcnepuMeHTax MCHOJIB30BAIMCH pacTeHus A.thaliana »xotuna
Columbia-0. PacTenus BeIpallluBaINCh HA TBEpIOH cpere Y2 Murashige-Skoog,
(aMS;  “Sigma”, CHIA) wmm B TrpyHTe npu Temreparype 22°C,
WHTEHCUBHOCTH OCBEIIeHUS 3-5 ThIC. JIOKC U 16/8-gacoBoM (oromepuoe.
Crepunuzanus ceMsiH NMPOU3BOJMIACH MyTeM UX MHKyOanuu B 70% crnupre
TpU pasa 1o TPU MUHYTHI, a 3aTEM B CTEPHIIBHOM BOJIE TaKKE TPHU pasa Mo TpU
MUHYTHI. [Tocne kaxaoil ”HKyOaluu B CIUPTE UM BOAE Mbl OTOMpAIU PacTBOP
u 0e3 mepepbiBa J00aBISIM HOBBIA. J[JI1 CHHXPOHHM3ALMKM MPOPACTAHUS MBI
MOJIBEprajid CeMEHa SPOBU3AIIMHU OT JIBYX JI0 CEMM AHEN npu Temieparype 4°C
(Rivero et al., 2014).

2.4. IToaroroBka PHK-00pa3uosB

Brigenenue TortansHor PHK w3 Tkanel nmpoBOIMIM C HMCHIOIB30BAHUEM
pearenta TRIZOL (“Invitrogen”, CI1IA):

° peIBapUTENbHO OXJIAKJEHHBIE B JKUJKOM a30T€ TKaHU PACTCHHI
paspymanu B romorenusarope TissueLyser II (“Qiagen”, CIIIA);

° NEePEHOCUIIN TOJYUYCHHBIM MaTepHuasl B IUIACTUKOBYIO MPOOUPKY C
pearentoM TRIZOL, koTopblii MHAKTUBUPYET (PEPMEHTHI, B TOM YHUCJIE U
PHKa3pr;

° npoBoawin paszaeneHue 6enkoB u PHK ¢ momorisio nmo6aBieHus
xJiopoopmMa, UHTEHCUBHOTO TepeMenBanus U neHTpudyruposanus npu 4°C

B TeueHne 10 MuHYT;
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° K oToOpaHHOW BomHOW (aze MO0ABISIM  HW3OMPOIAHOII,

nepeMelnBaIl U NEPEHOCUIIN MOJYyUYEHHBIM pacTBOpP HAa KOJOHKHM M3 Habopa
pearedToB “RNA easy” (“Qiagen”, CIIIA);

° Boiessin PHK mpu nmomomm HabGopa pearentoB “RNA easy”
(“Qiagen”, CILIA).

Konnentparuto BoigenenHoir PHK usmepsnu Ha cnextpodiyopumerpe

NanoDrop (“Thermo Fisher Scientific Inc.”, CILIA).

2.5. OnpenesieHne YPOBHS IKCIIPECCMH T€HOB METOI0M

OT-koauuecrBennoii IIP

Peakmust 0OpaTHON TPaHCKPHUIIIIUKA OCYIIECTBIISIACH C MCTIOIB30BAaHUEM
Habopa peaktuBoB “RevertAid First Strand cDNA Synthesis Kit” (“Thermo
Fisher Scientific Inc.”, CILA). OT-komuuectBennyto I[P mpoBomumu ¢
UHTEpKaIupyomumMu (paoopodopamu u peakunoHHo cmecbio SYBR Green
gPCR Real Time Master Mix (“Thermo Fisher Scientific”, CIIIA) nHa
ammmndukaropax CFX96 u CFX384 (“BioRad”, CIIIA) B cooTBETCTBUU CO
crangaptHoit Metonukoit (Nolan et al., 2006). Bce konuuecTBEeHHbIE
U3MEpPEHUs MPOBOJUIUCH OTHOCUTEIBHO OTpaOOTAaHHOTO Ha OpraHU3ME H
Tkausx pedepencuoro reHa ACTIN2 (Nolan et al., 2006). lns kaxmoro
oOpasia u3MepeHus MPOBOJIWINCH B TPEX OMOJIOTHYECKUX U TPEX TEXHUICCKUX
MOBTOPHOCTSIX, JUISI  KaXIOM  pPEakIMOHHOM cMecH ObUl  BKIIIOYEH
MTOJIOKUTEIBHBIM U OTPULIATEIbHBIA KOHTPOJIb C KaXKIAOM Mapor IparMepoB
(Nodine et al., 2007). V3HauanbHO NPOBOJAWIM TECTOBOE H3MEPEHUE
n3menenust kommuectBa MPHK 40 oro6pannbix renoB (Ilpunoxenue 1),
colepKaluX BBIIBJICHHBIE B X0/A€¢ OMOMH(POPMATUYECKOTO  aHalM3a
IIUC-PETYJIATOPHBIC JJIEMEHTHI, B OTBET Ha 00paOOTKYy ayKCHHOM B paHHEM

(BO3A€iCTBME TOpPMOHA JUIMTEIBHOCTHIO 0 1 4.) OTBeTe, MO pe3ysibTaram
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KOTOPOI'0 IMPpOBOJAHIIA Ooitee ACTAJIBHOC HM3MCPCHUC SKCIIPCCCHH I'CHOB ITIOCJIC

00pabOTKH pacTeHHIl ayKCMHOM B TE€UEHHUE PA3HOTO BPEMEHU (IJIUTEIbHOCTh

obpabotku: 15, 30, 60, 180 u 360 muH.).

2.6. MeToja 0e3/1MrasHoOro KJIOHUPOBAHUA

JUIsi KJIOHMpOBaHUS MPOMOTOPOB TE€HOB B paboTe ObUI HCHOJb30BaH
METOJi OE€3JTUTra3HOro KJIOHUPOBAHUSA, KOTOPBIM MO3BOJIET B KOPOTKUE CPOKH
OCYIIECTBUTh KJIOHHUPOBAHHWE MHTEPECYIOLIEro (parMeHra, 0pU 3ITOM
a¢pexTuBHOCTH peakuuu npesbimaet 70%.

B wmeromonorun kinoHUpoBaHUsA nOpuMmeHsiercs 3’5" SK30HyKIIea3Has
aktuBHOCTh T4 JIHK-nonumepassbl 1151 IPUTOTOBIICHHS] BEKTOPOB U BCTABOK CO
crielu(pUYHBIMU JIJIMHHBIMUA JUNIKUMU KoHIamu (agantepamu) (IIpunoxkenue
2), KOTOPBIE JIETKO OTKUTAIOTCS U HAIPSIMYIO TPAHCPOPMHUPYIOTCS B OAKTEPHUIO

6e3 Heobxonumoctu hepmentatuBHoro nurupoBanus (Wendrich et al., 2015).

ColE1 Ori

pPLV04_v2

SV40pN
—

LIC,

Vector preparation: \

5’ GAATTCTAGTTGGAATGGGTTAACCCAACTCCATAAGGATCC 3’
3’ CTTAAGATCAACCTTACCCAATTGGGTTGAGGTATTCCTAGG 5’

ECoRI Hpal BamHI
cut with Hpal

5’ GAATTCTAGTTGGAATGGGTT AACCCAACTCCATAAGGATCC 3
3’ CTTAAGATCAACCTTACCCAA TTGGGTTGAGGTATTCCTAGG 5’
T4 treatment + dCTP

5’ GAATTC AACCCAACTCCATAAGGATCC 3’
3’ CTTAAGATCAACCTTACCCAA CCTAGG 5’

Pucynok 3. Cxema miazmugHoro Bekropa pPLV04v2, ucnonb30BaHHOTO
B JIaHHOU pabote, U rpaduueckoe MPEJCTABICHUE MPUTOTOBJICHUS BEKTOPA.

AnantupoBado u3 Wendrich et al., 2015.
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B pa6ote wucnonw3oBasics Bektop pPLV04v2 (Pucynok 3) u mramm

Escherichia coli DHS5a (Taylor et al., 1993). Bektop conepxuT cienyromue
cocrapisitonue: ColE1l Ori — opmXAMH periMKaiuyi BRICOKOW KOMUIHOCTU B
Oaktepun E. coli; Nptl — xaccera OakTepuanbHON YCTOWYUBOCTH K
KaHAMULHAHY; SA Or — OpPHIUKMH pEIUIMKAlUA HHU3KOW KONMMHHOCTH B
arpobaktepun; LB/RB — neBblif 1 npaBsiii caiitel ajis nepenoca JIHK B reHom
pactenusi; NOSt — NOS cailt tepmunanuu tpanckpunuuu; pNOS — NOS
IpoOMOTOp Uil 3Kcnpeccun B pacteHusix; Nptll — kaccera ycroitumBocTH
pacteHuid k kaHamuimuay; SV40 — curHan jokanuzanuu B sape; 3XGFP  —
Kaccera M3  TpeX  IOCIEIOBATEINBHOCTEM,  KOAUPYIOLIUX  3E€JICHBIN
dbayopecueHTHbIN Oenok aisa ycuwieHHo# nerekuuu; LIC — caift 6e3nurazHoro

KJIIOHUpOBaHUs uccienyemoro ¢pparmenta JJHK.

2.7. Myrarene3 metoaom IIIP ¢ ucnosb3oBanuem

nepeKphIBAKIIUXCS MPaiiMepoB

Meron myrarene3a nyteMm [P ¢ ncronp3oBaHHEM NEPEKPHIBAIOIIUXCS
npaiiMepoB TPENOCTABISET BO3MOXKHOCTH OBICTPO M C SKOHOMHUEH CPEICTB
MOJYYUTh MYTallMM B HHTEPECYIOIIMX MO3MLMAX mnocienoBarenpHoctn JJHK
(Saiki et al., 1985). Meton BxitodaeT B ce0s ciemyroniue craauu (Pucynok 4):
(1,2) ammmdukanus IBYyX MYTUPOBAHHBIX (DparMEHTOB HMHTEpECYIOMmEH
NOCJIEIOBAaTENbHOCTH, B  paMKax »3Tod pabOThl — MPOMOTOPOB C
IpelICKa3aHHbIM  IUC-PETYJISITOPHBIMU  3yieMeHTamu, (3) ammindukanus
MYTUPOBAaHHOW  MOCJEAOBATEIbHOCTA MPOMOTOpAa IO MATpPUIE JBYX

dbparmeHToB, nonydeHHbIxX Ha ctaausx (1) u (2) (Ho et al., 1989).
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Pucynoxk 4. Cxema IIIIP ¢ mnepekpbiBalolMMUCS MOpaliMepamu.

AnanrupoBano u3 Ho et al., 1989.

Hns nposenenus [P mopOuparorcss QuaHkupyromue npaiMepsl U
npanMepsl, Hecymue myranuioo. Ha mepBom stame B aByx oraenbHbix [IL[P
MPOBOAUTCS aMITU(UKALMSA C OJHUM (PIAHKUPYIOIIUM TpaiitMepoM U OJHUM
nmpaiiMepoM ¢ MyTaluel, TakuM o0pa3oM, B pe3yJibrare nepsoro paysaa [11[P
Mbl UMEEM B HAJIMYWU JBa (parMeHTa MYTHUPYEMOM IOCIEIOBATEILHOCTH.
3ateM 3T ABa (parMeHTa HMCHOJIB3YIOTCS Kak marpuiia Bo Bropoit IIIP 3a
CYET [JIEHATypalUH U TMOCIEAYIOEro KOMIUIEMEHTAPHOTO COEIUHEHUS
NEPEKPHIBAIOIIUXCSI KOHIIOB M MYTHPOBAHHBIX Yy4YaCTKOB, aMIUTU(UKAIIHS
MPOBOJIUTCS C UCIIOJIb30BaHUEM (PiiaHKUpyromux npaimepoB (PucyHok 4).

Jist mpoBepku  (YHKIIMOHAIBLHOCTH OTOOpaHHBIX mapHbiXx AuxRE B
OTBETE HA ayKCHH OBUIM CJCNAaHBl CIEAYIOIINE T€HETUYECKHUE KOHCTPYKIIHH:
KOHCTPYKLIMSI C MHTAaKTHBIM ITPOMOTOPOM, KOHCTPYKIHMS C MYTHPOBAHHOU
nocinenoBatenbHOCTEI0 TGTCNN,  KOHCTpyKUHMSI C  MYTUPOBaHHBIM
3JIEMEHTOM-IIAPTHEPOM U KOHCTPYKIMS C MOJHOCTHIO MYTUPOBAaHHBIM NTAPHBIM

AuxRE (mpu HeobxomumocTH). JmHa mpomMoTopa B pa3HbIX F€HETHYECKUX
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KOHCTpYKIMsx BapbupoBaia ot 1000 go 3000 m.H. B 3aBUCUMOCTH OT

paccTostHUSL 10 Tpenplayniero reHa. Bce BCTpoeHHble (parMeHThl B
MOJIYYCHHBIX KOHCTPYKLIMSIX ObUIM BepUULHUPOBAHBI CEKBEHHMPOBAHUEM

(ITpunoxenue 3).

2.8. Tpancdopmanusi pacTeHHH ¢ IOMOUIbIO ATPOOAKTEPUH

Jiis TpaHcopManuu pacTeHUM ObLI MCIHOJIB30BaH arpo0akTepHaIbHBIN
METOJI, B KOTOpoM B KadecTtBe mepeHocunka JIHK wucnons3yercs Gakrepus
Agrobacterium tumefaciens. MeToq OCHOBaH Ha criocOOHOCTH Agrobacterium
nepeHocuTh U3 cBoell Ti-mna3Musl B pacturenbHble KiaeTku pparmenTst JJHK,
B ToM uucie u rensl (Chilton et.al., 1977). Ti-muiasMunbl MOTYT BBICTYIIATh B
KayecTBe OMOJOrMYecKoro BekTopa nnsi nepeHoca ¢parmentoB JIHK
pazmepoM 110 50 ThIC. I1.H., TaK KaK 00J1aJat0T HaOOpOM T'€HOB BUPYJIEHTHOCTH,
KOHCEPBATUBHBIMHU HYKJICOTHIHBIMH MPSIMBIMU ITOBTOPaMH, (PIIaHKUPYIOIUMU
T-JHK (paiion T-JJHK wMoxer ObITb 3aMEHEH Ha HWHTEPECYIOIHA
UccliefioBaTeneil reH) W OpPUDKMH peruMkauuyd  Ti-miaa3Muisl  BHYTpHU
arpoOaktepuu. MICKyCCTBEHHO YCOBEPILICHCTBOBAaHHBIC TIa3MUAbI HECYT T'€HbI
pe3ucTeHTHOCTH K aHTHOMOTHKY (Bevan et.al., 1983). bunapnas BexTopHas
CHUCTEMa COCTOMT M3 JBYX BEKTOpPOB: Ti-Iia3Muabl-IOMOIIHUKA U BEKTOPA,
aBTOHOMHO peruiMuupyromerocss kak B FE.coli, Tak U B arpobakTepuu.
ArpobakTepuanbHblii  CIOCOO OOBIYHO MPUBOJUT K BCTPAUBAHUIO TOJIBKO
OJTHOM WM, 1O KpaliHel Mepe, OrpaHMYEHHOr0 YKciia KOMUN TeHa U IIPU 3TOM,
BUIMMO, B ONpEIECICHHbIE JIOKYChI XpPOMOCOM, a JApyTrhe MeETOIbl K
0ecCUCTEMHOMY BCTPAMBAHUIO MHOXKECTBA KOMUM, KOTOpbIE B OOJIBIIMHCTBE
ciyyaeB cuerieHsl apyr ¢ apyrom (De Block, 1993). B nannoii pabote Oblia
UCToJb30BaHa OuHapHas BekTopHas cuctema pGreen/pSoup (Hellens et al.,

2000).
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2.9. BeisaBiienue B3aumoaeicreuii 0e1ok-IHK B apoxixeBoi

OTHOTHOPUIHOM cUcTEMeE

g moncka T, CBA3BIBAIOMIMXCA C MPEACKA3aHHBIMU LIMC-2JIEMEHTAMH,
Oblla WCMOJb30BaHA OJHOTHMOpHUIIHAS CHCTEMAa Ha OCHOBE JAPOAOKEH
Saccharomyces cerevisiae (Gaudinier et al., 2011). ba3oBbiii KOMIOHEHT
JIPOKKEBOM OHOTUOPUIHON CUCTEMBI — 3TO aKTUBATOp TpaHckpumimu GAL4,
OHJOTEHHO  OKCIPECCUPYEMBbId  O€JlOK, COJEpKalui  aKTHBUPYIOIIHMA
TPAHCKPUIILMIO JOMEH (akTuBUpyrommii gomeH, AJl). s nposepku
B3aumozencteus mexay Oenkom u JIHK (B Hamem cimydae — ydacTkom
IpOMOTOpa T€HA) CO3JAIOT CIEAYIOIIME JBa THUIA XHUMEp: akIenTop,
cogepxkamuii  uccnenyemyro  JIHK-mocnenoBarenbHOCTH  BMECTE €
peNopTEepHBIM T'€HOM, MW JIOHOp, coctosiuii u3 AJl u TO. Ilpu
B3aUMOJICMCTBUM akuenTtopa ¢ JoHopoM AJl 3amyckaeT TpaHCKPHUIIHUIO
penioptepHoro rena (Pucynok 5), B Hameit cucteme — HIS3, 0OTBETCTBEHHOTO

3a CUHTC3 THCTHWHA.
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Peryaaropueiii | PenoprepHbiii T® AKTHBaLHOHHBIA
3NIEMEHT I'eH nomen (AJl)
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Peryusitopubiii | PenoprepHsiit Perynsropusiii | PenoprepHsiii
IEMEHT reH JJIEMEHT reH

B3aumoseiictBue orcyTeTByeT  B3aumoaelcTBHE MPUCYTCTBYET

Pucynok 5. CxemMa JApOXXKeBOW OJHOTHOPUIHOM CHCTEMBI JUIS

BBISIBIICHUS B3anmMoaeiicTBui 0enok-/IHK.

B nanHo# paboTe UCIONb30BAIMCH KICTOUHBIC JIMHUH Apoxxkehd PJ69-4A
(MATa trp-901 leu2-3, 112 wura3-52 his3-200 gal4D gal80D GALADE?
LYS::GALI-HIS3 met::GAL7-lac Z) n PJ69-4a (MATo, ade2, trpl-109, leu2-3,
112, wra3-52, his3-200, gal4, gal80, GAL2::ADE2, LYS2::GALI:HIS3,
met2::GAL7:lacZ) (James et al., 1996). KiionupoBanue TpoekpaTHOTO OBTOPA
KOMITO3UIIMOHHOTO 3JIEMEHTa OCYIIECTBISIIOCh ¢ TOMOIIbI0 Habopa Gateway
Cloning (“Life Technologies®, CIIIA) B mnazmuast pMW2 u pMW3 (Bass et
al., 2017). Tpancdopmanus IpoOXKeil NPOU3BOAUIACH TO CTaHAAPTHOMY

nporokony (Kawai et al., 2010). 3arem npoxxu uakyoupoBanu mnpu 30°C B
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TedeHUu 3-4 JHEW, MOciie Yero IMPOBOJMIM HMX CKPEIIMBAHUE M CEJIECKLHUIO

ruOpuIHBIX KoJIoHUM ¢ HasmuueM JIHK-0enkoBbIX B3auMoIeiCTBUI Ha cpeax
pasHoil pecTpukiuu. [Jns ckpuHuHra B3aumopeidctBuii ¢ Td Oblia
ucrnosib3oBana Oubmmoreka T Arabidopsis, coctosimas w3 1975 OGenkos
(Mitsuda et al., 2010). ITmazmuagsr pMW2 1 pMW3 BkITIOUaIOT T€HBI CHHTE3A
TUCTUAMHA U ypaluiia, cooTBeTcTBeHHO, a pDEST22 — tpunrtodana, Takum
oOpa3oMm, THOpPUAHBIE KOJOHMU CIOCOOHBI pacTH Ha cperae 0Oe3
BBINIICHA3BAHHBIX BEIIECTB, CJIEIOBATEILHO, cpeaa 0e3 TUCTUANHA, ypaluia u
tpuntodana (-HIS/URA/TRP) sBnsercs HanMeHee PECTPUKTUBHOM, U POCT
JIpOXCOKEH Ha HEeW CBUIETENBCTBYET O HAIMYMMU PA3MHOKEHUS U HOPMaJIbHOM
pabote cuctembl. Jlamee ApoxKU BBICEMBAIUCH Ha 00Jiee PECTPUKTUBHYIO
cpeny ¢ poOasienueM 3-AT (3-aMuUHO-TpHA30jia), MOAABISAIOMIETO CHHTE3
ructuauHa. 3-AT nobaBnsim B pasHbIX KOHIeHTpanusx: 1, 3, 5, 10, 20, 40, 60
u 80 MM, i mNOAHOro mMOJaBlieHUs curHaiga (pocta KOJOHMM) B
OTPUIIATEIILHOM KOHTPOJIE (IPOXKIKAX, HECYIIUX TPOSKPATHBIN MOBTOP MAPHOIO
aneMeHTa U “nyctryro”’  mnasmuay pDEST22, wucnonb3oBaHHYHO IS

kioHupoBanusi T u3 OubIMOTEKN).
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2.10. KongoxaabHasi MUKPOCKONIUSA

JIns m3yuyeHusi maTTepHAa W MHTEHCUBHOCTU dKcmpeccuu Oenka GFP B
PETOPTEPHBIX JTMHUSAX PACTCHUHN UCTOJIb30BATMCHh MUKpOocKombl LSM 510 Meta
(Carl Zeiss) u Leica SP8 (Leica Mycrosistems). HaGopsl n3zobpaxxenuit as
KOJMYECTBEHHOTO aHajlM3a M CPaBHEHUM OBUIM CHSATHI TPU OJMHAKOBBIX

napameTpax ChbeMKHU JUIsl KaXA0U PEeropTEPHON JTUHUU.
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I')TABA 3. PE3YJIBTATBI 1 OBCYXIEHUA

3.1. buonngopmaTruyecKMi aHAJIU3 JAHHBIX

3.1.1. MeToa TPaAaHCKPUIITOMHOT0 aHaJn3a accounanuii (TAA)

Caiitbl cBs3piBaHusl OonbinHCTBA TD OCTAlOTCS HEM3YyYEHHBIMU JTAXKE Y
MOMYJISIPHBIX MOJACIBHBIX OpraHn3MoB. Kpome TOro, KOJIm4ecTBO OPraHU3MOB,
JUISL KOTOPBIX CYHIECTBYIOT MOJENH TO3UIIMOHHO-BECOBBIX MAaTpHI] CaWTOB
CBS3bIBaHMS XOTs Obl cotHu T® Becbma orpanwdeH (Saccharomyces
cerevisiae, Arabidopsis thaliana, Drosophila melanogaster, Caenorhabditis
elegans, Mus musculus, Homo sapiens). ITlocienoBaTeIbHOCTH TAPHBIX
AJIEMEHTOB MOTYT CHWJIBHO OTIWYAaThCS OT WHAUBHUAYaJIbHBIX CaWTOB
cBs3piBaHusl TD, MOATOMY M3yUCHHUE U OMHMCAHKUE Pa3HOOOpa3nsi OJUHOYHBIX U
KOMITO3UIIMOHHBIX CAaUTOB CBsi3bIBaHMS Td it pa3HbIX OpPraHU3MOB OCTAETCS
AKTyaJIbHOU 3aJa4YEH.

B pamkax pgaHHOW pab®OTBI OBLT CO37aH METOA TPAHCKPHUIITOMHOTO
ananu3a accoumanuii  (TAA) [ TOpeAcKazaHusl  IUC-PETyIATOPHBIX
AJIEMEHTOB, CHCTEMATHYECKH TEPETPEICTABICHHBIX B PETYISATOPHBIX pailoHAX
mu(depeHInanbHO-3KCIPECCUPYIOIMXCSl  TE€HOB,  B3SATBIX M3 CEpHUH
TPAaHCKPUNITOMHBIX JIaHHBIX. MeTol OCHOBaH Ha TOJHOM Tmiepedope
KOHCEHCYCHBIX CHMBOJIBHBIX TmocienoBarenpbHocren JIHK w  ananuze
3HAYUMOCTH TIEPENPEACTABIICHHOCTH KaXJAO0T0 IIUC-DJIEMEHTa B KaXKIOM
HAaOoOpe JaHHBIX U3 cepuu. Takoil MeToJ IMO3BOJIIET MPOBOJIUTH AaHAINU3
oborarieHust BC€X BO3MOXKHBIX TIOCIIEOBATEIIPHOCTEH M XOPOIII JJISI OTIHCAHUS
pa3HOOOpa3usi MOTHBOB, XapaKTEPHU3YIONIUX PETYISTOPHBIC PaOHBI TEHOB,

N3MCHANOINUX CBOIO 3KCIIPECCUIO ITPU PA3HBIX YCIIOBUAX (B OTBCT HAa CTUMYII, B
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MYTHUPOBAHHBIX JIMHUAX, HA Pa3HBIX CTAJUSIX Pa3BUTHsA). MeTO/1 HAIlpaBJIeH Ha
MIOMCK M3BECTHBIX M HOBBIX IUC-3JIEMEHTOB, HO NPU ITOM HE YYHUTHIBAECT
BBIPOKJICHHOCTb CaUTOB CBsi3bIBaHUS TO.

B cioyyae  OLEGHKH  CTaTUCTHUYECKOM  3HAYMMOCTH  MHOXECTBA
MOCJIeI0BAaTEILHOCTENH OJTHOBPEMEHHO, HEO0OXOJUMO JeNiaTh MOMpPaBKY Ha
MHO»ECTBEHHOE CpaBHEHHUE, MOITOMY HEOOXOJIUMO COOIIOCTH OalaHC MEXITY
’KeJIaHWEM OIICHUTh KaK MOKHO OOJIbIIIE MOTHBOB H €MKOCTBIO METO/a OLICHKHU
3HaUUMOCTU. [[ns coOmroneHuss 3Toro OanaHca, ObLIO PEUIEHO MPUHATH 3a
UJICHTUYHbBIC obpartHO KOMIIJIEMEHTapHbIC ITOCJIEJ0BATEIBHOCTH
MOTEHIMAJBbHBIX IIMC-3JIEMEHTOB UX IMPSIMBIM IOCIeI0BaTEILHOCTAM. B ciaydae
noucka  oOoraiieHuss rekcamepamu  BMecTo  2°=4096  BO3MOMKHBIX
nocaeaoBarebHoCcTe ocymecTBisuics nouck 2080, cocrosmmx uz 2016-tu
KOMILJIEMEHTAPHBIX U 64-X MaJIMHIPOMHBIX MTOCIEI0BATEILHOCTEH.

[Ipu wucnonb3oBaHuM TONpPaBKU boHpeppoHH Ha MHOXECTBEHHOE
CpaBHEHUE METO/] TAA II03BOJISIET 3 peKkTUBHO HAXOJIUTh
NepenpeICTaBICHHBIE TeKCAMEPhI U TeIITaMepPhl, a TAKKe MapHbIEe 2JIEMEHTHI, B
KOTOPBIX OJIHa MOCJIEJOBATEIILHOCTh dbuKcupoBaHa, a ee
3JIEMEHTOM-TIAPTHEPOM MOXKET OBITh JIFOOOM, IMOJYYEHHBIH IyTEeM IOJHOIO
nepebopa BO3MOXKHBIX BAapUAHTOB, OOPA30BAaHHBIX YETHIPEXHYKJICOTHUTHBIM
andaBUTOM, TaK)Ke BO3MOKHO BapbUPOBAHUE CIieiicepa B MapHbIX dJIEMEHTAaX.

OOorameHre  MOTEHIHUAIBHBIX  [HC-PETYJSITOPHBIX  JJIEMEHTOB B
npomoropax JIDOI' cHavama oOlEHUBAeTCs JJISI  KaXJIO0ro  OT/ACIBHOIO
UC-JIEMEHTa B  KaXIOM OTJEIbHOM Ha0Ope [aHHBIX U3 OJHOTO
TPAHCKPUNITOMHOI'O 3KCIIEPUMEHTa 10 TOYHOMY TecTy Puiiepa. 3arem
3HAYUMOCTH (p-value) oborameHus: OTASIBHOTO UC-PETYISATOPHOTO AIEMEHTA
M0 JAHHBIM PAa3HBIX AKCIEPUMEHTOB OOBEIUHSIOTCS MeTojoM Duriepa (cM.

pazmen 2.2). W HakoHem, s BbIOOpa  IMC-2JIEMEHTOB, 3HAYUMO
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ACCOIIMMPOBAHHBIX C OTBETOM Ha HCCIeAyeMbld (GakTop, MPOBOIUTCS

nonpaBka Ha MHOXKECTBEHHOE CpPaBHEHHE M BBIOMPAIOTCS DJIEMEHTHI C
CKOPPEKTHUPOBAHHON 3HAYMMOCThIO (p-value adj.) BbIlIE TOPOrOBOTO
3HAYCHHUSI.

Nnes metona TAA He HOBa, U OTACNbHBIC MOAXOABl METO/AA YK€ ObLIU
peanu30oBaHbl B Ppa3HBIX aIrOpUTMax M IMporpamMmax, dyamie Ha OJHOM
opranm3Me (van Helden et al., 1998; van Helden et al., 2000; He et al., 2016).
HosusHnoii metona TAA B cpaBHeHuUU ¢ aHanoramu Ob110: (1) yueT 00abIIoro
KOJIMYECTBa TPAHCKPUNTOMHBIX JKCIIEPUMEHTOB, U (2) cmocod yuera
3HAYUMOCTH OOOTaIeHUus A1 OTIAEIBHOTO Ituc-3yieMeHTa. OOBIYHO, aBTOPHI
OIICHMBAIOT OOOTaIEHUE IUC-2JIEMEHTOB B OJIHOM HWJIM HECKOJBKUX CIHUCKaX
T€HOB HE3aBUCHUMO, pe3yjbTaThl oOOOralieHus MeXIy CIUCKaMH He
cpaBHUBaOTCS (Hanpumep, Bargmann et al., 2013; Berendzen et al., 2012). B
ATOM clly4yae uH(popMaIus 0 pa3IM4MsIX B CTEIIEHH 000TaIlleHUsI OJHOTO U TOTO
e IMC-3JIeMEHTa B Pa3HbIX HAOOpax [aHHBIX HHUBEJIHPYIOTCS, YTO MOXKET
OpUBOIUThL K Iepe- W Heno-npeackazanusm. Meronq TAA pemaer sty
npoobiemy.

K nmocrounctBam npemioxenHoro meroga TAA, u pazpaboTaHHOTO Ha
€ro OCHOBE MakeTa porpamMmm metaRE
(https://github.com/cheburechko/metaRE) siBnsiercst To, 4TO OHU IPUMEHHUMBI K
JAH00BIM OpraHM3MaM MU HE OrpaHUYEHBbl MOMCKOM OOOraiieHHuss MOTHBOB B
PETYIIATOPHBIX MOCJIEAOBATENBHOCTAX JHK. N3HavaibHO ~ MeTOX
pa3pabaThiBayics ISl TIOMCKA OOOTallleHUs] LMC-PETYJISTOPHBIX 3JIEMEHTOB B
npomoTopax JIOI', HO Takke B HEro 3ajJoXeHa OMNIUs MOoucKa oOoramieHus
LAC-3JIEMEHTOB B pailOHax CBsA3bIBaHUS TP U pEryiasiTOPHBIX pallOHAX TE€HOB C

onpeneneHHsiM TunoM xpomatuHa (Cherenkov, Novikova et al., 2018).
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Ha ocnoBe npemnoxennoro merona TAA B rpymnne MuponoBoii B.B. 6bu1

co3nan maket mporpamMMm metaRE (cMm. mMeTonbl), KOTOpBIMA BKJIIOYAeT B ceOs
IATh CTyneHed aHanu3a: nouck J[OI' B HECKOJbKUX TPaHCKPUIITOMHBIX
AKCIEPUMEHTAX; KOHCEHCYCHBIM TOUCK IUC-PETYIATOPHBIX 3JIEMEHTOB
3aJJaHHOW JUIMHBI M CTPYKTypbl B mnocienoBarenbHocTsx JIHK; pacuer
accoUraly MEXKJy KOHCEHCYCHBIM IMPUCYTCTBHUEM JJIEMEHTA U U3MEHEHUEM
AKCIIPECCUU T'€HOB; METa-aHAJIU3 ACCOLMAIMU HAa HECKOJIbKUX AKCIEPUMEHTAX
[0 U3MEHEHUIO SKCIPECCUU TE€HOB; MEPECTAHOBOYHBIM TECT JJIsi MPOBEPKH
HE3aBUCUMOCTH pe3yJibTaTa OT CTOpOHHUX QakTtopoB. J[lamee omnucana
arpoOarust Meronma TAA wu makera mnporpamm metaRE B mowucke

ayKCUH-UYYBCTBUTEIbHBIX 2JIeMeHTOB (AuxRE).

3.1.2. [Touck n GyHKUMOHAJIBHAS AHHOTALMS MPOCTHIX
ayKCHH-YYBCTBHTEJIbHBIX 3JIEMEHTOB B IPOMOTOPAX IF'€HOB

A.thaliana

B pesynbrare OuomHbOpMAaTUUECKOTO aHaiIW3a TPAHCKPUIITOMHBIX
nanubix (Tabmuma 1) ¢ momompbio MeTona TAA, peaqn30BaHHOTO B ITAKETE
nporpamm metaRE, 6su10 maertuduiupoano 27 u 140 onunounsix AuxRE,
JIOCTOBEPHO aCCOIMMPOBAHHBIX C PAHHUM U MO3JHUM OTBETOM Ha aykcuH. U3
HUX B paHHeM oTBeTe 24 oaumHo4HBIX AuXRE accomuupoBaHbl ¢ MOBBIIIIEHHEM
TPAHCKPUINIIIMOHHOW AaKTHUBHOCTH TE€HOB, TPU — IIOHW)KEHHEM; B IIO3JHEM
oTBeTe 78 — ¢ noBbImeHueM, 121 — ¢ monmwxkenuem (Tabnura 3).

Cpenn HuX ObUIO  OOHapyXeHO oOoramieHue  KJIacCHYECKOTO
ARF-cBs3piBaromero AuxRE TGTCTC B mpomoTopax T€HOB, 3KCIPECCHUS
KOTOPBIX aKTUBUPOBAJIACh AYKCHMHOM B pPaHHEM OTBETE, UTO COTJIACyeTcs C
npeasiaynuMu - uccnenaoBanusamu  (Ulmasov et al.,, 1995) u wmoxer

paccMaTpuBaThCS KaK CBUIETENBCTBO KOPPEKTHOCTH OMOMH(POPMATHUYECKOTO
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merona  TAA. Taxke ™Mbl  OOHApYXWIH  TEpPENPeCTaBICHHOCTD

nocienoatenbHocTh TGTGGG, KoTOpas MOXET ObITh HETUIIHYHBIM CAaUTOM
cBsa3biBaHus 0enkoB ARF.
Ta6auma 3. CBomnHas Tabnuma mo BbIsIBICHHBIM MpocThiM AuxRE,

O6OFaH_I€HHBIM B IpOMOTOpax ayKCHH-4YYBCTBUTCIIbHBIX I'CHOB.

HN3menenne Pannuii oTBeT Io3auuii oTBeT (>24)
JIKCIPECCUu (<=2u4)
AKTHBaIUsA 24* 78
HHTUOMpOBaHUe 3 121

(1) U3 Hux, 6e3 A/T-60raThIX IIIUC-3JIEMEHTOB
AKTHUBAIU 8* 16
WHTUOMpPOBaHUE 3 26

(2) u3 Hux, cnenudUUHbBIC 10 BPEMEHHU OTBETA
aKTHUBAILUS 6* 18
WHTUOMpPOBaHUE 0 59
(3) u3 HUX, oboramieHHbIC B palioHax cBsi3piBaHms ARF
aKTHUBAIUS I1* 25

WHTUOMpPOBaHUE 3 37

[Ipumeuanue: * Bxiroyas ARF-cBs3biBaromumii nuc-3nemeHt TGTCTC

AHHOTaIMS TpeacKa3aHHbIX OAMHOYHBIX AUXRE ocyiiecTBisiace npu
IIOMOILA aHajn3a JIATEPATYPHI u MHCTPYMEHTA TOMTOM
(http://meme-suite.org; Gupta et al., 2007). B nociegneM peanuszyercsl MOUCK
CXOJICTBAa 3aJaHHOM TMOJIb30BATEIEM IIOCIEAOBATEILHOCTH HYKJICOTHIOB C
TpeMs Oa3zamu JaHHBIX caiToB cBsi3biBaHusi Td: DAP-seq (O’Malley et al.,
2016), PBM (Franco-Zorrilla et al., 2014) u CIS-BP (Weirauch et al., 2014).

CXO/ICTBO IMC-3JIEMEHTOB OMPEACISIOCh MO KOIPDUIIMEHTY KOPPEISITUU
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[Mupcona ¢ moporoBbIM 3HaueHHeM 3HaunMocTu MeHbine 0,05 (E-value <

0,05), paccuursiBaemoit B mnporpamme TOMTOM  mns  kaxzaoro
pAcCIO3HAHHOTO caiTa cBsi3biBaHUs TO.

WNuTtepecHo, 4to Hamboliee JTOCTOBEPHO aCCOIMHUPOBAHHBIMHU C OTBETOM
Ha aykCcHH okazanuch He knaccuueckne ARF-cBaspiBatomme AuxRE.
TATA-nogo6nsie rexkcamepsl (TATAAA, TATATA, ATATAT, ATATAC,
ATATAG, ATATAA), bZIP-ces3piBatonue caiitel  (ACGTAT) w
bHLH-cBszpiBatomue E-6oxkc (CACATG) Obuii  acCOIMUPOBAHbI  C
MOJIOKUTENIbHON PpEeryJialiiel ayKCMHOM OOJbIle, YeM MOCJIeI0BATEIbHOCTD
TGTCTC (mo 3HaueHusiMm meta p-value u permutation p-value). Cas3b
nuc-35ieMeHToB TATATA u CACATG ¢ paHHMM OTBETOM Ha ayKCHH Oblia
nokaszana panee (Trenner et al., 2016).

B cayuae oTpumartenpHONW pETyNSIIMM  ayKCMHOM OBLIM  BBISBIICHBI
noTeHnuaabHbie bZIP-cBs3piBaromue nuc-anemenTsol (ACGTGT, ACGTGG) u
MY B-cBazbiBatonuii [-60kc caiit (GATAAG). Ceszp T® bZIP u MYB ¢
perymsiuen aykCMHOM Obllla Takke MpojeMoHcTpupoBaHa panee (Weiste and
Droge-Laser et al., 2014), oqnako Ha JaHHBIA MOMEHT HE ObLJIO BBISBJICHO HU
onHoro AuxRE, koTopsiit Obl 00ecriednBa pernpeccuio B OTBET HA ayKCHH.

A/T-6oratsie OJIMHOYHBIE AuxRE OKa3aJIuch HamoOoJee
pactpoCTpaHEHHBIMH W JOCTOBEPHO CBS3aHHBIMH C OTBETOM Ha ayKCHUH B
HameM wuccienopanun (Tabmuma 3, 4). Bmecte ¢ TATA-nmomoOGHbIMU
MIOCIICIOBATEIHPHOCTSMH, JIBE€ TPETHUX MPEACKa3aHHBIX OAMHOYHBIX AuxRE
okazanmuch A/T-6orateimu. Y Arabidopsis muorue TO cBA3BIBAIOTCA C
[UC-PETYJIATOPHBIMH 3JIE€MEHTAMH, BKIIOUYAIOIUMU 0oJiee MATH HYKJICOTHIOB
A/T nompsin: REM, ABI3-VP1, C2H2, HB, Homeobox, MYB (O’Malley et al.,
2016). Bo3moxHO, KaKue-TO M3 3TUX ceMeUcTB Td neicTBUTEILHO BHOCST

OOIBIIION BKJIad B TpaHCKpHHHHOHHBIﬁ OTBCT HA AYKCHH, HO Ha I[&HHI)Iﬁ
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MOMEHT 3TO HEW3BEeCTHO. Takxke mepenpeacTaBieHHOCTh A/T-6oratsix

OUC-PCTYIIATOPHBIX HOCHCHOB&T@HBHOCTCﬁ B PpE3yJibTaTax HAIICTO aHaJIn3a
MOJKET OBITH CBS3aHA C HX POJIBKO B SIUTCHETUYECKOM peryjsinun OTBETA Ha

ayKCHH. DTOT BOMPOC TpeOyeT NaabHEHIIIEro aHaan3a.

Taoauna 4. AHHOTAIUS BBISIBICHHBIX OAMHOYHBIX AuXRE, cBSI3aHHBIX C

PaHHUM OTBETOM HA AyKCHH.

Ananus Chip(DAP)-seq
OnuHOY | TpaHCKpUOTOMA aHaJn3 Omnucanue
HBIN Pannauii | [lo3gau | OOoramieHue B (M3 TUTEpaTyPHBIX JIAHHBIX )
AuxRE OTBET | M OTBET o0nacTax
(<=24.) | (>24.) | cBs3biBanus ¢ TO
ARF
+ - + - 2 5 6
W3BecTHBIE U MOTEHIIHAIBLHBIE CalThI CBs3bIBaHMs Oeiika ARF
TGTCTC  ** Rk HEk *xx kmaccumueckuit AuxRE (Ulmasov
etal., 1997).
TGTCCC  *** Rk kEk ok AuxRE (Xu et al., 1997; Weiste
and Droge-Laser, 2014).
GTCCCC *ok HRE HAK HoAx norennuanbubli AuxRE mnu cait
TGTGGG  *** ok cBs3piBanus Oenka TCP.
bHLH- 1 BZR1/BES1-cBsa3biBaromue caiTel
CACATG  *** oAk ok ok HUD wmortuB, oboraiiieH B paiioHe
ces3piBanust TO ARF6 (Oh et al.,
2014).
IlorernunaneHbIN caliT cBs3piBanusd T MY B
GATAAG okok ok HHE KopoBsrit cailT cBsi3pIBaHMs
TOMYB, I-60kc (Rose et al.,
1999).
M3BecTHBIE U TIOTEHIHMAILHEIE CAUTHI CBA3bIBaHUS TD bZIP
TACGTA  ** Rk ok **Ek - A-Ookc, cBasbiBaeTcs ¢ T bZIP
(Izawa et al., 1993).
ACGTAT  *%** kxR kERX oA A-OOKC-TIOOOHBIN
ACGTAG  ** kK
ACGTGT A #% % G-Gokc-nono6ubril, ABRE, caift
ACGTGG ok ok ik cpaspiBanua T AREB/ABF

(Yamaguchi-Shinozaki and
Shinozaki, 2005).

A/T-0orarsle mociae10BaTeEIbHOCTH
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TATAAA  *** kxR Aok Knaccuueckuit TATA-60kc
(Heard et al., 1993)

TATATA,  H** Rk KAk TATA-nmono6HsI# (Yamamoto et

ATATAT, al., 2009). OboraiieH psaoMm co

ATATAC, CTApTOM TPAHCKPHUIIIIHH.

ATATAG

AACATT  ** K Rk Hewnssectunie A/T-0orarnie

CATAAT, *** ok ek [MOCJIEI0BATENLHOCTH

GATTAA

TATTAA

ATTAGA ** Hkk

AAATAC

CATATT o Hk

TAATTA *% wAkk kkk IToTenmuanbHBIN

ATHB-cBA3LIBarOIUN CanT.

[Ipumeyanue: <=24. — paHHUN TPAHCKPUIIMOHHBIM OTBET 0 JABYX 4YacoB

00pabOTKN ayKCHHOM BKJIFOYUTENIBHO, >24. — MO3HUNA OTBET MpH 00paboTKe

ayKCMHOM JUIMTEIbHOCTBIO Oojee JABYX 4YacoB, “+7° — akTUBalUs
TpaHCKpHMIMK, “‘-” — TmojaBjleHWe TpaHckpumnuuu, 2/5/6 — T
ARF2/ARF5/ARF6, Chip(DAP)-seq — wucCnoibp30BaHHBIE B  aHAIW3E

MOJIHOT€HOMHBIE 3KCHEpUMEHTBhl MO CBsA3bIBaHUI0 Td c JIHK, *%/%%/*

ypoBeHb 3HaUMMOCTH (p-value) menbire 0,001/0,01/0,05, cOOTBETCTBEHHO.

NurubupoBanre TPaHCKPUMNIMOHHONW AaKTUBHOCTH TE€HOB B OTBET Ha
AyKCUH OCTAaeTCsl MaJOU3yUYEHHBIM, B JJAHHOM HMCCJIEIOBAHUU ObLIN BBISBIICHbI
127 onunounbix AuxRE, cBs3aHHBIX C MOJABJIEHHEM SKCIPECCUU ayKCHHOM,
U3 HUX TOJBKO TPH MPEICTABIEHBI B IPOMOTOPAX T€HOB pAHHETO OTBETa U 124
— mno3aHero. bomee 100 ommuHouHbpIX AuxXxRE, cBs3aHHBIX C IIOJaBICHHEM
OKCIPECCUM ayKCHMHOM U TIO3JHUM OTBETOM, OKa3amuch A/T-0orarbimu.
MHorue nocnae0BaTeIbHOCTA ObUTH BBISIBJICHBI KaK CBSI3aHHBIE C aKTHBAILIUECH
U TOJABJIEHUEM  DKCOPECCMUM TE€HOB  OJHOBpEMEHHO.  Hampuwmep,

bZIP-cszpiBarommii  caiit ACGTAT oOorameH B MOpOMOTOpax T'€HOB,
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TPAHCKPHUIIMHUOHHAA aKTHUBHOCTb KOTOPBIX ITOBBIINACTCA B OTBCT HAa AYKCHH B
paHHEM OTBCTC, KW IPOMOTOpax TICHOB, TPAHCKPHUIIIMOHHAA AKTHBHOCTbH
KOTOPBIX IIOAABIIICTCA B OTBCT HAa AYKCHMH B pPAHHCM MW IIO3JHCM OTBCTC

(Tabmuma 4).

Takum oOpazoM, B MPOMOTOpPAX ayKCHH-UYBCTBUTEJIbHBIX T'€HOB OBLIO
BBISIBJICHO oOOoraiieHue caiitamu cBs3piBanus Td bZip, MYB, bHLH u
HEKOTOPBIMU JApyrUMHU. [loMHMO H3BECTHBIX CalTOB CBs3biBaHUS 1O,
HEU3BECTHBIE MOCJIEIOBATEILHOCTH OKa3aJIUCh ACCOLIMUPOBAHBI C OTBETOM HA
ayKCHH, MX POJb B PEryJsilUd TPAHCKPUIIMU AyKCHUHOM €LIE€ MPEICTOUT
BBISICHUTH. BriepBbie ObLla MPOJEMOHCTPUPOBAHA B3aUMOCBA3b A/T-Oorarbix
MOCJIEIOBATENBHOCTENW C OTBETOM Ha ayKCHH, OOJBITMHCTBO U3 KOTOPBIX TAKXKe

He ObLIIM aHHOTUPOBAHBI KaK CalThl cBsi3bIBaHMs TO.

3.1.3. Oboramenue npeackasaHubiX oAMHOYHBIX AuXRE B paiionax

ces3piBanus T ARF

Panee Obuto mokazano, uto T® ARF MoryT rerepoIumMepu3oBaThCs C
apyrumu T (Shin et al.,, 2007; Varaud et al., 2011; Oh et al., 2014).
B03M0OXHO, YTO HEKOTOPBIE W3 BBISIBICHHBIX B HAIIEM HCCIEIOBAHUA
oanHOYHbIX AuxRE, accoluupoBaHHBIX € OTBETOM Ha AaYKCHH, SBJISIOTCS
catamMu cBs3bIBaHUA ATUX TD. [t MPOBEPKU 3TOM TMIIOTE3BI MBI IPOBEIU
AHAJIN3 TPEACTABICHHOCTH BBISBICHHBIX OAMHOYHBIX AuxRE B palioHax
cBsi3biBaHus OenkoB ARF2/5/6, B3aThIX M3 maHHBIX dkcriepuMeHToB DAP-seq
(O’Malley et al., 2016) u ChIP-seq (Oh et al., 2014) (cMm. meToabI). AHATU3
ObLI OCYHIECTBJIEH MpU Momollu mnakera nporpamMMm metaRE. Jns kaxmoro
LMC-3JIEMEHTA PACCUMTHIBAJIACH accolMalusi IO TOYHOMY TecTy Duuiepa,
KOTOPBIM  CpaBHHBAJacCh  4YacTOTa  BCTPEYAEMOCTH  IPEICKa3aHHOU

IMOCJIACAOBATCIIBHOCTH B IIPOMOTOpPAX MCCICAYCMBIX T'CHOB C €TO YacTOTOM
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BCTPEUAEMOCTH B MHUKaX CBs3bIBaHUS oAHOro u3 TA ARF mo oTHomeHuo ko

BCEM BO3MOXKHBIM  TOJOXKEHUsAM. [lonmydeHHble YPOBHM 3HAYMMOCTH
oborameHuss  UC-PETYISATOPHBIX  IMOCJIEAOBAaTEILHOCTEH B pailoHax
ces3piBaHusl T® ARF (p-value) Obutn ckoppektupoBansl o boundepponu.

JleiictBuTenbHO, B pailoHax cBs3biBanuss Td ARF 2/5/6 okazanuce
nepenpenactapiedbl ARF-ces3piBatonue caitel TGTCTC u TGTCCC, uto
MOATBEPKAACT aJCKBATHOCTh MCIIOIb30BaHHOTO Merona. He A/T-OGorateie
onuHouyHble AuxRE, accounnpoBaHHbIE C pAHHUM OTBETOM Ha ayKCHH, ObUIH
oborareHsl B paiioHax cBs3biBaHust Td ARF6; Takke caiiTel cBsa3biBaHust T
bHLH (CACATG) u T® bZIP (ACGTGT) oboraiiieHbl B paifloHaX CBS3bIBAHUS
T® ARFS (Tabnuia 4).

Bonbmas gacte He A/T-60oratbix oguHOUYHBIX AuXRE, acconmmpoBaHHbIX
C MO3JIHUM OTBETOM Ha ayKCHH, OblJIa 00OTaIlleHa B pailOHaX CBSI3bIBAHUS XOTS
ob1 ogHoro n3 Td ARF, 3a nuckimroyeHrHEeM MMOTSHIIMAIBHOIO caliTa CBA3BIBAHUS
Td EIN3 (ATGTA[T/C]) (Kosugi and Ohashi, 2000), caiita AACCCT wu
IpPYTMX CEMU HE OMNHMCAaHHBIX paHee mnoclienoBareinbHocTeil. [lomydeHHbie
pe3yJbTaThl TMOJTBEPXKJIAIOT MPOJEMOHCTPUPOBAHHOE paHee oboramieHue
caiitoB cBs3piBaHus Td bZIP, MYB, u bHLH psinom ¢ TGTC-conepxamumu
AuxRE (Shin et al., 2007; Berendzen et al., 2012; Walcher and Nemhauser,
2012; Oh et al., 2014).

Hexotoprie A/T-6Goratble TOCIEIOBATEIBHOCTH TakKXKe OKa3ajucCh
oboramens! B paiionax cBs3piBaHusi T ARF (Pucynox 6). Tak nmepBas rpyrma
A/T-6oraTeix rekcaMepoB Obula oOoramieHa B paloHax cCBs3biBaHus TO
ARF2/5. Ilpu BeIpaBHUBAHUM 3THUX ITUC-AJIEMEHTOB OTHOCHTEIHHO JAPYT ApyTa
oHn coctaBwm cait cBs3pBaHusa 1D YABS (TAAACAT[A/T][A/T])
(TOMTOM E-value<0,05). Bxoxsmias B €ro cocraB MOCIEAOBATEIHHOCTH

AACATT cBsg3aHa Cc paHHEW aKTHUBAalMEN SKCIIPECCHUM T'€HOB B OTBET Ha
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aykcuH. Btopas rpynma monu-A/T  mocnemoBaTenbHOCTEH — OKas3aiach

oborameHa B paiioHax cBs3biBanus Oenka ARF2 (Pucynok 6). U3 storo
MOHO TIpeanoyiokuTh, uto y Td ARF2 ectp Td-naptHep ¢ A/T-6oratbim
caiToMm cBs3bIBaHUS wian 11 BzauMoaercTeus T ARF2 ¢ JIHK neob6xoammo

OIIpCACIICHHOC COCTOAHUEC XpOMAaTHHA.

CATGCA ACGTGT A
GCATGT ACATGT
ATGTCA GACAGC
ACACAT GTCCCC ;
CACATG TGTCCC TAAA
TGTCTC

- I ]I!!
[ | -3

Paiion cBsizpiBanus ARFS Paiton cesseiBanust ARF2
TACGTA
GATAAG AACGTA
ACGTAT ACGTAG
TGTGGG
ACACAT CACGTA TGeGCe Ggﬂg& ACGTTA ACGTGG
CACACG CACGTT CATTAT e \carar  ACGTAA 25%12?
CACATG CACGTG  ATTA retcce Al ggl:?r EaTar
F A T moe || g% ) _

Paiion cBasbiBanus ARF6

| A/T-Borarsie MOTHBBI | He-A/T-6orareie MOTHBBI

Pucynok 6. Cxema mnpexacraBieHHOCTH OJMHOYHBIX AuxRE B palioHax
cea3piBaHusl T@ ARF. Bce nepeuncnennsle Ha cxeme oanHouHble AuxRE
ObLIM 3HAUMMO TepenpeacTaBieHsl (p-value adj.<0.05) B palioHax CBSI3bIBAHUS
ARF2/5/6 mo namueim DAP(Chip)-Seq. Kpacubim mpudtom 00603HaUYEHBI
ARF-cBs3piBatoriie  AuxRE, cepsim — mpenckasannbsie  A/T-O6oraTsie
LUC-PETYJIATOPHBIE 3JIEMEHTBI, YEPHBIM — BCE OCTaJbHBbIE MpPEICKA3aHHBIC

onuunoyHbsle AuxRE.

B ananu3 Obutn B3sTHI JanHbie DAP-seq Tonbko Tpex T® ARF, koTopsie
HEe 0TOoOpakaroT paioHBI BCeX IMpeJicTaBuTeNeii cemelictBa 6enkoB ARF, Takum

o0pa3oM, HE BBISBIEHHbIE OOOrallleHHBIMU B pailoHax cBs3bIBaHUS TO
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ARF2/5/6 npenckazannbie oquHounble AuXRE Moryt ObITh mapTHepaMu Jis

npyrux 6enkoB ARF wnu nocpennnkamu juist cBsizbianust T® ARF ¢ JIHK.

3.1.4. Ilouck u GpyHKUMOHAILHAS aHHOTANUsA NapHbIX AuxRE B

NMpoMOTOpax reHoB A.thaliana

B cBsi3u ¢ onMcaHHBIMU B TMpEIbIAYIIECH TaBe pe3yJibTaTaMUd BO3HUK
BOIIPOC: €CTh JIM B MPOMOTOPAX AyKCHUH-UYyBCTBUTEJbHBIX '€HOB OOOTaIlCHUE
napasiMu ~ AuxRE  ompezneneHHONM — CTPYKTypbl,  COCTOSAIIMMHU U3
nocienoBarenbHoctd  TGTCNN u  snementa-naptHepa. Tak kak B
npeabiaynieM ananusze (pazmen 3.1.2) He yYMTBIBAJIOCh PACCTOSHHUE W
pacnonioxkenue  nocienoBarenbHocTd TGTCNN  oTHOCUTENnbHO €€
MOTEHIIMAIIBHOTO 3JIEMEHTa-NIapTHEPa, TO OINKUCAHHWE PA3HOOOpa3us MapHBIX
AuxRE co cnelicepom omnpeneneHHOW AMMHBI, OOOTAIIEHHBIX B MPOMOTOPAX
AyKCUH-YYBCTBUTEJIbHBIX TE€HOB, CTaJ0 CJICAYIOIIUM 3TallOM HCCIIEIO0BaHMUS.
[Ipu nmomoum metona TAA, peamuzoBaHHOro B makere nporpamMm metaRE,
ObUT TPOBEJIECH TMOUCK OOOrameHus MNOTeHIMadbHbIX MapHbIX AuxRE B
IPOMOTOpPAX ayKCHH-UYBCTBUTEJIbHBIX T'€HOB HA TPAHCKPUIITOMHBIX JTAHHBIX
(Tabmuma 1). B mowmcke mnapabix AuxRE yuuthiBamace opueHTanus
areMeHTa-nmaptHepa oTHocuTenbHO MoTuBa TGTCNN, Obuta 3agaHa UiMHA
crieticepa ot 0 1o 15 m.H. Beero 6su10 ipoBepeno 31200 komOuHAINN TapHBIX
IIUC-PETYJIATOPHBIX JIEMEHTOB, U3 KOTOPHIX 00OTAIIEHHBIE ObUTH OTOOPAHBI 110
NOPOTY CKOPPEKTUPOBAHHON 0000I1IeHHON 3HaunMMocTu MeHbiie 1E-5 (meta
p-value adj. <1E-5).

B pesynprate OmomH(GOpPMATHYECKOTO aHaiW3a OBUIO BBISBICHO 592
pa3HbIX NOTeHIHANbHbIX NapHbIX AuxRE (meta p-value adj.<1E-5) (Pucynok
7), cpenu HuX 579 oboraiieHbl B IPOMOTOPAX I'€HOB, TPAHCKPHUIILIUS KOTOPHIX

AKTUBUPYETCS B OTBET HAa ayKCHH, 561 — B MPOMOTOpAaX r€HOB, TPAHCKPHUIILIHS
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KOTOPBIX MOJABISETCS B OTBET Ha ayKcUH. Takum oOpazom, 13 mapabix AuxRE

BCTPEUATUCh MCKIIOUUTEIIBHO B MPOMOTOPAX AKTUBUPYEMBIX TI'€HOB, 23 —
T10/IaBJISICMBIX. Cpenu MpeCKa3aHHbIX AJIEMEHTOB-ITAPTHEPOB
nocinenaoBaTenbHOCTH TGTCNN Obut BBIsIBIICH 21 37€MEHT, HaliJICHHBIA paHee
B pabote Cherenkov, Novikova et al., 2018 kak ogunounbiii AuxRE. [Ipuuem
3TH TIOCJIEAOBATEILHOCTH BCTpeuaroTcs B mapHbIX AuxRE, cBsi3aHHBIX U C
aKTHBAaIllMEH, U ¢ MHTHOMPOBAHUEM AKCIIPECCHH B OTBET Ha aykcuH (PrucyHOkK
7A). B nepeceuenue Takxe nonai kaHoHndeckuit ARF-cBsizpiBaronuit AuxRE
TGTCTC.

Bcero xe 2% (14 wr.) npenckazanHbeix napHbix AuxRE okazamuck
peACTaBICHbI TOMOJIUMEPAMH, COCTOSIIITUMU n3 MOBTOPEHHOM
nocaenoBarenbHoctTd  TGTCNN WA  TIOCJIEOHEM B mape ¢
TGTC-conepxkamum s1memeHToM (Pucynoxk 7b). Takue mnapusie AuxRE
ornuyatorca 1o  opueHTauuu  (Pucynoxk  7A).  DneMeHThI-apTHEPHI
npencrasieHbl  Tpemsi  nociegoBarenbHocTaMU  TGTCCC, TGTCTC wu
TGTCTG, pacnofoKeHHBIMU Ha pa3HOM PAaCCTOSHUU OT MOCJIEI0BATEIILHOCTH
TGTCNN (Pucynok 7b). UHTepecHo, uTO crielicepbl MEXAy 3JE€MEHTaMU B
coctaBe romoaumepHoro napHoro AuxRE mnpencrasnenst 1, 5, 6, 13, 15 n.H.,
XOTS paHee IPOJEMOHCTPHpPOBAaHA ITOBBIICHHAS a(®(PUHHOCTH CBS3BIBAHUS
o6enka ARF ¢ moBropamu TGTCNN co cneiicepom 7-8 m.H. (Boer et al., 2014).
B caygae TGTC-coaepkammx 371€MEHTOB Mbl 3aMETHJIM, YTO HEKOTOPBIC W3
HUX SIBJISIIOTCS OJTHUMU M TEMH K€ dJIEeMEHTaMHU-TIapTHEpaMU CO CIABUTOM B

onuH Hykieotun (Pucynox 7B).
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b.
TGTC-X \‘ TGTCNN-X
X-TGTCNN
X-TGTC
B.
AATGTC-15- H3 ~0-TTGTCT
aTGTCT-14- ()
H
CCTGTC-13- () -13-RAATGIC
CTGTCT-12- &2 -3-AATGTC
TTGTCC-2-

Pucynoxk 7. BreisiBinennoie mnapusie AuxRE B mnpomoTopax TIeHOB
Arabidopsis, accouuupoOBaHHBIE C TPAHCKPUIIIMOHHBIM OTBETOM Ha ayKCHH. A.
[Tepeceuenne mnapubix AuxRE, acconmupoBaHHBIX C MOJIOKUTEIBHOW H
OTPULATEIILHON PEryJIsiel aKTUBHOCTHM TE€HOB, ¢ OJUHOYHBIMU AuxRE,
BbISIBIIEHHBIMU B pazzene 3.1.2 (TaGnuma 4), U BBIIEICHHBIMU B KPAaCHBIM
TPEYTOJIBHUK TMPU aCCOLMAIMU C aKTUBAIUEH SKCIPECCUU T'€HOB, B TOIyOOM —
c noxasieHueM. b. AHHOTanus BBISIBIEHHBIX TOMOAUMEPHBIX NapHbIX AuxRE;
CepbIM OTMEYECHBI MapHbIC AuxRE C TGTC-conepxamum
3JIEMEHTOM-IIAPTHEPOM, PO30BBIM — C mocaenoBarenbHocThio TGTCNN. B.

TGTC-conepkaiue 31eMeHThI-apTHEPHI B cocTaBe mapHbiXx AuxRE.

JIns aHHOTalMM TIPEJCKA3aHHBIX JJEMEHTOB-MAPTHEPOB B COCTABE
napubix  AuxRE Oblla  ucrmojb3oBaHa  nporpamma  TOMTOM
(http://meme-suite.org; Gupta et al, 2007). 7.3% npencka3zaHHBIX
3JIEMEHTOB-IIAPTHEPOB OKA3aJIMCh HW3BECTHBIMHU CalTaMHu CBsi3bIBaHUs T
(E-value < 0,05) (Pucynox 8), mpencraButeneit cemeiictB T® AP2, bHLH,
bZzIP, C2H2, TCP, WRKY, MYB wu nap. Takoil HHU3KHA TIPOLECHT
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pacnio3HaBanus caiitoB nporpammoir TOMTOM (http://meme-suite.org; Gupta

et al., 2007) cBsizan ¢ TeM, 4YTO 3Ta MporpamMMa y3HAET TOJIbKO HamOosee
OpUOIMKEHHBIM K ONTUMAJIBHOM TMOCIEA0BATEILHOCTU caiiTa CBSI3bIBAHUS
MOTHUB, mnakeT metaRE ke HaxoauT Bce MOTEHIMANbHBIE IUC-3JIEMEHTHI,
oOoramieHHble B MPOMOTOPAX AyKCHH-YyBCTBUTEJBHBIX T'€HOB, MHOTHE U3
KOTOPBIX OTJIMYAKOTCA OT IOCJIEAOBATEIbHOCTH ONTUMAJIBHOIO — CalTa
cBs3biBaHus T@ WM 3aXBaThIBAIOT TOJIBKO €ro 4yacThb. [lociennee 3HauuT, 4ro
HECKOJIBKO TMpeJICKa3aHHbIX MakeToM mnporpamm metaRE 1uc-aneMeHToB
3a4acTyl0 MPEJCTaBISAIOT COO0M OJMH IUC-PETYJIATOPHBIA IJIEMEHT JJIMHHEE
IIECTU HYKJIEOTUIOB, KaK, Hampumep, B ciaydae Y ABS-cBsi3biBatolero caira
(cm. pasmen 3.1.3). JlanHwii Bompoc OyAeT mnoapoOHee OO0CYXAaThCsi B

CIEAYIOIIEM pasjiere.

- bZIP
) MYB
IpyrHe
| WRky
AP2 o || TCP
HB ~_ | || C2H2
Pucynoxk 8. AHHOTaIMS TpeJCKa3aHHBIX 2JIEMEHTOB-TIAPTHEPOB

nocnenoBarenbHOCTH TGTCNN ¢ nmomonisro nporpammel TOMTOM.

Ony6nukoBaHHbIe cBUAeTeNbcTBA ydacTuss 1T® bZIP, bHLH, MYB B
nepejaye CHUrHajia OT ayKcuHa oOcykjanuch paHee (cMm. pazaen 3.1.2). B

paMkax moucka napHbix AuxRE, aTu caiiTel cBsi3piBaHuss T ObUTH BBISBICHBI
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KaK 3JieMeHThI-apTHepbl nociuenoBatenbHocTH TGTCNN ¢ onpeneneHHoi

OpHUEHTALIMEN U NIMHOW CHeNcepa, YTO SABJSETCS KOCBEHHBIM CBUJIETEIILCTBOM
ux COBMECTHOTO (GyHKUIHOHUPOBAHUS Ha IIPOMOTOpPAxX
ayKCHH-UyBCTBUTEIBHBIX TI'eHOB B  Bujue napHeix AuxRE. 7,2%
aHHOTUpOBaHHbIX nporpaMmor TOMTOM calTOB OTHOCATCA K CaWTaMm
cBs3piBanuss Td TCP. Panee ObuTO MPOJAEMOHCTPUPOBAHO B3aUMOJICHUCTBHUE
Td TCP4 u TCP18 ¢ T® ARF3 (Simonini et al., 2016). Taxxe u3BecTHO, YTO
Td TCP3 yuacTtByeT B peryjsilud OTBETa Ha ayKCHUH, €ro OMOCHHTE3a U
tpancrnopTa (Nicolas and Cubas, 2016). T® TCP17 u ero Oau3Kkuii TOMOJIOT,
Td TCP13, perynupyror OuocuHTe3 aykcuHa uepe3 PIF-zaBucumbiii u
PIF-He3aBucuMbIii TIyTH, B TOCJIEAHEM OCYIIECTBISCTCS PErysiius OeIKOB
YUCCA (Zhou et al., 2017).

3HAUUTENBHYIO  JIOJIO AHHOTHPOBAHHBIX  3JIEMEHTOB-IIAPTHEPOB
coctaBuwiu caiiTel cBs3biBaHus T® WRKY (13,3%). Jlng Hux takxke He ObLIO
npoAeMOHCTpUpoBaHo B3aumojencTBusi ¢ T® ARF, Ho uzBecTtHO, uTo TD
WRKY?23 Binusier Ha pacnpeqeieHue aykCMHa B KOpPHE uepe3 JIOKaJIbHBII
KOHTpOJIb OnocuHTe3a guraBoHonaoB (Grunewald et al., 2012), B cBoto ouepennb
peryisanus TpaHckpunuuoHHoM aktuBHOCTH T WRKY?23 ocymectBisieTcs: B
3aBucuMoct oT OenkoB SLR-ARF7/ARF19 (Grunewald et al., 2008).
Bo3smoxHo, yTo yuyactue npeacrasurenei cemericrsa T WRKY B perynsaunu
IIPOLIECCOB ayKCUHOM — OoJiee o0Iiee SABJICHHE, IS MOATBEPKIECHUS KOTOPOTO
HEO0OXOIMMBbI JaTbHEUIIINE UCCIICIOBAHUSI.

[Tomumo MEPEUYUCICHHBIX UC-PETYIATOPHBIX 3JIEMEHTOB,
CBsA3BIBaIONIMXCS ¢ cemeidictBamu Td, B XOje aHHOTAlMU ObLIa BBISBICHA
pa3po3HEHHAs TPYIIa U3BECTHBHIX calToB cBsi3biBaHusa 1D (Tabmuma 5). Jlns
OosbmnHCcTBAa M3 Td, CBA3BIBAIOIIUXCA C ATUMU dJIEMEHTaAMU-TIapTHEPaAMU B

COCTaBC IIAapHBIX AUXRE, B3aUMOCBA3b C OTBCTOM Ha d4dYKCHH PpPaHCC
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IpOJIEMOHCTpUpOBaHa He Oblma. OJHAKO OHU YYACTBYIOT B PAa3JIMYHBIX

3allIUTHBIX peakiusax, Hanpumep, oenok AHL20 noxasnisieT 3aliUTHBIN OTBET
Ha BO3JICHCTBUE MATOTCHHBIX OpraHu3MoB Y Arabidopsis (Lu et al., 2010); TD
CBF3 yyactByeT B peryismnuu 0TBeTa Ha Xo0j010Boi ctpecc (Lee et al., 2005);
T® NTL9 u DEL1 BOBi€YEHBI B PETYJISALMIO IPOLIECCOB TOPMOHOM CTpECca —
camuiuinoBoi kucinoror (Perrot-Rechenmann, 2010; Berckmans et al., 2011);
T® HSFAIE sBnsercss KIIOYEBBIM PEryiasiTOpoM curHaiabHoro mytu HSF B
orBeT Ha ctpecc (Nishizawa-Yokoi et al., 2011). T® SPL BosieueHsl B
PEryJsMI0 MHOTHUX TIpolieccoB Arabidopsis, cpean KOTOPBIX pa3BUTHE MoOera,
PENPOIYKTUBHBIA POCT, TOJIEPAHTHOCTH K abuoTudeckomy crpeccy (Xu et al.,
2016). CBs3b ¢ ayKCHHOM OBLIO MOKa3zaHa TodbKO Jis Oenka STY 1, koTopblit
MOXKET aKkTuBHUpoOBaTh TpaHckpumnuuio OenkoB YUC4 u YUCS uepes

nocnenoBatenbHOCTs ACTCTAC/A (Eklund et al., 2010).
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Tabauna 5. AHHOTaIMS BBISIBJICHHBIX 3JIECMEHTOB-MAPTHEPOB B COCTaBE

napHbiX AuxRE.
DneMeHT-napTH [Ipenckazanue nporpaMmmbl
ep TGTCNN [Tapusbiit AuxRE TOMTOM

GCCAAA GCCAAA-0-TGTCNN E2FC, DEL1, DEL2

CCATCA TGTCNN-15-CCATCA HAP3

TGTACG TGTACG-11-TGTCNN SPL3, SPLS, SPL1

CGTAGG-8-TGTCNN

CGTAGG TGTCNN-0-CGTAGG TOE2

GTACGA GTACGA-10-TGTCNN TOE2, TOE1

TACGTG TACGTG-14-TGTCNN ANACSS

AGCTAG TGTCNN-9-AGCTAG STY1

CTAGGG CTAGGG-15-TGTCNN STY1

GACATA GACATA-11-TGTCNN CBF3

TGTCNN-10-ATGCAT
ATGCAT TGTCNN-8-ATGCAT LEC2
Bricoko-mobunpsubie 6enku (HMG (high

AATTAA AATTAA-1-TGTCNN mobility group box protein)

ATTTGA ATTTGA-12-TGTCNN WLIM2A

TAGAAG TAGAAG-4-TGTCNN HSFAI1E

ATATAT TGTCNN-10-ATATAT AHL20

ATTAAT TGTCNN-10-ATTAAT ANL2

ACTTAA TGTCNN-5-ACTTAA NTL9

TTACTT TTACTT-10-TGTCNN NTL9
TSO1-nono6HBIC OenKu
(Tesmin/TSO1-like CXC

TGAATT TGTCNN-1-TGAATT domain-containing protein)
TSO1-noxo0OuHbIe OenKu
(Tesmin/TSO1-like CXC

TTGAAT TTGAAT-5-TGTCNN domain-containing protein)
TSO1-momo6HbBIE Oenmku
(Tesmin/TSO1-like CXC

TTTAAA TTTAAA-5-TGTCNN domain-containing protein)



http://meme-suite.org/opal-jobs/appTOMTOM_5.0.415521570597622137129559/tomtom.html#match_39_20
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.415521570597622137129559/tomtom.html#match_151_1
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.415521570597622137129559/tomtom.html#match_49_13
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.41552226017096904606083/tomtom.html#match_65_3
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.41552226017096904606083/tomtom.html#match_220_9
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.415521570597622137129559/tomtom.html#match_219_0
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.41552226017096904606083/tomtom.html#match_221_25
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.41552226017096904606083/tomtom.html#match_370_31
http://meme-suite.org/opal-jobs/appTOMTOM_5.0.41552226017096904606083/tomtom.html#match_443_31

66

Takum oOpazom, ObUTH HAeHTUPUIUPOBaHbI TapHble AUXRE, noctoBepHO
acconuupoBanHbie (meta p-value<lE-5) ¢ orBerom Ha aykcuH. Cpenm
AJIEMEHTOB-MAPTHEPOB B cocTaBe mnapHbiX AUXRE ObulM BBISIBIEHBI Kak
U3BECTHBIC CalThl CBA3bIBaHUS TD, Tak U OOJBIIOE KOJIUYECTBO HEU3BECTHBIX
nocnenoBaTenbHoCcTe. Cpean W3BECTHBIX DJIEMEHTOB-TIAPTHEPOB  ObLIN
BBISIBJICHBI CaiiThl CBA3bIBaHUsS T®, ydacTHe KOTOPBIX B PEryJIsSIIIMU OTBETA HA
aAyKCUH B JIUTEpAaType HE YNOMHHAJIOCh. MHOTHE M3 MIIEHTU(DHUIIMPOBAHHBIX
IIUC-3JIEMEHTOB TP BBIPABHUBAHUU O0Pa3yIOT MOCIE0BATEIHBHOCTH OOIBIIICH
JUTMHBI 0oJiee MpUOIMIKEHHbBIE K peAJIbHBIM caiiTaM cBsi3biBaHUsl TD, uto OyAeT

PacCMOTPCHO B CJIICOAYIOIICM pa3aciIc.

3.1.5. Ilouck peryJsiTOPHbIX MOAY 1€, aCCOUMPOBAHHBIX ¢ 0TBETOM

HA aYKCHH

HNHTepecHo, YTO KOJIMYECTBO 3JIEMEHTOB-NIAPTHEPOB, BXOSALIUX B COCTAB
napabix AuxRE, Oosee uweM B 1Ba pa3a MpeBHIIIAET KOJIUYECTBO
npeackazaHHbix B pazaene 3.1.2 oquHouHblx AuxRE. MBI Ipenoaoxuia, 94To
yacTh mnapHblx AuxRE MoxeTr mnpencraBiare coboil (parmeHTsl Oojee
NPOTSHKEHHBIX — ITUC-PETYNATOPHBIX BJEMEHTOB, HAXOJAIIUXCS PAIOM  C
nocienoBaTenbHOCTEI0O TGTCNN B peryiasiTopHbIX pailoHax reHoB. /[ns
IPOBEPKH 3TOM rUIoTe3bl npeackazannbie napubie AuxRE Obutn KapTHpOBaHBI
Ha TeHoM Arabidopsis (cm. metonasl). I1o pe3ynbraTtam BbIpaBHUBAHUS ObLIH
oOHapyxeHbl Kiactepbl mapHbIX AUuxRE, B KOTOpBIX OBLIO JOKAIH30BAHO
O0onee onHoro mpexackazanHoro mnapHoro AuxRE (manee, perynsitopHbie
Moaynu). Bcero Obiio BeIsBIeHO 3462 reHa, coaepKalluxX —TaKue

perynstopHble Moayid. M3 Hux 3114 reHa coxpepxanu Mo OJHOMY MOJYIJIIO,
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279 — no nBa, 41 — o Tpu, 14 — mo yetwipe u Oonee. B mocnenHo0 rpynmy

nmomaJii ~ KaKk  W3BECTHBICE  T'€HBI,  BOBJICUCHHBIE B  PETYIAIHUIO
TPAHCKPUIIIIMOHHOTO OTBETa HAa AyKCWH, TaK M TEHBI, CBSI3b KOTOPHIX C
ayKCMHOM He Oblma panee mnpoaemoHcTpupoBaHa (Tabmuma 6). Cpeaun
U3BECTHBIX AYKCHUH-UYBCTBHTEIBHBIX TC€HOB OKa3aINCh MPEACTABUTEIH
cemeiictBa SAUR (Small Auxin-Up RNA), GH3 u IAA (indole-3-acetic acid
inducible). SAUR — 3TO ayKCUH-U4yBCTBHUTEIbHBIE TE€HBI, PETYJIUPYIOIIHE
anoHranuio kierok (Spartz et al., 2014), akTuBauus KOTOPBIX MPOUCXOAUT B
paHHEM OTBETE Ha ayKCWH; TeHbl ceMelicTBa GH3 TPOW3BOIAT KOHBIOTATHI
aykcuHa u xacmoHata (Staswick et al.,, 2005); rennl cemerictBa [AA -
unruoutopsl aktuBHocTH T® ARF (Weijers and Wagner, 2016). Bce stu
CEeMeICcTBa COCTOSIT W3 TEHOB NEPBHYHOTO OTBETAa HA AayKCHH, KOTOPBIH
peanusyercs B TeueHue ojgHoro daca (Abel et al., 1994), Buaumo, ¢ 3TUM U
CBSI3aHO HaJgW4HMe OOJBIIOTO KonmdecTBa mapHbiX AuxRE B mx mpomoropax,
YTO TO3BOJISIET OCYIIECTBISTh OBICTPYIO M TOHKYIO PETYIISIIIIO U3MEHEHUH B
ux okcrnpeccun. K TeHam, CBSI3b KOTOPBIX C AayKCHHOM paHee He Obuia
TIOKa3aHa, HO B KOTOPBIX HAMH ObUTH HalIEHbI MHOYKECTBCHHBIC PETYIISATOPHBIC

Moyiu, oTHocATCSt AT3G20340, BTS u AGP22.
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Ta6auua 6. ['ensl, conepsxaiiue 00yiee YEThIPEX PEryIATOPHBIX MOTYJIEH

B CBOUX IIPOMOTOpPAX.

KonnuecTBO
KomnnuecTB OTJIENBbHBIX

O MMapHbIX KonuuectBo IMapHbIX

AGI kog »1eMEeHTOB  MOIyJeM  2JIEMEHTOB AHHOTAaIUs TeHa
AT1G29430 27 5 3 SAUR-nooobHvlii
AT1G29440 23 5 2 SAURG63
ATI1G29500 22 4 4 SAUR-nooobHbl
ATI1G29510 29 6 2 SAURG6S
AT1G29520 21 4 0 AWPM-19-nooobnuwiii
AT1G52830 32 4 2 1446
ATIG78100 19 4 5 AUF1
AT2G23170 231 10 0 GH3.3
AT3G15540 40 5 1 14419

HewusBecTHbIl, BOBIICUECH
AT3G20340 57 4 1 B OKCHJIATUBHBIN CTPECC
AT4G27260 10 4 0 WES/GH3
AT4G37610 47 5 1 BTS5
AT5G47370 33 6 2 HAT?
AT5G53250 13 4 3 AGP22

PaccmoTpum  CTpoeHHME — pEryJSITOPHBIX  MOZYJIEM Ha  IIpUMeEpe
npencrasurenei cemerictea reHoB GH3.3 u IAA (Pucynok 9). Bo-nepBbix, B
PETYJIATOPHBIX MOJYJSAX O3TUX TE€HOB B HEMOCPEACTBEHHOM OJIM30CTH

pacnionaraercss 2 u Oosiee mapHbix AuxRE, OTHOCHUTENBHO KOTOPBIX CO
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CABUTOM B HECKOJIbKO HYKJIEOTHUIOB HaxoAsTca apyrue mnaphHeie AuxRE.

[Ipruem B HexkoTOphIX Moaynsax mnociepoBaTenbHOCTs TGTCNN 3 ogHOro
napHoro AuxRE wmoxer dopmupoBarh mapy ¢ 31€MEHTOM-NIAPTHEPOM U3
pacnonoxeHHoro psgom apyroro nmapHoro AuxRE (Pucynok 9A). Kak BunHo
U3 pHUCYHKA C BbIpaBHUBaHuMEeM mnapHbix AuxRE, Bxopsdmme B HHX
3JIEMEHTBI-TITAPTHEPHI pPAacCIO3HAOTCS MpOrpaMMOou TOMTOM
(http://meme-suite.org; Gupta et al., 2007) ganeko He Bo Bcex ciydasx. B To
K€ BpeMsl pacrlo3HaBaHUE B COCTaB€ OJHOTO BBIPABHUBAHUA  JIS
OTJIMYAIOUIUXCS B HECKOJBKO HYKJIEOTHIOB 3JIEMEHTOB-TIAPTHEPOB MOXKET
oriinuatbesi. Hampumep, B Moxaysne GH3.3 Ha uHTEpBajie B MPOMOTOPHOM
MOCJIEIOBATEILHOCTH [-79;-53] OT CCT MEPEKPHIBAIOIINECS
AJIEMEHTBI-NIAPTHEPHl ObUIM PACIO3HAHbl Kak calTel cBs3biBaHus T bZip,
bHLH, TCP, WRKY, AP2. Kak ¢yskinuonupyotr 3tu T® Ha mpomoTope
OCTAaeTCs BOIMPOCOM: KOHKYPEHTHO WJIM CHUHEPTMYHO, BCE WJIM HE BCE OHU

(GyHKIHOHATBHBI.
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GH3.3 [-789:-53] A
TGTCGACGTGGAATTTGGCTGACGTTG '
ACAGCTGCACCTTARACCGACTGCAAC
TGTCHNN-9- CGTGGAATTTGGCTEGACGTTG ACARACCGAGCCCACTT-3-TGTCHN
TGTCHN-15-ACETTG ACARAC-14-TGTCHN
TGTCNN-14-GACGTT AARCCG-12-TGTCHN
bZIP TETONN-13-TGACGT ARCCGA-11-TGTCNH EP2
bBZIP TETOHNN-12-CTGACE ACCGAG=10-TGTCHN WEREY
GTCNM-11-GCTGAC CCGAGD-S-TGTCHNN
TGTCHMN-10-GGOTGA CGRAGLC-H-TGTCHN
TETCHN-9-TGEOTG GRGCCC=-T-TGETCNN
TETCHN-3-GGARTT AGCCCA-6-TGTCHNN
GTCHN-0-CETEGA GLOCAC-5-TGTCHNN TCP

COCACT-4-TGTCHN
CCACTT-3-TGTCHNN bHLH
TGTCHN-14-AAACCGA
TETCHN-14-ARACCG
TGETCHN-15-AACCGH APZ

IAA3D [-269:-233] b.
TTGACCARAGTGTCTGCATGACACGTGTATTTGTCTG
CAGACARATACACGTGTCATGCAGACACTTGGTCAA
TTGACC-4-GTCTGCATGACA-4-TATTTGTCTG
TIGACC  -10- NNGACA WRECY
TGTCTG-5-CACGTG
NNGACA-1-TATTTG

Pucynok 9. Ilpumep peryiasTopHbIX MoAayjed B TPOMOTOpax T'€HOB
GH3.3 n I4430. A. Cxema Monynis, pacHoJIOKEHHOIO B IPOMOTOPE T'€Ha
GH3.3 na unreppane [-79;-53] ot CCT. b. Cxema MoayJisi, pacroyioKEHHOTO B

npomotope rena /AA30 na uarepsane [-269;-233] ot CCT.

B xonme aHanm3a peryisiTOpHBIX MOAYJEH, BO-TIEPBBIX, ObLIN BBISBIICHBI
KJIaCTEPHI napubix  AuxRE, B KOTOPBIX  3JEMEHTBI-MIAPTHEPHI
nocienoBaTenbHOCTH TGTCNN BbIpaBHMBAIOTCSI OTHOCUTENIBHO JAPYT Apyra,
BO-BTOPBIX, B  paMKaX OJHOTO  MOJIyJsi, KakK TMpaBuio, ObUIO

UACHTU(PUIUPOBAHO HECKOJIBKO CaiTOB CBsI3bIBaHUs TO.
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3.2. JKCnepuMEeHTAJIbHAA BepU(pUKaALUA pe3yabTaTOB
OMOMHPOPMATHYECKOI0 AHAJIU3A U OMOJIOTHYeCKOM (PYHKIMOHAJIBLHOCTH

oToOpaHHbIX NapHbIX AuxRE

3.2.1. Bepu¢puxanusi o0Hapy:keHHBbIX HapHbIX AuxRE MeTonom

OT-komnuecrBennou I[P

IIpu BIOOpe mapubix AuxRE 1151 sxcniepumMeHTanbHOM BepuuKauu Mbl
PYKOBOJICTBOBAJIUCH CTEIEHBIO JIOCTOBEPHOCTH MX O0OTallleHUs B TPOMOTOpax
AyKCUH-YYBCTBUTEJIbHBIX T€HOB U MPEICTABIEHHOCTHIO B TEHOME (KOJIMYECTBO
OPOMOTOPOB, B KOTOPBIX OHM NPUCYTCTBYIOT). Takum o0Opazom, 1O

YHOMSIHYTBIM KpuTepusim 0b11u 0oTo0panbl 40 nmapasix AuxRE (Ta6mnuia 7).

Tadamma 7. Ilapueie AuxRE, nambonee 3HaumMo oOoramieHHbIE B

IIPOMOTOPAaxX ayKCUH-YyBCTBUTEIIbHBIX '€HOB.

[TapHsbIii 21eMeHT™ KosnuecTBo reHoB 3HayuMocTsb (p-value)
GCGGTC-12-TGTCNN 2 <5SE-324
CCGCGG-14-TGTCNN 2 <5E-324
GACGTT-0-TGTCNN 25 0,000002
ACATCC-10-TGTCNN 30 0,000025
TCCAAA-6-TGTCNN 105 0,000003
TGTCNN-13-GGACTA 29 0,000075
CAAATA-4-TGTCNN 122 0,000022
GGCAGA-15-TGTCNN 16 <5E-324
AGACGT-1-TGTCNN 20 0,000004

CACATG-4-TGTCNN 91 0,000069



TTCACA-0-TGTCNN

TGTATA-0-TGTCNN

GTGAGT-11-TGTCNN

TGTCNN-13-AATATC

GGCAGA-15-TGTCNN

TGTCNN-6-TACGAA

TAATAC-15-TGTCNN

TGTCNN-11-TTTATA

TGTCNN-2-CCACGT

TAAAGA-14-TGTCNN

GGCGTG-0-TGTCNN

CGGGTA-10-TGTCNN

TGTCNN-14-CTCGGC

GACACA-15-TGTCNN

TGTCNN-1-TTGCCG

TGTCNN-14-GTTAGG

GTACGA-10-TGTCNN

TGTCNN-13-GCTCGG

TGTCNN-8-TATATC

TGTCNN-0-CGTAGG

TGTCNN-14-CGTAAT

TGTCNN-3-GGCATC

TGTCNN-4-TTAACA

114

131

28

113

16

35

75

192

35

108

11

11

36

35

99

11

29

12

64

72

0,001469
0,001904
0,001489
0,000427
<SE-324
0,002538
0,003565
0,001648
0,000069
0,001205
0,000016
0,000256
0,000146
0,000112
0,000773
0,00008
0,000638
0,000676
0,000395
0,000617
0,000382
0,001557

0,000982
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ATAAGA-12-TGTCNN 82 0,001559
TGTCNN-10-ATTAAT 190 0,00012
AGCAGC-0-TGTCNN 14 0,000088
TTTAGC-8-TGTCNN 71 0,001288
CATTAC-7-TGTCNN 55 0,001059
TTGTAA-5-TGTCNN 125 0,001756

[Tpumeuanue: * — mapusiii AuxRE, B koTopom Ha pacctosHuu X I.H. OT

TGTCNN pacmnosiaraercst 3JIeMEHT-TIapTHED.

Jns  mepBuyHOM  Bepudukanuu  npenackazanuid  metomom  OT-
konumdectBeHHoM IIIIP Oputa mpoBepena skcmpeccus 40 renos (Tabmuma 8),
IPOMOTOPBI KOTOPBIX cojiepaT nmoTeHuanbHble napHbie AuxRE u3 chucka
(Tabmuma 7). Ecnu mapabii AuxRE Obul aHHOTHpPOBaH Kak CBSI3aHHBIA C
AKTUBAIMEH/TIOMABICHUEM TPAHCKPUIIMK, TO MPEANOoarajioch, 4YTo W
OKCIPECCUsi TEHOB, KOTOpPbIE OH PEryjJupyeT, JOJDKHA U3MEHSTHCS
COOTBETCTBEHHO. I3MepeHus TPOBOAWINCHL B OJHOM OHMOJOTHYECKOMN
MOBTOPHOCTH Ha TPEX THUMAaX OPraHOB TPEXJHEBHOrO Mpopoctka A.thaliana
(KOpeHb, CeMsII0JbHBIE JHCThS, BECh MPOPOCTOK), oOpaboranHoro 1 MM
2,4-J1 (Gonee ycTOMUMBBINA K Aerpafalliy aHAJIOT ayKCHMHA) B TE€YCHUE OHOTO

qgaca.
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Tadaumuma 8. M3MeHeHHe >KCOpecCMU ayKCUH-UYBCTBUTEIIBHBIX TI'€HOB

nocye oopadbotku 2,4-/] B Teuenue onnoro yaca (I[Ipunoxenue 4).

OTHOCHUTCIIbHOC U3MCHCHUC

AKCIIPECCUH
Ha3BaHUE KOJIMYECTBO 3JIEMEHTOB U3 KOPEHb CEMSIONb  MPOPOCT
reHa tabmunpl 8, X=TGTCNN HbBIC OK

JIUCThS

ICRI 2 1,082 0,744 0,422
HAT2 2 4,444 0,411 0,608
SAURG63 2 4,963 4,075 4,375
14430 1 (CAAATA-4-X) 15,143 0,154 4,038
14410 1 (TCCAAA-6-X) 2,638 1,713 0,458
TCP20 1 (X-13-GGACTA) 1,087 1,039 0,341
GH3.3 10 78,602 0,702 14,572
HECI 1 (ACATCC-10-X) 0,636 0,934 1,54
LBD29 3 44,996 1,363 36,3
CRF2 1 (CAAATA-4-X) 1,489 2,366 0,631
ABCGS 1 (X-6-TACGAA) 10,217 1,34 0,403
PBPI1 1 (GGCAGA-15-X) 13,615 0,995 3,998
PUCHI 1 (X-13-AATATC) 3,618 1,206 0,231
EBF?2 1 (X-11-TTTATA) 1,571 1,23 0,450
HAM? 1 (X-11-TTTATA) 2,908 1,99 0,707
WRKY23 1 (TGTATA-0-X) 0,973 0,91 0,845
bHLH093 1 (X-11-TTTATA) 1,296 1,046 0,645
CLVI 1 (TAATAC-15-X) 1,087 1,766 1,268

CLE44 1 (TGTATA-0-X) 5,425 1,077 2,064
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14429 1 (GTGAGT-11-X) 23,114 1,037 1,756
AGP22 1 (X-8-TATATC) 0,623 0,887 1,111
HMTS3 1 (GACACA-15-X) 0,887 1,601 1,459
WRKY60 1 (X-14-GTTAGG) 1,234 0,806 0,712
ERANTI 1 (GACACA-15-X) 0,784 4,526 0,581
ROPGEF4 1 (GACACA-15-X) 1,043 1,125 0,429
WIP3 1 (X-8-TATATC) 0,79 1,155 0,555
SHAI 1 (CGGGTA-10-X) 0,923 5,197 1,002
APL 1 (X-8-TATATC) 1,329 0,93 0,665
HKTI 2 0,665 1,201 0,617
BTS 2 1,149 2,249 0,485
GASAI 1 (TTTAGC-8-X) 0,74 4,337 0,663
CYP71041 1 (TTTAGC-8-X) 0,998 1,005 0,223
TBL37 1 (TTTAGC-8-X) 0,756 0,997 0,187
ARPI 1 (ATAAGA-12-X) 0,5473 0,964 0,119
EXPBI 1 (ATAAGA-12-X) 0,119 0,965 0,089
MYB40 1 (X-3-GGCATC) 0,349 1,0284 0,255
FRAS 1 (TTGTAA-5-X) 0,96 0,994 0,116
BRL2 1 (ATAAGA-12-X) 0,77 6,987 0,137
YUC3 1 (TTTAGC-8-X) 0,784 4,839 0,726
PLT6 2 0,768 206,868 0,946

[Ipumeuyanue: wu3MepeHUsT OCYUIECTBISUIMCh B OJHOM  OMOJIOrMYECKOi
NOBTOPHOCTH. KpacHbIM 3akpamieHbpl SYEHKH CO 3HAYEHHEM, OTPAKAIOIIEM

IMoaAaBJICHUC OKCIIPCCCUHN, 3CJTICHBIM — aKTHUBAIIUIO.
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Takoro poma  u3MepeHuUss  TO3BOJWIM, BO-TIEPBBIX, BBIOpPATh
TeHBI-KaHJIUJIaThl 171 JaibHenIel paboThl U, BO-BTOPHIX, BHIOPATh TUIM TKAHU
JUISL U3MEPEHUS WU3MEHEHUM OHKCIPECCMM TIE€HOB  HA CIEAYIOUIEM JTare
UCCIIEIOBAHUS.

I[lo wHamwmM pe3yaprartam  4YyBCTBHUTEIBHOCTH K aykcuHy 80%
akTuBUpyeMbIX U 60% WMHTHOUpPYyEMBIX ayKCUHOM T'€HOB, UMEIOIIUX B CBOUX
IpoMoOTOpax mnpeackazanabii mapubii AuxRE, Op1a moaTBepkaeHa X0Ts ObI B
onHoi u3 TkaHeu (Pucynok 10A, Ilpunoxenue 4). U3 kaxmol rpynnsl s
nanbHeiero aHanmuza ObUTM 0TOOpaHbl 1Mo 10 reHOB, TpPaHCKPUIIIMOHHAS
AKTUBHOCTb KOTOPBIX aKTUBUPOBAIACH WM MOJIABIISUIACH B OTBET HA AYKCHUH.

Hanee nnst 20 TeHOB ObUIM MCCIENOBAHBl MU3MEHEHUsl 3KCIPECCHH IPU
pa3IMYHOM  BpeMeHH OoOpabOTKM  TPOPOCTKOB  ayKCHHOM  METOJIOM
OT-xommuectBennou [II[P. TpexmueBHsie mnpopoctku A. thaliana ObuH
obpabotanbl 1 MxkM 2,4-J1 B Teuenue 15, 30, 60, 180 u 360 munyt. U3mepenus
M3HAYAJIBHO OCYIIECTBIISUIMCh HA KOPHSIX U CEMSJIONBHBIX JUCTHAX, TAK KaK IO
pesynbTatam OT-kommyectBennoit [IIIP Ha mpopocTkax OBUTH TOTYyYEHBI
HeoaHo3HauHble AaHHble (Tabnuua 8, Ilpunoxenue 4). B nanbHeiimem Mbl
TAaK)K€ OTKa3aJluCh OT M3MEPEHUN Ha CEMSJOJIbHBIX JINCThSX, TaK KaK Ha
NEPBOM BPEMEHHOW TOYKE HAOII0/1aToCh PE3KOE TMOBBIMICHUE 3KCIPECCHH
JOCTATOYHO OOJBUIOrO Yuciaa TeHOB. MBI IPEANnoNoXKUiIl, YTO 3TO BbI3BAHO
peakimeld Ha CTpecC, KOTOpPhIM Morjia ObITh 00paboTka (PUTOrOPMOHOM B
Kuakou cpexe. Mcxons u3 aToro, gajiee NpUuBOASITCS PE3YIbTAThI, OJTYYEHHBIE
Ha oOpa3uax PHK kopheii.

B skcnepumenTe ¢ pa3HbIM BpeMEHEM OO0paOOTKM pacTEHUU ayKCUHOM
Mbl TPOBEPUIIH, BO-NIEPBBIX, AUHAMUKY HM3MEHEHUN TPAHCKPUIIIIMOHHOM
AKTUBHOCTH TE€HOB, IPOMOTOPBI KOTOPHIX COJEpkKaT MpeJACKa3aHHbIE MapHBIC

AHXRE, a BO-BTOPBIX, UX CBA3b C paHHHUM HIIA IIO3AHUM OTBCTOM Ha AYKCHH.
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Msb1 ycraHoBwiH, 4To 1o pe3yinbTataM OT-konuuectBeHHoil I[P Henw3s

MPOCJEAUTh YETKOTO pa3rpaHUUYEHUs] MEXKIAY PAaHHUM U TO3JIHUM OTBETOM.
BONBIIMHCTBO T€HOB M3MEHSJIM CBOK JIKCIPECCHI0 KaK B PAaHHEM, Tak U B
MO3/THEM OTBETE, C OTJIMYUEM TOJIBKO B BEIMUYMHE U3MEHEHUS SKCIIPECCUU - B
MO3JHEM OTBETE€ OHO OBLIO 0OO0Jiee 3HAYMTENbHBIM. Tak 3KcrIpeccHus TeHOB
LBD29, IAA30 u HATZ2, npoMOTOpbl KOTOpBIX cojaepxar napHble AuxRE,
CBSI3aHHBIE C PAaHHUM OTBETOM Ha AyKCHH, MOBBIIIAJIACh BO BCEX BPEMEHHBIX
TOYKax, B TOM 4YHCJI€ U B TOoukax mno3gHero orBera (180 u 360 MunyTt)

(Pucynox 10b).
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Lng OTHOCHTE/IBHOE H3MEHCHHE DKCIIPECCHH

Pucynok 10. VMI3MeHeHue skcpeccuy reHoB, COJEPKAIIUX B TPOMOTOPAx
npeacka3ansble napueie AuxRE, B oTBeT Ha aykcuH (1MkM 2,4-]1).
A. Tucrorpamma HM3MEHEHHUS SKCIPECCUM TE€HOB B OTBET HA AyKCHUH IIpU
00paboTKe 1EIbIX MPOPOCTKOB, KOPHEH, CEMSIOIbHBIX JHCTHEB IK30T€HHBIM
aykcuHoM B TedeHue 60 munyt (IIpunoxenue 4). b. I'padbux u3zMeHeHus
AKCIIPECCUU TE€HOB B OTBET HA ayKCUH B KOpHAX A.thaliana Ha pa3HbBIX
BpEMEHHBIX Toukax oOpadotku: 15, 30, 60, 180 u 360 mun. I[loporwm

3HaUMMOCTH: * — p-value < 0,05; ** — p-value < 0,01; *** — p-value < 0,001.
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B cnyuae renos, napasie AuxRE KOTOpBIX CBSI3aHBI C O3JHUM OTBETOM

Ha ayKCHH, TaKXe HaONI0JaJIoCh HM3MEHEHHE 3KCIPECCMHM W Ha pPaHHUX
BpeMeHHbIX uHTepBajax (PucyHok 10b). Takum 006pa3oM, 4eTKON KOppensiuu
C PaHHUM M TO3JHUM OTBETOM BBIsABIEHO He ObUI0. Hampumep, sxcnpeccus
reHa AGP22 nojaBnsiach Ha MO3JHUX BpeMeHHbIX Toukax (Pucynok 10B),
XOTS B COOTBETCTBUU C JTAHHBIMU MUKPOYHUI IKCIIEPUMEHTOB, KOTOpPbIE OBLIU
UCTOJb30BaHbl B OMOMH(OPMATUYECKOM aHalu3e, OH CBSA3aH C paHHUM
OTBETOM. B ciyyae reHOB MO3JHEr0 OTBETA, IKCIPECCHS IOJOBUHBI U3 HUX
MOJIaBJISIIACh U HA PAaHHUX BpeMeHHbIX Toukax (Pucynok 10b).

MOXHO 3aKJIIOUNTh, YTO PA3JCIICHUE HA PAHHUWA M MO3JHUM OTBET Ha
AyKCHH SIBJSIETCS YCJIIOBHBIM M CBHUJAETENBCTBYET JHIIb O YyBCTBUTEIBHOCTH

MUKPOYHII MCTOJAa B NCTCKIINN c1a0BIX N3MCHECHUH OKCIIPECCUHU T'CHOB.

3.2.2. lIpoBepka pyHKIMOHAJIBLHOCTH Npeacka3aHHbIX AuxRE

METOAOM HAIIPABJICHHOI'0O MyTareHe3a

[lo pe3yapTaTaM H3MEpEeHHUS HKCIPECCUU TEHOB TMOCIE PpPa3HOU
JUINTENBHOCTH O0pabOTKM MPOPOCTKOB AyKCUHOM OBbUIM OTOOpaHbBI MSATh
napubix AuxRE 1ns  Bepudukanmm #uX (QYHKIIMOHAJIBHOCTH METOAOM
HanpaBieHHoro wmytarene3a (Tabmuua 9). Tpu u3 OTOOpaHHBIX MAPHBIX
AuxRE accouuupoBaHbl ¢ akTUBallME 3KCIPECCUU T€HOB B OTBET HA AYKCHUH U
IBa — C TmojAaBieHHEM. Takke NpH BbIOOPE Mbl PYKOBOICTBOBAIUCH
CTaOMJIBHOM 3KCHpPECCHEe TIeHOB, IPOMOTOPHI KOTOPBIX COJEpXKaT 3TH
AJIIEMEHTHI.  DJIEMEHTHI-IAPTHEPhl B COCTaBE JBYX OTOOPAHHBIX MapHBIX
AuxRE (TATTTG-4-TGTCNN, TGTCNN-8-TATATC) Oblu BBISIBJIEHBI KaK
oOoraiieHHble B MPOMOTOpPaX ayKCHH-UYYBCTBUTEIBHBIX T€HOB OJMHOYHBIE

AuxRE (Cherenkov, Novikova et al., 2018).
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Ta6auma 9. OtoOpaHHbIE ISl IPOBEPKU HAIMPABICHHBIM MYyTareHEe30M

napHble AuxRE u ux kparkas xapakTepHUCTHKA.

AHHOTAINSA Tun TpaHCKPUITIIHOHHOTO
[Tapubiii AuxRE 3JIeMEeHTa-mapTHepa™ OTBETa
TGTCTG-5-CACGTG G-60kc aKTUBALIM
TTGACC-10-TGTCNN WRKY aKTHUBaIUA
CAAATA-4-TGTCNN HEU3BECTHBIN aKTUBaIUs
TGTCNN-8-TATATC HEU3BECTHBIN penpeccust
ATAAGA-12-TGTCNN  MYB-nonoOusbrit penpeccus

[Ipumeuanue: *napusii AuxRE wuaeHTHQuUUupoBaH Kak 3HAYUMO
COBIIAJIAIOIINI C U3BECTHBIM cailToM cBsi3biBaHUs Td nporpammoit TOMTOM

(http://meme-suite.org; Gupta et al., 2007).

[Iposepka GyHKIIMOHATBHOCTH  BbIOpaHHBIX  mapHbix  AuxRE
OCYILIECTBJSUIACh HA IIOCJIENOBATEIIBHOCTAX IIPOMOTOPOB [JBYX TI'€HOB, B
KOTOPBIX OBbUI HaWIEH OJWH W TOT K€ MPEIACKA3aHHBIA IUC-PETYIISITOPHBINA

aneMeHT (Tabmuma 10).
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Tab6auma 10. XapakrepucThka MOPOMOTOPOB TE€HOB, OTOOPAHHBIX JIS

BepHU(UKAIIMU METOJIOM HAIIPABIEHHOIO MyTareHesa.

I'en [Tapubiit AuxRE [To3umus naproro KonnuectBo JnuHa
AuxRE TGTCNN B  mpomoTopa
OTHOCHUTEIIHO IIPOMOTOpE
CCT reHa

14A430 TTGACC-10-TGTCNN
TATTTG-4-TGTCNN,

TGTCTG-5-CACGTG -236 21 1887
GATA23 TATTTG-4-TGTCNN =701 8 1039
AGP22 TGTCNN-8-TATATC -949 9 1435
AGP7 TGTCNN-8-TATATC =797 9 1942
BRL2 ATAAGA-12-TGTCNN -734 13 3190
ARPI ATAAGA-12-TGTCNN -196 19 2898

Jlns mpoBepku (PYyHKIMOHAIBHOCTH OTOOpaHHbIX MmapHbix AuxRE B
OTBETE Ha ayKCUH OBbUIM CJeNaHbl W TPAHCPOPMUPOBAHBI B PACTCHUS
A.thaliana ~ arpo0akTepuaibHBIM  METOAOM  HEOOXOAWMBICE  HAOOPHI
T€HETUYECKUX KOHCTPYKIMH (cM. pasnen 2.7; paznen 2.8). B pesynbrare 3Toit
pabotel ObuIO co3maHo 30 reHeTtmyeckux KoHcTpykuui. [locime wux
TpaHchopManK B pacTeHUs ObUIa mpoBeneHa cenekmus 250 He3aBUCHUMBIX
JUHUNA pacTeHUM, W3 KOTOPBIX OBUIO OTOOpaHO OKOJO 60-TH JUHUM IS

JaJIbHEUILIETO aHaJIn3a.

3.2.3. [1arTrepHsl 3kcnpeccuu 0eika GFP B pennoprepHbIX JTMHUAX

NPHU CTAHAAPTHBIX YCJIOBHUIX

JUisi 1miecTd TEeHOB, OTOOpPaHHBIX Mg W3y4yeHUs (YHKIMOHAJIBLHOCTH
napubix AuxRE, ObuIM mosyueHbl penopTepHble JHMHUM C HMHTAKTHBIM

npoMOTOpOM U HabopoMm wMyTtamuii nociuenoBarenbHocTH TGTCNN
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areMeHTa-nmapTHepa B coctaBe napHoro AuxRE. B penoprepHbIX nuHUAX

(Pucynox 11) Obuto mosrydeHo Oojiee IBYX ThICSY TPaHC(HOPMAHTOB TPETHETO
nokosnenus (T3), u3 Hux ObUIM OTOOpaHbl 2-3 HE3aBUCHUMBIC JUHUU CO
cTabmibHBIM maTTepHOM 3Kcnpeccun penoprepa GFP. [1o satum nunamsim Hinke
MIPUBEICHBI PE3yJIbTaThl KOH(POKATLHOW MUKPOCKONHUHU. AHAJIU3 MPOBOIUICS

Ha pacTEHUSX B CTAaHAAPTHBIX YCIOBUAX BbIpamiuBanus (Pucynok 12 - 14).

TGTCGT-8-TATATC
1942 | - pAGP7:3nGFP

TGTCTC-8-TATATC

1435 seni 8 pAGP22:3nGFP
-9
3190 JETTa 12 TaTeAT pBRL2::3nGFP
-0
TCTTAT-12-TGTCTC |
2898 | B8 pARP1:3nGFP
- 24
TGGACA-4-TATTTG '
1039 T » PGATA23:3nGFP
GTCTG 5. CACRTG
TGTCTG-5-CACGT
1887 (Y1) pIAA30::3nGFP
TTGACC-10-TGTCAT +3
T T T T T T T 1 1

-1600 -1400 -1200 -1000 -800 -600 -400 -200 CCT

Pucynok 11. VYnpomeHHas cxemMa OPOMOTOPOB, KJIOHUPOBAHHBIX B
IFEHETUYECKUE BEKTOPBl JUIS CO3JaHUs PENOPTEPHBIX JIMHWKA. L[BeTHbIMU
KBaJpaTamu 0003HAYEHBI MYTHUPOBAHHBIE IIapHbIE AuxRE B

IMOCJIACA0OBATCIBHOCTAX ITPOMOTOPOB I'CHOB.

benox GFP B koHcTpykumu pIAA30::n3GFP skcnipeccupyercsl B KOHUHKE

kopHs (PucyHok 12A) B IUHUAX C UHTAKTHBIM MIPOMOTOPOM M IPOMOTOPOM C
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MyTUpOBaHHbIMU 35ieMeHTaMu (Pucynok 12 b-E), nmpuyem B ciyuae myTtanuu

nByx mnocnenoBarenbHocteilt TGTCTGlI u CACGTG (Pucynoxk 12 b, T)
HaOyoaeTcss  HEOONbIIOE — pacllMpeHUue  MaTTepHa W yBEJIMYCHHE
uHTeHcuBHOCTU cBeueHust (Pucynok 12 b-I') mo cpaBHeHuIo C JHMHHEMH,

cozepkalie MHTakTHeIN nmpomoTtop (Pucynok 12 A).

Pucynok 12. Ilarrepust skcnpeccun Oenka GFP mon HaTtuBHBIM U

MYTUPOBaHHBIMU TpoMoTOopamMu TreHa [AA30. A. JluHASg C MHTaKTHBIM
npomotopoM. b. JIunusa ¢ mytupoBanHoi nocieaoBatenbHOCThI0 CACGTG.
B. Jluana ¢ mytupoBanHoM nocnenoBaTenbHOCTBIO TATTTG. I'. Jluaus c
MyTtupoBaHHOH nocieaoBaTeabHOCThI0 TGTCTGI. /. JInHua ¢ MyTUpOBaHHOM
nocinenoBarenbHocTteto TGTCTG2.  E. JluHus ¢ MyTUpPOBaHHOU
nocnenoBatenbHOCTEIO TTGACC. KitleTouHble CTEHKM OKpalleHbl MOIHUIOM

nponuus (KpacHbIi).

B penoprepHbIx TuHUAX ¢ TpoMoTopoM reHa GATA23 skcnpeccus Oenka

GFP mnaOmonmanack BIOJL TPOBOMSINETO IydYka B 30HAX BO3HUKHOBEHUS
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6okoBbix kopHed (Pucynok 13). Eciu ren GATA23 ¢ mpoMOTOpPOM JTUKOTO

TUINA DKCIPECCUPYETCS B 30HE BO3HUKHOBEHMSI OOKOBBIX KOpHEH, TO TpHU
myTainuu B napuoM AuxRE marrepn skcnpeccun GFP 6wt “pazmazan” BoiIb

IIPOBOJALIICTO ITYYKaA.

Pucynok 13. [larrepn skcnpeccuu reHa GATA23 ¢ uHTakTHBIM (A) H
MyTUpOBaHHBIM mpoMoTopoM (b) B 30He BcackiBanusi KOpHs. Kierounbie

CTCHKH HC OKpaIllICHLI.

B cnydae penoprepHoii nunum, B kotopoir GFP skcnpeccupyercs noa
UHTAaKTHBIM TMpoMoTopoM TeHa AGP22, ¢nyopecueHnus HaOm0aIach B
SIUJIEPMUCE U KOPTEKCE KOHYMKA KOPHS, a TAKXKE, HAYMHAS C 30HBI POCTa, B
KopTekce u mpoBoasiiem nyuke (Pucynok 14A). Ilarrepn skcnpeccun GFP
noq npomMotopoM reHa AGP7 He oTauyaicsi OT TaKOBOTO B JIMHUU C
UHTaKTHBIM NpPOMOTOpOM TeHa AGP22 3a WUCKIIOYEHUEM OTCYTCTBHS

XapaKTEpHOI'O MMaTTEpPHA B KOHYMKE KOPHSI.
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[Tarrepn skcnpeccun GFP nox npomotopom rena BRL2, Kak UHTaKTHOTO,

TaK W MYTHPOBAHHOTO, CHUJIbHO HE OTJIMYAJICS [0 PACHOJIOKEHUIO U
uHTeHCUBHOCTU cBedyeHus: (IIpunokenune 5). B BBITAHYTBIX BIOJIb BCETO

OPOBOMSIIETO TMydka sapax HaOmoganach ymepeHHas oskcrpeccus GFP

(Pucynox 14b).

Pucynoxk 14. [Tarrepusl 3xcnipeccuun renoB AGP22 (A), BRL2 (b), ARP1

(B) mox MHTaKTHBIM M MYTHPOBAaHHBIM MPOMOTOPOM. KieTouHble CTEHKH

OKpallleHbl HOIUIOM MPONUIus (KPaCHBIH).

IIpn wm3yuenun skcnpeccun GFP B penoprepHoit nuHum reHa ARPI ¢
MHTAKTHBIM IPOMOTOPOM OBbLIO BBISBJIEHO JIBa MaTTepHa 3Kkcnpeccun (PucyHnok
14B): Bo Bcex moylydeHHbIX 42 NUHUAX HaOmonansach ciabas sKCmpeccus B
IpOBOJSIIEM Ty4YKe, B IIecTH M3 HHUX sKkcnpeccus GFP mpucyrcTBOBana B

KOHYHKC KOPHA. PaBHI/IIIBI B CTCIICHU 3KCIIPECCHUH B KOPHC IIPHU CTAHAAPTHBIX
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yCIOBUSIX BU3YallbHO HE HAOII0JaloCh TMPU PACCMOTPEHWUU JIUHUK C
MHTaKTHBIM TPOMOTOPOM U MyTupoBaHHbIM ([Ipunoxenue 5).

Takum oOpa3om, ObLTM HM3Y4YEHBl W OMUCAHBI MATTEPHBbI dKcrpeccuu 30
penoprepubix guHui. IlaTtrepHsl skcnpeccun reHoB AGP22, AGP7, ARPI
OBLIM U3YYEHBI in Vivo BHepBble. B nuHusAX ¢ mytauusmu B mapHbix AuxRE B
npomotopax TeHoB [AA30 u GATA23 nHabmoaaloch paclIMpeHHE MaTTepHa
skciupeccun GFP mo cpaBHEHMIO C pENOPTEPHBIMU JIMHUSMU, HECYIIUMHU
WHTAKTHBIE MPOMOTOPHI. B OCTaJIBHBIX JTUHUSIX CUCTEMATUYECKUX OTIWYUN
Mexay skcnpeccueid GFP moa MyTHpoOBaHHBIMU M HHTAKTHBIMHU IIPOMOTOPaMU

B HOPMAJIbHBIX YCJIOBUSX BbIABICHO He ObU10 ([Ipunoxenue 5).

3.2.4. U3meHenune narrepHoB 3kcnpeccuu 6enka GFP B penoprepHbix

JUHUSAX Arabidopsis npu 00padoTKe pacTeHUd AayKCHHOM

CnegyrommM  3TanioM  ObUTM  HM3YYEHBl  MATTEPHBI  JKCIPECCHU
TOMO3HUTOTHBIX JIMHUN TPETHETO MOKOJICHHS B OTBET HA 00pabOTKY ayKCHHOM.
B cnywae numHWI, NOpOMOTOpPBI KOTOPBIX coaepxkar mnapHbele AuxRE,
acCOIlMUpPOBaHHBIE ¢  mojaBieHueM  oskcnpeccuu  (pAGP22::n3GFP,
pAGP7::n3GFP, pARPI::n3GFP, pBRL2::n3GFP), 3HaUUMbIX OTJIWYUN
uHTEeHCUBHOCTH (uiyopecuenunn penoprepa GFP nmocne o0paboTku aykcuHOM
B KopHe oOHapyxeHo He Obuio ([Ipunoxenue 5). CornacHo aHaIu3y
n300pakeHnit B mporpamme Imagel, B JIMHHUSIX C OXKHJIaeMOW aKTHUBAITUEH
skcnpeccun GFP (plAA30::n3GFP, pGATA23::n3GFP) Oblmn o0Hapy KEHBI
3HaunMble (p-value < 0,05) oTnuuust Mex Ty KOHTpOsIbHOM nuHuel (6enox GFP
AKCIPECCUPYETCS MOl UHTAKTHBIM MPOMOTOPOM) U JIMHUEH C MyTHPOBAHHBIMU
AuxRE.

B npomotope rena 14430 B cocTaBe OAHOTO PETYISATOPHOIO MOIYJIS

pacnonoxensl Tpu napHbiXx AuxRE (Pucynok 15), B cocTaB KOTOPBIX BOILIU
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cienyroimme dJeMeHThl-apTtHepel: G-0okc, A/T-Oorarbiii  s7MeMEHT W

MOTCHIMANbHbIM caluT cBa3biBaHud WRKY. Ilpuuem mnocnemoBarenbHOCTH
G-60kc u A/T-6oratoro sjemMeHTa MEPECEKAITCS C IMOCIET0BATEIbHOCTIMU

TGTCNN (Pucysnok 15).

o IAA30

mcTGTCTGCATGACACGTGTATTTGTCTGeraca

M
ST AN TGTCTG1 + G-6okc
i -\ TGTCAT + A/T-6oraTbin anemMeHT

— TGTCTG2

Pucynok 15. Cxema mnpencka3aHHOTO pEryJATOPHOrO MOMIYJs TeHa
I4A30. TlocnenoBarenbHocT TGTCNN 0003Ha4Ye€HBI TPSIMOM CTPEIKOM,
MOCJIEI0BATEILHOCTH 3JIEMEHTOB-TIAPTHEPOB — BOJHUCTON. Pa3HbIMU 1IBeTaMU
0003HAYEHBI CTPEJIKH, COOTBETCTBYIOIIME Pa3HBIM MPEJICKa3aHHBIM TapHBIM

AuxRE.

Ha6mroganace aktuBanus skcnpeccun penoprepa GFP mon mHTakTHBIM
npomoTopom reHa 14430 (pIAA30::n3GFP), kak 1 0)XKUJaJI0Ch B COOTBETCTBUU
¢ npuBeneHHbIMU paHee pesynabrataMu OT-komuuectBenHou I[P mo stomy
reHy. B IMHUSAX ¢ MyTUpOBaHHBIMU MTOCIEA0BATEIBHOCTSMH B COCTaBE MAPHBIX
AuxRE B npomotope rena /4430 oTBET Ha ayKCUH OTJIMYAJICA OT KOHTPOJIbHOMN
rpymnsl.  IIpu myrammum  nocnenosarensHocTen TGTCTGl u CACGTG
HaA0JII0AAJIOCH pacipeHue naTTepHa AKCIPECCUU GFP
(pIAA30m1::n3GFP,-TGTCTGI; pIAA30m2::n3GFP, -CACGTG, PucyHok
16) nmo cpaBHenuto ¢ koHtposem, npu myrtauun TGTCTG2 u TTGACC

natrepH skcrpeccun GFP He wuneHTu@UIMpOBaNCS Kak B KOHTPOJIHHOM
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rpyIIe, Tak u B ciiydae o0padotku aykcuHoM (plAA30m4::n3GFP, -TTGACC;

PIAA30m3::n3GFP, -TGTCTG2; Pucynok 16).

pIAA30::n3GFP -TTGACC (WRKY) - TGTCTG2 -TGTCTGI -CACGTG (G

AN T

Pucynok 16. ITarrepnsi sxcnpeccuu GFP noa npomotopom rena IAA30 ¢
myTtupoBaHHbiMU TiocienoBatenbHocTIMU TGTCTG, CACGTG, TTGACC B
koHtposie (2 MS) u nocie o0paboTku aHamorom aykcusa (2,4-J1) B reuenue 9
y. Ilonmucu penopTepHbIX JTUHUNA PACTEHUN COOTBETCTBYIOT PHUCYHKY 14.

KneTouHnsle CTEeHKH OKpaIieHbl MPONuansa HoauaoM (KpacHBIN).

B cnyuae myrtanuu nocnegoBarenbHocTd TATTTG matTepH sxcnpeccuu
GFP coxpansuicst 6€3 3HaUMMBIX U3MEHEHHUI B OTBET Ha 00pabOTKYy ayKCHHOM
(Pucynox 17), ecnu ke Oblla MyTHpPOBaHAa BCS IOCJIENOBATEIbHOCTh
TGTCTG2, To marrepH 3kcupeccur GFP ncde3an moiaHOCThIO, UTO TOBOPUT O
KIF0UeBOM  (DYHKIIMOHATBHOM  pOJAM B MEpPUCTEME KOPHS  WMEHHO
nocnenosarenbHoctd TGTCTG2, a ve — TATTTG, B KOTOpYIO BXOIAT JBA
HYKJIeOTHIa OT KaHoHuueckoil mnocnenoBatenbHoctTd AuxRE (TGTCTQG).

Otnuuus uHTeHCHBHOCTH (uyopeciieHimun GFP u w3MeHeHus mnarTepHa
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AKCIIPECCUU B M3Y4YaeMbIX PENOPTEPHBIX JIMHUIX C MPOMOTOpOoM reHa 14430

OBUTA OATBEPKACHBI KOJMYECTBEHHO C MOMOIIBIO aHAIN3a N300paXeHU Mpu
nomoiu nporpammel  Image] (Pucynoxk 17). [ns nuHME pacTeHUU C
MyTupoBaHHbIMU  mocienoBarenbHocTs MU TGTCTG2 wu  TTGACC
KOJINYECTBEHHBIN aHAIU3 HE MPOBOJAMIICS, TAK KaK HKCIPECCHS PEIOPTEPHOTO

O0enka GFP B 3TUX TUHHUAX MOJHOCTHIO HMcUe3ala.
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JTHHHH

Pucynoxk 17. KonnyecTBeHHBIN aHAIU3 MHTEHCUBHOCTU (DITyOpECIICHIIUN
GFP B muausx  plAA30::n3GFP;  plAA30ml::n3GFP,-TGTCTGI,
plIAA30m2::n3GFP, -CACGTG, pIAA30m3::n3GFP, -TATTTG; He3aBuCcuMBbIE
JUHUUA TPOHYMHUPOBAaHBL. 30HA AHAIM3UPYEMOTO Yy4yacTKa KOPHS BBIJICJICHA

6enoit pamkoii. Kinetounbie CTEeHKH OKpaIleHbl MPONUIUs HOIUI0M (KPacHBIN).

Crnenyetr oTMETUTD, 4TO Npu MyTanuu nocienoarenbHocted TTGACC u
TGTCTG2 nabmonanace noreps dayopecueniuu 6enka GFP, uro sBusercs

KOCBCHHBIM CBHACTCIIBCTBOM HX COBMCCTHOI'O (1)YHKI_[I/IOHI/IpOBaHI/I$I. OI[HaKO
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9TH JIBa 3J€MEHTa OBbUIN BBISBJICHBI B UCCIIEyEMOM PETYJIATOPHOM MOJyJIE B
cocrase pa3HbIX IIapHBIX AuxRE (TGTCNN-10-TTGACC,
TGTCNN-4-TATTTG), XOTS COIJIACHO OKCHEPUMEHTAIbHBIM JaHHBIM
(YHKIIMOHUPYIOT COBMECTHO. DTO CBHJIETEIHCTBO KOMILJIEKCHOM CIIOKHOCTH
(YyHKUMOHUPOBAHUS CalTOB CBsA3biBaHUS TXd B cocTaBe peEryiasITOPHBIX
MoayJlell M HeoOXOJMMOCTHM H3Y4YeHHs HEe OAMHOYHBIX M mapHbIX AuxRE
OTJIEJBHO, & — C YYETOM KOHTEKCTA.

OynkunoHanbHOCTh MapHOro sneMeHra TGTCCA-4-TATTTG Taxxe
Obl1a M3yuyeHa B mpoMotope reHa GATA23. B cBsA3U €O CIOKHOCTBIO U3YUYCHUSI
narrepHa skcnpeccun reHa GATA23 B kopHe (B HOPME DKCIPECCHs T'eHa
GATA23 wnabmonaercs B 30HE BO3HUKHOBEHHUS OOKOBBIX KOpHEH, Ipu
00pabOTKM pacTeHUN ayKCMHOM MATTEPH PACIIUPSIETCS HA BECh MPOBOISIIMIMA
IYy4YOK, YeM OCJOXHSETCSI BbIOOp 30HBI KOPHS JAJIsi aHaiu3a), MCCIEI0BaHUE
npoBoauiIH ¢ noMouibio metona OT-konnuectBennon I1LP: nocne o6paboTku
AyKCMHOM TOMO3UTOTHBIX MO MYTallMM PAaCTEHUN TPETHEro MOKOJCHUsS ObUIH
cobpansl kopHH, BbieneHa PHK u oTHOocmTenpHas skcrpeccus rena GFP
Obma u3MmepeHa wetrogoMm OT-xonmuectBeHHoit [IHP, mo pesynbraram
KOTOpOM ObUIO OOHAapy>KEHO CHUIKEHHE DOKCIPECCMH B  JHMHUSX C

MYTHUPOBaHHBIM IpoMoTOopoM (Pucynok 18).
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Pucynok 18. M3menenue skcnpeccun rena GFP noa npoMOTOPOM TeHa
GATA23 B skcnepuMeHTe ¢ o0paborkoit 1MxkM 2,4-J1 B TeueHue 6 H.
N3mepenne OCymecTBIsIIOCh B OJHOW OWOJIOTMYECKOW TMOBTOPHOCTH IS
KOKJIOM HE3aBUCUMOW JIMHUM ISl KaxJaoro tuna npomotopa. Iloporu

3HaUMMoOCTH: * — p-value < 0,05; ** — p-value < 0,01; *** — p-value < 0,001.

B oskcnepumentax in  vivo Mbl nokaszand, 4to mnapHbie AuxRE
TGTCCA-4-TATTTG wu TGTCTG-5-CACGTG, TTGACC-24-TGTCTG
YYacCTBYIOT B PEryysiiuu TpaHCKpuniuu reHoB GATA23 n IAA30 aykcuHOM,
cooTBeTCTBeHHO.  Ilpruem  mnpu  MytupoBanum  mnapHoro  AuxRE
TGTCTG-5-CACGTG nabmroanach akTUBAIMS SKCIPECCHH PEIOpTepa, YTo
roBOpUT 00 WHTHOWpYyIomeH poiu manHoro mapHoro AuxRE B perynsmmm
akTUBHOCTU TeHa [AA30. B cnywyae xe wmyTtupoBaHus mnapHoro AuxRE
TTGACC-24-TGTCTG »skcnpeccusi penoprepa IMOJTHOCThIO MOAABISAIAC,
3Ha4uT 3TOT napHbiii AuxRE oTBevaer 3a akTuBanmio s3kcrpeccuu rea I4A430.

Bo3moxHO, yTO Hanuuue aneMeHTa-naptaepa nocienoareabHocT TGTCNN
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U ompejeNsieT To, 4YTo oJHM Te ke mnociienoBarebHocTH TGTCNN Moryt

oOecrieunBaTh Kak MMOAABJICHUC, TAK U AKTHUBALIUIO TPAHCKPHUIILUKU I'CHOB.

3.2.5. BoisiBjiIeHHe TPAHCKPUIIIMOHHBIX (PAKTOPOB, CBA3LIBAIOIIMNXCS

¢ uaeHTHGUuuMpoBaHHBIMU NapHbIMU AuxRE B nmpomoTope rena 14430

Hna  onpenenenuss  Td,  CBA3BIBAIOIMXCS €  NPEACKA3aHHBIM
peryJsTOpHBIM MoAyJieM B mpoMoTope reHa IAA30 (Pucynok 19A) B reHom
npoxckeil Saccharomyces cerevisiae ObUT BCTPOEH TPOEKPATHBIA TOBTOP
MU3y4aeMOro PEryJIATOPHOIO MOJYJISL, COCTOSIIEr0 U3 MPEACKA3aHHBIX MapPHBIX
AuxRE. JIpox:ku, HECyIIUE MTOBTOP, CKPEIMBAIUCH C IPOXKaAMU, HECYILIMMU
omuH w3 1957 T® Arabidopsis; nipu B3aumojehcTBuu TAd ¢ MOBTOpOM
PETYISATOOPHOTO MOJIYJS IMPOUCXOAMIA AKTUBALMSA SKCIPECCUM TUCTHUIANHA.
Cenexuusi B3aUMOJEHCTBUI MPOBOJMIACH Ha cpeAe 0Oe3 TUCTHAWHA W
NOTIOJIHUTENIbHBIM ~ TIOAABJIEHUEM €ro cuHTe3a ¢ nomompbio  3-AT
(3-amuHO-1,2,4-TpHazomn).

[Tocne ckpununra 6su10 BhIsIBIEHO 23 TO-JIHK B3aumopaeiicTBus, U3 HUX
— 14 ¢ T® cemetictBa bZip, sate — T® LBD, a taxke TO WOX3, MADS,

WRKY7, ARF11 u A-anerunrpauncdepasoit (Pucynok 19b; Ilpunoxenne 6).
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A. 3x
AACACTTTGACCAAJTGTCTGCATGACACGTGTATTTGAAGYGTCTGCATGACACGTGTATTTG

AAGTGTCTGCATGACACGTGTATTTGAGTGTCTGCATGACACGTGTATTTGTCTGCTACATG

b.
»‘0 'L “"b‘ & N ) O
U N & & || woxs  maps N/C
& v RO WRKY7 ARFll o
4> & & 'L\Q N NS ) e
20mM 3-AT

Pucynok 19. BpisBiieHHE CBA3BIBAIOIIMXCS C PETYJSTOPHBIM MOXIYJIEM
npomoTopa rena IAA30 T B npoxkeBoil ogHOruOpuiHOM cucteme. A. Cxema
MOBTOpA PEryJATOpHOTO paiioHa /4430, B3STOrO B aHAIU3; YEPHBIM BBIJICIICH
caut cBaspiBanns T® WRKY, cunum — napueiit AuxRE c calitoM cBs3bIBaHus
Td bZip (G-60kc), 6opnoBeiM BbifeiaeH mapHbli AuxRE ¢ A/T-6Goratbim
3J€EMEHTOM-TIApTHEPOM. b. BpIsBIIECHHBIE B3aMMOJEWCTBHS MPEACKA3aHHOTO
AyKCUH-UYYBCTBUTEJIILHOTO pailoHa reHa [AA30 Ha CeneKTUBHOM cpeae

(-HIS/URA/TRP, 20mM 3-AT). N/C — oTpuniateabHbIii KOHTPOJIb.

Jns  onmcaHuss yX€ M3BECTHBIX B3aumoneuctsui 23 TD wu
A-anetuntpancepazst ¢ 23-m1  T® ARF (Ilpunoxenune 7) Oblia
ucnonp3oBaHa 6a3za maHHBIX STRING (https:/string-db.org). B 6a3ze manHbIX
STRING Ha ocHOBaHMM ONYOJUKOBAHHBIX JKCIEPUMEHTAIbHBIX JIaHHBIX,
KODKCIIPECCHUH, TOMOJIOTMM W aHaliM3a TEKCTOB Oblla TOCTPOCHA CETh

B3aumoierictBuil (Pucynok 20).
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Pucynok 20. Cerp B3aumopeiictBuidi T® Ha OCHOBE [IaHHBIX,

MOJIyYE€HHBIX B JIPOXKEBOW OJIHOTHOPUIHON CHUCTEME, C CEMEHCTBOM OEIKOB

ARF 1o pmamgeiM 0Oa3el STRING. Po3oBeiMH  auHHSAMH  0003HAYEHEBI

OKCIICPUMCHTAJIBHO ITOATBCPIKIACHHBIC BBaHMOHeﬁCTBI/Iﬂ, CBCTJIO-3CJICHBIM —

CBiA3b

Ha

OCHOBC

daHaJln3a TCKCTOBBIX OaHHBIX, TCMHO-3CJICHBIM —

KO3KCIIpECCHUsA, CHHUM — I'OMOJIOTHs I'CHOB.
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Cpenu BbIsBIeHHBIX 1o 0a3e maHHBIX STRING B3ammopeicTBuii ObLIN

onpeaeneHbl MOATBEPKICHHbBIE paHee (pU3MyYecKue B3aUMOJEHCTBUS OEJIKOB
ARF wmexny cob6oit (Legrand et al., 2016; Vernoux et al., 2011; Wang u
Estelle, 2014; Piya et al., 2014; Li et al., 2011; Korasick et al., 2015) u T®
bZip, Takux xkak ABF2, ABF3, ABF4, GBF1, GBF2, GBF3 u np. (Tezuka et
al., 2013; Shaikhali et al., 2012; Yoshida et al., 2010; Lynch et al., 2012).
Cpenu rereponuMmepHbix B3aumopekctBuii Td ¢ OGenkamu ARF  Oputo
noka3zaHo B3auMmojeicteue Td LBDI18/19 ¢ T® ARF7/19 (Okushima et al.,
2007; Lee et al., 2009). lns Td bZIP44 panee Obuta MpOJEMOHCTPUPOBAHA
peryJisiusl aKTUBHOCTH ayKCHH-UYBCTBUTEIbHBIX T€HOB IyTEM CBS3BIBAHUS C
rucToH-aeaneTunazoil ADA2b u u3MeHeHus CTpYKTypbl XpOMAaTHHA, CAWThI
cBs3biBanuss Td bZIP44 Obuiu pacnonoxensl BOMu3n AuxRE B mpomotope
reHa GH3.3 (Weiste u Droge-Laser, 2014). Bo3M0O>XHO, 4TO BBISIBICHHEIE B
OJTHOTMOpUIHON NpoxikeBor cucteme B3aumozeiictBus Td cemelictBa bZip ¢
ayKCHUH-1YBCTBUTEIIbHBIM PETyJISTOPHBIM palioHOM, coJiepKalium
npeackazannbiii dnemMeHT-naptiep TGTCNN — CACGTG (cMm. paznen 3.2.2) B
npoMotope reHa [4A30, (QyHKIMOHHMPYIOT aHaJIOTMYHBIM oOpa3zoMm. I
ocrapmmmxca Td (MADS (AT5G27810), WRKY7, WOX3, HEC2)
cBuneTenbCTB B3aumojeicTBus ¢ Td ARF B nurteparype oOHapy)eHO HE
OBLIIO.

BrisiBiennbie B gaHHOM uccienoBaHuu Td sSBsSOTCS MOTEHIMATBHBIMU
naptaepamu T@ ARF B peryisiiuu TpaHCKPUNIMOHHOW AKTUBHOCTH TI'€HOB B
OTBET Ha ayKCHH, IPUYEM MAPTHEPCTBO MOKET BBIPAKATHCA KaK B (DU3UUECKOM
B3aMMOJICUCTBUM WJIM KOHKYPEHIIMH OENKOB, TaK U omocpeaoBaHHoM poiu TO,
He Bxomsmmx B cemelictBo Td ARF, B oTBere Ha ayKCHUH, Hampumep,

M3MEHEHHNH CTPYKTYpPbl XpOMATHHA.
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3.2.6. ARF5-3aBucumoe noaaBJieHue JKcnpeccun reia WOX4

OynkuroHabHOCTh apHbIX AuXRE, acconnnpoBaHHBIX ¢ MOJIaBICHUEM
AKCIPECCUU F€HOB ayKCMHOM, BepU(PHUIIUPOBATH B paMKax JaHHOM pabOThI HE
YAQJIOCh, TAK KaK PEHOPTEPHBIE KOHCTPYKIHUH OKa3aJIUCh HEUYBCTBUTEIbHBIMU
K aykcuHy (cMm. paznen 3.2.4). B cBsi3u ¢ 3THUM Mbl PEIIMJIM HCCIENI0BATh
[IUC-3JIEMEHTHI, OOECHEUMBAIOIINE  PEMPECCUI0  TPAHCKPHUIILIMK  T'€HOB
ayKCHMHOM, T[IPULIEIBHO Ha TE€HaX C [JO0KA3aHHOW AayKCHH-3aBUCHUMOMU
penpeccuen.

B corpyanudecTBe ¢ uccienoBaTensiMu U3 YHUBepcuTeTa [ elinensoepra
(I'epmanus), MBI TpOBENM aHAIUM3 MpoMoTopa TeHa WOX4. Penpeccus
TpaHcKpuniuu rena WOX4 aykcuHOM Oblla TPOJEMOHCTPUpPOBAHA paHee
(Suer et al., 2011). B npomorope rena WOX4 Hamu ¢ UCIOJIb30BaHUEM
MO3UIIMOHHO-BECOBBIX MATpHI] ObUIM HIECHTU(OUIIMPOBAHBI HEKAHOHHYECKHE
AuxRE nHa paccrosamun 335 1nH. (CAGACA) wu 2175 n.h
(TGTCATtaCCGACA) ot CCT. CpazpiBanue Td ARF5 ¢ atumu caiftamu
OBLJIO MPOBEPEHO METOJIOM aHaiu3a 3JIEKTPOGOPETUUECKONU IMOABUKHOCTH
oenkoB B Tpynmne Thomas Greb. JIns ogmHounoro AuxRE Obuto mokazaHo
ces3piBanne ¢ Td ARF5 (Brackmann et al.,, 2018). Takum oOpazom,
Bo3MoxkHO, T® ARF5 mnogaBnger oskcnpeccuto reHa WOX4  uyepes
nocinenosatenbHOCTh TGTCTG.

Ms1 npoBenu Ooisiee moapoOHbii aHanu3 ARF5-cBsa3piBatomero yyacrka
npoMmoTopa rena WOX4 [-435; -235] (Pucynok 21). AHanu3 cocTos U3 IBYX
stanoB: (1) nepeceueHue uccaeayeMoro yuyactka ¢ pailonamu cBsi3biBanus 531
T®, onpeneneHHBIMM Ha OCHOBE aHalu3a JIAaHHBIX dKcnepumeHra Dap-seq

(O’Malley et al., 2016) (peaniuzoBano coBMmectHO ¢ JleBurckum B.I'., UL{ul’
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CO PAH), (2) pacno3naBanue caiiToB cBsizbiBaHus T®D B KiccieayeMoM paiioHe

npu nomomu nporpaMmmel MEME (http://meme-suite.org; Gupta et al., 2007).

P ).

2400 -2000 1600 1200  -800 -400  CCT

TGAACATATCAGATATCA CACGTI_\, ZGI'JATGTh [TACQTGTATGTAGAG

N2 oA Tkt

Pucynok 21. Cxema npomoropa rena WOX4 ¢ BBISIBIECHHBIMH CalTaMu

cBs3piBaHusl TD; B paMKH B3SThl CaliThl, BBISBICHHbBIE MIPU aHAIM3E PAlOHOB
cBs3biBaHusl T®, MONyYEeHHBIX HAa OCHOBE aHaIM3a JIaHHBIX HKCIEPHUMEHTA
Dap-seq: cunum obGo3HaueHbl calThi-cBsi3biBaHuss TA FUS3, 3enenvim — TO

BZR, yepabim — T® ANL2, kpacasiMm — TO ARFS.

ITo pe3synbraTam mepBoro sramna aHanusza psaoMm ¢ ARFS-ces3biBarommm
AuxRE Obp11u BoIsiBICHBI paiionsl cBszbiBaHus Td FUS3, ANL2 u BZR. Ilpu
nomoru uHCTpyMeHTa MEME 1n03MIIMOHHO-BECOBBIMU MaTpHUIIaMH  OBLIH
pacIiO3HaHbl CAUThI CBA3BIBAHUS TeX ke Td, 4To M Ha mepBoM 3tane. Takum
oOpazoM, MO  pe3yJbTaraM  JABYXATallHOTO  aHaiM3a  PSAIOM  C
BepuUIIUPOBAaHHBIM caiiToM cBs3piBaHus Td ARFS5 Obumm mpenckazaHsbl
cantel cBs3piBaHusg Td ANL2, FUS3 u BZR. Bo3M0XHO, UMEHHO, 3a CUET
HaJu4usi STUX CaWTOB CBA3bIBaHHS T® psAaoM C NOCIENOBATEIBHOCTHIO
TGTCTG obOecnieunBaeTCsl HETaTHBHAS PETYISAIUS  TPAHCKPUIIIIMOHHOMN
aktuBHOCTU TeHa WOX4 yepe3 T® ARFS coBmectHo ¢ T® ANL2, FUS3 un
BZR. Mexanusm (QyHKIIMOHMPOBAHUS OMHCAHHOTO PETYISTOPHOTO MOIYJsS

OCTAacTCA HCU3BCCTCH.
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SAKJIIOYEHUE

AyKCHH peryiupyeT 00JIbIIoe KOJUYECTBO (DU3UOJIOTHUECKUX MTPOLIECCOB
pacTeHu#, MNpU HTOM MEXaHU3MBI, oObOecrneuuBarolue CHenupUIHOCTh B
PEryJsIMU 3TUX TMPOIECCOB, O CUX IMOp HEe ObUIM BBIABJICHBL. B pamkax
JaHHOW  paboOThl MBI  OPEANOJOXKWIM, YTO  PEryJsilus  ayKCUHOM
Pa3HOOOpa3HBIX MPOIIECCOB OCYIIECTBISETCA 3a cueT B3aumojeuctBus TO
ARF c npyrumu T®, KoTOpble peannu3yroTcsi B PETyJISIIUM KOHKPETHBIX T€HOB,
Oylaroapsi HaJIMYMIO B MX MPOMOTOpPAxX MapHBIX LUC-3JIEMEHTOB i1 000MX
T®. [na BeisBnenus T, yyacTByIOIIUX B MEpEJave CUTHAJIA OT ayKCUHA, MbI
IIPOBEIIN ITOMCK 150, CalTOB CBSI3bIBAHHUS B IPOMOTOpaAX
AyKCUH-UYBCTBUTEIBHBIX TE€HOB, OOBECIMHUB OMOMH(POpPMATUUYECKUE U
TEHETUYECKUE METOBI 1JIs1 MorcKa HOBbIX TUIIOB AuxRE.

B pamkax ganHOUM pa®oThl ObUT pa3zpaboTaH METOJ TPAHCKPUIITOMHOTO
ananu3a accouuanuii (TAA) ns npeacka3zaHus LAC-PETYISTOPHBIX 3J1€MEHTOB
B IPOMOTOpax TE€HOB, MPUYEM OTH LUC-PETYIATOPHBIE  DIIEMEHTHI
IPUCYTCTBYIOT B TPOMOTOpax pasHbiXx HabopoB J[OI' mo maHHBIM pa3HBIX
TPAaHCKPUNTOMHBIX 3KcniepumeHToB. Mertoq TAA Obul B3T B OCHOBY IakeTa
nporpaMmMm metaRE, paspaboranHoro moumu kojuieramu. B nmanHoi pabote
MeTOo/1 ObUT anmpoOHpPOBaH IS TpeacKa3anus OJWHOYHBIX U mapHbiX AuxRE B
reHome A. thaliana: ObIIM NpeaCKa3aHbl U AaHHOTUPOBAHbI HOBBIE MPOCTHIE U
napubie AuxRE. Mpsl npoBenu netanbHbld aHanu3 HOBbIX AuxRE myrtem
ajganTauuu makera nporpaMMm metaRE Kk pa3HbIM 3amauaM, TaKUM Kak MOMCK
oOoramieHus IUC-JIEMEHTOB B pailoHax cBs3biBaHus T, accoumarus

OUC-3JICMCHTOB C IIOJIOKCHUCM OTHOCHTCIIBHO CCT, BpEMCHCM OTBCTA Ha
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oOpabotky pacrenuii aykcuHoM (Cherenkov, Novikova et al., 2018).

OyHKUMOHAIBHOCTh  miectTd  mapHbix  AuxRE  Obuia  mpoBepeHa
AKCIIEPUMEHTAIIBHO.

st sKcriepuMeHTaIbHOM BepuduKanuu OBIJI0O BBIOPAHO HECKOIBKO
Hen3BeCTHBIX paHee mapHbIXx AuxRE. YyBCTBHUTENBHOCTH T'E€HOB C
kaHauaaTHeIMU AuXRE B peryisiTopHbIX pailoHax K ayKCUHY ObLIa MpoBEpeHa
metonoM OT-kommuectBennout [P, mo pesympraram koTOpoil ObuTH
0TOOpaHbI IIpEACKA3aHHbIE LAC-3JIEMEHTBI TUISL MPOBEPKU  HX
(GyHKIMOHANBHOCTH in vivo. B pesyibTaTe U3yueHus akKTUBHOCTU PETOPTEPOB
B CO3/JIaHHBIX TPAHCTEHHBIX JIMHUSAX PACTEHUI C MHTAKTHBIMU MPOMOTOpPaMU U
IpOMOTOpaMHU C MYTHUpPOBaHHBIMU TapHbIMH AUuxRE Oblna moaTBepiKiaeHa
(GYHKIHMOHATBHOCTh TPEX TMAapHBIX JJIEMEHTOB. PemoprepHble JHHUH C
napubiMd  AuxRE, CBsI3aHHBIMH C TIOJABJICHHEM SKCIPECCUU ayKCHUHOM,
OKa3aJIuCh HEYYBCTBUTENbHBI K 00paboTke QuroropmoHoMm. IloaToMy MbI
3aganck  BompocoMm, MoryT Ju Td ARF olecrneunBaTh mojiaBieHUE
JKCIIPECCUM B OTBET HA AaYKCHH, BEIb B HAIIEM AaHAJIU3€ OJIUHOYHbBIC
ARF-cBs3piBatomiue AuxRE He ObulM accoUMMpOBaHBI C MOJABICHUEM
TPAaHCKPHUIIMOHHON aKTUBHOCTH TreHOB (Tabmuia 4). B cBsi3u ¢ 3TUM ObLI
IpoBeIeH OoJiee MeTaabHBIM aHAIM3 PETYJSITOPHOTO paioHa reHa WOXY,
AKCIIpEccUs KOTOPOro 3HAYMMO M3MEHsJIach B OTBET Ha aykcuH (Suer et al.,
2011). B corpyanuuectBe c¢ rpynmoil Thomas Greb mbl mokazanu, 4TO
10/1aBJIEHHE 3KcIpeccuu reHa WOX4 ocyiuecTBisieTcs myTeM cBa3biBaHus T
ARFS5 ¢ onunounsiM AuxRE B mpomoTope 3TOro rexa.

[To pesynabraTam BepuduUKaMu OHOJOTUYECKON (YHKIIMOHATBLHOCTH
napHbix AuxRE BO3HUK BOmpoc, ¢ momolbio Kakux T@ ocyiiecTBisieTcs
perynsiuus yepe3 noATBepxkaeHHbIe napHbie AuXRE 1 kakoil MeXaHU3M JICKUT

B ocHOBe. UTOOBI OTBETHUTH Ha JTOT BOIIPOC, OBLIO IMIPOBCPCHO CBA3BIBAHHC
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pPEryJIITOPHOTO MOAYJsE B MpoMoTope reHa [AA30, copepxkamero Tpu

npenckazanHbix mapHeiX AuxRE, ¢ Oubnuorexoit T® Arabidopsis B
TpOXOKeBOM omHoruOpuaHoit cucteme. B ckpununre c¢ 1957 Td Obuin
BBISBJIICHBI  B3amMmojecTBus 23-x Td wu  A-anerminrpancdepasbl ¢
TPOEKPATHBIM MOBTOPOM MCCIEAYEMOTO PETYISATOPHOrO paiioHa JiuuHOM 120
n.H. (Pucynox 19A). Mexanu3m (QyHKIIMOHUPOBAHHMS JTUX OCJIKOB Ha
npomotope reHa IAA30 ocrtaercs Heu3BecTHbIM. [lomydeHHBIE pe3ysbTaTh
JEMOHCTPUPYIOT KOMOMHATOPHYIO CIIOKHOCTh OPTaHU3AIMU PETYJSITOPHBIX
palioHOB TE€HOB. BuamMo, B peryisiuuM TPAaHCKPHUIILIMKM T€HOB B OTBET Ha
ayKCHH MPUCYTCTBYET KOHKYypEeHIUs U Koorepauus T, mpuyeM B mpeaesax
HEOOJIBIIIOr0 Y4acTKa OJTHOTO MPOMOTOpA.

AKTyalbHON 3aJadyeil TEHETHKU SBISETCS JalbHEWIIee H3yYeHUe
CTPYKTYPHOM CIOKHOCTH ITUC-PETYJSATOPHBIX PAOHOB I'€HOB U BBISIBJICHUE
MEXaHU3MOB UX (PYHKIMOHHMpOBaHUs. [laHHas paboTa MPOAEMOHCTPUpPOBAIA
NEPCHEKTUBHOCTh ~ MPUMEHEHUsT  OMOMHPOPMATUYECKUX  MOAXOAOB  C
MOCIICYIOIIEH SKCIEPUMEHTAIBHON BepUUKAIIUEH NI pelieHus MoJ00HbIX

3a1ad4.
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BbIBO/1bI

Pazpaboran meton TpanckpunromuHoro Ananuza Accommaruii (TAA)
Ui TIOMCKa  IMUC-PETYJSITOPHBIX ~ JJIEMEHTOB,  CHCTEMaTHYECKH
obOoramieHHbIX B IIPOMOTOpax pasHbIX HaObopoB auddepeHInaIbLHO
HKCIPECCUPYIOIINXCS TEHOB.

C nmomomsro Mmetona TAA npenckaszanbl 147 oguHOYHBIX U 592 mapHBIX
ayKCUH-YYBCTBUTENbHBIX 23jieMeHTa (AuxRE) B mpomoTopax reHOB
Arabidopsis  thaliana. 27% mnpenckazaHHbIX OAUHOYHBIX AUuxRE
SBJSIFOTCS.  M3BECTHBIMH CAalTaMH CBS3BIBAHUS TPAHCKPHUIITHOHHBIX
(bakTopoB, CpeaM HEU3BECTHBIX DJEMEHTOB 66%  mpejcTaBiIeHbI
A/T-60oraTeiMu ocneaoBaTeIbHOCTAMU. Cpeiu 2JIIEMEHTOB-TIAPTHEPOB B
coctaBe mnapHblIx AuxRE 7% pacno3sHaHbl Kak W3BECTHBIE CaWThI
CBSA3BIBAHUS TPAHCKPUIITUOHHBIX (PAaKTOPOB.

BrisBiieHa KOMIIO3WIIMOHHAS CIIOKHOCTHh  PETYJISSTOPHBIX pPailOHOB
AyKCUH-YYBCTBUTENIbHBIX Te€HOB Arabidopsis thaliana, xorma B
HEMOCPEICTBEHHON OJIM30CTH IPYT OT JpYyTa paclojIOKEeHbI ABa U Ooee
napHbix AuxRE.

B npomotope rena /4430 naiinen u BepuduuupoBan in vivo AuxRE
CHOKHOU cTpyKTypbl mmuHOM 35 mH. C »stum AuxRE in vitro
CBSI3BIBAIOTCA 23 TPaHCKPUIIMOHHBIX (pakTOopa H3 ceMelcTB bZip,
MADS, WOX, LBD, WRKY, bHLH u onna A-aneruntpancdepasa.
AxTuBHOCTH TeHa WOX4 Arabidopsis thaliana HeraTUBHO perylupyeTcs
TpaHCKpUNIMOHHBIM (akTopoM ARF5 wdepe3 mociemnoBarenbHOCTh

TGTCTG B ero npoMOTOPHO# 00JIACTH.



101

CIIMCOK IMMYBJUKAIIMA IO TEME JUCCEPTAIIUN

[To marepuanam auccepTaliiy OMyOJIMKOBAHO 9 HAYYHBIX padOT, U3 HUX —
Tpu ctratbu B xypHasax u3 Ilepeunss BAK (Bce mnaexcupoBansl B PMHII,
Scopus 1 Web of Science), B ToM 4uciie Tpu — B 3apyOSKHBIX JKypHaiax; a
TaKXe IIEeCTh TE3UCOB KOH(epeHIHil.
CraTbH B ’KypHajax
1. Pavel Cherenkov#, Daria Novikova#Nadya Omelyanchuk, Victor
Levitsky, Ivo Grosse, Dolf Weijers and Victoria Mironova. Diversity of
cis-regulatory elements associated with auxin response in Arabidopsis
thaliana //Journal of experimental botany. — 2017. — T. 69. — Ne. 2. — C.
329-339. doi: 10.1093/jxb/erx254, # — equal contribution
2. Omelyanchuk, N. A., Wiebe, D. S., Novikova D. D., Levitsky, V. G.,
Klimova, N., Gorelova, V., C. Weinholdt, G. V. Vasiliev, E. V.
Zemlyanskaya, N. A. Kolchanov, A. V. Kochetov, 1. Grosse,V. V.
Mironova. 2017. Auxin regulates functional gene groups in a
fold-change-specific manner in Arabidopsis thaliana roots. /Scientific
reports. — 2017. - T. 7. — Ne. 1. — C. 2480.
doi:10.1038/s41598-017-02476-8
3. Klaus Brackmann, Jiyan Qi, Michael Gebert, Virginie Jouannet, Theresa
Schlamp, Karin Griinwald, Eva-Sophie Wallner, Daria D. Novikova,
Victor G. Levitsky, Javier Agusti, Pablo Sanchez, Jan U. Lohmann and
Thomas Greb. Spatial specificity of auxin responses coordinates wood
formation //Nature communications. — 2018. — T. 9. — Ne. 1. — C. 875.

doi: 10.1038/s41467-018-03256-2



102

Te3ucel koHpepeHUMT

4.

Novikova D.D., Mironova V.V., Omelyanchuk N.A., Auxin-responsive
transcriptome of Arabidopsis thaliana roots, Bioinformatics of Genome
Regulation and Structure\Systems Biology, 23-28 of June 2014,

Novosibirsk

. Novikova D.D., Mironova V.V., Omelyanchuk N.A., Cherenkov P.A.

Meta-analysis of transcriptome data to investigate auxin response
mechanisms in Arabidopsis thaliana L., International Conference on

Systems Biology, 16 -20 of September 2016, Barcelona, Spain

. Novikova D.D., Mironova V.V., Cherenkov P.A., Functional annotation

of auxin responsive cis-regulatory elements, II Bcepoccuiickas
KOH(pepeH1us C MEXTYHapOIHbIM y4acTHEM
"BricOKONIPOU3BOUTENLHOE CEKBEHUPOBaHNE B TeHOMUKe", 18-23 utoHs

2017, HoBocubupck, c. 67

. Novikova D.D., Weijers D., Mironova V.V., Diversity of auxin

responsive cis-regulatory elements, 1-5 of July 2018, Auxins and

Cytokinins in Plant Development, Prague, Czech Republic, p. 78

. Novikova D.D., Cherenkov P.A., Tkachev K.U., Levitsky V.G.,

Mironova V.V., MetaRE: search for cis-regulatory elements via
meta-analysis of transcriptomic data, 20-25 of August 2018,
Bioinformatics of Genome Regulation and Structure\Systems Biology,
Novosibirsk, p.179

Novikova D.D., Weijers D., Mironova V.V., Diversity of AuxREs in
Arabidopsis thaliana L, International Conference on Plant Growth

Substances, 25 - 29 of June 2019, Paris, France, p.36



103

CIIMCOK JIUTEPATYPHBI
l. Hepdmauar K. I'opmonsl pactenuit: CuctemHbli moaxon. — M.:
Mup, 1985. - 304 C.
2. ExoBa T. A. Arabidopsis thaliana-mMmonenbHbIi OOBEKT TCHETHUKH

pactenuii. — M.:MAKC IIpecc, 2003. — 219 C.

3. Kosranko H. B. bpaccuHOCTepouMabl B PacTUTEIBHOM MHPE
//Xumust npupoaHbIX coenquuenuid. — 1991. — T. 2. — C. 159-173.

4. Kpaen B. C. wu gp. Perynstopel pocrta pacTeHUd:
BHYTPHUKJIETOUHAS TOPMOHAJIbHAsI CUTHAJW3aIMs M MPUMEHEHUE B arpapHoM
npousBojicTBe. Bropoi mexmyHapoausiii cumnosuyMm (Kues, Ykpauna, 8-12
okTsa0pss 2007 r.) //®@usmnonorus pacrenuit. — 2008. — T. 55. — No. 4. — C.
629-640.

5. Kynaesa O. H. DOtunen B xu3uu pacteHuii //CopocoBckuit
oOpazoBaTenbHbIi KypHaIL — 1998. — T. 11. — C. 78-84.

6. Kynaesa O. H. Kak perynupyercs xxu3ub pactenuit //CopocoBCKuit
obpazoBaTenbHbIN KypHAL — 1995. — Neo. 1. — C. 20-27.

7. Mensene C. C. ®dusuonorus pacrenuit: ydeOnuk. — CIIO.:
bXB-IletepOypr, 2012. — 512 C.

8. Pakutuna T. f. u gp. AGcum3oBasi KHCIOTa U ATUICH B MyTaHTax
Arabidopsis thaliana, paznuuarommxcs 1o yCTOWYUBOCTH K YJIbTPaPuOIETOBOM
(Y®-b) paguaruu //duznon. pacrenuit. — 1994, — T. 41.

0. Ty3oBa P., KoBasme H. MonekyasspHO-reHETHUECKUE MEXAHU3MBI

9BOJIIOIUMH OPTraHUYCCKOro Mupa. I'eneTnyeckas 1 KJICTOUHAS WHXXCHCPUSI.- M.:

Litres, 2017. — 398C.



104
10. Abe H. et al. Role of Arabidopsis MYC and MYB homologs in

drought-and abscisic acid-regulated gene expression //The Plant Cell. — 1997. —
T.9.—Ne. 10. — C. 1859-1868.

11.  Abel S., Oecller P. W., Theologis A. Early auxin-induced genes
encode short-lived nuclear proteins //Proceedings of the National Academy of
Sciences. — 1994. — T. 91. — Ne. 1. — C. 326-330.

12.  Abel S., Theologis A. Early genes and auxin action //Plant
Physiology. — 1996. — T. 111. = Ne. 1. - C. 9.

13. Bailey T. L. et al. MEME SUITE: tools for motif discovery and
searching //Nucleic acids research. — 2009. — T. 37. — Ne. suppl 2. — C.
W202-W208.

14. Bardet A. F. et al. A computational pipeline for comparative
ChIP-seq analyses //Nature protocols. —2012. — T. 7. — Ne. 1. — C. 45.

15. Bargmann B. O. R. et al. A map of cell type-specific auxin
responses //Molecular systems biology. —2013. —T. 9. — Ne. 1. — C. 688.

16. Bargmann B. O. R. et al. TARGET: a transient transformation
system for genome-wide transcription factor target discovery //Molecular plant.
—2013.—T. 6.—Ne. 3. - C. 978.

17. Barrett T. et al. NCBI GEO: mining millions of expression
profiles—database and tools //Nucleic acids research. — 2005. — T. 33. — Ne.
suppl 1. —C. D562-D566.

18.  Benjamini Y., Hochberg Y. Controlling the false discovery rate: a
practical and powerful approach to multiple testing //Journal of the royal
statistical society. Series B (Methodological). — 1995. — C. 289-300.

19. Benjamini Y. et al. The control of the false discovery rate in
multiple testing under dependency //The annals of statistics. — 2001. — T. 29. —
Ne. 4. —C. 1165-1188.



105
20. Berckmans B. et al. Light-dependent regulation of DELI is

determined by the antagonistic action of E2Fb and E2Fc //Plant physiology. —
2011.—=T. 157. — Ne. 3. — C. 1440-1451.

21. Berendzen K. W. et al. Bioinformatic cis-element analyses
performed in Arabidopsis and rice disclose bZIP-and MYB-related binding
sites as potential AuxRE-coupling elements in auxin-mediated transcription
//BMC plant biology. —2012. — T. 12. — Ne. 1. - C. 125.

22.  Berg O. G., von Hippel P. H. Selection of DNA binding sites by
regulatory proteins: Statistical-mechanical theory and application to operators
and promoters //Journal of molecular biology. — 1987. — T. 193. — Ne. 4. — C.
723-743.

23.  Bevan M. W., Flavell R. B., Chilton M. D. A chimaeric antibiotic
resistance gene as a selectable marker for plant cell transformation //Nature. —
1983. — T. 304. — Ne. 5922. — C. 184.

24.  Blenau W., Rademacher E., Baumann A. Plant essential oils and
formamidines as insecticides/acaricides: what are the molecular targets?
//Apidologie. —2012. — T. 43. — Neo. 3. — C. 334-347.

25.  Boer D. R. et al. Structural basis for DNA binding specificity by the
auxin-dependent ARF transcription factors //Cell. — 2014. — T. 156. — Ne. 3. —
C. 577-589.

26. Brackmann K. et al. Spatial specificity of auxin responses
coordinates wood formation //Nature communications. — 2018. — T. 9. — Ne. 1.
—C. 875.

27. Bass J. I. F., Reece-Hoyes J. S., Walhout A. J. M. Generating bait
strains for yeast one-hybrid assays //Cold Spring Harbor Protocols. — 2016. —
T.2016. — Ne. 12. — C. pdb. prot088948.

28. Chapman E. J., Estelle M. Mechanism of auxin-regulated gene



106
expression in plants //Annual review of genetics. —2009. — T. 43. — C. 265-285.

29.  Cherenkov P. et al. Diversity of cis-regulatory elements associated
with auxin response in Arabidopsis thaliana //Journal of experimental botany. —
2017.—T. 69.—Ne. 2. — C. 329-339.

30. Chilton M. D. et al. Stable incorporation of plasmid DNA into
higher plant cells: the molecular basis of crown gall tumorigenesis //Cell. —
1977. —T. 11. —Ne. 2. — C. 263-271.

31. Choi J. et al. Cytokinins and plant immunity: old foes or new
friends? //Trends in plant science. —2011. —T. 16. — Ne, 7. — C. 388-394.

32. Chomczynski P., Mackey K. Short technical reports. Modification
of the TRI reagent procedure for isolation of RNA from polysaccharide-and
proteoglycan-rich sources //Biotechniques. — 1995. — T. 19. — No. 6. — C.
942-945.

33.  Chuang H., Zhang W., Gray W. M. Arabidopsis ETA2, an apparent
ortholog of the human cullin-interacting protein CANDI1, is required for auxin
responses mediated by the SCFTIR1 ubiquitin ligase //The Plant Cell. — 2004.
—T. 16.—Ne. 7. — C. 1883-1897.

34. Darwin, C. The Power of Movement in Plants. John Murray,
London. — 1880.

35. Davis S., Meltzer P. GEOquery: a bridge between the Gene
Expression Omnibus (GEO) and BioConductor. // Bioinformatics - 2007 - 14 -
P. 1846-1847.

36. De Block, M., D. Debrouwer, and T. Moens. "The development of
a nuclear male sterility system in wheat. Expression of the barnase gene under
the control of tapetum specific promoters." Theoretical and Applied Genetics
95.1-2 (1997): 125-131.

37. Devlin P. F., Yanovsky M. J., Kay S. A. A genomic analysis of the



107
shade avoidance response in Arabidopsis //Plant Physiology. — 2003. — T. 133.

—No. 4. - C. 1617-1629.

38. Dharmasiri N. et al. Plant development is regulated by a family of
auxin receptor F box proteins //Developmental cell. — 2005. - T. 9. — Ne. 1. — C.
109-119.

39. Dombrecht B. et al. MYC2 differentially modulates diverse
jasmonate-dependent functions in Arabidopsis //The Plant Cell. — 2007. — T.
19. — Ne. 7. — C. 2225-2245.

40. Dreher K. A. et al. The Arabidopsis Aux/IAA protein family has
diversified in degradation and auxin responsiveness //The Plant Cell. —2006. —
T. 18. — Ne. 3. - C. 699-714.

41. Dreos R., Ambrosini G., Bucher P. Influence of rotational
nucleosome positioning on transcription start site selection in animal promoters
//PLoS computational biology. —2016. — T. 12. — Ne. 10. — C. €1005144.

42.  Durinck S. et al. BioMart and Bioconductor: a powerful link
between biological databases and microarray data analysis //Bioinformatics. —
2005. - T. 21.— Ne. 16. — C. 3439-3440.

43. Edgar R., Domrachev M., Lash A. E. Gene Expression Omnibus:
NCBI gene expression and hybridization array data repository //Nucleic acids
research. —2002. — T. 30. — Ne. 1. — C. 207-210.

44.  Eklund D. M. et al. The Arabidopsis thaliana STYLISH1 protein
acts as a transcriptional activator regulating auxin biosynthesis //The Plant
Cell. —2010. — T. 22. — No. 2. — C. 349-363.

45. Fernandez-Calvo P. et al. The Arabidopsis bHLH transcription
factors MYC3 and MYC4 are targets of JAZ repressors and act additively with
MYC2 in the activation of jasmonate responses //The Plant Cell. — 2011. — T.
23. = Ne. 2. —C. 701-715.



108
46. Flores-Sandoval E., Eklund D. M., Bowman J. L. A simple auxin

transcriptional response system regulates multiple morphogenetic processes in
the liverwort Marchantia polymorpha //PLoS genetics. —2015. —T. 11. — Ne. 5.
—C. E1005207.

47. Foster R., Izawa T., Chua N. H. Plant bZIP proteins gather at
ACGT elements //The FASEB Journal. — 1994. — T. 8. — Ne. 2. — C. 192-200.

48. Franco-Zorrilla J. M. et al. DNA-binding specificities of plant
transcription factors and their potential to define target genes //Proceedings of
the National Academy of Sciences. —2014. —T. 111. — Ne. 6. — C. 2367-2372.

49. Gaudinier, A., Zhang, L., Reece-Hoyes, J. S., Taylor-Teeples, M.,
Pu, L., Liu, Z., Brady, S. M. Enhanced Y1H assays for Arabidopsis //Nature
methods. —2011. — T. 8. — No. 12. — C. 1053.

50. Guilfoyle T. J. The PB1 domain in auxin response factor and
Aux/TAA proteins: a versatile protein interaction module in the auxin response
//The Plant Cell. —2015. — T. 27. — No. 1. — C. 33-43.

51. Goda H, Sawa S, Asami T, Fujioka S, Shimada Y, Yoshida S.
Comprehensive comparison of auxin-regulated and brassinosteroid-regulated
genes in Arabidopsis //Plant physiology. — 2004. — T. 134. — Ne. 4. — C.
1555-1573.

52.  Gray WM, Ostin A, Sandberg G, Romano CP, Estelle M. High
temperature promotes auxin-mediated hypocotyl elongation in Arabidopsis
//Proceedings of the National Academy of Sciences. — 1998. — T. 95. — No. 12.
—C. 7197-7202.

53. Gray W. M. et al. Arabidopsis SGTIlb 1s required for
SCFTIR1-mediated auxin response //The Plant Cell. — 2003. — T. 15. — Ne. 6. —
C. 1310-1319.

54. Goossens J. et al. Jasmonates: signal transduction components and



109
their roles in environmental stress responses //Plant molecular biology. — 2016.

—T.91. —Ne. 6. — C. 673-689.

55. Grunewald W. et al. A role for AtWRKY23 in feeding site
establishment of plant-parasitic nematodes //Plant physiology. — 2008. — T.
148. — No. 1. — C. 358-368.

56. Guern J. Regulation from within: the hormone dilemma //Annals of
botany. — 1987. — C. 75-102.

57. Gupta S. et al. Quantifying similarity between motifs //Genome
biology. —2007. — T. 8. — Ne. 2. — C. R24.

58. Hagen G., Guilfoyle T. Auxin-responsive gene expression: genes,
promoters and regulatory factors //Plant molecular biology. — 2002. — T. 49. —
Ne. 3-4. — C. 373-385.

59. He H. et al. Network-based meta-analyses of associations of
multiple gene expression profiles with bone mineral density variations in
women //PloS one. —2016. —T. 11. — Ne. 1. — C. e0147475.

60. Hellens, R. P., Edwards, E. A., Leyland, N. R., Bean, S., &
Mullineaux, P. M. pGreen: a versatile and flexible binary Ti vector for
Agrobacterium-mediated plant transformation //Plant molecular biology. —
2000. —T. 42. — Neo. 6. — C. 819-832.

61. Hellmann H. et al. Arabidopsis AXR6 encodes CULI implicating
SCF E3 ligases in auxin regulation of embryogenesis /The EMBO journal. —
2003. - T.22.—Ne. 13. - C. 3314-3325.

62. Hehl R., Steffens N. O., Wingender E. Isolation and analysis of
gene regulatory sequences //Handbook of Plant Biotechnology. — 2004.

63. van Helden J., André B., Collado-Vides J. Extracting regulatory
sites from the upstream region of yeast genes by computational analysis of

oligonucleotide frequencies //Journal of molecular biology. — 1998. — T. 281. —



110
Ne. 5. - C. 827-842.

64. Helden J., Rios A. F., Collado-Vides J. Discovering regulatory
elements in non-coding sequences by analysis of spaced dyads //Nucleic acids
research. —2000. — T. 28. — Ne. 8. — C. 1808-1818.

65. Ho S. N. et al. Site-directed mutagenesis by overlap extension using
the polymerase chain reaction //Gene. — 1989. — T. 77. — No. 1. — C. 51-59.

66. Izawa T., Foster R., Chua N. H. Plant bZIP protein DNA binding
specificity //Journal of molecular biology. — 1993. — T. 230. — Ne. 4. — C.
1131-1144.

67. Jakoby M. et al. bZIP transcription factors in Arabidopsis //Trends
in plant science. — 2002. — T. 7. — Ne. 3. — C. 106-111.

68. James P., Halladay J., Craig E. A. Genomic libraries and a host
strain designed for highly efficient two-hybrid selection in yeast //Genetics. —
1996. — T. 144. — Ne. 4. — C. 1425-1436.

69. Jung C. et al. Overexpression of AtMYB44 enhances stomatal
closure to confer abiotic stress tolerance in transgenic Arabidopsis //Plant
physiology. —2008. — T. 146. — Ne. 2. — C. 623-635.

70. Kato H. et al. Auxin-mediated transcriptional system with a
minimal set of components is critical for morphogenesis through the life cycle
in Marchantia polymorpha //PLoS genetics. — 2015. — T. 11. — Ne. 5. — C.
E1005084.

71. Kim M. et al. Examination of the auxin hypothesis of
phytomelatonin action in classical auxin assay systems in maize //Journal of
plant physiology. —2016. — T. 190. — C. 67-71.

72.  Kim S. Y., Kim Y. S. Genome-wide prediction of transcriptional
regulatory elements of human promoters using gene expression and promoter

analysis data /BMC bioinformatics. — 2006. — T. 7. — Ne. 1. — C. 330.



111
73. Kawai S., Hashimoto W., Murata K. Transformation of

Saccharomyces cerevisiae and other fungi: methods and possible underlying
mechanism //Bioengineered bugs. —2010. — T. 1. — Ne. 6. — C. 395-403.

74.  Kepinski S., Leyser O. The Arabidopsis F-box protein TIR1 is an
auxin receptor //Nature. — 2005. — T. 435. — No. 7041. — C. 446.

75.  Klee H., Estelle M. Molecular genetic approaches to plant hormone
biology //Annual review of plant biology. — 1991. — T. 42. — No. 1. — C.
529-551.

76. Ko S., Kamada H. Isolation of carrot basic leucine zipper
transcription factor using yeast one-hybrid screening //Plant molecular biology
reporter. —2002. — T. 20. — Ne. 3. — C. 301-301.

77. Korasick D. A., Jez J. M., Strader L. C. Refining the nuclear auxin
response pathway through structural biology //Current opinion in plant biology.
—2015.-T.27. - C. 22-28.

78.  Kosugi S., Ohashi Y. Cloning and DNA-binding properties of a
tobacco Ethylene-Insensitive3 (EIN3) homolog //Nucleic Acids Research. —
2000. — T. 28. — Neo. 4. — C. 960-967.

79. Lavy M. et al. Constitutive auxin response in Physcomitrella
reveals complex interactions between Aux/IAA and ARF proteins //Elife. —
2016.—-T.5.-C. E13325.

80. Lee B., Henderson D. A., Zhu J. K. The Arabidopsis
cold-responsive transcriptome and its regulation by ICE1 //The Plant Cell. —
2005.—T.17.—Ne. 11. - C. 3155-3175.

81. Lee H. W. et al. LBD18/ASL20 regulates lateral root formation in
combination with LBD16/ASL18 downstream of ARF7 and ARFI9 in
Arabidopsis //Plant physiology. —2009. — T. 151. — Ne. 3. — C. 1377-13809.

82. Legrand J. et al. Modelling the influence of dimerisation sequence



112
dissimilarities on the auxin signalling network /BMC systems biology. — 2016.

—T.10. = Ne. 1. - C. 22.

83. Lenhard J. Models and statistical inference: The controversy
between Fisher and Neyman—Pearson //The British journal for the philosophy
of science. —2006. — T. 57. — Ne. 1. — C. 69-91.

84. Leyser O. Auxin signaling //Plant Physiology. — 2018 — T.176.— Ne.
1. —C. 465-479.

85. Li W. et al. DNA methylation and histone modifications regulate de
novo shoot regeneration in Arabidopsis by modulating WUSCHEL expression
and auxin signaling //PLoS genetics. —2011. —T. 7. — Ne. 8. — C. €1002243.

86. Li C. et al. Verification of DNA motifs in Arabidopsis using
CRISPR/Cas9-mediated mutagenesis //Plant biotechnology journal. — 2018. —
T. 16. — Ne. 8. — C. 1446-1451.

87. Liao C.-Y., Smet W, Brunoud G., Yoshida S., Vernoux T., Weijers
D. Reporters for sensitive and quantitative measurement of auxin response
//Nature methods. —2015. - T. 12. — Ne. 3. - C. 207.

88. Liu J. S. The collapsed Gibbs sampler in Bayesian computations
with applications to a gene regulation problem //Journal of the American
Statistical Association. — 1994. — T. 89. — Ne. 427. — C. 958-966.

89. Liu X. S., Brutlag D. L., Liu J. S. An algorithm for finding
protein—-DNA binding sites with applications to
chromatin-immunoprecipitation microarray experiments //Nature
biotechnology. — 2002. — T. 20. — Ne. 8. — C. 835.

90. Lu H., Zou Y., Feng N. Overexpression of AHL20 negatively
regulates defenses in Arabidopsis //Journal of integrative plant biology. — 2010.
—T.52. —Ne.9.—-C. 801-808.

91. Lynch T., Erickson B. J., Finkelstein R. R. Direct interactions of



113
ABA-insensitive  (ABI)-clade protein phosphatase (PP) 2Cs with

calcium-dependent protein kinases and ABA response element-binding bZIPs
may contribute to turning off ABA response //Plant molecular biology. —2012.
—T. 80. — Ne. 6. — C. 647-658.

92. dos Santos Maraschin F., Memelink J., Offringa R. Auxin-induced,
SCFTIR1-mediated poly-ubiquitination marks AUX/IAA proteins for
degradation //The Plant Journal. — 2009. — T. 59. — Ne. 1. — C. 100-109.

93. Martinez-Garcia J. F., Huq E., Quail P. H. Direct targeting of light
signals to a promoter element-bound transcription factor //Science. — 2000. — T.
288. — No. 5467. — C. 859-863.

94. McCarthy J.D., Chen Y., Smyth G.K. Differential expression
analysis of multifactor RNA-Seq experiments with respect to biological
variation // Nucleic Acids Research - 2012 - 40(10) - P. 4288-4297.

95. Mitsuda N. et al. Efficient yeast one-/two-hybrid screening using a
library composed only of transcription factors in Arabidopsis thaliana //Plant
and Cell physiology. —2010. — T. 51. — Ne. 12. — C. 2145-2151.

96. Mironova, V.V., Omelyanchuk, N.A., Wiebe, D.S., Levitsky, V.G.
Computational analysis of Auxin Responsive Elements in the Arabidopsis
thaliana L. genome // BMC Genomics - 2014 . -N 15

97. Mironova V. et al. The systems biology of auxin in developing
embryos //Trends in plant science. — 2017. — T. 22. — Ne. 3. — C. 225-235.

98. Mockaitis K., Estelle M. Auxin receptors and plant development: a
new signaling paradigm //Annual review of cell and developmental biology. —
2008. —T. 24. — C. 55-80.

99. Mutte S. K. et al. Origin and evolution of the nuclear auxin

response system //Elife. —2018. —T. 7. — C. €33399.



114
100. Nembhauser J. L., Feldman L. J., Zambryski P. C. Auxin and ETTIN

in Arabidopsis gynoecium morphogenesis //Development. — 2000. — T. 127. —
Ne. 18. — C. 3877-3888.

101. Nicolas M., Cubas P. TCP factors: new kids on the signaling block
//Current opinion in plant biology. —2016. — T. 33. — C. 33-41.

102. Nishizawa-Yokoi A. et al. HsfAld and HsfAle involved in the
transcriptional regulation of HsfA2 function as key regulators for the Hsf
signaling network in response to environmental stress //Plant and Cell
Physiology. —2011. — T. 52. — Ne. 5. — C. 933-945.

103. Nodine M. D., Yadegari R., Tax F. E. RPK1 and TOAD?2 are two
receptor-like kinases redundantly required for Arabidopsis embryonic pattern
formation //Developmental cell. — 2007. — T. 12. — No. 6. — C. 943-956.

104. Nolan T., Hands R. E., Bustin S. A. Quantification of mRNA using
real-time RT-PCR //Nature protocols. —2006. — T. 1. — Ne. 3. — C. 1559.

105. Oh E. et al. Cell elongation is regulated through a central circuit of
interacting transcription factors in the Arabidopsis hypocotyl //Elife. — 2014. —
T.3.—-C. E03031.

106. Okushima Y. et al. ARF7 and ARF19 regulate lateral root
formation via direct activation of LBD/ASL genes in Arabidopsis //The Plant
Cell. —2007. —T. 19. — Ne. 1. — C. 118-130.

107. O’Malley R. C. et al. Cistrome and epicistrome features shape the
regulatory DNA landscape //Cell. —2016. — T. 165. — No. 5. — C. 1280-1292.

108. Orchard K., May G. E. An EMSA-based method for determining
the molecular weight of a protein--DNA complex //Nucleic acids research. —
1993. —T. 21. — Ne. 14. — C. 3335.

109. Pages H. et al. Biostrings: Efficient manipulation of biological

strings //R package version. —2017. — T. 2. — No. 0.



115
110. Paponov I. A. et al. Comprehensive transcriptome analysis of auxin

responses in Arabidopsis //Molecular Plant. — 2008. — T. 1. — Ne. 2. — C.
321-337.

I111. Pan Y. J. et al. A novel WRKY-like protein involved in
transcriptional activation of cyst wall protein genes in Giardia lamblia //Journal
of Biological Chemistry. — 2009. — T. 284. — Ne. 27. — C. 17975-17988.

112. Péret B. et al. Auxin regulates aquaporin function to facilitate
lateral root emergence //Nature cell biology. — 2012. — T. 14. — Ne. 10. — C.
991.

113. Piya S. et al. Protein-protein interaction and gene co-expression
maps of ARFs and Aux/IAAs in Arabidopsis //Frontiers in plant science. —
2014.-T.5.-C. 744.

114. Pufky J., Qiu Y., Rao M. V., Hurban P., Jones A.M. The
auxin-induced transcriptome for etiolated Arabidopsis seedlings using a
structure/function approach //Functional & integrative genomics. — 2003. — T.
3. —Ne. 4. - C. 135-143.

115. Rademacher E. H. et al. Different auxin response machineries
control distinct cell fates in the early plant embryo //Developmental cell. —
2012. - T.22.—Ne. 1. - C. 211-222.

116. Raschke A. et al. Natural variants of ELF3 affect
thermomorphogenesis by transcriptionally modulating PIF4-dependent auxin
response genes /BMC plant biology. — 2015. — T. 15. — Ne. 1. - C. 197.

117. Ripoll J. J. et al. microRNA regulation of fruit growth //Nature
Plants. —2015. — T. 1. — Ne. 4. — C. 15036.

118. Ritchie M. E. et al. limma powers differential expression analyses
for RNA-sequencing and microarray studies //Nucleic acids research. —2015. —

T.43. —Ne. 7. - C. ed7-€47.



116
119. Rivero L. et al. Handling Arabidopsis plants: growth, preservation

of seeds, transformation, and genetic crosses //Arabidopsis protocols. —
Humana Press, Totowa, NJ, 2014. — C. 3-25.

120. Perrot-Rechenmann C. Cellular responses to auxin: division versus
expansion //Cold Spring Harbor perspectives in biology. — 2010. — T. 2. — Ne,
5.—C. a00144e.

121. Del Pozo J. C. et al. AXR1-ECR1-dependent conjugation of RUB1
to the Arabidopsis cullin AtCULI is required for auxin response //The Plant
Cell. —2002. — T. 14. — Ne. 2. — C. 421-433.

122. Prigge M. J. et al. Physcomitrella patens auxin-resistant mutants
affect conserved elements of an auxin-signaling pathway //Current Biology. —
2010. - T. 20. — Ne. 21.—C. 1907-1912.

123. Prigge M. J. et al. The Arabidopsis auxin receptor F-box proteins
AFB4 and AFBS5 are required for response to the synthetic auxin picloram
//G3: Genes, Genomes, Genetics. —2016. —T. 6. — Ne. 5. — C. 1383-1390.

124. Robinson M.D., McCarthy D.J.,, Smyth G.K. edgeR: a
Bioconductor package for differential expression analysis of digital gene
expression data // Bioinformatics - 2010 - 26 - P. 139-140.

125. Rose A., Meier 1., Wienand U. The tomato I-box binding factor
LeMYBI is a member of a novel class of Myb-like proteins //The Plant
Journal. — 1999. — T. 20. — Ne. 6. — C. 641-652.

126. Saiki R. K. et al. Enzymatic amplification of beta-globin genomic
sequences and restriction site analysis for diagnosis of sickle cell anemia
//Science. — 1985. — T. 230. — Ne. 4732. — C. 1350-1354.

127. Salehin M., Bagchi R., Estelle M. SCFTIR1/AFB-based auxin
perception: mechanism and role in plant growth and development //The Plant

Cell. —2015. —T. 27. = Ne. 1. — C. 9-19.



117
128. Santamaria M. et al. The promoter of a basic PRI-like gene,

AtPRBI1, from Arabidopsis establishes an organ-specific expression pattern
and responsiveness to ethylene and methyl jasmonate //Plant Molecular
Biology. —2001. — T. 47. — Ne. 5. — C. 641-652.

129. Sequeira-Mendes J. et al. The functional topography of the
Arabidopsis genome is organized in a reduced number of linear motifs of
chromatin states //The Plant Cell. — 2014. — T. 26. — Ne. 6. — C. 2351-2366.

130. Sessions A. et al. ETTIN patterns the Arabidopsis floral meristem
and reproductive organs //Development. — 1997. — T. 124. — Ne. 22. — C.
4481-4491.

131. Shaikhali J. et al. Redox-mediated mechanisms regulate DNA
binding activity of the G-group of basic region leucine zipper (bZIP)
transcription factors in Arabidopsis //Journal of Biological Chemistry. — 2012.
—T. 287. - Ne. 33. - C. 27510-27525.

132. Shin R. et al. The Arabidopsis transcription factor MYB77
modulates auxin signal transduction //The Plant Cell. —2007. — T. 19. — Ne. 8. —
C. 2440-2453.

133. Simonini S. et al. A noncanonical auxin-sensing mechanism is
required for organ morphogenesis in Arabidopsis //Genes & Development. —
2016. —T. 30. — Ne. 20. — C. 2286-2296.

134. Spartz A. K. et al. SAUR inhibition of PP2C-D phosphatases
activates plasma membrane H+-ATPases to promote cell expansion in
Arabidopsis //The Plant Cell. —2014. — T. 26. — No. 5. — C. 2129-2142.

135. Spensley M. et al. Evolutionarily conserved regulatory motifs in the
promoter of the Arabidopsis clock gene LATE ELONGATED HYPOCOTYL
//The Plant Cell. — 2009. — T. 21. — Ne. 9. — C. 2606-2623.

136. Smalle J., Vierstra R. D. The ubiquitin 26S proteasome proteolytic



118
pathway //Annu. Rev. Plant Biol. —2004. — T. 55. — C. 555-590.

137. Staswick P. E. et al. Characterization of an Arabidopsis enzyme
family that conjugates amino acids to indole-3-acetic acid //The Plant Cell. —
2005.—T.17.—Ne. 2. - C. 616-627.

138. Stigliani, A., Martin-Arevalillo, R., Lucas, J., Bessy, A.,
Vinos-Poyo, T., Mironova, V., Parcy, F. Capturing auxin response factors
syntax using DNA binding models //Molecular plant. — 2018.

139. Stirnberg P. et al. FHY3 promotes shoot branching and stress
tolerance in Arabidopsis in an AXR1-dependent manner //The Plant Journal. —
2012. = T.71.—Ne. 6. — C. 907-920.

140. Stormo G. D. DNA binding sites: representation and discovery
//Bioinformatics. — 2000. — T. 16. — Ne. 1. — C. 16-23.

141. Suer S. et al. WOX4 imparts auxin responsiveness to cambium cells
in Arabidopsis //The Plant Cell. — 2011. — T. 23. — No. 9. — C. 3247-3259.

142. Suzuki J. Y. et al. Unique architecture of the plastid ribosomal
RNA operon promoter recognized by the multisubunit RNA polymerase in
tobacco and other higher plants //The Plant Cell. — 2003. — T. 15. — Ne. 1. - C.
195-205.

143. Szemenyei H., Hannon M., Long J. A. TOPLESS mediates
auxin-dependent transcriptional repression during Arabidopsis embryogenesis
//Science. — 2008. — T. 319. — Ne. 5868. — C. 1384-1386.

144. Tan X. et al. Mechanism of auxin perception by the TIR1 ubiquitin
ligase //Nature. — 2007. — T. 446. — No. 7136. — C. 640.

145. Taylor R. G., Walker D. C., Mclnnes R. R. E. coli host strains
significantly affect the quality of small scale plasmid DNA preparations used
for sequencing //Nucleic acids research. — 1993. — T. 21. — Ne. 7. — C. 1677.

146. Tezuka K. et al. A novel abi5 allele reveals the importance of the



119
conserved Ala in the C3 domain for regulation of downstream genes and salt

tolerance during germination in Arabidopsis //Plant signaling & behavior. —
2013. —T. 8. —Ne. 3. — C. e23455.

147. Thimann K. V. Auxins and the growth of roots //American Journal
of Botany. — 1936. — T. 23. — Ne. 8. — C. 561-569.

148. Tiwari S. B., Hagen G., Guilfoyle T. J. Aux/IAA proteins contain a
potent transcriptional repression domain //The Plant Cell. —2004. — T. 16. — Ne.
2.—C. 533-543.

149. Trenner J. et al. Auxin-induced expression divergence between
Arabidopsis species may originate within the TIR1/AFB-AUX/IAA—-ARF
module //Journal of experimental botany. — 2016. — T. 68. — Ne. 3. — C.
539-552.

150. Udvardi M. K., Czechowski T., Scheible W. R. Eleven golden rules
of quantitative RT-PCR //The Plant Cell. — 2008. — T. 20. — Ne. 7. — C.
1736-1737.

151. Ulmasov T., Hagen G., Guilfoyle T. J. Dimerization and DNA
binding of auxin response factors //The Plant Journal. — 1999. — T. 19. — Ne. 3.
—C. 309-3109.

152. Ulmasov T., Murfett J., Hagen G., Guilfoyle T.J. Aux/IAA proteins
repress expression of reporter genes containing natural and highly active
synthetic auxin response elements //The Plant Cell. — 1997. — T. 9. — Ne. 11. —
C. 1963-1971.

153. Valouev A., Johnson D.S., Sundquist A. Genome-wide analysis of
transcription factor binding sites based on ChIP-Seq data //Nature methods. —
2008. —T.5.—Ne. 9. —C. 829.

154. Vanneste S., Friml J. Auxin: a trigger for change in plant

development //Cell. — 2009. — T. 136. — Ne. 6. — C. 1005-1016.



120
155. Varaud E. et al. AUXIN RESPONSE FACTORS8 regulates

Arabidopsis petal growth by interacting with the bHLH transcription factor
BIGPETALp //The Plant Cell. —2011. —T. 23. — Ne. 3. — C. 973-983.

156. Vernoux T. et al. The auxin signalling network translates dynamic
input into robust patterning at the shoot apex //Molecular systems biology. —
2011.—=T.7.—Ne. 1. - C. 508.

157. Vert G. et al. Integration of auxin and brassinosteroid pathways by
Auxin Response Factor 2 //Proceedings of the National Academy of Sciences.
—2008. —T. 105. — Neo. 28. — C. 9829-9834.

158. Villalobos L. I. A. C. et al. A combinatorial TIR1/AFB-Aux/IAA
co-receptor system for differential sensing of auxin //Nature chemical biology.
—2012.—T.8. —Ne. 5. - C. 477.

159. Vityaev E. E. et al. Computer System Gene Discovery for Promoter
Structure Analysis //In silico biology. —2002. — T. 2. — Ne, 3. — C. 257-262.

160. Vityaev E. E. et al. Software for analysis of gene regulatory
sequences by knowledge discovery methods //Bioinformatics of Genome
Regulation and Structure II. — Springer, Boston, MA, 2006. — C. 491-498.

161. Walcher C. L., Nemhauser J. L. Bipartite promoter element
required for auxin response //Plant Physiology. — 2012. — T. 158. — No. 1. — C.
273-282.

162. Wang R., Estelle M. Diversity and specificity: auxin perception and
signaling through the TIR1/AFB pathway //Current opinion in plant biology. —
2014.-T.21.—-C. 51-58.

163. Wasserman W. W., Sandelin A. Applied bioinformatics for the
identification of regulatory elements //Nature Reviews Genetics. — 2004. — T.
5.—Ne. 4. -C. 276.

164. Weijers D., Wagner D. Transcriptional responses to the auxin



121
hormone //Annual review of plant biology. —2016. — T. 67. — C. 539-574.

165. Weirauch M. T. et al. Determination and inference of eukaryotic
transcription factor sequence specificity //Cell. — 2014. — T. 158. — Ne. 6. — C.
1431-1443.

166. Wendrich J. R. et al. Ligation-independent cloning for plant
research //Plant Functional Genomics. — Humana Press, New York, NY, 2015.
—C. 421-431.

167. Weiste C., Droge-Laser W. The Arabidopsis transcription factor
bZIP11 activates auxin-mediated transcription by recruiting the histone
acetylation machinery //Nature communications. — 2014. — T. 5. — C. 3883.

168. Wu M. F. et al. Auxin-regulated chromatin switch directs
acquisition of flower primordium founder fate //Elife. — 2015. — T. 4. — C.
E09269.

169. Xu M. et al. Developmental functions of miR156-regulated
SQUAMOSA PROMOTER BINDING PROTEIN-LIKE (SPL) genes in
Arabidopsis thaliana //PLoS genetics. —2016. — T. 12. — Ne. 8. — C. ¢1006263.

170. Yamaguchi-Shinozaki K., Shinozaki K. Organization of cis-acting
regulatory elements in osmotic-and cold-stress-responsive promoters //Trends
in plant science. — 2005. — T. 10. — Ne. 2. — C. 88-94.

171. Yamamoto Y. Y. et al. Heterogeneity of Arabidopsis core
promoters revealed by high-density TSS analysis //The Plant Journal. — 2009. —
T. 60. — Ne. 2. — C. 350-362.

172. Yoshida T. et al. AREB1, AREB2, and ABF3 are master
transcription factors that cooperatively regulate ABRE-dependent ABA
signaling involved in drought stress tolerance and require ABA for full
activation //The Plant Journal. — 2010. — T. 61. — Ne. 4. — C. 672-685.

173. Yu X. et al. A brassinosteroid transcriptional network revealed by



122
genome-wide identification of BESI target genes in Arabidopsis thaliana //The

Plant Journal. — 2011. — T. 65. — Ne. 4. — C. 634-646.

174. Zambryski P. et al. Ti plasmid vector for the introduction of DNA
into plant cells without alteration of their normal regeneration capacity //The
EMBO journal. — 1983. — T. 2. — Ne. 12. — C. 2143-2150.

175. Zemlyanskaya E. V. et al. Meta-analysis of transcriptome data
identified TGTCNN motif variants associated with the response to plant
hormone auxin in Arabidopsis thaliana L //Journal of bioinformatics and
computational biology. —2016. — T. 14. — Ne. 02. — C. 16410009.

176. Zhang Z. W. et al. The roles of two transcription factors, ABI4 and
CBFA, in ABA and plastid signalling and stress responses //Plant molecular
biology. — 2013. — T. 83. — No. 4-5. — C. 445-458.



123
HNPUJIOKEHUSA

Hpunoxenune 1. Hcnonw3oBannweie misi OT-konuuectBenHon I[P

IMOCJICAOBAaTCIBbHOCTH npaﬁMepOB.

Marpuna Hanpasnenue npaiimepa IlocinenoBaTenbHOCTh Npaitmepa
AT2G23170 F TCTGCGATCTCCGATGAT
AT2G23170 R TAATCACTTTCTTCTGAACGAA
AT3G58190 F ACGGTTCAACACGGGGAT
AT3G58190 R TCACGAGAAGGAGATGTAGC
AT4G23750 F CCGAGAATCAAATTCACAGAG
AT4G23750 R GGTTTGGTGAGTGTTGGT
AT5G67060 F AGTCCGATCACTCAATGA
AT5G67060 R GCTGTGTTGGGAGAGATA
AT3G27010 F AAATGTAGCTGGGTTTGG
AT3G27010 R CAGGCATCTGATTATGATTC
AT4G32280 F GGTGCTGCGTCTTGTTTG
AT4G32280 R AATTTTCCTCCACATTCCCTAAC
AT2G47260 F TTTGGGTTTCCTATTGAT
AT2G47260 R CTATTAAGGTACTCGTTGA
AT5G65640 F CACCGTTACAACCACTGT
AT5G65640 R AGGGATACGACATCGGAT
AT3G60630 F CAACAACAACGACGACACTAAC
AT3G60630 R GAGAGAGACGGTGGTGATAATG
AT5G18560 F ATTCAAGCGTTTGGTAATAG
AT5G18560 R GTTTAAGGCAGTGGTTTG
ATI1G75820 F CATTTGGTGAATCTAACTTT
AT1G75820 R GAATGTTCCAGTAAGGTT
AT5G25350 F TCTGACGATTGATTCTTG
AT5G25350 R GCTCCTGATAGAGATAGAT
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AT4G10310 F TAGAAGGAATGAGTTCGTA
AT4G10310 R AAGTGTATGGAGGAAGATA
AT4G37610 F CAATACATCTACTTGTGTTATC
AT4G37610 R TCTATGACAGAGAAGACC
AT5G17400 F CCATTGTGTTAGTCGGTTC
AT5G17400 R GCAGAGGTAGTAATACTCCAA
AT2G45890 F TGCCAGTCAGATACATAA
AT2G45890 R CAGTTGCTTGTAAATCAC
AT3G13360 F CTCGGTTTCTGTTGGTAA
AT3G13360 R TTCGCTTCTGCTATATGTT
ATI1G79430 F ATCTACGAAAGGAAATCA
ATI1G79430 R TCATCATAGGACTCAATG
AT5G14340 F TCTCTATTTGAAACGCAATG
AT5G14340 R ATCCGTCATATCCAAGTC
AT2G28110 F CAGTGGCTCTGATCATGTCTT
AT2G28110 R CTCCATCAGCAATAGCTCTATCC
AT2G01950 F CGCTGCTTCGGTTTGTATTT
AT2G01950 R CGGCTCTTTCTCCTTCTCTATC
AT4G36670 F TTATGAGTGGAGCGATGG
AT4G36670 R GAGCAATGATCCGACAAG
AT2G25000 F TCGAGAACATCACCAACGATAAA
AT2G25000 R GCCCGTATTTCCTCCATTGATA
AT3G54770 F TCGCCGTTCCAAAGGATATG
AT3G54770 R GCCATTGATGATCGGAGTAGAG
ATIG75750 F AAGCTCTTATCGCTTCTCTTCTC
ATIG75750 R CGATCTTCTTTGCGTAACCATTT
AT2G345000 F CGGACATCCCTTTGGTAAGAAG
AT2G345000 R GTGCCTTGGGAGTGAAGTTAG
AT2G200750 F CGTCAGGACCATCTGCTAAAG
AT2G200750 R CGGCGGTAGAGGATGTTTAAT

F

AT2G340070

GGACCTCCTCGTCTTCAATTC
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AT2G340070 R CTCATCAGTGAAGACCCATCTC
ATI1G004610 F GGCTTAAGGACAACGACTTCT
AT1G004610 R TGAACCCTACCGCATACAATC
AT1G041000 F AGGTTCGATCGTCTTTGTCTTC
AT1G041000 R CCTACAGCAACTTGTCTGGTT
AT1G29440 F ACCATTCGATTCGGCCTTT
AT1G29440 R AGAGCATCTAGCACTTGAGATTG
AT5G47370 F CGATCCTACATCAGATCTTCGC
AT5G47370 R GATTCCTTCTCTCTCACTTCTCTTC
AT3G621000 F TGAAAGTGAACATGGAAGGAGTT
AT3G621000 R ATCTTCTTCTTCAGCCCAAAGG
ATIG17140 F CCAAGACCAAGAGTTTCAGAGT
ATI1G17140 R AGTGATCAGACGGTTGGAATG
AT5G54490 F AAGGGTTCGAGCTTCTTATGG
AT5G54490 R GAACATCGTCGTCCGTTAGAT
AT4G13195 F CTACAACCTTCCACTCCATCTT
AT4G13196 R TCAGCTCTGAACTCTCTCCT
AT5G52860 F TGCTCCCAAACCCATCAATAG
AT5G52860 R TTCTTTCGCCACCGGATAAG
AT5G53250 F GCCGATTGCTCAATCTCATTC
AT5G53250 R GCCAAAGCCACCATCATTAG
AT3G22740 F CAGATGACACGCAAACCAATC
AT3G22740 R CTCTGACTCTCCCTCTGACTTA
AT5G63780 F GCTATCCCTGACCAACCTTTAG
AT5G63780 R ACCTTCCACAGCCCATTTAG
GATA23-GFP F CAAACCCAACTCCATAAG
GATA23-GFP R ATGAACTTCAGGGTCAG
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Hpuaoxkenune 2. Vcnonb3oBaHHBIE 711 KJIOHUPOBAHMS MOCIIEIOBATEIIBHOCTH

AGP22TATATC-TGTC

TC

AGP22TATATC-TGTC

IpanuMepoB.
Hamnpasnenue
Marpuna npaiiMepa [TocnenoBarenbHOCTh TTpaliMepa
TAGTTGGAATGGGTTGATCCACGGGAGAA
AGP22prom F ACTTTCT
TTATGGAGTTGGGTTTTTATCTCCGGTGAT
AGP22prom R TATTCC
AGP22TATATC F CTTTGCTGCttttttATAGCTTA
AGP22TATATC R GAAAGAACTAAGCTATaaaaaaGCAGCAA
AGP22TGTCTC F CTTATAGCACItttttTTTGCTGCTT
AGP22TGTCTC R GAATATCGTGaaaaaaGTGCTA

GCTATaaaaaaGCAGCAAAaaaaaaGTGCTT

TC R GCACttttttTTTGCTGCHtttttATA
TAGTTGGAATGGGTTTACTATTTGTAATCC
TAA30prom F GTAAAAC
TTATGGAGTTGGGTTCATTTTTTTTTATTTC
[AA30prom R TTTTAC
IAA30TGTCTG F CTTTGACCAAGttttttCATGA
TAA30TGTCTG R GTCATGaaaaaaCTTGGTCAA
IAA30CACGTG F TGTCTGCATGALttttttTATTT
TAA30CACGTG R GACAAATAaaaaaaTCATGC
IAA30TATTTG F CACGTGttttttTCTGCTAC
IAA30TATTTG R GCAGACaaaaaaCACGTGTCA
CCAACACTAAAAAAAAGTGTCTGCATGAC
IAA30TTGACC F A
TAA30TTGACC R GCAGACACTTTTTTTTAGTGTTGGTTTTGA
CATGACACGTGTATTAAAAAACTACATGG
[AA30tatt-TGTCTG F ACA
[AA30tatt-TGTCTG R GTCCATGTAGTTTTTTAATACACGTGTCAT



ARPlprom

ARPlprom
ARPI-TTGACA

ARP1-TTGACA
ARP1-TCTTAT

ARP1-TCTTAT

ARP1-TCTTAT-TTGA
CA

ARPI-TCTTAT-TTGA
CA

BRL2prom

BRL2prom
BRL2-TGTCCG

BRL2--TGTCCG
BRL2-TCTTAT

BRL2-TCTTAT

BRL2-TGTCCG-TCTT
AT

BRL2-TGTCCG-TCTT
AT

GATA23prom

GATA23prom
GATA23-TGGACA
GATA23-TGGACA
GATA23-TATTTG

1

1

R

127
TAGTTGGAATGGGTTCGAAAAGTGAAAAC
GAAAGGTAAAACC

TTATGGAGTTGGGTTCGAAAGAAAGAAAG
GGCAGAGATA

CTTTttttt TTATTAAGCTTATCTTATACT

TAGTATAAGATAAGCTTAATAAaaaaaaAAA
G

CTTTTTGACATTATTAAGCTTALtttttACT

TAGTaaaaaaTAAGCTTAATAATGTCAAAAA
G

CTTTttttt TTATTAAGCTTALtttttACT

TAGTaaaaaaTAAGCTTAATAAaaaaaaAAAG

TAGTTGGAATGGGTTCGAACAATTATTTGT
TATAGGTAGACG

TTATGGAGTTGGGTTCGAAGTGTAAGTGA
CATTATTAATC

CAALttttttATTCCTTCCGACTCTTATTA

CTAATAAGAGTCGGAAGGTAAaaaaaaTTGT
AGAATCGTCT

CAACGGACAATTCCTTCCGACItttttTA

CTAaaaaaaGTCGGAAGGTAATGTCCGTTGTA
GAATCGTCT

CAALtttttATTCCTTCCGACttttt TA

CTAaaaaaaGTCGGAAGGTAAaaaaaaTTGTAGA
ATCGTCT

TAGTTGGAATGGGTTGTTACGGGGATTAG
CCTTTGC

TTATGGAGTTGGGTTTGGGCGCTCTTTTGA
TGAACA

CCACALttttttTTGTTATTTGTTCA
GAGATCTGAACAAATAACAAa22aaaTGTG
CCACATGGACATTGTttttttTTCA



GATA23-TATTTG

GATA23-TGGACA-TA
TTTG

GATA23-TGGACA-TA
TTTG

AGP7prom

AGP7prom
AGP7-ACGACA

AGP7-ACGACA
AGP7-GATATA

AGP7-GATATA

AGP7-ACGACA-GAT
ATA

AGP7-ACGACA-GAT
ATA

128
GAGATCTGAA222aaaACAATGTCCATGTG

CCACALtttttTTGTTATTTGTTCA

GAGATCTGAACAAATAACAA222aaaTGTG

TAGTTGGAATGGGTTTAGACAATGAAAAT
TATGTATGGAGAAGCTTACTCG

TTATGGAGTTGGGTTCACTATAATGTAGTC
GCATATATGT

GCACATGGGATATACGATAATAL(tttttT

GAAAGAACGAa22aaaaTATTATCGTATATCCC
AT

GCACATGGttttttCGATAATAACGACAT
GAAAGAACGATGTCGTTATTATCGaaaaaaCC

AT

GCACATGGttttttCGATAATALttttt T

GAAAGAACGAaaaaaaTATTATCGaaaaaaCCAT
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Ipuioxkenne 3. Vcrnonas30BaHHBIE JIsI CECKBEHUPOBAHUSI OCIIEI0BATEIIBHOCTH

IpanuMepoB.
Hamnpasnenue
Marpuia npariMmepa [TocnenoBarenbHOCTH MpaiMepa

TCGAGGTCGACGGTATCGATAAGCTTGATATCGA

AGP22seql F ATTCTAGTTG

AGP22seql R CGAAGAAGGAATCTTTTGGTTTTGTAGAATCTCA

[AA30seql F GTAACGCCAGGGTTTTCCCA

[AA30seql R CCCGAAACATCCAAACAATG

TAA30seq2 F GTTTTTGGCTCAATGATAAAGACAC

[AA30seq2 R CAGAGACCAAAACACATCATATTG
ATTTTGAATACTAACGACGGATAAGACTAAGATC

[AA30seq3 F ACC
GGGTTCGAAGATTTGAACGTGTGTGTATTATATA

[AA30seq3 R TAGAGAATGG
GCGTCATCGGCGGGGGTCATAACGTGACTCCCTT

GATA23seql F AAT
GATA23seql R AAAGTGGCAGTACGCACGACCG

BRL2seql F CTCCCTTAATTCTCCGCTCA

BRL2seql R CCATCCGACCACTATAGTTTCA

BRL2seq2 F ACACAGAAATCCACCTAATGATTC

BRL2seq2 R CCAACGAGAAAATGCTATTTTG

BRL2seq3 F TTGAATGGTAGCTAGGGTATAACC

BRL2seq3 R GGGAATTGTATCTATGAGATGTTTC

AGP7seql F CTGCAAGGCGATTAAGTTGG

AGP7seql R CGAAACCAACCGACGATTAT

AGP7seq2 F GCATATGTAACAAAGCAAGTTATAGTGC

AGP7seq2 R GGTTCACTATAATGTAGTCGCATATATG

ARPlseql F ACAAAAGTTAATGCGTCTGCTT

ARPlseql R AACACAAATATACCCGAATAGAGG

ARPlseq2 F GACGTAACCGAAGGGCTCGA
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ARP1seq2 R TTGGGCCTAACAGCAACACT
TCTAAACAATCAAACAAAAAGGAACAGATGGAG
ARPlseq3 F TACC

ARPlseq3 R ACCAATCCCGCAAATGAAAA
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Hpunoxkenune 4. Pesynbrarel OT-xkonuyectBenHoil [IIIP Ha ceMsmonbHBIX

JIUCTBAX,

KOpHAX HW  OCJIBIX

TPCXAHCBHBIX

npopoctkax Arabidopsis,

obpaboTtanHbIx aykuHOM (1MKM 2,4-]1) B TeueHue 1 daca.

Ha3Banue U3MEHEHUE
reHa 9KCIIPECCUH
[Ipenckazanue KOpHU CeMsII0JIbHBIC MIPOPOCTKU
TAA JIMCThS
MOBBIIICHHUE ICR1 1.082602533 0.7435527473 0.4214462245
AKCIIPECCUU HAT2 4.444345894 0.4108152953 0.6078686954
B paHHEM SAURG63 4.962882561 4.075033796 4.375290041
OTBETE IAA30 15.14270669 0.1541488764 4.038301202
IAA10 2.638216345 1.712516569 0.4574653031
TCP20 1.087231657 1.038643832 0.3411711923
GH3.3 78.60175573 0.7019245469 14.57148688
HEC1 0.6362545404 0.9336523063 1.539923294
ASL16 44.99589155 1.362547076 36.3
CRF2 1.488308797 2.366095591 0.6313693876
MOBBIIICHHUE ABCGS 10.21623688 1.340044827 0.4030703903
JKCIIPECCUH PBP 13.61412902 0.9951117416 3.998189727
B MTO3/THEM PUCHI 3.617604079 1.206405436 0.2304533084
OTBETE EBF2 1.571175401 1.230131391 0.4502560815
HAM2 2.908378106 1.99193101 0.7070217258
WRKY23 0.9727804822  0.9140144373 0.8450604675
bHLH093 1.295645959 1.046193334 0.6446370047
ATCLV1 1.087486075 1.766313007 1.267519722
CLE44 5.42483749 1.077192705 2.064243226
IAA29 23.11419056 1.03709092 1.755680591
MOHUKEHUE AGP22 0.6234192454 0.8869493828 1.111156512
AKCIIPECCUU HMT3 0.8867914645 1.600643892 1.459417578
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B PaHHEM WRKY60 1.233604374 0.8064886989 0.7118802465
OTBETE ERANTI 0.783816806 4.5258539 0.5806848451
ROPGEF4 1.043352009 1.125417976 0.4285137166
WIP3 0.7903993928 1.155430428 0.5545639453
SHAI 0.9232686664 5.19651118 1.002305293
APL 1.329293856 0.9297959452 0.6651829672
ATHKTI 0.6645761362 1.201433539 0.6169858768
BTS5 1.148922557 2.249385606 0.4848222914
MOHM)KEHUE GASA1l 0.740308421 4.336711888 0.6632043101
DKCIPECCUH CYP710A1 0.9976131785 1.004630798 0.2225373996
B IIO3HEM TBL37 0.7562465001 0.997423689 0.1865203702
OTBETE ARP1 0.5465816826  0.9635597541 0.1189973231
EXPBI1 0.1193749248 0.965272645 0.08867007402
MYB40 0.3493768686 1.028419534 0.2544781692
FRAS 0.9599316749 0.9935497269 0.1160037234
BRL2 0.7703065434 6.986477137 0.1365138675
YUC3 0.7840318768 4.839305414 0.7263744807
PLT6 0.7677432058 206.8681703 0.9454532532

HpI/IMC‘-IaHI/IeZ 3€JICHBIM O00O03HAQYEHO ITOBBINICHHUE OKCIIPpECCUN TI'CHOB,

MAJIMHOBBIM — ITIOHM)KCHHC.
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Hpunoxenue 5. Dxcnpeccuss GFP 1ogq MHTaKTHBIMM U MYTHUPOBAaHHBIMU

IPOMOTOPAMH HCCIIEyeMbIX T€HOB MPHU CTAHIAPTHBIX YCJIOBHUSIX M IOCIE
o0paboTku 2,4-]1.

s
pAGP7::n3GFP,

Humaxmusiii nposmomop

<
pAGP22::n3GFP pAGP22::n3GFPF,

Humarkmuwiti npomomop -TGTCTC
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PARPI::n3GFP, PARPI::n3GFP, PARPI::n3GFP,

Humarxmuniti nposomop -TGTCAT -TCTTAT

PBRL2::n3GFP, PBRL2::m3GFP,

Humarxmunii npomomaop -TGTCAT
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IIpuioxkenne 6. CKpUHUHI B3aWMOJCHUCTBUN TPAHCKPHUIILIMOHHBIX
(GakTOpOB C PETYISATOPHBIM MOJyJIeM MpomoTopa reHa [AA30 B ApoAOKEBOM
OJIHOTUOPUIHON CUCTEME Ha CEJIEKTUBHOU cpe/ie.

[Tpumeyanue: OBLIM WCIIONB30BAHBI CICAYIONINE CEJIEKTHBHBIC CPEIIbI:
-HIS/URA/TRP; -HIS/URA/TRP, 20mMM 3-AT; -HIS/URA/TRP, 40mMM 3-AT;
-HIS/URA/TRP, 60MM 3-AT; -HIS/URA/TRP, 100MM 3-AT. Ha uamkax
[IeTpu COOTBETCTBYIOLIME KOJOHWUU JIPOXKKEH MOINKMCAHbI Ha3BaHueM 1@, ¢
KOTOPBIM IIPOBepsIoch B3aumoierctere. N/C — oTpULIaTeNbHBIA KOHTPOJIb.
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Ipunoxenue 7. Cnucok TD, B3sAThIX B aHanU3 B3auMojieiictuii ¢ T® ARF ¢
rioMo1b0 0a3el JaHHbIX STRING.

Nnentudukarop AGI CewmeiictBo T® Haszsanue T®
AT5G42910 bZIP a,b,c bZip
AT3G30530 bZIP a,b,c bZip42
AT2G04038 bZIP a,b,c bZip48
AT2G45410 LOBa/AS2b LBDI18
AT2G45420 LOBa/AS2b LBDI19
AT5G15830 bZIP a,b,c bZip3
AT3G19290 bZIP a,b,c ABF4
AT2G46270 bZIP a,b GBF3
ATI1G75390 bZIP a,b,c bZip44
AT4G00220 LOBa/AS2b LBD30
AT1G45249 bZIP a,b,c ABF2
AT2G36270 bZIP a,b,c ABI5
AT2G35530 bZIP a,b bZipl6
AT2G41070 bZIP a,b,c bZip12
AT3G03760 LOBa/AS2b LBD20
AT2G28610 HB a,b,c WOX3
AT5G27810 ND MADS
AT4G36730 bZIP a,b GBF1
AT4G01120 bZIP a,b GBF2
AT4G00210 LOBa/AS2b LBD31
AT4G34000 bZIP a,b,c bZip
AT4G24240 WRKY a,b,c WRKY7
AT1G02040 C2H2 a,b,c C2H2bZip
AT3G50330 bHLH a,b HEC2(bHLH)
AT2G41450 GNAT a A-acetiltransferase
AT1G59750 ARF ab,c ARF1
AT2G28350 ARF a,b,c ARF10
AT2G46530 ARF ab,c ARF11
ATI1G34310 ARF ab,c ARF12
AT1G34170 ARF a,b,c ARF13



AT1G35540
AT1G35520
AT4G30080
AT1G77850
AT3G61830
AT1G19220
AT5G62010
AT1G35240
AT1G34410
AT1G34390
AT1G43950
AT2G33860
AT5G60450
AT1G19850
AT1G30330
AT5G20730
AT5G37020
AT4G23980
AT5G62000

138
ARF ab,c
ARF a,b.c
ARF ab,c
ARF ab,c
ARF a,b,c
ARF ab,c
ARF a,b,c
ARF a,b,c
ARF ab,c
ARF a,b,c
ARF ab,c
ARF ab,c
ARF ab,c
ARF ab,c
ARF a,b,c
ARF ab,c
ARF ab,c
ARF a,b.c
ARF ab,c

ARF14
ARF15
ARF16
ARF17
ARF18
ARFI19
ARF2
ARF20
ARF21
ARF22
ARF23
ARF3
ARF4
ARF5
ARF6
ARF7
ARF8
ARF9




