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DUTOrOPMOH 3TUNEH PerynmpyeT WNPOKUiA CNekTp GrsnonornyecKnx
NMPOLIECCOB Ha Pa3HbIX 3Tanax OHTOreHesa pPacTeHNi U OTBETOB

Ha BO3[eNCTBME Pa3/NyHbIX CTPeCcCoBbIX GpakTopoB. Cpean Npoumnx
MOJA ero KOHTPOJIEM HaXOAATCA TaKMe NPAKTUYECKN 3HaUMMble
XapaKTepuCTUKIM CeNIbCKOXO3ANCTBEHHbIX KYJIbTYP, KakK CKOPOCTb
CO3peBaHUA NIOA0B U YCTONUMBOCTb PACTEHNI K HEGaronprATHLIM
ycnosusam. NoHVMaHne MONEKYNAPHBIX MEXaHV3MOB, NeXaLlmx

B OCHOBe [IeICTBYA STUEHA, Ha CErOHALWHNI AeHb ABNAETCA OLHUM
113 OCHOBHbIX BOMPOCOB GMONOrMN PAaCcTeHNI KaK C TOUKM 3peHus
dyHOaMeHTaNbHbIX NCCNEROBAHNIA, TaK U [NA PeLUeHs NPaKTUYeCKnX
3afauy. briocmHTes 3TNeHa U3 aMVHOKUCIOTbI METVOHWHA U OCHOBHbIE
3Tanbl NyTV Nepefayn ero CUrHasna B KneTke oT MeMOpaHHbIX peLiern-
TOpOB [0 3 PEKTOPHBIX FeHOB U3yUeHbl 4OCTAaTOYHO AeTalbHO,

1 pe3ynbTaTbl 3TUX UCCNIEA0BAHMI NPEACTaB/EHbl B BULE MHOTOYMC-
NeHHbIX 0630poB. [0pa3fo MeHbLUEe N3BECTHO O FEHETUYECKON pery-
NAUMY JaHHbIX MPOLIECCOB, XOTA UMEHHO bnarofaps eil obecneun-
BaloTCA ObICTPan 1 afieKBaTHaA peakLms pacTeHNUs Ha pa3nyHble
BHYTPEHHVIE 1 BHeLUHMe CTUMYJIbl, a TakKe pa3Hoobpasue ¢ursmono-
rMYeCcKUX OTBETOB pPacTeHUA Ha AelicTBUe 3TuneHa. B 063ope 0606-
LLieHbl AaHHbIE O MeXaHr3Max perynauuy 61nocrHTesa 3TuneHa u nepe-
Jauu ero curHana. OnucbiBaloTca KtoueBble GakTopbl TPAHCKPUN-
LIIOHHOW 1 MOCTTPAHCNIALMOHHON PETyNALMM, KOHTPONVPYOLWMe
3KCNPECCHo 1 CTabUIbHOCTb KIH0UYEBbIX KOMMOHEHTOB nyTel 61o-
CUHTE3a 1 Nepefayun CUrHana STUeHa, a TakiKe MHOXeCTBEHHbIe
obpaTHble CBA3W, AOMONHAIOLLVE NIMHEHY0 MofeNb CUTHAJIbHOTO
nyTu. Ocoboe BHUMaHVe yAenaeTcs ponu B3auMOAenCTBIA STUeHa

C CUTHaNbHBIMKW NYTAMU APYrX GUTOrOPMOHOB. Pa3Hble MexaHU3Mbl
UX B3aVIMOAENCTBUA NMPOUIIOCTPMPOBAHbI Ha NPUMepPe CUHEPTUN
W aHTaroHr3mMa 3TUeHa C ayKCMHOM, >KaCMOHaTaMu, LUTOKMHUHAMM
1 6paccnHocTepovpamn. O6CyKAaloTcA BOSMOXHbIe MONEKYAPHbIE
OCHOBbI Pa3HO06Pa3sysA Gr3NONOrNUECKIX OTBETOB Ha STUMEH.

KnioueBble cnioBa: 3TuneH; GUTOropmMoHbl; MopdoreHes; nyTb
nepepauv CMrHana; perynauma TpaHCKpUNUmy; MOCTTPaHCNALMOHHanA
perynayms.
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The plant hormone ethylene regulates a wide range
of physiological processes during plant development
and coordinates diverse stress responses. Among
others, ethylene controls practically important
characteristics of agricultural crops such as fruit
ripening rates and plant tolerance to stressful condi-
tions. That is why understanding the molecular
mechanisms underlying ethylene action is one

of the basic issues in plant biology that is addressed
in the context of both fundamental research and
application in agriculture. Ethylene biosynthesis

from methionine amino acid and the main points

of its signaling pathway from membrane receptors

to effector genes are studied in detail and widely
reviewed. Much less is known about genetic regula-
tion of these two processes, although this one ensures
accurate plant reaction to endogenous and exogenous
signals and the diversity of physiological responses
to ethylene. This review summarizes data about
regulatory mechanisms of ethylene biosynthesis and
signaling. We report the key transcriptional and post-
translational regulatory factors that control expression
and stability of the main components of ethylene
biosynthesis and signaling pathways, and describe
multiple feedback loops supplementing the linear
model of ethylene signaling. Particular attention is
given to the role of hormonal crosstalk in the process.
Different mechanisms of hormonal interaction are
illustrated by synergy or antagonism of ethylene

and auxin, jasmonates, cytokinins, brassinosteroids.
Possible molecular bases of the diversity of physio-
logical responses to ethylene are also discussed.

Key words: ethylene; plant hormone; morphogenesis;
signaling pathway; transcriptional regulation; post-
translational regulation.



cclieIoBaHMEe TOPMOHAJBHON peryisnuu pocra,

PasBUTHS U PEAKIUHU HA CTPECC SBISIETCS OAHOHM M3

(yHIaMEHTAIBHBIX POOJIEM OMOJIOTHH PacCTCHHH.
DUTOrOpPMOH ITHUIIEH UCTOPHUUYECKU NPHUHATO CUUTATh TOp-
MOHOM CTapeHUs U CTpecca, OJHAKO OH MMeEET ropasno 6o-
Jee OOMIMPHBIN CIIEKTP PETYISTOPHOTO JAEHCTBUS. DTHUIICH
OKa3bIBaeT BIIMSHUE HAa TaKUE MPOIECCHI, KaK yCKOPEHUE
MIPOpacTaHus CeMsH, 00pa3oBaHNEe OOKOBBIX KOPHEH M KOp-
HEBBIX BOJIOCKOB, STIMHACTHIO JINCTHEB, PA3BUTHE I[BETOB,
CO3peBaHKe IUIOIOB, CTAPEHUE TKaHEH, OIajiaHUe JINCTHEB,
a TaKke KOHTPOJIPYET Pa3BUTHE OTBETOB Ha CTPECCOBBIE BO3-
neiictBus (Abeles et al., 1992; McManus, 2012). biaromapst
ATOMY STHJIEH (B BHJIE ATUIICH-TIPOAYLICHTOB) K HHTHOUTOPEI
€ro JEHCTBUS LUUPOKO UCIONb3YIOTCS B CEIbCKOX03HCTBEH-
HOH mpakTuke. Kakum ke 00pa3oM JeiiCTBHE OTHOTO 3TOTO
(huroropmoHa obecnednBaeT peaau3alio HACTOIbKO pa3Ho-
00pa3HbBIX (U3NOIOTHYECKUX 0TBETOB? B HacTosmIee Bpems
0XapaKTepH30BaHbl MEXaHN3M OMOCHHTE3a ITUIICHA, A TAKKE
JIMHEHHBIN IIyTh IIEPEelauld €r0 CUrHajla B KIIETKE, OJAHAKO
9TH 3HAHUSI HE MO3BOJIMJIN BBIABUTH MCTOKU HAOJIIOIaEMOTO
pasHooOpa3us. Kirtou kK ero moHMMaHHIO, HECOMHEHHO, 3a-
KJIFOYaeTCsl B U3y4YEHHH MEXaHW3MOB MOJICKYJISIPHO-T€HETH-
YECKOM PETyNAUMN Ha KaXJOM 3Tare (pyHKINOHUPOBAHUS
9THJIEHA OT OMOCHHTE3a U TPAHCIIOPTa TOPMOHA 10 PEIETIINT
U TPaHCAYKIMHM €ro CHrHajla KOMIIETEHTHBIMHU KJIETKaMH
Y aKTHBAIlMH B HUX CTIENMANILHBIX porpamM. [Iporpecc B no-
HUMaHUH MEXaHH3MOB PETYISIIMN IPOLECCOB OMOCHHTE3a,
BOCIIPUSITHS M NIepejayl CUIHala STHIEHa BO MHOTOM ObLI
JIOCTUTHYT Ha MOJIEIBHOM pacTeHun Arabidopsis thaliana L.
bnaronapst ierko aeTekTupyemMon crieruuaecKoil peakunu
ATUOJIMPOBAHHBIX IIPOPOCTKOB HAa 0OPaOOTKY STHICHOM (TaKk
Ha3bIBAEMOMY «TPOHHOMY OTBETY» — 3aMEMJICHHIO POCTa
KOPHSI M THUIIOKOTHJISL B JUIMHY; paJdalbHOMY HaOyXaHHIO
THITOKOTWIISL; 00pa30BaHMIO AlMKAJIBLHON NETENbKH), ObLIH
BBIJIEJICHBI HEUYBCTBUTENIbHBIE K ATUIIEHY MyTaHTbI, HE TIPO-
SBJISTIONINE ITOH peakuni (ethylene insensitive, ein), a TaKxe
MYTAaHThI, JIEMOHCTPUPYIOLIUE KOHCTUTYTUBHBIN «TPOMHON
otBeT» (constitutive triple response, ctr), B TOM YHCIE Xa-
PaKTepU3YIOLINECs] CBEPXIPOAYKIMeH Tuiena (ethylene-
overproducer, eto) (Ecker, 1995). meHHO uccieqoBanue
MYTAHTOB HO3BOJIHJIIO BBIIETINTD KITIOUEBbIE KOMIIOHEHTHI Iy TH
Trepe/ady STHICHOBOTO CUTHAJIA M OXapaKTepH30BaTh HEKOTO-
PpbI€ 2JIEMEHTBI TPAHCKPUITLMOHHOH M ITOCTTPAHCISIIMOHHON
pEeryIsuu, KOHTPOJIMPYIOINe OMOCHHTE3 STUIIEHA U TIepe-
Jlady ero curxasia. TeM He MEHee CI0KHOCTh M HeJIMHEHHOCTh
PEryJIATOPHBIX B3aUMOJEHCTBHI, KOTOpask B HACTOSIILIEE BPEMS
OUYEBHHA, OTPAaHUYNBAET BO3MOXXHOCTH HCIIONb30BAHUS
KJIaCCHYIECKNX MOJICKYIISIPHO-T€HETHUECKIX METOI0B. B 310
CHUTYaIM{ IEPCHEKTUBHBIM IPEJICTABIISETCS UCIIOIb30BaAHUE
COBPEMEHHBIX ITOJTHOTEHOMHBIX To1x010B (RNA-seq, ChIP-
seq) ¥ MeToI0B aHanu3a in silico. Llenb qanHoro od3opa — u3-
JIO)KEHHE CYIIECTBYIOLIMX 3HAHUH O MEXaHM3MaX PEryJIsiiuu
OMocuHTE3a TUIIEHA, TIepelauyll CUTHAJIA STHIICHA MEXy
OpraHaM¥ pacTeHHUS ¥ TPAHCTYKIIMH 3TOTO CUTHAJIa B KJIETKE.

dTanbl 6MOCNHTE3a 3TUNEHA

1 cnoco6bl ero perynaunu

DTHIIEH CUHTC3UPYIOT BCC PpACTCHUA, 3a MUCKIIIOYCHUEM
BOJIOPOCTIEH, TP 3TOM CIIOCOOHOCTBIO K CHHTE3Y ITHJICHA
06J'Ia):[aIOT MPAKTUYCCKH BCC KIICTKU pAaCTCHUA. HOCJ’IGI[OB&—

TEJILHOCTh Peakiiii OnocHHTEe3a 3TUIIeHa Oblla OpeesieHa
B XOJIE M3yUCHHUS TOTO MpOIecca B TKAHAX MIIOJIOB SOIOHH
B 70-x romax nponuroro Beka (McKeon, Yang, 1987). Jlans-
HeHIne UCCNe0BaHMsI BBISBUIN aHAJOTHYHBIA MEXaHU3M
CHHTE3a 3THJICHA B JPyTHUX PACTEHUSX (PHUC, TOMAT, TOPOX,
apabumorncuc 1 ap.), 10Ka3aB, TAKUM 00pa3oM, ero yHuBep-
canbHOCTb. [Ipe/iecTBeHHUKOM ITUJIEHA B PACTEHUSIX SBJISI-
eTCsl aMHHOKHCIIOTa MeTHOHHH. [lon nefictBueM ¢epmeHTa
SAM-cuHTeTa3b6 METHOHHMH TIEPEXOJNT B aKTUBHYIO (OpMY
(S-anenosmwnMernonuH, SAM) U Ciy’)KuUT cyOCTpaToM s
muToruTasMaruaeckoro gpepmenta ALIK-cuHTa3bI, KoTOpas
npespamaer SAM B 1-aMuHOIMKIIONpOIIaH- | -kKapOOHOBYTO
kucioty (ALIK) (puc. 1). Bropo#i npoaykT peakiuu 0opa3o-
BaHus ALK — 5’-MeTHITHOAIEHO3HH — BOBJICKACTCS B IIUKJI
SlHra m B pe3ynabTaTe CEpHM IOCIIEAOBATEIbHBIX PEeaKIni
BOCCTaHaBIuBaeTcs 10 MmetnonuHa (Murr, Yang, 1975). ALIK
SBJISIETCSI HETIOCPEICTBEHHBIM MPEAIIIECTBEHHUKOM ITHIICHA
B PACTCHUSIX — ITHIIEH 00pa3yeTcsi B PE3yNbTaTe OKHUCICHUS
ALK depmentom AIIK-okcnaa3oii B pUCYTCTBUN KHUCIOPO-
Ja. OCHOBHBIM PETYISTOPHBIM y3JI0M OHOCHHTE3a THIICHA
cunraercs cranus odpazoBanuss ALK (Yang, Hoffman,
1984). KoHTpoib ocyecTBIseTCs KaK Ha YPOBHE PEryssiuu
Tparckpunuuu renoB ALIK-cuHTa3, KOTopble SKCIpeccupy-
I0TCSI TOJIBKO B NTPUCYTCTBUHM MHAYKTOPOB, TaK M Ha yPOBHE
CTaOMILHOCTH caMuX (GepMeHTOoB (puc. 1).

I'ensr ALIK-cuHTa3 y pacTeHui PpeACTaBICHBI MYJIBTUTCH-
HBIM ceMelcTBOM. Tak, B reHOMe A. thaliana oxapakTepuso-
BaHbl 1eBsATh reHoB AILIK-cunTas (4CS), BoceMb U3 KOTOPBIX
KOZIMPYIOT (DyHKIIHOHAJIbHBIE ()ePMEHTHI, OIMH — HEAKTUBHYO
¢dopmy (Yamagami et al., 2003). [opmoHanbHBIE (aKTOPHI,
OHTOT€HETHYECKUE CHUTHAJIbI, MeXaHn4eckue, (usznueckue,
XUMHUYECKHE CTUMYJBI, @ TAK)KE BO3/AECHCTBUE MATOT€HOB
CHOCOOHBI MHIyIUPOBaTh 3Kcnpecchto reHoB ALIK-cunTas
Y TaKUM 00pa3oM MOJYJIMPOBaTh YPOBEHb CHHTE3a dTHUIIEHA
(Van de Poel, Van Der Straeten, 2014). Onnako MOIEKy-
JSIpHBIE MEXAaHMW3MBbl MHAYKIIMM Pa3IMIHBIX 11apajioros,
MO-BUAMMOMY, HEOJTHAKOBHI: OHU OTBEUAIOT Ha pa3HbIE BHY-
TPEHHHE U BHEIIHUE CTUMYJIBI, @ TAKXKE XapaKTEePU3YIOTCS
TKaHecnennuueckoii axcnpeccueit (Tsuchisaka, Theologis,
2004). Baxxnyto posib B mpolecce perysinud OHoCHHTe3a
STUJICHA UTPAET NOCTTPAHCISIIMOHHAS PETYIISIINS AaKTHBHOCTH
renoB ALIK-cuHTa3 mocpeacTBoM yOMKBUTHH-3aBUCHUMOMN
JIerpaialiiy 9 TUX (hEpMEHTOB, YTO ITO3BOJISIET MTO/JIEPKUBATH
HU3KUH yPOBEHb 3THUJIEHA B HOPMAJIBHBIX YCIOBUSAX. DTOT
nporecc onocpeaytot E3-mraser (manpumep, ETO1, EOL1/2,
XBAT32), B3auMOzIeHCTBYOIINE, 32 PEAKUM UCKITIOYEHUEM,
¢ HekaranmuTrdeckuM C-TepMuHAIBHBIM gomMeHoM AILIK-
CHHTa3, IPHUYEM JUTSI Ka)KJ0T0 H30()epMEHTA XapaKTepeH CBOH
CIIEKTp MHUIMUPYIOMIUX ero Aerpaganuto E3-nmuras (Lyzenga,
Stone, 2012; Xiong et al., 2014). K coxxanennro, moaHOH Kap-
THHBI, ONIMCHIBAIOIICH MOJIEKYIISIPHBIC MEXaHU3MBI PETYIISIINT
paznuuHbix romosioroB ALIK-cuHTa3 B 0TBET Ha BO3/€licTBHE
pa3HbIX (haKTOPOB, B HAacTosIIee BpeMs HET. bomnee i me-
Hee 0XapaKTepHU30BaHbI JIUIIb OT/EIbHbIC KOMIOHEHTHI 3TOH
PEryJsaTOpHOU ceTu. B yacTHOCTH, ONUCAHO ydacTue IpoTe-
naknHa3 MAPK kackama B MHAYKIMK OMOCHHTE3a STHIICHA
oJ| Bo3zaeiicTBueM Omornmyeckoro crpecca. Ha mpumepe
A. thaliana noka3aHo, uyro nporeurkuaassl MPK3 u MPK6
crabmmmsupytotr ALIK-cunaTazsr ACS2 n ACS6 mytem ¢oc-
(hopunmpoBanus crenuduaecknx caiToB C-TepMHHAIBEHOTO
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MexaHun3mbl perynaummv nepepaymn
STUNIEHOBOIO CUrHasa y pacTeHuit

E.B. 3emnaHckas, H.A. OmenbaHUyK
A.A. Epmakos, B.B. MnpoHosa
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Fig. 1. Schematic presentation of ethylene biosynthesis and its regulation.

PK, protein kinases; TF; transcription factors; P, phosphatases.

JTIOMEHa, 3alIHINas, TAKHM 00pa3oM, EpPMEHT OT MPOTEaCOM-
Hoii nerpanarun (Han et al., 2010). Ota crabunmsamnus 00-
paruMa 1myTeM e ochOopHIMPOBaHNS, KOTOPOE OIIOCPETYIOT
docdaraszer PP2A u PP2C (Skottke et al., 2011; Ludwikoéwa
etal., 2014). Kpome crabmnuzammn pepMeHTOB OHOCHHTE3a,
nporenHkrnHa3zsl MPK3 u MPK6 Takske HHIynupyOT TpaHC-
kpunuuio reHoB ACS2 u ACS6 nyTeM aKTUBAIlUU TPaHC-
kpunmuonHoro ¢axropa (Td) WRKY33 (Li et al., 2012).
®epmentsl MAPK kackaza, BEpOsSITHO, MOTYT y4acCTBOBAaThb
B Ilepejiaye CUrHala JPYTHX WHIYKTOPOB CHHTE3a THIICHA,
B YaCTHOCTH, NIPU HU3KOTEMIIepaTypHoM cTpecce (Zhao et
al., 2013). Maaykuus OMoCHHTE3a ITUIICHA HEKOTOPBIMU
(huroropmoHamMu (LIUTOKWHUHBI B OPACCHHOCTEPOH/IBI ) TAKKE
ocymectsisiercs myteM cradbmnm3ammn ALIK-cunaras (ACS5
n ACS9 B ciyuae ykazanabsix ropmonoB) (Chae et al., 2003;
Hansen et al., 2009). IToka3zano, uto AlIK-cunTassr ACS5
n ACS9 coxmepsxat caiftel HhochopHINpOBaHAS TTPOTESHHKH-
Ha3z CDPK, HO uXx ¢yHKIMOHANBHAs poJib B CTAOMIM3ALUT
(hepMeHTOB TOKa He mMoATBepxkIeHa. OmUcaH TaKxke psii
MOJIEKYJISIPHBIX KOMITOHEHTOB, PETyIHPYIOMNX OHOCHHTE3
STHJICHA ITPU CO3PEBAHUH TUIOZIOB HA YPOBHE TPAHCKPHUIILIUT
(Karlova et al., 2014), cpeau aux T® tomara TAGL1 (Itkin
et al., 2009) u RIN (Vrebalov et al., 2002; Ito et al., 2008),
CTUMYIUpYyoLye TpaHcKkpuniuio reHoB ACS2 u ACS4. Crour
OTMETHTb, YTO TIOMUMO YIIOMSIHYTHIX BBIIIIE B PACTEHHU MOTYT
CYIIECTBOBATH IOTIOTHUTEIBHBIE MEXaHU3MBI PETYIISAIINH 00-
pazoBanust ALIK. B wactHOCTH, H3BECTHO, uToO inn planta ALIK
npeoOpa3yercsi B TPH pa3iinuHble MPOU3BOJIHBIE, U BIIOJIHE
BEPOSITHO, YTO MOJOOHOE Mpeodpa3oBaHUEe MOXKET KOHTPO-
muposars kosmaectBo ALK, nocrymHoe mist cunTes3a oTH-
JIeHa, YTO MOATBEP:KIaeTCs pe3ylbTaTaMi MaTeMaTu4eckoro
MozenupoBaHus 3Toro npomecca (Van de Poel et al., 2014).
Wnorna obpazosanmne ALIK-cHHTa3bI HE SBISCTCS JTUMUTH-
pyromum $pakTopoM OMOCHHTE3a ITHIICHA, HAITpUMep, TTOCIIe
JIOCTIKEHNSI MaKCHMAaJIbHOTO YPOBHS €ro NMPORYKIHNU TPH
Vavilov Journal of Genetics and Breeding - 20+ 32016
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CO3pPEBaHMH IUTIOJIOB TOMATa, KOTJIA KITFOYEBBIM PETYIISITOPOM
CHHTE3a dTHIIeHA CTaHOBUTCA cofepkanue AlIK-oxcumasbr
(Van de Poel et al., 2012). Panee npeamnonaranocs, 9To TeHEL,
KOJIMPYIOIIHE 3TOT ()ePMEHT, SKCIIPECCUPYIOTCSI KOHCTHUTY THB-
HO. O/IHaKO B HACTOsIIEE BPEeMs JJ0Ka3aHO, YTO 00pa3oBaHue
AIIK-okcuaas perynupyercst Ha TpaHCKpUIIUOHHOM YPOBHE
U MOXKET CITY)KUTh JTOTIOIHUTEIBHBIM PETYISITOPOM OHOCHH-
te3a atmiieHa (Rudus et al., 2013). ALIK-okcumassl B reHOME
pacTeHHUH TIPENCTaBICHBl MYJIBTHTCHHBIM CEMEHCTBOM, MX
aKcIpeccus perynupyercs sTiiieHoM (De Paepe et al., 2004).
Ha ocHoBaHMM pe3yabTaTOB aHAIN3A in Silico IPEAToNaraeTcs
CYIIECTBOBaHHE ITOCTTPAHCIIAIIMOHHON PETyISIIINI aKTHBHO-
ctu ALIK-okcunas (Van de Poel et al., 2014).

MexaHunsmbl TPpaHcnopTa N AUCTaHUNOHHOEe
OencTBue STUeHa

TpaHcrnopT GpUTOrOPMOHOB — BKHOE 3BEHO LM Mepeiadn
TOpMOHaJILHOTO curHaia. OH o0ecneunBaceT repepacrpese-
JIeHWe KOHIIEHTpaluy (PUTOTOPMOHA, a TAK)Ke BO3MOKHOCTh
€ro IeHCTBHA Ha 3HAYUTEIHHOM YJJaJICHUH OT MECTa CHHTE3a.
OTHIICH SBIISETCS €IUHCTBEHHBIM ra3000pa3HbIM TOPMOHOM
pacTeHui, u ero TpaHCIOPT He TPeOyeT CreualIn3upOBaH-
HBIX MEXaHH3MOB — ra3 CBOOOHO TUPPYHIUPYET U3 KICTKH
B KJIeTKy. Kpome Toro, BBIAENSACH M3 PACTCHUS B OKPYIKako-
IIyIO CPeTy, STUIICH 00eCIIeUnBaET Nepeiady CUTHAJIOB MEXKITY
pactenusimu. C Apyroii CTOPOHBI, AMCTAHIIMOHHOE ICHCTBUE
STWJIEHA JIOCTHTaeTcs Onarojaps TPaHCIIOPTY €ro Hpen-
mectBeHHuKa, ALK, kKoTopblii MOXKHO paccMaTpuUBaTh Kak
HEaKTUBHYIO TpaHcropTHyto ¢opmy stuiena (Van de Poel,
Van Der Straeten, 2014). Tpancopt ALIK ocymecTBmsiercs,
KaK MpaBUJIO, IO COCYAUCTBIM TKAaHAM. SIpKUM IpHUMEpPOM
CITY’KUT 3TIMHACTHUS JTUCTHEB IPU THITOKCHU KOPHEH y TOMaTa.
CuHTe3npyeMblil B OTBET Ha HEOIArONPHUSTHOE BO3ACHCTBIE
ALIK He okucisieTcsi B KOPHE B YCIOBHAX JepHUINTA KHC-
JIOpOAa, a MO KCHJIeMe TPAHCTIOPTUPYETCS K JIHMCThAM, T
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OKHCIIAETCS ¢ 00pa3zoBaHueM dTiieHa. CTOUT OTMETHUTD, YTO
B JIaHHOM CITydae BaXHBIM (PakTOpoM, 00eCIeUnBaIONINM
JIICTAHIIMOHHOE JICHCTBHE ITUIICHA, HApsILy ¢ TPAHCIIOPTOM
ALK, sBnsiercs auddepeHunanbHas dKCIpeccus reHoB
AIIK-cunTassl B kopHe 1 AIIK-okcnaassr B mucThax. Kpome
Toro, MU(QepeHnanbHas dKCIPECCHs ITUX TEHOB UIPACT
Ba)KHYIO POJIb B cpeiHeM U JanbHeM TpaHcnopte ALK B po-
niecce passurus (Gallie et al., 2009; Dugardeyn et al., 2008).
[TomMumo TpaHcmopTa Mo KCHJIEMe MOKa3aHa BO3MOKHOCTh
tpancnopra ALK o ¢osme (Van de Poel, Van Der Straeten,
2014). K coxaneHuro, MOJEKYISIPHBII MEXaHI3M TPAHCTIOPTa
AIIK B Hacrosimiee BpeMs HesaceH. 3BeCTHO 0 CylIecTBOBa-
HUH HalpaBlIeHHOTO BHYTPHUKIETOYHOro TpaHcmnopra ALK,
KOTOPBIHN, KaK MOJIAraloT, OCYIIECTBIAIOT TPAHCIIOPTEPHI He-
HOJISIPHBIX AMUHOKHCIOT, B TOM 4ucie TpaHcnoprep HLT1
(Shin et al., 2015).

MOHEKyHﬂpHO-reHETVI‘-IECKI/Ie MeXaHU3Mbl
peuenuuu N TPaHCAYKLUUM CUTHana sTuieHa
OTHIIEH BOCIPUHNMAETCSI KOMIIETEHTHBIMU KIIETKAaMH H aK-
THUBHPYET IIETIOYKY ITOCPETHUKOB, KOTOPBIE EPEIAI0T TOPMO-
HaJIbHBIM CUTHAN M 3aIlyCKAIOT PEaKlrIo OTBETa Ha TOPMOH
(Merchante et al., 2013; Cho, Yoo, 2015). JleiicTByromas
MOJIENTb BOCTIPUSITHS M Tepeadll CUTHajla THIICHA IMpe/-
CTaBysieT coOOW JIMHEWHBIN CUTHAJIBHBIM MYTh M BKJIIOYAET
B KaueCTBE ITOCJICAOBATENbHBIX 3BEHbEB (1) perentopHbIe
THCTH/IMH-KHUHA3BI, (2) CepUH-TPEOHHMHOBYIO TPOTCHHKNHA3Y
CTRI1, (3) memOpannsbiit 6emok EIN2 u (4) T® cemelicTB
EIN3/EIL u AP2/ERF (puc. 2). [oMonorn4abie CUTHAIBHBIC
TeHBI OBIIM BBISIBIICHBI y TOMATa M PHCA, YTO CBUACTEIHCTBYET
00 yHMBEPCAJILHOCTH MEXaHH3Ma PELEIINH U TPAHCIYKIIUH
CUTHAJa dTHJeHa y Beicmmx pacteHnit (Giovannoni, 2007;
Rzewuski, Suter, 2008).

Penenrtopsi 3Tniiena. Cesi3piBanue Jiuranaa. Bocrpus-
THE STUIEHA HAYMHAETCS C €T0 CBA3BIBAHUS C PEIIENTOPAMH,
KOTOpBIE JIOKAIN30BaHbI B MEMOpaHe SHI0IIIa3MaTHIEeCKOTO
perukynyma (OP) u annapara Tonsmxu (AT') (Dong et al.,
2008). HeoOpryHasi BHYTPUKIICTOUHAS JTOKATH3AINS PEIIETI-
TOPOB HE MPEMATCTBYET BOCHPHUITHIO TOPMOHA, MTOCKOJIBKY
ra3000pa3Hbliil 3TUIIEH CBOOOIHO MUGPYyHIUPYET B BOJHOM
U JIMIIUJHON cpelie. B cTpyKType 3TUIIEHOBBIX PELENTOPOB
BBIJICIISIIOT TPU OCHOBHBIX Onoka (Lacey, Binder, 2014). Kon-
cepBaTUBHBIN N-TepMUHAIBHBIA TPaHCMEMOPaHHBII JIOMEH
PELENTOPOB COACPKUT ITUIICH-CBA3BIBAIONINNA aKTHBHBIN
caiit. C-TepMHUHAIbHBIC THCTUAMHKUHA3HBIN M aKIENTOp-
HBIA JIOMEHBI CXOAHBI MO CTPYKTYpe C OaKTepUabHBIMU
JIByXKOMIIOHEHTHBIMH PETYIATOPAMH M TaK K€, KaK U MO-
cleHue, CrocoOHbI K ayTrodochopunnupoBanuio. Mexmy
N-u C-TepMUHAJIBHBIMHU CTPYKTypamu pacroioxeH GAF
JIOMEH, PETYIUPYIOIINI reTepOMEpHbIE B3aUMOAECHCTBUS
peuenropos (Liu, Wen, 2012a). Y A. thaliana BbISBICHBI TISITh
T€HOB 3TUJICHOBBIX PELIENITOPOB, KOTOPBIE MOPA3ILIISIOT Ha
JIBa IIOJICEMENCTBA HA OCHOBAHWH TOMOJIOTHH MOCIIEIOBATEb-
Hocteit (Lacey, Binder, 2014). ITogcemeiictBo ETRI-like
BritouaeT reusl ETHYLENE RECEPTORI (ETRI) u ETHY-
LENE RESPONSE SENSORI! (ERSI), k mogceMeuicTBy
ETR2-like otnocsiT renst ETR2, ERS2 v EIN4. ITstb n3odopm
PELenTOpoB M0-pa3HOMY IMPE0OPa3yIOT CUTHAN ITHIICHA,
a muddepeHnmaIbHas SKCIPECCHs TapajoroB 00eciednBaeT
crienu(UIecKuii MaTTepH MPECTaBICHHOCTH N30(hOpM B 3a-

E.V. Zemlyanskaya, N.A. Omelyanchuk
A.A. Ermakov, V.V. Mironova

2016
20-3

Cytoplasm

Nucleus

EBF1/2

..

/LN

Effector genes

Fig. 2. Schematic presentation of ethylene signal transduction in the cell.

Bold lines indicate the linear pathway of ethylene signal transduction. Bold
dashed lines indicate the posttranslational regulation of protein stability.
Fine dashed lines: transcription regulation feedback loops. ER, endoplasmic
reticulum; ?, presumed regulatory interactions.

BHUCUMOCTH OT TKaHU 1 cTanuu pa3sutus (Kendrick, Chang,
2008). PeuenTopsl STHIIEHA KOHTPOJIUPYIOT ATHICHOBBIN
OTBET MO NMPHUHIUITY HETaTHBHOI PETyJSIIUU: B OTCYTCTBHE
STHIICHA PEIENTOP HAXOAUTCS B aKTHBHOM COCTOSHUH,
TMIO/IaBIIsIsl Pa3BUTHE OTBETA, TOI/A KaK CBSI3bIBAHWE JTHIIC-
Ha WHAKTHBHUPYET PEIENnTop, pa3perias oTBeT (Stepanova,
Alonso, 2009). V A. thaliana 0cHOBHOH (pYHKITHOHAIIEHOU
uzodopmoii seisiercss ETR1, MexaHu3M ero JIeHCTBHs Hau-
Oonee m3ydeH. DTUIEH CBs3bIBaeTcs ¢ penentopom ETRI1
B IPUCYTCTBMU MOHOB Cu?', TpaHCIOPTEPOM KOTOPBIX SIB-
nsietest AT®aza RANI1, nokanu3oBanHas B MemOpane Al
CymecTByIOT TakKe TOTOJHUTEIBHBIC PEryisaTopsl, Ooiee
TOHKO KOHTPOITUPYFOIINE BOCIPUSATHE STHICHOBOTO CHTHATIA.
Tak, memOpanusiii 6e1ok REVERSION TO ETHYLENE
SENSITIVITY1 (RTE1) crabunusupyet penentop ETRI
W aKTUBHPYET €T0 JTaXKe B MPHUCYTCTBUH ITHJICHA. YIallCHHE
KOMIIJIEKCA PELENTOp/IUTran/l MPOUCXOIUT B pE3ysbTaTe
Jlerpajaliiy perenTopa, 4ro nmokaszano Ha nmpumepe ETRI1
n ETR2 A. thaliana (Chen et al., 2007; Shakeel et al., 2015).
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MexaHun3mbl perynaummv nepepaymn
STUNIEHOBOIO CUrHasa y pacTeHuit

B cuny HeratuBHOM peryisiuuu pelenTopaMu OTBETa Ha
STUJIEH B PE3yNbTaTe JAerpajalliil PEHEeTTOPOB TPOUCXOANT
npoJjoHrupoBanue aeiicteus stuiena (Kevany et al., 2007).
Jlist ycrpaHeHus! M30BITOYHOTO KOJMUYECTBAa (PUTOrOpMOHA
HE CYIIECTBYET CIENMAIbHBIX CHCTEM WHAKTHUBAIUH, Ta3
BBIBOJIMTCSI B OKPY KaIOIIIee MPOCTPAHCTBO ITyTeM Juddy3nn.
JInHeiHbIi IyTh TPAHCAYKUUH ITHICHOBOI0 CUTHAJIA.
HeraruBHBIH KOHTPOIb 3THICHOBOTO OTBETA PEIETITOPAMH
JIOCTHTAETCs TyTEeM aKTHBAIMH CEPUH-TPEOHHMHOBOW KHHA3bI
CTRI1, xoTopas monapisieT KackaJHyIO peakihio OTBETa Ha
sTHieH. B HacTosiIee BpeMsi CIMTAETCs, YTO OCHOBHBIM (hak-
TOPOM, 00ECTICUMBAIOIIINM KOMMYHHKAIIUIO 3TUX PETYISTOPOB,
SIBJISIIOTCSL MX (PM3NYECKOE B3aUMOJICHCTBUE U aCCOIIMUPOBAH-
HBIE C HUM KOH(pOpMarmoHHbIe m3MeHeHns 6enxoB (Ju, Chang,
2012). Penenrropsl 3THIICHA CIIOCOOHBI (POPMUPOBATH KOHTAK-
TBI ¥ C IPyTUMU KOMIIOHEHTAMH CUTHAJIBHOTO ITyTH (B 4acT-
Hoctu ¢ EIN2). B akTuBHO# KOH(pOpMaIuu (B OTCyTCTBHE
stunena) CTR1 cessbiBaercs ¢ 6enxoM EIN2, monoxurers-
HBIM PETryJIATOPOM STHJIECHOBOTO OTBETA, JOKAIU30BaHHBIM,
Kak u perentopsl, B MeMOpane OP u AT, u hocdopumupyer
ero nuToruiasMarniecknii C-repMuHabHBIN JoMeH (Ju et al.,
2012). Oto npuBoaut k nHakTuBanuu EIN2 u npegoTsparaer
pa3BHUTHE STHICHOBOTO OTBETA. CBSI3BIBAaHNE 3THIICHA PELIETI-
topamu uHakTuBHpyeT CTRI, B pe3ynbrare npekpamaercs
dhochopunuposanue EIN2. Jlanee mpoUCXOASIT MPOIECCHI
nedochopumuposanns EIN2 u mpoTEOIUTHIECKOTO OTIIE-
wieanst ero C-tepmuHaibHOro momeHa (EIN2C) (Qiao et
al., 2012), xoropsiit aktuBupyer Td cemeiicta EIN3/EIL,
CTAOMIN3UPYST 3T KOPOTKOXKMUBYIIHE OCIKU NPSIMO WIIH
omocpenoBanHo (An et al., 2010; Li et al., 2015).
TpanckpunuuoHHbI kackajl. IlepBuuHblil U BTOpUY-
HBIH 0TBeThI. TpaHCKpUNIIMOHHBIE (AKTOPHI ceMeicTBa
EIN3/EIL KOHTpOMMpPYIOT AallbHEHIIee pa3BUTHE TPaHC-
KPUIILMOHHOTO OTBETa Ha 3THJIEH, IPUYEM KJIIOYEBHIM
perymsitopoM Ha 3ToM ypoBHe siBisgercss T® EIN3. Own ak-
TUBUPYET TPAHCKPHIILUIO TEHOB MEPBUYHOTO OTBETA (MU
TaK Ha3bIBAEMBIX «PaHHUX» IeHOB). Cpenu HUX MMEITCA
3¢ PeKTOpHBIC TeHBI, OEIKOBBIE MPOTYKTH KOTOPHIX BBI3BI-
BAIOT (hU3MOJIOTUYECKYIO PEAKIHIO HA ATHICH (HAlpuMep
HLS1, PIF3), a Taxke TeHsl, konupytomue TP cemelicTBa
AP2/ERF (An et al., 2012; Chang et al., 2013). Kpome Tor0,
EIN3 siBisiercst OTHAM 13 PETYISITOPOB Pa3BUTHSI STUIICHOBOTO
OTBETa 110 NPUHIKIY 0OpaTHOM CBSI3U M CIIY)KUT BasKHBIM
3BEHOM B3aMMOJICHCTBHS C CUTHAJIBHBIMHU ITyTSIMH IPYTHX
(uToropMoHOB, 0 YeM Ooisiee MOAPOOHO OyAeT CKa3aHO
B clleAylomux pasnenax. Ilo pesynasraraM aHamu3a JaHHBIX
ChIP-seq, y A. thaliana BeIsiBIIEHO O0IIEE THICSIIU TEHOB — I10-
teHmanbHbIX MumeHe EIN3 (Chang et al., 2013). Crour
oTMeTHTh, uTo EIN3 sBNsleTcs mpenMyIecTBEeHHO aKTHBa-
TOPOM TPAHCKPHUIIINH, OTHAKO B HEKOTOPBIX ciydasx (SID2,
CBF3) stor T® HEraTUBHO pPErylIHpyeT TPAHCKPHUIIINIO
reHa-mumeHu. T® EIN3 xoHTponupyeT TpaHCKPHUIIIUIO
TEHOB, CBSI3BIBASICH C Tak Ha3biBaeMbIiM EBS caiitom (EIN3-
binding site) B nx mpomoTopax. Ha ocHOBaHMHM Hcciie10BaHNI
caiita cesi3piBanust Oenka TEIL Tabaka (0n3koro romosora
T® EIN3 A. thaliana) metonom SELEX 0b11a mpemoxena
KOHCEHCYCHasl ITOCIIeIOBaTeIbHOCTH Ut caiita EBS — A[T/C]
G[A/T]A[T/C]CT (Kosugi, Ohashi, 2000). Onqnako crieuudu-
yeckoe cBsa3piBanne T ¢ EBS me Bcerma gocratouno s
n3MeHEeHHs ypoBHs TpaHckpunuuu rera (Chang et al., 2013).
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BeposTHO, B 3TUX Cily4yasx PUBJIEKAKOTCS TPAHCKPUIILIMOH-
HBIE KOPETYIISATOPBI, KOHTPOJIUPYEMBIE JOMOTHUTEIbHBIMU
MIPOCTPAHCTBEHHO-BPEMEHHBIMU CTUMYJIaMH. PaHee yxe
Obu10 cKkazaHo, uTo EIN3 akTHBHpYET TPaHCKPUIILIUIO T€HOB,
xomupytormx T® cemeiicta AP2/ERF. D1t T, npencras-
JICHHBIC TOJBKO Yy PACTECHUI, XapaKTepH3yIOTCs HAINYHEM
BbICOKO KoHcepBaruBHoro JJHK-cesa3siBaromero AP2 nomena
Y MOTYT aKTUBHPOBATh WIIH MOAABIATH TPAHCKPHUIIIIUIO KOH-
TPOJIUPYEMBIX UMHU T'€HOB, CBS3BIBAsICH CO CIIEHU(PUIECKUM
caiitom B ux npomotope (Riechmann et al., 2000). M3menss
9KCIIPECCHIO CBOMX MUIICHEH (TaK HAa3bIBAEMbIX «IO3IHUX
TEHOB 3THJICHOBOTO 0TBETa), 3TH Td 0becnieunBatoT pa3BuTHe
TPAHCKPUIIIMOHHOI'O KacKa/la 1, KaK CJIeICTBHE, BTOPUYHOTO
(usnonormueckoro oreera (Solano et al., 1998). Caiir cs-
seBanus ERF, Tak HaswiBaembrii GCC-00Ke, mpeacTaBiseT
c000I IUC-3IIEMEHT ¢ KOHCEHCYCHOM MOCIIeIOBATEIbHOCThIO
GCCGCC, mpu 3ToM CTpyKTypa (IaHKHPYIOIIUX PaiioHOB
MOXET BIHUATH Ha crtocoOHOCTh T crsazpBare GCC-00kc
(Ohme-Takagi, Shinshi, 1995; Pirrello et al., 2012). B padote
O.A. Yepnpix ¢ xomaeramu (2014) Ha OCHOBaHMHM aHAIW3a
in silico OblIa BBIIBUHYTA TUIIOTE3a O TOM, YTO aKTHBALHS
IKCIIPECCHH I'eHa IIPOUCXOHUT IIPEUMYILECTBEHHO IIPH JIOKa-
mmzarmn GCC-00kca B aHTUCMBICIIOBOM IIEITH OTHOCHUTETBHO
TpaHCKpUOUpyeMoi nmocieaoBareabHOCTH. C Ipyroit cTopo-
HBI, XapaKTep U3MEHEHHsI TPAHCKPHITLIMU MOXKET OBbITh CBsI3aH
¢ npuponoir T®, koTopsie MOTYT (PyHKIHOHHUPOBATH Kak
aktuBaropsl (AtERF1, AtERF2 u AtERFS) nnu uHruéutopst
(AtERF3 u AtERF4) GCC-00Kkc-3aBUCUMO# TPaHCKPHUITLIUH
(Fujimoto et al., 2000).

Perynsinus 1mo npuHoMmy npsamMoi u o0paTHOl CBA3H.
OnucaHHBIA JTUHEHHBIN MyTh Mepefaaddl CUTHaja ATHIEHA
JIOTIONHAIOT HEJIMHEHHbIE PETYNATOPHBIE B3aUMOACHCTBHS,
BKJIIOYAOIME KOHTPOJIb CTAOMIBHOCTH OEIIKOB, a TaKXkKe
oOparHbIe CBsI3U, B pe3ylbrare 4yero popMHUpYeTcsi ropaszio
Oomee crokHas perymiaropHas ceth (puc. 2) (Zhao, Guo,
2011). Tak, 6enkn — MO3UTUBHBIEC PETYISATOPHI ATUICHOBOTO
oreeta, EIN2 u EIN3/EIL1, noaBepraroTcsi yOUKBUTHH-3a-
BHCUMOH JIerpajaiiii. JTOT MpoIecc, 3amyckaeMbii F-box
6enxamu ETP1/2 u EBF1/2 cooTBeTcTBeHHO, perynnupyercs
STUICHOM M 00ecnednBaeT ObICTPOE MpEeKpalieHHe OTBETa
B OTCyTCTBHE cTuMyina. llpenmnosnaraercs, 4To pelenToOpbl
strneHa win CTR1 moryt crabmmsuposars 6enku ETP1/2,
KOTOPBIE OMOCPENYIOT MPOTeacoOMHYI0 nerpananuio EIN2
(Stepanova, Alonso, 2009). bemox EBF2, B cBotO ouepensp,
SIBJISIETCSI YaCThIO OTPUIATENILHOM 00paTHOM CBS3M, TaK Kak
KOAMPYOLIHiA ero reH siBisiercst mutenpto TO EIN3/EIL1
(Konishi, Yanagisawa, 2008). ®opmupoBaHue NETENb OT-
pHLATENbHONH 00paTHOM CBS3M TO3BOJISIET CUCTEME OBICTPO
Al TUPOBATLCA K MCHAIOMIUMCA YCIIOBUAM U ITOAACPKUBATH
romeoctas. [Ipeamonaraercs, ato T® EIN3/EIL1 moryt
PEryIupoBaTh TPAHCKPHITLIUIO IIEJIOTO Psi/ia TeHOB, OCYIIECT-
BJIAIOMIUX PETYIALNNUI0 3TUJICHOBOTO OTBETA IO MPHUHIUITY
obparHOil cBs3u. [loTeHIMATBPHBIMA MHUIICHIMH 3THX T
SBIISIIOTCSI TAKME HETaTUBHBIC PETYJSTOPHI, KaK I'CHBI pe-
uenrtopoB atuiena (ETR2, ERS1/2), CTRI, RTEI (Chang et
al., 2013). Kpome Toro, cymecTByIoT OoJiee JUIMHHBIE TeTIIN
TIOJIOKUTEJILHON 00paTHOl cBs3M. Tak, MUIIEHSIMH STHIICH-
3aBUCUMBIX T® SBISIOTCS TeHbI, KOAUPYIOIUE (EePMEHTHI
6nocunTesa sTIieHa (M. puc. 1) (Chang etal., 2013). B cBszu
CO CIIO)KHOCTBIO PEryJSITOPHBIX B3aMMOJCHCTBUI BO3pac-
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TaeT PoJib MCHOJIB30BaHUs OMOMH(OPMATHYECKUX METOH0B
JUISL MCCIIeTIOBaHUS JTUHAMHUKNA HelMHeHHBIX cered (Vofl et
al., 2014). B wactHOCTH, T A. thaliana peIpUHAMATHICH
MOTBITKK CO3JaHUs AUHAMHUYECKHX MOJEICH CHTHAILHOIO
MYTH 3TUJICHA ¥ TEHHOTO OTBETa Ha €ro BO3/IeHCTBHUE, T03BO-
JISTFOIINX, B YaCTHOCTH, MOJACIHPOBATh OTBET HA PAa3IUIHBIC
KOHIICHTPAIIMUA U BPEMEHHBIC PEIKUMBI NCHCTBUS ATHIICHA

(Diaz, Alvarez-Buylla, 2006).

B3anmogencTeme ¢ CMrHanbHbIMU NYTAMUA
Apyrux GuToropmoHoB
DHUTOrOPMOHBI, KaK MPABUIIO, PETYIUPYIOT MPOLECCH pOCTa
1 Mop(oreHesa, a TAK)KE pa3BUTHE OTBETA HA CTPECCOBBIE BO3-
JIEHCTBUS HE aBTOHOMHO, a coBMecTHO (Gazzarrini, McCourt,
2003). Tax, hpu3HOIOrNIECKHE M MOJICKYIISIPHO-TEHETHIECKHUE
WCCIIeIOBAaHUS, @ TaK)Ke MCCIIEJOBAHUS C MPUMEHEHUEM
METOJJOB MHKPOUHIIOB M CEKBEHHPOBAHUS TPAHCKPHUIITOMA
BBISIBIIIN IIMPOKHI CIIEKTpP B3aWMOJCHCTBUI MEXIy dTHIIE-
HOM M ayKCHHOM, LUTOKWHHHAMH, OpacCHHOCTEPOUIaMH,
’KaCMOHATaMH, a0CIIN30BOM KUCIOTON U IPYTUMH TOPMOHAMHA
(Kympsikosa u 1ip., 2001; Zhao, Guo, 2011; Zhu, Lee, 2015).
B3aumoseiicTBre GUTOrOPMOHOB MOXKET OCYILECTBIISATHCS Ha
YPOBHE HX METa00JIN3Ma, TPAHCIIOPTA, & TAKKE TPAHCAYKIINT
TOPMOHAJIFHOTO CHUTHANa. B pe3ynbrare B3aMMOACHCTBUS
nyTel Iepefadyud CUTHAJIOB (UTOTOPMOHOB 00pas3yroTCs
CIIOKHBIE TeHHBIE 1 OeskoBEIe ceTH (Stepanova et al., 2007).
B nanHOM pazjesne Mbl OrpaHUYUMCS OTIMCAHNEM OCHOBHBIX,
HanOoJIee TI0JTHO 0XapaKTEePU30BAHHBIX Y3JI0B MEpECEUCHUsI
CUTHAJIBHBIX ITyTEeH 3THIICHA U JPYTUX (PUTOTOPMOHOB, a TakK-
K€ TIPOMIIITIOCTPHUPYEM pa3HbIe THIThI MX B3aMMOACHCTBUSI.
JTrieH u aykcuH. TpaHcKpunuuoHHas peryJsinus
Ha ypoBHe OuMocHHTe3a. KoHIIeHTpanus aykCHHa B KIIETKE
oTpesieNsieT MyTH ee MU PEepeHIUPOBKA U CIIOCOOHOCTD
Kk pocty u nenenunto (Takatsuka, Umeda, 2014). CBoiicTBo
STHJICHa MOAYJIMPOBATh JEHCTBUE ayKCHHA HA YPOBHE €TO
OMoCHHTE3a W TPAHCIIOPTa U3BECTHO JIOCTATOYHO JABHO
1 00yCIJIOBIIMBACT NIMPOKHUH CHEKTP (PU3UOIOTHUECKHX TTPO-
SBJICHUH B Pa3IMYHBIX OpraHax M TKaHsx pactenus (Muday
et al., 2012). HanGosee SpKUM MPUMEPOM TAKOTO B3aUMO-
JICHCTBUS SIBJISICTCS MEXaHU3M, JIGKAIIUA B 0CHOBE 3(dek-
Ta MOJABJIEHUS] POCTa KOPHS O] BO3AECHCTBHEM 3THJICHA
y A. thaliana. OnipeieneHHast KOHIIGHTPAIMS ayKCHHA B 30HE
AJIOHTAIMY KOPHSI MHIYLUPYET €r0 POCT. DTHJICH BbI3bIBACT
aKTUBAIMIO TEHOB OMOCHMHTE3a MPEIIIECTBCHHUKA ayKCH-
Ha — TpunTodana — u camoro aykcuna (A4SA1/WEI2/TIR7;
ASBI/WEI7; TAA1/WEIS) (Stepanova et al., 2005; Ruzicka
et al., 2007; Swarup et al., 2007), 9T0 TPUBOIUT K ITOBBI-
IICHUIO0 KOHIIEHTPALNHU MOCIEAHEr0 B MEpPHCTEME KOPHSI.
Jlanee «1010JIHUTEIIbHBLI ayKCUH TPAHCIIOPTUPYETCS B 30HY
aoHT Ay (O61aronapst STUIEH-3aBUCMOMY CHHTE3Y TPaHC-
noprepoB aykcuaa AUX1 u PIN2/EIR 1), rie moBbInienue ero
KOHIIEHTPAIMHU IIPUBOJIUT K [TOJIABJICHUIO SJIOHTallUH KIIETOK.
ITockonbKy MOBBIICHHBIE KOHIIEHTPALUH ayKCHHA, B CBOIO
o4epesib, CIIOCOOHBI MHIYIIMPOBATh CHHTE3 THJIEHA ITyTeM
akruBanuy Tpanckpurnyy rena ALIK-cunrassr 4CS4 (Abel et
al., 1995; Tsuchisaka, Theologis, 2004), Takas perunpokHas
peryssinus odecrieuBaeT KOHTPOIIb ICHCTBHS ayKCHHA B KOP-
He 10 IpuHIMIY o0partHoii ca3u. C mepepacupeiesieHneM
KOHIEHTPAIlNX ayKCHHA, MO-BUANMOMY, CBSI3aHBI M TaKHE
3¢ deKTHI 3THIICHA, KaK TTo/1aBlIeHIe (POPMUPOBAHNS OOKOBBIX
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KOpHEH, BIMSHIE Ha IPABUTPOITH3M, YKOPOUECHHE TUITOKOTHIIS
u hopMupoBaHue anukanbsHOM etensk (Lewis etal., 2011).
IMomumo ynomsinyTeix Beire AUX 1 u PIN2/EIR 1, mokasano,
YTO 3TUJICH YCUIIUBAET TPAHCKPHIILIUIO T€HOB, KOAUPYIOLINX
Tparcnopteps! aykcuHa PIN1, PIN4 (Ruzicka et al., 2007)
u PIN7 (Lewis etal., 2011). O6cyxnaercs taxxe poas CTR1
KaK JIOKaJIbHOT'O HHIUOUTOpa OMOCHHTE3a ayKCHHA ITPH POp-
MHUpOBaHNU KopHEBHIX BonockoB (Ikeda et al., 2009).

ITHJIeH U 5kacMOHAThI. TpaHCKPUIIIMOHHAS PeryJIsius
HA YPOBHe TPAHCAYKLIMH CUTHAJIA. DTUIEH U KaCMOHATHI
MOJKHO TPUBECTH B KaueCTBE NMPUMEpPA B3aUMOJCHCTBUS
(hpUTOrOpMOHOB Ha YpOBHE TPAHCIYKIIMH CUTHAJA B KIIETKE,
KOT/1a KOMITOHEHTBI OJIHOTO CHI'HAJIBHOTO MYTH BIHSIOT Ha
aKTUBHOCTH T® JIpyroro CUrHaJIBLHOTO ITyTH, TAKUM 00pa3oM
M3MEHSS1 YPOBEHb TPAHCKPHITIMK UX T'eHOB-MHuIIeHel (Zhu,
Lee, 2015). Otu GpUTOropMOHBI ASHCTBYIOT CHHEPIHYECKH
Y B3aMMO3aBHUCHMO TIPH PEATU3ALMH 3aIUTHBIX OTBETOB HA
BO3/eiicTBUE naroreHoB. Tak, TpaHcKkpunuus rena PDFI.2,
MPOAYKT KOTOPOTO 00eCeurnBaeT MPOTUBOMUKPOOHYIO 3aI11-
TY pacTeHUs, c1ab0 aKTUBUPYETCS B PE3YyNIbTaTe BO3CHCTBUS
STHJICHA WM J)KACMHUHOBOW KHCIIOTHI, HO B 3HAYMTEIBHOMN
CTCICHU MHIYIUPYETCsS KOMOMHAIMEH 000MX TOPMOHOB.
Oxcnpeccus reHa PDF 1.2 naxoanuTcs oz KoHTposeM T ce-
meiictBa AP2/ERF ERF1 n ORAS9, cunTes KOTOpBIX, B CBOIO
ouepenb, koutponupyer T® EIN3 (Lorenzo et al., 2003;
Pre et al., 2008; Zarei et al., 2011). [Ipsimoii MonekysipHON
CBSI3KOH CUTHAJIBHBIX ITyTeH JBYX (PUTOTOPMOHOB SBIISIIOTCS
T® EIN3 1 251eMEHT CUTHAIBHOTO ITyTH )KaCMOHATOB, OETIOK
JAZ, xotopsrii ciocobex mHakTuBUpoBaTth T® EIN3/EILI,
npusnekas HDA6 B xauecTBe kopemnpeccopa. Ilon neii-
CTBHEM acMOHATOB 0eslok JAZ nerpagupyer, B pe3yabrare
cHmKaeTcs B3anMonelicteue mexay HDA6 u EIN3/EIL1
M BO3pACTacT TPAHCKPHIIIHMOHHAS aKTUBHOCTH ITOCIICTHETO
(Zhu et al., 2011). CxoaHblii MEXaHH3M B3aUMOJICHCTBUS
peanu3yeTcst Ipu NMepeceueHN CUTHAIBHBIX ITyTel ITUIeHa
u TnoOeperHOB (An et al., 2012).

Peryasinusi crabuiabHOCTH 0e1KOB NPHU B3auMojAei-
CTBHU CHTHAJIBHBIX myTeil. KoHTponupyemas nerpagaius
OCIIKOB CUTHAIBHOTO MYyTH SIBISETCS BAXKHBIM (DaKTOpOM
PErysauu 3TUICHOBOTO OTBETA U TaKXKe MOXKET CIYXKHUTb
MUIIEHBIO I JPYTHX (PUTOTOPMOHOB. Tak, IMTOKMHUHBI
1 OpacCHHOCTEPOH/IbI aKTHBUPYIOT OMOCHHTE3 STHIICHA TO-
cpencrBoM crabuinuzanuu ALIK-cunraz ACSS n ACS9 (Cary
etal., 1995; Vogel et al., 1998; Chae et al., 2003; Wang et al.,
2004). [TpenrmonaraeTcs TakKe, YT0 HHAKTHBAIUS ITHIICH-3a-
BUCHMOT0O 00pa30BaHMsl allMKaJIbHOM NeTenbku y 4. thaliana
B pe3ysibTaTe BO3ACHCTBHSA HKACMOHATOB MPOUCXOIUT Oraro-
Jlapsi akTUBalUK skcnpeccun EBE] xacMOHAT-3aBUCUMBIM
T®d MYC2, uto, B CBOIO OYepe/ib, HHIYIIUPYET MPOTEACOMHYIO
JIETPAAAIHIO TIOJIOKUTEILHOTO PETYIISTOPA STHICHOBOTO OT-
Beta EIN3. XoTs B KauecTBe aJIbTEpHAaTUBHOTO OOBSICHEHUS
BJIMSIHUSI )KACMOHATOB Ha JTHJICH-3aBUCHMOE 00pa3oBaHue
aNMKaJIbHON NETEbKU HE NCKITF0YAaeTCs BO3ZMOKHOCTD MHAK-
tuBanuu EIN3 B pesynbrare npsiMoro B3aumoseiictaus ¢ Td
MYC2 (Zhang et al., 2014b).

MonekynsapHble ocCHOBbI pa3Hoo6pa3us
¢I/I3VIOHOFI/I‘-IECKI/IX OTBEeTOB Ha 3TUJ1IeH

Wrak, kakuM xe 00pa3oM JeiicTBHE dTHIICHAa 00eCIIeunBacT
HaOmIomaeMoe pa3sHooOpasue (pU3MOTOTHISCKUX OTBETOB?
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MexaHun3mbl perynaummv nepepaymn
STUNIEHOBOIO CUrHasa y pacTeHuit

Haunem ¢ TOr0, YTO CIIOCOOHOCTBIO K CHHTE3Y STHIICHA 00-
JIaJaroT TMPAKTUIECKU BCE KIETKH PACTEHMsI, OTHAKO, Oaro-
Japst MHIyIHOCIbHOMY XapaKTepy ero OMOCHHTE3a, NpHU
HOPMaJIBHBIX YCJIOBHSIX YPOBEHb 3THJIEHA OOBIYHO HHU3KHH,
3a NCKJIFOUEHHUEM 30H MOBBIIICHHOTO 00pa30BaHUs 3THUIICHA,
pacrpesieieHue KOTOPBIX MOXKET U3MEHSTHCS B OHTOT€HE3e
UJIM B Pe3yJIbTaTe BHEUIHUX BOo3aeucTBUM. Tak, y IOBEHUIIb-
HOTO PACTEHMS ITHJICH CHHTE3UPYETCS! INIaBHBIM 00pa3oM
B MEPHCTEMATHYECKUX TKAaHSX, B JajbHEHIIEM HanOobIee
KOJIMYECTBO ATUIJIEHA 00pa3yroT CO3peBarolue 1miosl. buo-
CHHTE3 3THJICHA TAK)KE PE3KO YCHIIMBAETCSI IIPU CTPECCOBBIX
BO3/ICHCTBHSX Ha pacTeHue. [1pyu 3ToM KHHeTHKa 00pa3oBaHus
STUJIEHA, @ TAK)KE KOJIMYECTBO CUHTE3UPOBAHHOTO (hUTOrOp-
MOHa I0f] ICHCTBHEM PA3IUYHBIX BHYTPEHHUX M BHEITHUX
ctumynoB HeoxmHakoBHI (Li et al., 2012). Beiensiercs He-
CKOJIbKO (DAaKTOPOB, CYIIECTBOBAHHE KOTOPHIX TUIIOTETHYECKH
MOKET OOBSCHUTD 3TH ABJICHNUS. Bo-TIepBBIX, MHOTOYpOBHEBASI
perymsnust oopa3zoBaHusi pepMEHTOB OMOCHHTE3a 3TUIICHA
(AIIK-cunrassl u ALIK-okcuasbr) 00ecreunBacT CymecTBo-
BaHME aJbTEPHATUBHBIX TOYEK MPHIOKEHHUS KOHTPOIHPYIO-
IIEr0 BO3/ICHCTBUS (HAIIpUMep, HAa TPAHCKPHUITIIHOHHOM HITH
MOCTTPAHCIISILIMOHHOM YpOBHE). Bo-BTOpBIX, hepMeHTHI O1o-
CHHTE3a 3THIIEHA KOANPYIOTCS MyJIBTUTEHHBIMH CEMEHCTBaMU.
Jlnis mapasoroB xapakrepHa quddepeHnnanbaas SKCpeccus
B [IPOCTPAHCTBE U BPEMEHH, a N30(hepMEHTHI (TIPEICTaBIISIO-
e co00i TOMOANMEPHI) PA3THYAIOTCS IT0 CBOMM CBOWCTBAM
1 CHHTE3MPYIOTCS B OTBET Ha pa3HbIe CTUMYJBL. bosee Toro,
nepecedyeHne NaTTePHOB AKCIIPECCUN Pa3IUYHbIX 1apaloroB
B IIPOCTPAHCTBE M BDEMEHH CBUJIETENILCTBYET O BO3MOKHOCTH
OJTHOBPEMEHHOTO NPHUCYTCTBUS B KJIETKE PA3IUYHBIX H30-
(hepMeHTOB, JIst OOJIBIIMHCTBA KOTOPBIX ITOKa3aHa (pyHKIHO-
HaJbHas TeTepoanMepu3arus in vitro u in planta (Tsuchisaka
et al., 2009). Takum oOpazoM, hopMHPYETCsS YHHKaIbHAs
KOMITO3HULIHMS (pepMEHTATHBHBIX KOMILIEKCOB, IOTCHIIMAIBHO
MO3BOJISIOMIASA OCYIIECTBIATH 00Jie€ TOHKYIO PETYISIIIHIO
cuHTe3a 3TiiIeHa. Eme ogauM 00bscHeHneM HaOII0IaeMbIX
B OHTOT€HE3€ MaTTePHOB 00PA30BaHMs ITHIIEHA MOXKET CITy-
KUTb CyIIIECTBOBAHNE PA3INYHBIX MEXAHH3MOB PETYJISALIIHN €TO
O6uocunTe3a. HanprmMep, kak MUHIMYM J1Ba ITOCIIEI0BATEIIHLHO
JICUCTBYIOLINX MEXaHU3Ma IIPEI0KEHBI JUIsl PEryJIsIn O1o-
CHHTE3a 3THJICHA TIPH CO3PEBAHNH KIIMMAKTEPUIECKHX TUIOI0B
(cuctemsl bnocunresa 1 u 2). I1pu nepexozne oT 0HOM K Apy-
Troii 1o Mepe co3peBaHMs II0I0B MPOUCXOIUT NMEPEKITIOUCHHE
C ayTOMHTHOMPOBAaHUS Ha ayTOCTHMYJSIUIO OMOCHHTE3a
stuniena (Alexander, Grierson, 2002). Ha ypoBHe BoctipusiTust
CUrHaJIa dTHJICHA KJIETKOI PUYMHON Pa3HOO0pa3usi OTBETOB
Ha 3TWJIEH MOXKET OBITh €T0 JI0303aBUCUMBIN XapakTep, YTo
MIO/ITBEPKJAETCS, B YACTHOCTH, B SKCIIEPUMEHTAX C ITpUBIIE-
YeHHeM Maremarndeckoro moaenuposanus (Diaz, Alvarez-
Buylla, 2006), a Taxxe HEOAWHAKOBasi YyBCTBUTEIHHOCTD
KJIETOK K 3THIJIeHY. Ha MoJeKysipHOM ypOBHE 3TOT BOIIPOC
U3y4eH HeJOCTATOYHO ITyOO0KO, OJJHAKO ITPEIOIAraeTcst Poiib
nuhdepeHnaTbHON SKCIIPECCHH TTapajoTOB PEIEeNTOPOB
STHJICHA ¥ TETEPOJUMEPHU3AINH HX OEIKOBBIX MPOTYKTOB
(Liu, Wen, 2012b). [Ipunumasi BO BHUMaHUE TOT (aKT, YTO
TPAHCKPUIIIMOHHBIN OTBET, 3aIlyCKaeMbIi STHICHOM, Pa3IIH-
YaeTcsl B pa3HbIX TKaHAX M Ha PAa3HBIX CTAAUSIX Pa3BUTHS, HO
KOHTPOJIMPYETCsI JIMIIb ABYMsI KiroueBbiMH (hakropamu (EIN3
u EIL1), umeromumu KpUTHIECKOe 3HAYCHUE /IS Pa3BUTHUS
3THIIeHOBOTO 0TBeTa (Alonso et al., 2003), oueBuaHO, YTO HA
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9TOH M OoJiee MO3HUX CTAIUSIX JOJIKHA OCYLIECTBISITHCS
JIOTIOTHUTENbHAS! PETYISINA. B yacTHOCTH, B COOTBETCTBUHU
C pesynbraraMu aHanusa AaHHbBIX RNA-seq, BpeMeHHAs
JIMHAMMKA 3TUJICH-UHAYLUPOBAHHON TPaHCKPHUIILIMOHHOMN
AKTMBHOCTH MPE/CTABISIET COOOM YEThIPE MOCIEA0BATEIBHO
pa3BHUBAIOIIMECS BOJHBL, IPUYEM Pa3BUTHE KaXKI0W M3 HUX
Haxonutcs nox koHTponeMm T EIN3, uro mpenmonaraer
CYIIECTBOBAHNE HECKOIBKUX YPOBHEH TPaHCKPUIIIMOHHOTO
xouTponst (Chang et al., 2013). Kpome Tor0, 3THICHOBBIN
OTBET MOAYJIMPYETCSI IOIIOIHUTEIbHBIMH IPOCTPAHCTBEHHO-
BPEMEHHBIMH HH(POPMAITOHHO-000TAIlEHHBIMH CUTHAJIAMU,
B YAaCTHOCTH, CUTHAJIAMH JPYTHX (PUTOTOPMOHOB, KOTOpBIE
«HATPAaBJISIFOT) Pa3BUTHE OTBETA «B HY)KHYIO CTOPOHY». DTH
B3aMOJICHCTBUS MOTYT OBITH BEChbMA CIIOKHBIMHU U BKITFOUATh
repecedeHue Ooee YeM JIByX PerysITOpHbIX KOHTYpoB. Tak,
CUTHAJIbHBIE MYTH ayKCHHA, STWIEHA MU UUTOKMHUHOB 00b-
ennnens! entuaoM POLARIS (PLS), kotopsrit mogaBnseT
STHJICHOBBIH M IINTOKWHUHOBBIH OTBET M MIO3UTUBHO PETYJIH-
pyeT romeocta3s u Tpancnopt aykcuna (Chilley et al., 20006).
BpaccuHoCTEpOHIBI B CHHEPTUU C ayKCHHOM HHIYIHPYIOT
cunres stiiieHa (Joo et al., 2006). Kpome atoro, B HacTosmiee
BpEeMsI TI0JIy4YEeHbI BECKUE JIOBOJIBI B I0JIb3Y CYIECTBOBAHUS
aJBTEePHATUBHBIX CUTHANBHBIX ITyTel 3TriieHa (Zhang et al.,
2014a).

DUTOrOpMOH STHIIEH PETYIHPYET IUPOKUI CIIEKTP (HH3H0-
JIOTUYECKUX MPOILECCOB, BKIIIOUAsi PEaKIIMU HA CTPECCOBBIC
BO3JICHCTBUS, U MHULIMUPYET OTPOMHOE pazHooOpasue oT-
BETOB PACTEHHUs] HA pa3JIMYHble BHYTPEHHUE U BHEIIHUE
CTUMYIIBL. B 0CHOBE 3THX mporieccoB — (PyHKIIMOHUPOBAHUE
MHOTO()AKTOPHOM CHCTEMBI PETYIISIIIAN, KOTOpasi paboTaeT Ha
Ka)XJI0M 3Tare QyHKIMOHUpOBaHus dTHiIeHa. MccienoBanust
MOCJIEHETO JIECSTUIETHS, B TOM YHCIIE C UCIIOIb30BaHUEM
COBPEMECHHBIX MOJICKYJISIPHBIX U OMOMH(OPMATHIECKUX Me-
TOJIOB, [TO3BOJIMIIH ITPOJIBUHYTHCS B IOHUMAaHUH MEXaHU3MOB
O6uocuHTE3a U Mepeady CUTHala STHICHA U TIPUHIUIIOB UX
PETYJISIUK, OHAKO BCE €IIe OCTAeTCsi MHOTO BOMPOCOB.
Cpenu HUX — BBISBJICHHE HOBBIX PETYJISTOPHBIX 2JIEMEHTOB,
B3aUMOJICHCTBHE MEX/Ty Pa3INYHBIMH PEryIsITOPHBIMU KOH-
TYpaMH, TIOUCK M OITHCAHNE aJIBTEPHATUBHBIX Iy Tl epenadan
CHTHaJIa, yCTAHOBJICHUE CBSI3M CUTHAIBHON CHCTEMBbI OTHIIEHA
C OHTOTEHETHYECKUMH IIPOTPaMMaMH 1 CTPECCOBBIMU CHT'HA-
namu. JlanpHeee n3yueHne 3THX BOIIPOCOB IOMOXKET ITy0-
JKE TIOHATh MEXaHU3MbI ()YHKIIMOHUPOBAHUSI 3TOI'O TOPMOHA.
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