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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 GMONOrMI PAacTeHNI KaK C TOUKM 3peHus
dyHOaMeHTaNbHbIX NCCNEROBAHNIA, TaK U [NA PeLUeHs NPaKTUYeCKnX
3afauy. briocmHTes 3TNeHa U3 aMVHOKUCIOTbI METVOHWHA U OCHOBHbIE
STanbl NyTV Nepefjayn ero CUrHasna B KneTke oT MeMOpaHHbIX peLien-
TOpOB [0 3 PEKTOPHBIX FeHOB U3yUeHbl 4OCTAaTOYHO AeTalbHO,

1 pe3ynbTaTbl 3TUX UCCNIEA0BAHMI NPEACTaB/EHbl B BULE MHOTOYMC-
NeHHbIX 0630poB. [0pa3fo MeHbLLUEe 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-
rMYecKUX OTBETOB PacTEHNA Ha AelicTBUe 3TuneHa. B 063ope 0606-
LLieHbl AaHHbIE O MeXaHK3Max perynauuy 61nocrHTesa 3TuneHa u nepe-
Jauu ero curHana. OnucbiBaloTcA KtoueBble GakTopbl TPAHCKPU-
LIIOHHOW 1 MOCTTPAHCNIALMOHHON PEryNALMM, KOHTPONVPYoLWMe
3KCNPECCHIo 1 CTabUIbHOCTb KIHoUYEBbIX KOMNOHEHTOB 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
VW @aHTaroHr3mMa 3TUeHa C ayKCMHOM, >KaCMOHaTaMu, LIUTOKMHUHAMM
1 6paccnHocTepovpamn. O6CyKAaloTcA BOSMOXHbIe MONEKYAPHbIE
OCHOBbI Pa3HO06Pa3sysA Gr3NONOrNUECKIX OTBETOB Ha STUMEH.

KnioueBble cnoBa: 3TuneH; pUToropmoHbl; MopdoreHes; nyTb
nepepaun CUrHana; perynauvsa TpaHCKPUNLUMK; NOCTTPAHCIALVIOHHas
perynauus.
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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,

pa3BUTHS U PEAKLIUU HA CTPECC SIBISIETCS OAHOM M3

(yHIaMEHTAIBHBIX POOJIEM OMOJIOTHH PacCTCHHH.
DUTOrOpMOH ITHIIEH UCTOPHUUYECKU TMPHUHATO CUUTATh TOp-
MOHOM CTapeHUs U CTpecca, OJHAKO OH MMeeT ropasno 6o-
Jee OOMIMPHBIN CIIEKTP PETYISTOPHOTO JAEHCTBUS. DTHUIICH
OKa3bIBaeT BIIMSHUE HAa TaKUE IPOIIECCHI, KaK yCKOPEHUE
MIpOpacTaHus CeMsH, 00pa3oBaHNEe OOKOBBIX KOPHEH M KOp-
HEBBIX BOJIOCKOB, STIMHACTHIO JIMCTHEB, PA3BUTHE I[BETOB,
CO3peBaHKe IUIOIOB, CTAPEHUE TKaHEH, OIajiaHKUe JINCTHEB,
a TaKke KOHTPOJIPYET Pa3BUTHE OTBETOB Ha CTPECCOBBIE BO3-
neiictBus (Abeles et al., 1992; McManus, 2012). baromapst
ATOMY 3THJIEH (B BHJIE ATUIICH-TIPOAYLICHTOB) H HHTHOUTOPEI
€ro JEHCTBUS LUUPOKO UCIONb3YIOTCS B CEIbCKOX03HCTBEH-
HOH mpakTuke. Kakum ke 00pa3oM JeiiCTBHE OTHOTO 3TOTO
(uroropmoHa obecreynBaeT peaan3aliio HACTOIbKO pa3Ho-
00pa3HbBIX (PU3NOIOTHYECKUX 0TBETOB? B HacTosmIee Bpems
0XapaKTepH30BaHbl MEXaHN3M OMOCHHTE3a ITUIICHA, A TAKKE
JIMHEHHBIN IIyTh IIEpPelauld €r0 CUrHajla B KIIETKE, OJAHAKO
9TH 3HAHUSI HE TO3BOJIMJIN BBIABUTH MCTOKH HAOJIIOIaEMOTO
pasHooOpa3us. Kitou kK ero moHMMaHWIO, HECOMHEHHO, 3a-
KJIFOYaeTCsl B U3y4YEHHH MEXaHW3MOB MOJICKYJISIPHO-T€HETH-
YECKOW PETyNAUMN Ha KaXJOM 3Tare (pyHKINOHUPOBAHUS
STHJIEHA OT OMOCHHTE3a U TPAHCTIOPTa TOPMOHA 10 PEIEIINT
U TPaHCAYKIMHM €ro CHrHajla KOMIIETEHTHBIMHU KJIETKaMH
Y aKTHBAIlMH B HUX CTIENUANILHBIX porpamm. [Iporpecc B no-
HUMaHWN MEXaHM3MOB PETYISIIMU IPOIECCOB OMOCHHTE3A,
BOCIIPUSITHS ¥ NIepeJjayl CUIHala STHIIEHAa BO MHOTOM OBLI
JIOCTUTHYT Ha MOJIETEHOM pacTeHun Arabidopsis thaliana L.
Bbnaronaps serko nerexrupyemoit crienuduieckoil peakuu
ATUOJIMPOBAHHBIX TIPOPOCTKOB HA 0OPaOOTKY STHICHOM (TaKk
Ha3bIBAEMOMY «TPOHHOMY OTBETY» — 3aMEMJICHHIO POCTa
KOPHSI M THUIIOKOTHJISL B JUIMHY; paJalbHOMY HaOyXaHHIO
THITIOKOTWIISE; 00pa30BaHMIO ANMKAJIBbHON METENbKH), ObLIH
BBIJIEJICHBl HEUYBCTBUTENIbHBIE K ATUIIEHY MyTaHTHI, HE TIPO-
SBJISTIONINE 3TOH peakuni (ethylene insensitive, ein), a Takxe
MYTaHTHI, JEMOHCTPUPYIOLIUE KOHCTUTYTUBHBIN «TPOMHON
oTBeT» (constitutive triple response, ctr), B TOM YHCIE Xa-
PaKTEepU3yIONINECsT CBEpXIPOAYKIMeH TuieHa (ethylene-
overproducer, eto) (Ecker, 1995). imMeHHO uccienoBanue
MYTAHTOB HO3BOJIHJIO BBIIETINUTD KITIOUEBbIE KOMIIOHEHTHI Iy TH
Tiepe/ady STHICHOBOTO CUTHAJIA M OXapaKTepH30BaTh HEKOTO-
pbI€ 2JIEMEHTBI TPAHCKPUITLMOHHOM M ITOCTTPAaHCISILIMOHHON
peryIsuy, KOHTPOJIMPYIONINe OMOCHHTE3 STUIIEHA U TIepe-
Jlady ero curaasia. TeM He MEHee CI0KHOCTh M HEJIMHEHHOCTh
PEryJIITOPHBIX B3aUMOECHCTBHI, KOTOpask B HACTOSIILIEE BPEMS
O4YEBH]HA, OTPAaHUYNBAET BO3MOXXHOCTH HCIIOIb30BAHUS
KJIACCHYECKNX MOJICKYIISIPHO-T€HETHUECKIX METOI0B. B 310
CHUTYaIM1 NEPCHEKTUBHBIM IPEJICTABIISETCS UCIIOJIb30BaAHUE
COBPEMEHHBIX ITOJTHOTEHOMHBIX To1x010B (RNA-seq, ChIP-
seq) ¥ MeToIOB aHanu3a in silico. Llenb qanHoro od3opa — u3-
JIOKEHHE CYIIECTBYIOLIMX 3HAHUI 0 MEXaHU3MaX PEryJIsiiuu
OMocHHTE3a THIIEHA, Tepe/lauydl CUTHAJIA STHIICHA MEXy
OpraHaM¥ pacTeHUS ¥ TPAHCTYKIIUK 3TOTO CUTHAJIA B KIJIETKE.

dTanbl 6MOCNHTE3a 3TUNEHA

1 cnoco6bl ero perynaunu

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

TEJILHOCTh Peakiiii OnoCcHHTEe3a 3TUIIeHa Oblla OlpeeseHa
B XOJIE M3yUCHHUS ITOTO MpOIecca B TKAHAX MIIOJI0B SOIOHH
B 70-x romax nponuroro Beka (McKeon, Yang, 1987). Jlans-
HeHIne UCCNe0BaHMsI BBISBUIN aHAJOTHYHBIA MEXaHU3M
CHHTE3a 3THJICHA B JPyTUX PACTEHHSX (PHUC, TOMAT, TOPOX,
apabuaorcuc 1 ap.), 10Ka3aB, TAKUM 00pa3oM, ero yHuBep-
canbHOCTb. [Ipe/iecTBeHHUKOM ITUJIEHA B PACTEHUSIX SBJISI-
eTCsl aMHHOKHCIIOTa MeTHOHHH. [lon nmefictBueM ¢epmeHTa
SAM-cuHTeTa3b6 METHOHHMH TIEPEXOJNT B aKTUBHYIO (OpPMY
(S-anenosmwiMernonuH, SAM) U Ciy’)KuUT cyOCcTpaToM AJis
uToIuTa3Matudeckoro ¢pepmenta ALIK-cuHTa3bI, KOTOpas
npespamaer SAM B 1-aMuHOIMKIIONpOIIaH- | -kKapOOHOBYTO
kucioty (ALIK) (puc. 1). Bropo#i npoaykT peakiuu oopa3o-
Bauus ALK — 5’-MeTHITHOAIEHO3MH — BOBJICKACTCS B IIUKJI
SlHra m B pe3yiabTaTe CEpHM IOCIIEAOBATEIbHBIX PEeaKInil
BOCCTaHaBIuBaeTcs 10 MmetnonuHa (Murr, Yang, 1975). ALIK
SBJISIETCSI HETIOCPEICTBEHHBIM MPEAIIECTBCHHUKOM ITHUIIEHA
B PACTECHUSIX — ITHIIEH 00pa3yeTcsi B PE3yNbTaTe OKHCICHUS
ALK depmenTom AIIK-okcnaa3oii B pUCYTCTBUU KUCIOPO-
Ja. OCHOBHBIM PETYISTOPHBIM y37I0M OHOCHHTE3a ITHUIIEHA
cunraercs cranus obpazosanust ALK (Yang, Hoffman,
1984). KoHTpoib ocyecTBIseTCs KaK Ha YPOBHE PErysIsaiun
Tparckpunuuu renoB ALIK-crHTa3, KOTopble SKCIpeccupy-
I0TCSI TOJIBKO B ITPUCYTCTBUHM MHAYKTOPOB, TaK M Ha yPOBHE
CTaOMILHOCTH caMuX (epMeHTOoB (puc. 1).

I'ensr ALIK-cuHTa3 y pacTeHui TpeACTaBICHBI MYJIBTUTCH-
HBIM ceMelcTBOM. Tak, B reHOMe A. thaliana oxapakTepuso-
BaHbl JIeBATh TeHOB AI[K-cunTas (4CS), BoceMb U3 KOTOPBIX
KOZIMPYIOT (DyHKIIHOHAJIbHBIE ()ePMEHTHI, OINMH — 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). OnHako MOIEKy-
JSpHBIE MEXaHMW3MBbl MHAYKIIMH Pa3IMIHBIX 11apajioros,
MO-BUAMMOMY, HEOJTHAKOBHI: OHU OTBEUAIOT Ha pa3HbIE BHY-
TPEHHHE U BHEIIHUE CTUMYJIBI, @ TAKXKE XapaKTEPU3YIOTCS
TKaHecnennuueckoii axcnpeccueit (Tsuchisaka, Theologis,
2004). Baxxnyro posib B mpolecce perysinuu OMoCHHTe3a
STUJICHA UTPAET NOCTTPAHCISIIMOHHAS PETYIISIINS aKTHBHOCTH
renoB ALIK-cuHTa3 mocpeacTBoM yOMKBUTHH-3aBUCHUMOMN
Jierpaialiiy 9 TUX (PEpMEHTOB, YTO ITO3BOJISIET MTO/JIEPKUBATH
HU3KUH YyPOBEHb 3THJICHA B HOPMAJIBHBIX YCIOBUSAX. DTOT
nporecc onocpenytot E3-mraser (manpumep, ETO1, EOL1/2,
XBAT32), B3auMOzIeHCTBYOIINE, 32 PEAKUM UCKIIIOUEHUEM,
¢ HekaranmuTrdeckuM C-TepMuUHAIBHBIM gomMeHoM AILIK-
CHHTa3, IPHUYEM JUTSI KaKJ0T0 H30()epMEHTa XapaKTepeH CBOH
CIIEKTp MHULIMUPYIOMIUX ero Aerpaganuto E3-nmuras (Lyzenga,
Stone, 2012; Xiong et al., 2014). K coxxanennro, moaHOH Kap-
THHBI, ONIMCHIBAIOIICH MOJICKYIIIPHBIC MEXaHU3MBI PETYIISIINT
paznuuHbix romosioroB ALIK-cuHTa3 B 0TBET Ha BO3/€licTBHE
pa3HbIX (haKTOPOB, B HAacTOsIIEe BpeMs HET. bonee i me-
Hee 0XapaKTepHU30BaHbI JIUIIb OT/eIbHbIC KOMIOHEHTHI 3TOH
PEryJsITOpHOU ceTu. B yacTHOCTH, ONUCAHO ydacTue IpoTe-
naknHa3 MAPK kackama B MHAYKIMK OMOCHHTE3a STHIICHA
oJ| Bo3zaeiicTBueM Omornmyeckoro crpecca. Ha mpumepe
A. thaliana noka3aHo, uro nporeurkurassl MPK3 u MPK6
crabmmmupytotr ALIK-curaTazsr ACS2 n ACS6 nytem ¢oc-
(hopunmpoBanus ceruduaecknx caiToB C-TepMHHAIBHOTO
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STUNIEHOBOIO CUrHasa y pacTeHuit
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i _GACC  ™kowbworatos ALK .
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i
AKTMBaUuA !
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Puc. 1. yﬂpOLI.leHHaH cxema 61oCKHTEe3a STUMEHA U ero perynaygnn.

MK - npoTtenHknHasbl; TO — TpaHcKprnuymoHHble dpakTopbl; ® — ocdatasbl.

JTIOMEHa, 3alIHINas, TAKHM 00pa3oM, EpPMEHT OT MPOTEaCOM-
Hoii nerpanaruu (Han et al., 2010). Ota crabunmsamnus 06-
paruMa 1myTeM e ocHOopHIMPOBaHNS, KOTOPOE OIIOCPETYIOT
dhocdaraszer PP2A u PP2C (Skottke et al., 2011; Ludwikéwa
etal., 2014). Kpome crabmmuzarmn ¢pepMeHTOB OHOCHHTE3a,
nporenHkrnHa3zsl MPK3 u MPK6 Takske HHIynupyrOT TpaHC-
kpunuuio reHoB ACS2 u ACS6 nyTeM akTHBAIIUU TPaHC-
kpunmuonaoro ¢axropa (T®) WRKY33 (Li et al., 2012).
®epmentsl MAPK kackaza, BEpOSITHO, MOTYT y4acTBOBAaThb
B [lepejiaye CUrHala JPYrUX WHIYKTOPOB CHHTE3a STHJICHA,
B YaCTHOCTH, NIPU HU3KOTEMIIepaTypHoM cTpecce (Zhao et
al., 2013). Maaykuus OMoCHHTE3a ITUIICHA HEKOTOPHIMU
(huroropmoHamy (LIUTOKMHUHBI 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 AIIK-cuuTassr ACS5
n ACS9 coxmepsxat caiitel HochopHINpOBAHNS TTPOTESHHKH-
Ha3z CDPK, HO ux ¢yHKUMOHaNBHAs poSib B CTAOMIN3ALUT
(hepMeHTOB TOKa He mMoATBepxkIeHa. OmUcaH TaKxke psii
MOJIEKYJISIPHBIX KOMITOHEHTOB, PETyIHPYIOMNX OHOCHHTE3
STHJICHA ITPU CO3PEBAHUH TUIOZIOB HA YPOBHE TPAHCKPHUIILIUT
(Karlova et al., 2014), cpeau vux T® tomara TAGL1 (Itkin
et al., 2009) u RIN (Vrebalov et al., 2002; Ito et al., 2008),
CTUMYIUpYyoLye TpaHcKkpumiuio reHoB ACS2 u ACS4. Crour
OTMETHTb, YTO TIOMUMO YIIOMSIHYTHIX BBIIIIE B PACTEHHU MOTYT
CYIIIECTBOBATH IOTIOTHUTEIBHBIE MEXaHU3MBbI PETYIISAIIIH 00-
pazoBanust ALIK. B wactHOCTH, H3BECTHO, uTo inn planta ALIK
npeoOpa3yercsi B TPH pa3iinuHble MPOU3BOIHBIE, U BIIOJIHE
BEPOSITHO, YTO MOJOOHOE Mpeodpa3oBaHUE MOXKET KOHTPO-
muposars kosmaectBo ALK, nocrymHoe mist cuHTe3a oTH-
JICHA, YTO MOATBEPKIACTCS Pe3y/IbTaTaMyi MaTeMaTHYeCKOTO
MozenupoBaHus 3Toro mnpomecca (Van de Poel et al., 2014).
Wuorna obpasosanne ALIK-cHHTa3bl HE SBISCTCS JTUMUTH-
pyromum $pakTopoM OMOCHHTE3a ITHIICHA, HAIIpUMep, TIOCIIe
JIOCTIKEHNSI MAaKCUMAaJIbHOTO YPOBHS €ro NMPORYKIHNU TPH
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CO3pPEBaHMH IUTOJIOB TOMATa, KOTJIA KIIFOYEBBIM PETYIISITOPOM
CHHTE3a dTHIIeHA CTaHOBUTCA cofepkanue AlIK-oxcumasbr
(Van de Poel et al., 2012). Panee npeamnonaranocs, 9To TeHEL,
KOJIUPYFOIIHE ITOT (PePMEHT, IKCIIPECCUPYIOTCS KOHCTUTY THB-
HOo. O/IHaKO B HACTOsIIEE BpEeMs JIOKa3aHO, 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
pacTeHHH TPENCTaBICHBl MYJIBTHTCHHBIM CEMEHCTBOM, MX
aKcIpeccHs perynupyercs sTriieHoM (De Paepe et al., 2004).
Ha ocHoBaHMYM pe3yabTaTOB aHANIN3A in Silico IPEATIoNaraeTcs
CYIIECTBOBaHHE ITOCTTPAHCIIAIIMOHHON PETyISIINA aKTHBHO-
ctu ALIK-okcunas (Van de Poel et al., 2014).

MexaHunsmbl TPpaHcnopTa N AUCTaHUNOHHOEe
OencTBue STUeHa

TpaHcrnopT GpUTOrOPMOHOB — BKHOE 3BEHO LM Mepeiadn
TOpMOHaJILHOTO curHasa. OH o0ecneunBaeT rnepepacrpese-
JIeHWe KOHIIEHTpaly (UTOTOPMOHA, a TAK)Ke BO3MOKHOCTh
€ro IeHCTBHA Ha 3HAYUTEIHHOM YJaJICHUH OT MECTa CHHTE3a.
OTHIICH SBIISETCS €IUHCTBEHHBIM ra3000pa3HbIM TOPMOHOM
pacTeHui, U ero TpaHCIOPT He TPeOyeT Creual3upOBaH-
HBIX MEXaHH3MOB — ra3 CBOOOHO TUPPYHIUPYET U3 KICTKH
B KJIeTKy. Kpome Toro, BBIAENSACH M3 PACTCHUS B OKPYIKako-
IIyIO CPey, STUIICH 00eCIIeUnBaET Nepeiady CUTHAJIOB MEXKITY
pactenusimu. C Apyroi CTOPOHBI, AMCTAHIIMOHHOE ICHCTBUE
STWJICHA JOCTUTaeTcst Ojaronapsi TpaHCIOPTy €ro mpen-
mectBeHHuKa, ALK, kKoTopblii MOXKHO paccMaTpuUBaTh Kak
HEaKTUBHYIO TpaHcropTHyto ¢opmy stusieHa (Van de Poel,
Van Der Straeten, 2014). Tpancopt ALIK ocymecTBmseTcs,
KaK MpaBUJIO, MO COCYAUCTBIM TKAaHAM. SIpKUM IpHUMEpPOM
CITY’KUT 3MIMHACTHUS JTUCTHEB IPU THITOKCHU KOPHEH y TOMaTa.
CuHTe3npyeMblil B OTBET Ha HEOIArONPHUSTHOE BO3/ICHCTBIE
ALIK He okucisiercsi B KOpHE B YCIOBHAX JepHUINTa KHC-
JIOpoAa, a MO KCHJIeME TPAHCIOPTUPYETCS K JIHUCThAM, T



Regulatory mechanisms tuning
ethylene signaling in plants

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 n AIIK-okcnaassr B ucThsax. Kpome
Toro, MU(QepeHnanbHas dKCIPECCHsT ITUX TEHOB UIPACT
Ba)KHYIO POJIb B CpeiHeM U JanbHeM TpaHcnopte ALK B po-
niecce passurus (Gallie et al., 2009; Dugardeyn et al., 2008).
[ToMumo TpaHcmopTa MO KCHJIEME MOKa3aHa BO3MOXKHOCTh
tpancnopra ALIK o ¢oame (Van de Poel, Van Der Straeten,
2014). K coxxareHnro, MOJEKYISIPHBII MEXaHI3M TPAHCTIOPTa
AIIK B Hacrosimiee BpeMs HesceH. 3BecTHO 0 CylIecTBOBa-
HUH HalpaBlIeHHOTO BHYTPHUKIETOYHOro TpaHcmnopra ALK,
KOTOPBIHN, KaK MOJIAraroT, OCYIIECTBIAIOT TPAHCIIOPTEPHI He-
HOJISIPHBIX AMUHOKHCIIOT, B TOM 4uciae Tpancrnoprep HLT1
(Shin et al., 2015).

MOHEKyﬂﬂpHO-reHETVI‘-IECKI/Ie MeXaHU3Mbl
peuenuuu N TPaHCAYKLUUM CUTHana sSTuieHa

OTHIIEH BOCIPUHNMAETCSI KOMIIETEHTHBIMU KIIETKAaMH H aK-
THUBHPYET IIETIOYKY ITOCPETHUKOB, KOTOPBIE MEPEIAI0T TOPMO-
HaJIbHBIM CUTHAN M 3aIlyCKAIOT PEaKlrIo OTBETa Ha TOPMOH
(Merchante et al., 2013; Cho, Yoo, 2015). JleiicTByromas
MOJICNTb BOCTIPUSITHS M TE€peadll CUTHajla THIICHA IMpe[-
cTaBisieT coOO JIMHEWHBIN CUTHAJIBHBIN MYTh M BKJIHOYAET
B Ka4eCTBE TOCIEeNOBATEIbHBIX 3BeHBEB (1) pementopHbIe
THCTH/IMH-KHUHA3BI, (2) CEpUH-TPEOHHMHOBYIO ITPOTCHHKUHA3Y
CTRI1, (3) mem0Opannsbiit 6emok EIN2 u (4) T® cemelicTB
EIN3/EIL u AP2/ERF (puc. 2). [oMonorn4abie CUTHAIBHBIC
TeHBI OBIIM BBISIBIICHBI y TOMAaTa U PHCA, YTO CBUACTEIHCTBYET
00 yHMBEPCAJILHOCTH MEXaHH3Ma PELEIIIUH 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). HeoObryHasi BHYTPUKIICTOUHAS JTOKATH3AINS PEIIETI-
TOPOB HE MPEMATCTBYET BOCHPHUITHIO TOPMOHA, MTOCKOJIBKY
ra3000pa3Hblii 3TUIIEH CBOOOIHO TUPPYHIUPYET 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 OaKTepUalbHBIMU
JIByXKOMIIOHEHTHBIMH PETYIATOPAMH M TaK K€, KaK U MO-
cieqHue, crocoOHbI K ayrodochopunnupoBanuio. Mexmy
N-u C-TepMUHAJIBHBIMHU CTPYKTypamu pacroioxeH GAF
JIOMEH, PETYIUPYIOIINI reTepOMEpHbIE B3aUMOAECHCTBUS
peuenrropos (Liu, Wen, 2012a). ¥V A. thaliana BbIsBICHBI TISITh
T€HOB 3TUJICHOBBIX PELIENITOPOB, KOTOPBIE MOPA3IEIISIOT Ha
JIBa IIOJICEMENCTBA HA OCHOBAHUHU TOMOJIOTHH MOCIIEIOBATEb-
Hocteit (Lacey, Binder, 2014). ITogcemeiictBo ETRI-like
BritouaeT reusl ETHYLENE RECEPTORI (ETRI) u ETHY-
LENE RESPONSE SENSORI (ERSI), k moaceMeucTBy
ETR2-like otHocsiT rensl ETR2, ERS2 v EIN4. ITsats n3odopm
PELENTOPOB MO-pa3HOMY IPeoOpa3yroT CUTHaNl 3THIICHA,
a muddepeHnmaIbHas SKCIPECCHs TapayoroB 00ecednBaeT
crienu(UIecKuii MaTTepH MPECTAaBICHHOCTH N30(hopM B 3a-
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OddeKTopHbIe reHbl

Puc. 2. YnpouieHHaa cxema TpaHCAYKLUUM STUIEHOBOTO CUrHana B KneTtke.

CnNoOLWHBIMU XUPHBIMW IMHWAMI 0603HauYeH NHENHbI NyTb Nepefayn 3Tu-
NEeHOBOTO CUIHaNa; XUPHbIM MYHKTUPOM — MOCTTPAHCNALMOHHAA perynayua
CTabunbHOCTN 6ENKOB; TOHKUM NMYHKTUPOM — TPAaHCKPUMNLMOHHAA perynauns
no NpuHYMMy obpaTtHom cBA3n. P — SHAOMNA3MATUYECKNI PETUKYITYM.

? - npepnonaraemble perynaTopHble B3aMOAeNCTBIA.

BHUCUMOCTH OT TKaHU 1 cTanuu pa3sutus (Kendrick, Chang,
2008). PenenTopsl 3THIIEHA KOHTPOJIUPYIOT 3THICHOBBIN
OTBET MO NMPHUHIUITY HETaTHBHOI PETyJSIIUU: B OTCYTCTBHE
STHIICHA PEIENTOP HAXOAUTCS B aKTHBHOM COCTOSHUH,
TMIO/IaBIIsIsl Pa3BUTHE OTBETA, TOI/A KaK CBSI3bIBAHWE JTHIIC-
Ha WHAKTHUBHUPYET PEIENnTop, pa3perias oTBeT (Stepanova,
Alonso, 2009). V A. thaliana 0cHOBHOH (YHKITHOHAIIEHON
nuzodopmoii seisiercss ETR1, MexaHu3M ero JIeHCTBHs HaM-
Oonee m3ydeH. DTUIEH CBs3bIBaeTcs ¢ perentopom ETRI1
B IPUCYTCTBMU MOHOB Cu?', TpaHCIOPTEPOM KOTOPBIX SAB-
nsiercest AT®aza RANI1, nokanu3oBanHas B MemOpane Al
CymecTBYIOT TakXe TOTOJHUTEIBHBIC PErylsaTopsl, Ooiee
TOHKO KOHTPOITUPYFOIINE BOCIIPUSATHE STHIICHOBOTO CHTHATIA.
Tak, memOpanusbiii 0eok REVERSION TO ETHYLENE
SENSITIVITY1 (RTE1) crabunusupyet penentop ETRI
W aKTUBHPYET €T0 JaXKe 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).

Ddusnonormyeckas reHeTuKa pacTeHuin
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B cuny HeratuBHOM peryisiuuu pelenTopaMu OTBETa Ha
STUJIEH B PE3yNbTaTe JAerpajalliil PEHEeTTOPOB TPOUCXOANT
npoJjoHruposanue aeiicteus stuiena (Kevany et al., 2007).
Jlist ycrpaHeHusl M30BITOYHOTO KOJMUYECTBA (PUTOrOpMOHA
HE CYIIECTBYET CIENMAJIbHBIX CHCTEM MHAKTHUBAIUH, Ta3
BBIBOJIMTCSI B OKPY KAIOIIIEe MPOCTPAHCTBO ITyTeM Juddy3nn.
JInHeiHbIi IyTh TPAHCAYKUUH ITHICHOBOI'0 CUTHAJIA.
HeraruBHBIH KOHTPOIb 3THICHOBOTO OTBETA PEIETITOPAMH
JIOCTHTAETCs Ty TEeM aKTHBAIMH CEPUH-TPEOHHHOBOW KHHA3bI
CTR1, xoTopas nmonapisieT KacKaJHyIO peakiMio OTBETa Ha
sTHieH. B HacTosIIee BpeMsi CIMTAETCs, YTO OCHOBHBIM (hak-
TOPOM, 00ECTICUMBAIOIIINM KOMMYHHKAIIUIO 3TUX PETYIISTOPOB,
SIBJISIIOTCSL MX (PM3NYECKOE B3aUMOJICHCTBUE U aCCOIIMUPOBAH-
HBIE C HUM KOH(popMarmoHHble m3MeHeHus 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 PEryJIsATOPOM STHIECHOBOTO 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. CBSI3BIBAHNE 3THIICHA PELIETI-
topamu uHakTuBHpyeT CTRI, B pe3ynbrare npekpamaercs
dhochopunuposanue EIN2. Jlanee npoUCXOMSIT MPOIECCHI
nedochopumuposanns EIN2 u mpoTEOIUTHIESCKOTO OTIIE-
wieanst ero C-tepmuHaibHOro momeHa (EIN2C) (Qiao et
al., 2012), xoropsiit aktuBupyer Td cemeiicta EIN3/EIL,
CTAOMIN3UPYS 3TH KOPOTKOXKMUBYIIHE OCIKU NPSIMO WIH
omocpenoBanHo (An et al., 2010; Li et al., 2015).
TpaHnckpunuuoHHbI kackajl. IlepBuyHblil U BTOpHY-
HBIH O0TBeThI. TpaHCKpUNIIMOHHBIE (AKTOPHI ceMeiicTBa
EIN3/EIL KOHTpOMMpPYIOT AalbHEHIIee pa3BUTHE TPaHC-
KPUIIMOHHOTO OTBETa Ha 3THJIEH, IPUYEM KIIIOUYEBBIM
perymsitopoM Ha 3ToM ypoBHe siBisgercss T® EIN3. On ak-
TUBUPYET TPAHCKPHIILUIO TEHOB MEPBUYHOTO OTBETA (MK
TaK Ha3bIBAEMBIX «PAaHHUX» IeHOB). Cpenu HUX MMEITCA
3¢ PeKTOpHBIE TEHBI, OEIKOBBIE MPOILYKTH KOTOPHIX BBI3BI-
BAIOT (hU3MOJIOTUYECKYIO PEAKIHIO HA 3THICH (HAIpUMep
HLS1, PIF3), a Taxke TeHsbl, konupytomue TP cemelicTBa
AP2/ERF (An et al., 2012; Chang et al., 2013). Kpome ToT0O,
EIN3 siBisiercst OTHAM 13 PETYIISITOPOB Pa3BUTHSI STUIICHOBOTO
OTBETa 110 NPUHIUIY 0OpaTHOM CBSI3U M CIIY)KUT BasKHBIM
3BEHOM B3aMMOJICHCTBHS C CUTHAJIBHBIMHU ITyTSIMH IPYTHX
(uToropMoHOB, 0 YeM Ooisiee MOAPOOHO OymeT CKa3aHO
B clleAylomux pasnenax. Ilo pesynasraraM aHamu3a JaHHBIX
ChIP-seq, y A. thaliana BeIsiBIIEHO O0IIEE THICSIYU TEHOB — IT0-
teHmanbHbIX MumeHe EIN3 (Chang et al., 2013). Crour
oTMeTHTh, uT0 EIN3 siBnseTcs mpeuMyIecTBEeHHO aKTHBa-
TOPOM TPAHCKPHUIIINHN, OTHAKO B HEKOTOPBIX ciydasx (S/D2,
CBF3) stor T® HEraTUBHO pErylnupyeT TPAHCKPHUIIIUIO
reHa-mumieHu. T® EIN3 xoHTponupyeT TpaHCKPHUIIIUIO
TEHOB, CBSI3BIBASICH C Tak Ha3biBaeMbIiM EBS caiitom (EIN3-
binding site) B nx mpomoTopax. Ha ocHOBaHMHM Hcciie1oBaHNI
caiita cesi3piBanust Oenka TEIL Tabaka (0M3koro romosora
T® EIN3 A. thaliana) metonom SELEX 0b1ma mpemmoxena
KOHCCHCYCHasl 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 TpaHckpununu rera (Chang etal., 2013).
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BeposTHO, B 3TUX Cily4yasx PUBJIEKAXOTCS TPAHCKPUIILIMOH-
HBIE KOPETYJIATOPbI, KOHTPOJIUPYEMBIE JOMOTHUTEIbHBIMU
MIPOCTPAaHCTBEHHO-BPEMEHHBIMU CTUMYJIaMH. PaHee yxe
Obu10 cKazaHo, uTo EIN3 akTHBHpYET TPaHCKPUIILIUIO T€HOB,
xomupytormx T® cemeiicta AP2/ERF. O1tu T, npencras-
JICHHBIC TOJIBKO Yy PACTECHUH, XapaKTepH3yIOTCsS HAINYHEM
BbICOKO KoHcepBaruBHoro JJHK-cesa3biBaromero AP2 nomena
Y MOTYT aKTUBHPOBATh WIIH MOAABIIATH TPAHCKPHUIIIIUIO KOH-
TPOJIMPYEMBIX UMHU I'€HOB, CBS3BIBAsICh CO CIICHU(PUIECKUM
caiitom B ux npomotope (Riechmann et al., 2000). U3mensis
9KCIIPECCHIO CBOMX MUIIECHEH (TaK HAa3bIBAEMbIX «IO3IHUX
TEHOB 3THJICHOBOTO 0TBETa), 3TH Td 0becneunBaroT pa3BuTHe
TPAHCKPUIIIMOHHOI'O KacKa/la 1, KaK CJIe/ICTBHE, BTOPUYHOTO
(usnonormueckoro oreera (Solano et al., 1998). Caiir cs-
spBanus ERF, Tak HaswiBaembrii GCC-00Ke, mpeacTaBiseT
c000I UC-3JIEMEHT ¢ KOHCEHCYCHOM MOCIISIOBATEIbHOCThIO
GCCGCC, mpu 3ToM CTpyKTypa (IaHKHPYIOIIUX PaiioHOB
MOXET BIHUATH Ha crtocoOHOCTh T cBszpBate GCC-00kc
(Ohme-Takagi, Shinshi, 1995; Pirrello et al., 2012). B padote
O.A. Yepnpix ¢ xomaeramu (2014) Ha OCHOBaHMHM aHAIW3a
in silico ObIna BBIABUHYTA TMIIOTE3a O TOM, YTO aKTHUBAIIUS
HKCIIPECCHH I'eHa IIPOUCXOHUT IIPEUMYILECTBEHHO IIPH JIOKa-
mmsarmn GCC-00kca B aHTUCMBICIIOBOM IIEITH OTHOCHUTETBLHO
TpaHCKpUOUpyeMoii rmocieaoBareabHOCTH. C Ipyroi cTopo-
HBI, XapaKTep U3MEHEHHsI TPAHCKPHITIIMU MOXKET OBbITh CBsI3aH
¢ npuponoir T®, koTopsie MOTYT (PyHKIHOHHUPOBATH Kak
aktuBaropsl (AtERF1, AtERF2 u AtERFS) nmu uHruéutopst
(AtERF3 u AtERF4) GCC-00Kkc-3aBUCUMO# TPaHCKPHUITLIUH
(Fujimoto et al., 2000).

Perynsinus 1mo npuHuMmy npsamMoi u o0paTHoOi CBA3H.
OnucaHHBIA JTUHEHHBIN MyTh Mepefaddl CUTHaja ITHIEHA
JIOTIONHAIOT HEJMHEHHbIE PETYNATOPHBIE B3aNMOAEHCTBHS,
BKJIIOYAOIME KOHTPOJIb CTAOMIBLHOCTH OEJIKOB, a TaKXKe
oOparHbIe CBsI3U, B pe3yibrare 4ero (popMHUpYeTcsi ropaszio
Oonee crokHasg perymiaropHas ceth (puc. 2) (Zhao, Guo,
2011). Tak, 6enkn — MO3UTUBHBIEC PETYISATOPHI STHICHOBOTO
orBeta, EIN2 u EIN3/EIL1, noaBepraroTcsi yOUKBUTHH-3a-
BHCUMOH JIerpajaii. JTOT MpoLecc, 3amyckaeMbiid F-box
6enxamu ETP1/2 u EBF1/2 coorBeTcTBeHHO, perynnupyercs
STHJICHOM M 00ECIEeUYHMBACT OBICTPOE MPEKpAICHUE OTBETA
B OTCyTCTBHE cTuMyina. lIpenmnosnaraercs, 4To penenTopbl
stunena wim CTR1 moryt crabunmsuposars 6enku ETP1/2,
KOTOPBIE OMOCPENYIOT NMPOTeacoMHY0 nerpananuio EIN2
(Stepanova, Alonso, 2009). bemox EBF2, B cBot0 ouepensp,
SIBJISIETCSI YaCThIO OTPUIATENILHOM 00paTHOM CBS3M, TaK Kak
KOAMPYIOLIHiA ero reH siBisiercst mutenpto T EIN3/EIL1
(Konishi, Yanagisawa, 2008). ®opmMupoBaHue NETENb OT-
pHLATENEHON 00paTHOM CBSI3M TO3BOJISIET CUCTEME OBICTPO
AalTUPOBATHCA K MCHAIOIUMCA YCIIOBUAM U ITOAACPKUBATH
romeoctas. [Ipeamomnaraercs, ato T® EIN3/EIL1 moryt
PEryIupoBaTh TPAHCKPHITLIUIO IIEJIOTO Psi/ia TeHOB, OCYILECT-
BJIAIOMIUX PETYJIALNNUI0 3TUIICHOBOTO OTBETA IO MPHUHIUITY
obparHoOil cBs3u. [loTeHIMATBPHBIMA MHUIICHIMH 3THX T
SBIISTIOTCSI TAKME HETaTUBHBIC PETYJSTOPHI, KaK I'CHBI pe-
uenrtopoB 3tuiena (ETR2, ERS1/2), CTRI, RTEI (Chang et
al., 2013). Kpome Toro, cymecTByIoT OoJiee JUIMHHBIC TeTIIN
TMIOJIOKHUTEIILHON 00paTHOl cBs3U. Tak, MUIIEHSIMH STHICH-
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 MCCIIeTOBaHUS JTUHAMHUKNA HelMHeHHBIX cered (Vofl et
al., 2014). B wactHOoCcTH, T A. thaliana peIPUHAMATHCH
MOTBITKK CO3JaHUs IUHAMHUYECKHX MOJEICH CHTHAILHOIO
MYTH 3TUJICHA ¥ TEHHOTO OTBETa Ha €ro BO3/IeHCTBHUE, T03BO-
JISTFOIINX, B YaCTHOCTH, MOJACTHPOBATh OTBET HA PAa3ITUIHBIC
KOHIICHTPAIIMUA U BPEMECHHbBIC PEIKUMBI NCHCTBUS dTHIICHA

(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, pU3HOIOTNIECKHE ¥ MOJICKYIISIPHO-TEHETHIECKHUE
UCCIIeIOBaHUS, @ TaK)Ke MCCIIECJOBAHMs C MPUMEHEHHEM
METOJJOB MHKPOUHIIOB M CEKBEHHPOBAHUS TPAHCKPHUIITOMA
BBISIBIIIN IIMPOKHUHI CIIEKTpP B3aWMOJCHCTBUI MEXIy dTHIIE-
HOM M ayKCHHOM, IUTOKWHHHAMH, OpacCHHOCTEPOUIaMH,
’KacCMOHAaTaMH, aOCIIN30BOM KUCIOTON U IPYTUMH TOPMOHAMHA
(Kympsikosa u 1ip., 2001; Zhao, Guo, 2011; Zhu, Lee, 2015).
B3aumoseiicTBre GUTOrOpMOHOB MOXKET OCYILECTBIISATHCS Ha
YPOBHE HX METa00JIN3Ma, TPAHCIIOPTA, a TAKKE TPAHCAYKIINT
TOPMOHAJIFHOTO CHUTHaNAa. B pe3ynbrare B3aMMOACHCTBUS
myTel Iepefadynd CUTHAJIOB (UTOTOPMOHOB 00pa3yroTCs
CIIOKHBIE TeHHBIE U OeskoBEIe ceTH (Stepanova et al., 2007).
B nanHOM pazzerne Mbl OrpaHUYUMCS OTIMCAHNEM OCHOBHBIX,
HauOoJIee TI0JTHO 0XapaKTEePU30BaHHBIX Y3JI0B MEpeCEeUCHUsI
CUTHAJIBHBIX ITyTeH 3THIICHA U JPYTUX (PUTOTOPMOHOB, a TakK-
K€ TIPOMIIITFOCTPHUPYEM pa3HbIe THITBI UX B3aMMOACHCTBUSI.
JTnieH u aykcuH. TpaHcKpUNUuOHHAs peryJsinus
Ha ypoBHe OuMocHHTe3a. KoHIIeHTpanus ayKCHHA B KIIETKE
oTpesensieT MyTH ee MU PEepeHIUPOBKHA U CIIOCOOHOCTD
K pocry u nenennto (Takatsuka, Umeda, 2014). CBoiicTBo
STHJICHA MOAYJIMPOBATh NEHCTBUE ayKCHHA HA YPOBHE €TO
OMOCHHTE3a W TPAHCIIOPTa U3BECTHO JIOCTATOYHO JABHO
1 00yCIJIOBIIMBACT NIMPOKHUH CHEKTP (PU3UOIIOTHUECKHX TTPO-
SBJICHUH B PAa3IMYHBIX OpraHax M TKaHsx pactenus (Muday
et al., 2012). HanGonee SpKuUM MPUMEPOM TAKOTO B3aUMO-
JICHCTBUS SIBJISICTCS MEXaHU3M, JIGKAIIUH B 0CHOBE 3(dek-
Ta MOJABJICHHUS] POCTa KOPHS IOJ BO3AECHCTBHEM 3THIJICHA
y A. thaliana. OnpeieneHHas KOHIIEHTPAINS ayKCHHA B 30HE
AIIOHTAIMU KOPHSI MHIYLUPYET €ro POCT. DTHJICH BbI3bIBACT
AKTHBAIMIO TEHOB OMOCHMHTE3a MPEIIICCTBCHHUKA ayKCH-
Ha — TpunTodana — u camoro aykcuna (4SA1/WEI2/TIR7;
ASBI/WEI7; TAA1/WEIS) (Stepanova et al., 2005; Ruzicka
et al., 2007; Swarup et al., 2007), 9T0 TPUBOIUT K ITOBBI-
IICHUIO KOHIIEHTPALNHU MOCIEAHEr0 B MEpHCTEME KOPHSI.
Jlanee «1010JIHUTEIbHBLI ayKCUH TPAHCIIOPTUPYETCS B 30HY
aIoHTaIuH (O61aronapst STUIEH-3aBUCIMOMY CHHTE3Y TpaHC-
noprepoB aykcuaa AUX1 u PIN2/EIR 1), rie moBblnienue ero
KOHIIEHTPAIIMHU IIPUBOJIUT K [TO/IABJICHUIO SJIOHTallUH KIIETOK.
ITockonbKy NMOBBINICHHBIE KOHIIEHTPALUH ayKCHHA, B CBOIO
odepesib, CIIOCOOHBI MHAYIIMPOBATh CUHTE3 THIICHA ITyTeM
akruBauuy Tpanckpurniuy rena ALIK-cunrassr 4CS4 (Abel et
al., 1995; Tsuchisaka, Theologis, 2004), Takas perunpoxkHas
peryssinus odecrieurBaeT KOHTPOIIb ICHCTBHS ayKCHHA B KOP-
He 10 IpuHIMIY oOparHoii ca3u. C mepepacupeiesieHieM
KOHIIEHTPAIlUX ayKCHHA, [TO-BUINMOMY, CBSI3aHBI M TaKHE
3¢ deKTHI 3THIICHA, KaK TTo/1aBlIeHIe (POPMUPOBAHNS OOKOBBIX
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KOpHEH, BIMSHIE Ha IPABUTPOITH3M, YKOPOUCHHE TUITOKOTHIIS
u opMupoBaHue anukanbHOM etensky (Lewis etal., 2011).
IMomumo ynomsinyTeix Beire AUX 1 u PIN2/EIR 1, mokasano,
YTO 3TUJICH YCUIIMBAET TPAHCKPHIILIUIO T€HOB, KOAUPYIOLIUX
Tparcnopreps! aykcuHa PIN1, PIN4 (Ruzicka et al., 2007)
u PIN7 (Lewis etal., 2011). O6cyxnaercs taxxe poias CTR1
KaK JIOKaJIbHOT'O HHIUOUTOpa OMOCHHTE3a ayKCHHA ITPH POp-
MHUpOBaHAU KopHEBHIX BonockoB (Ikeda et al., 2009).

ITHJIeH 1 skacMOHAThI. TpaHCKPUNIIMOHHAS PeryJIsius
HA YPOBHe TPAHCAYKLIMH CUTHAJIA. DTUIEH U )KaCMOHATHI
MOJKHO TIPUBECTH B KaueCTBE NMPUMEpPA B3aUMOJCHCTBUS
(hpUTOrOpMOHOB Ha YPOBHE TPAHCIYKIIMH CHTHANA B KIIETKE,
KOT/1a KOMITOHEHTBI OIHOTO CHT'HAJBHOTO MYTH BIHSIOT Ha
aKTUBHOCTH T® Ipyroro CUrHaJIBLHOTO Iy TH, TAKUM 00pa3oM
M3MEHSST YPOBEHb TPAHCKPHITIMK UX TeHOB-MHuIIeHel (Zhu,
Lee, 2015). Otu GpUTOropMOHBI ASUCTBYIOT CHHEPIHYECKH
¥ B3aMMO3aBHUCHMO TIPH PEATHU3ALMH 3alIUTHBIX OTBETOB HA
BO3/IeiicTBUE naroreHoB. Tak, TpaHcKkpunuus rena PDF.2,
MPOAYKT KOTOPOTO 00eCeYrnBaeT MPOTUBOMUKPOOHYIO 3aI1H-
TY pacTeHus, c1abo aKTUBUPYETCS B PE3yNIbTaTe BO3CHCTBUS
STHJICHA WM )KACMHUHOBOW KHCIIOTHI, HO B 3HAYMTEIBHOMN
CTCIICHU MHIYIUPYETCsS KOMOMHAIMEH 000MX TOPMOHOB.
Okcnpeccus reHa PDF 1.2 naxoanTcs ox KoHTponeM 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 0esiok JAZ nerpagupyer, B pe3yabrare
cHmKaetcs B3anMoneticteue mexay HDA6 u EIN3/EIL1
M BO3pACTacT TPAHCKPHIIIHMOHHAS aKTUBHOCTH ITOCIICTHETO
(Zhu et al., 2011). CxoaHblii MEXaHH3M B3aUMOJICHCTBUS
peanu3yercst Ipu NMepeceueHN CUTHAIBHBIX ITyTel dTHIeHa
u TnoOeperHoB (An et al., 2012).

Peryasinusi crabuiabHOCTH 0e1KOB NMPHU B3auMojei-
CTBHU CHTHAJIBHBIX myTeil. KonTponmpyemas nerpagarus
OCIIKOB CHUTHAJIBHOTO MYyTH SIBIISIETCS BAXKHBIM (DaKTOpOM
Perysauu 3TUICHOBOTO OTBETA U TaKXKe MOXKET CIYXKHUTb
MUIIEHBIO I JPYTHX (PUTOTOPMOHOB. Tak, IMTOKMHUHBI
1 OpacCHHOCTEPOH/IbI aKTHBUPYIOT OMOCHHTE3 STHIICHA TO-
cpencrBoM crabunmzanuu ALIK-cunraz ACSS n ACS9 (Cary
etal., 1995; Vogel et al., 1998; Chae et al., 2003; Wang et al.,
2004). [TpenrmonaraeTcs TakKe, YTO HHAKTHBAIUS STHIICH-3a-
BUCHMOT0O 00pa30BaHMsl allMKaJIbHOM NeTenbky y 4. thaliana
B pe3ysibTaTe BO3ACHCTBHSA HKACMOHATOB MPOUCXOIUT Oraro-
Jlapsi akTUBalMK skcnpeccun EBE] xacMOHAT-3aBUCUMBIM
Td MYC2, uto, B CBOIO OYepeib, HHIYITUPYET MPOTEACOMHYIO
JIETPaAIHIO TIOJIOKUTELHOTO PETYIISTOPA ITUIICHOBOTO OT-
Beta EIN3. Xots B KauecTBe allbTEpPHATUBHOTO OOBSCHEHUS
BJIMSIHUSI J)KACMOHATOB Ha JTHJICH-3aBUCHMOE 00pa3oBaHue
aNMKaJIbHON NETENbKU HEe HCKITF0YAaeTCs BO3ZMOKHOCTD MHAK-
tuBanuu EIN3 B pesynbrare npsiMoro B3auMoseiictaus ¢ T
MYC2 (Zhang et al., 2014b).

MonekynsapHble ocCHOBbI pa3Hoo6pa3us
¢I/I3I/IOJ10FI/I‘-IECKI/IX OTBEeTOB Ha 3TUJ1IeH

Wrak, kakuM xe 00pa3oM JeiicTBHE dTHIICHAa 00eCIIeunBacT
HaOmIomaeMoe pasHooOpasue (pU3MOTOTHISCKUX OTBETOB?

Ddusnonormyeckas reHeTuKa pacTeHuin
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Haunem ¢ TOr0, YTO CIIOCOOHOCTBIO K CHHTE3Y STHIICHA 00-
JIaJIafoT TMPAKTUIECKU BCE KIETKH PAaCTEHHMs, OTHAKO, Onaro-
Japst HHIynHOeNbHOMY XapaKTepy ero OMOCHHTe3a, NpHU
HOPMaJIBHBIX YCJIOBHSIX YPOBEHb 3THJIEHA OOBIYHO HHM3KHH,
3a NCKJIFOUEHHEM 30H MOBBIIICHHOTO 00pa30BaHUs 3THUIICHA,
pacrpesieieHie KOTOPBIX MOXKET U3MEHSTHCS B OHTOTeHE3e
UJIM B PE3yJIbTaTe BHEUIHUX Bo3aeucTBUil. Tak, y IOBEHWIIb-
HOTO PACTCHMS ITHJICH CHHTE3UPYETCs! INIaBHBIM 00pa3oM
B MEPHCTEMAaTHYECKUX TKAHSX, B JajbHEHIIEM HanOobIee
KOJIMYECTBO ATUIJIEHA 00pa3yroT CO3peBarolue 1miosl. buo-
CHHTE3 3THJICHA TAK)KE PE3KO YCHIIMBAETCSI IIPU CTPECCOBBIX
BO3/ICHCTBHSIX Ha pacTeHue. [1pu 3ToM KnHeTHKa 00pa3oBaHus
STUJICHA, @ TAK)KE KOJIMYECTBO CUHTE3UPOBAHHOTO (hUTOrOp-
MOHa T0f] ICHCTBHEM Pa3IUUHBIX BHYTPEHHUX M BHEITHUX
ctumynoB HeoamHakoBHI (Li et al., 2012). Beiensiercs He-
CKOJIbKO (DAaKTOPOB, CYIIECTBOBAHHE KOTOPHIX TUIIOTETHYECKH
MOKET OOBSCHUTD 3TH ABJICHNUS. BO-TIepBBIX, MHOTOYpOBHEBAS
perymsnust oopa3zoBaHusi pepMEHTOB OMOCHHTE3a 3TUIICHA
(AIIK-cunrassl u ALIK-okcumasbr) 00ecreunBacT CymecTBo-
BaHME aJBTEPHATUBHBIX TOUCK MPHIOKEHHUS KOHTPOIHPYIO-
IIET0 BO3/ICHCTBUS (HAIIpUMep, HAa TPAHCKPHUITIIHOHHOM HITH
MOCTTPAHCIISILIMOHHOM YpOoBHe). Bo-BTopbIX, hepMeHTHI O1o-
CHHTE3a 3TUIICHA KOANPYIOTCS MyJIBTUTEHHBIMH CEMEHCTBaMU.
Jlns mapasoroB xapakrepHa tuddepeHnnanbaas SKCpeccus
B [IPOCTPAHCTBE U BPEMEHH, a N30(hepMEHTHI (TIPEICTaBIISIO-
e co00i TOMOANMEPHI) PA3THYAIOTCS IT0 CBOMM CBOWCTBAM
W CHHTE3MPYIOTCS B OTBET Ha pa3HbIe CTUMYJbL. bosee Toro,
repecedeHue MaTTepPHOB SKCIIPECCUH PA3IMYHBIX 11aPaJIOroB
B IIPOCTPAHCTBE M BDEMEHH CBUJIETENILCTBYET O BO3MOKHOCTH
OJTHOBPEMEHHOTO MPHUCYTCTBUS B KJIETKE PA3IUYHBIX H30-
(hepMeHTOB, JyIst OOJIBIIMHCTBA KOTOPBIX ITOKa3aHa (pyHKIHO-
HaJbHas TeTepoanMepu3arus in vitro u in planta (Tsuchisaka
et al., 2009). Takum oOpazoM, hopMHPYETCs YHHKaIbHAS
KOMITO3ULIHMS (pepMEHTATHBHBIX KOMILIEKCOB, IOTCHIIMAIBHO
MO3BOJISIOMIAS OCYIIECTBIATH 00JIe€ TOHKYIO PETYISIIHIO
cuHTe3a 3TiiIeHa. Eme ogauM 00bscHeHneM HaOII0IaeMbIX
B OHTOT€HE3€ MaTTEPHOB 00Pa30BaHMUS ITUIICHA MOXKET CIIy-
KUTb CyIIIECTBOBAHNE PA3TNYHBIX MEXAHH3MOB PETYISALINHN €TO
6nocunTe3a. HanprmMep, kak MUHIMYM JIBa ITOCIIEI0BATEIIHLHO
JICUCTBYIOLINX MEXaHU3Ma IIPEI0KEHBI JUIsl PEryJIsIin Ono-
CHHTE3a 3THJICHA TIPH CO3PEBaHNH KIIMMAKTEPUIECKHX TUIOI0B
(cuctemsl bnocunresa 1 u 2). Ilpu nepexozne oT 0HOI K Apy-
TOii 0 Mepe CO3PEBAHMS IIOI0B TPOUCXOUT MEPEKITIOUCHUE
C ayTOMHTHOMPOBAaHUS Ha ayTOCTHMYJSIUIO OMOCHHTE3a
stuneHa (Alexander, Grierson, 2002). Ha ypoBHe BoctipusiTust
CUTrHaJIa 3THJICHA KJIETKOI IPHYMHON Pa3HOOOpa3usi OTBETOB
Ha 3TWJIEH MOXET OBITh €T0 J[0303aBUCUMBIN XapakTep, YTo
MIO/ITBEPKJAETCS, B YACTHOCTH, B AKCIIEPUMEHTAX C ITpUBIIE-
4eHHeM MaTteMarndeckoro 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
STWJICHA ¥ TETEPOJUMEPHU3AINH UX OEIKOBBIX MPOTYKTOB
(Liu, Wen, 2012b). [Ipunumasi BO BHUMaHUE TOT (aKT, YTO
TPAHCKPUIIIMOHHBIN OTBET, 3aIlyCKaeMbIi STHIICHOM, 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), oueBHIHO, YTO HA
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9TOM M OoJiee MO3HUX CTAAUAX JIOJDKHA OCYIIECTBISTHCS
JIOTIOTHUTENbHAS! PETYISNs. B yacTHOCTH, B COOTBETCTBUHU
¢ pesynbpraraMu aHanmsa gaHHbIX RNA-seq, BpeMeHHAs
JIMHAMMKA 3TUJICH-UHAYLUPOBAHHON TPaHCKPHUIILIMOHHOMN
AKTMBHOCTH IMPE/ICTABISIET COOOH YEThIPE MOCIIEA0BATEIBHO
Pa3BHBAIOIIMECS BOJHBI, IPUYEM PA3BUTHE KaXKIOW M3 HUX
Haxonutcs nox koHTponeMm TP EIN3, uto mpeamomaraer
CYIIECTBOBAHNE HECKOIBKUX YPOBHEH TPaHCKPUIIIMOHHOTO
kouTponst (Chang et al., 2013). Kpome Toro, sTHineHOBBII
OTBET MOAYJIMPYETCS IONIOIHUTEIBHBIMH IPOCTPAHCTBEHHO-
BPEMEHHBIMH HH(POPMALTOHHO-000TAIlEHHBIMH CUTHAJIAMU,
B YaCTHOCTH, CUTHAJIAMH JAPYTUX (PUTOTOPMOHOB, KOTOPBIE
«HATPAaBJISIFOT) Pa3BUTHE OTBETA «B HY)KHYIO CTOPOHY». DTH
B3aMOJICHCTBUS MOTYT OBITH BEChbMa CIIOKHBIMHU U BKITFOUATh
nepecedeHue Ooee 4eM JIByX peryasiTOpHbIX KOHTYpoB. Tak,
CUTHAJIbHBIE MYTH ayKCHHA, STHJCHA M LUTOKHHUHOB 00b-
ennnens! nentuaoM POLARIS (PLS), xotopsiit monaBsnser
STHJICHOBBIH M IINTOKWHUHOBBIH OTBET M TO3UTUBHO PETyJIH-
pyeT romeocta3s u Tpancnopt aykcuna (Chilley et al., 20006).
BpaccuHoCTEpOMIBI B CHHEPTUH C ayKCHHOM HHIYIHPYIOT
cunres stiiieHa (Joo et al., 2006). Kpome 3toro, B HacTosmiee
BpEMsl TI0JIy4YEeHbI BECKUE JIOBOIBI B IOJIb3Y CYILECTBOBAHUS
aJBTePHAaTUBHBIX CUTHANBHBIX ITyTeH 3TriieHa (Zhang et al.,
2014a).

DUTOrOpPMOH STHIIEH PETYIUPYET IUPOKUI CIIEKTP (HH3H0-
JIOTUYECKUX TPOIECCOB, BKIIOUAsI PEAKIINU HAa CTPECCOBBIE
BO3JICHCTBUS, 1 MHULIMUPYET OIPOMHOE pazHooOpasue oT-
BETOB PACTEHHUs] HA pa3JIMYHble BHYTPEHHUE U BHEILIHUE
CTUMYIIBL. B 0CHOBE 3THX npo1ieccoB — QYHKIIMOHUPOBAHUE
MHOTO()AKTOPHOM CHCTEMBI PETYIISIIIAN, KOTOpasi paboTaeT Ha
Ka)XJI0M 3Tare QyHKIIMOHUPOBaHus dTHiIeHa. MccenoBanust
MOCJIEAHETO AECATUIICTHS, B TOM YHCJIE C UCIIOIb30BaHUEM
COBPEMEHHBIX MOJICKYJISIPHBIX U OMOMH(OPMATHIECKUX Me-
TOJIOB, [TO3BOJIMIIH ITPOJIBUHYTHCS B IOHUMAaHUH MEXaHU3MOB
OuocHHTE3a U Mepeady CUrHala STHICHA U IPUHIUIIOB UX
PETYJSIIIK, OHAKO BCE €Il OCTACTCS MHOTO BOMPOCOB.
Cpenu HUX — BBISBJICHHE HOBBIX PETYJISTOPHBIX 2JIEMEHTOB,
B3aUMOJICHCTBHIE MEX/Ty Pa3INYHBIMH PEryIsITOPHBIMU KOH-
TYpaMH, TIOUCK M OITHCAHNE aJIETEPHATHUBHBIX Iy Tel repenadan
CHTHaJIa, yCTAHOBJICHUE CBSI3M CUTHAJIBHON CHCTEMBbI OTHIIEHA
C OHTOTEHETHYECKUMH IIPOTPaMMaMH 1 CTPECCOBBIMU CHT'HA-
namu. JlanpHeee n3yueHne 3THX BOIIPOCOB IOMOXKET IITy0-
)K€ TIOHATh MEXaHU3MbI (D)YHKIIMOHUPOBAHUSI 3TOI'0 TOPMOHA.

bnarogapHocTn

Pabora momnepxkana rpantom PODU-15-34-20870 u Orox-
KETHBIM (PUHAHCHPOBAHHEM 10 TOCY/IAPCTBEHHOMY 33IaHHIO
(mpoext Ne 0324-2015-0003).

KoHdnukT nHtepecos
ABTOpBI 3asBISIIOT 00 OTCYTCTBUH KOH(IMKTA HHTEPECOB.

Cnucok nuTepatypbl

KynpsixoBa H.B., bBypxanoBa D.A., flxoBneBa JI.A., Pakutun B.I1O.,
Cwmurt A.P., Xomn M.A., Kynaesa O.H. DTuiieH n INTOKUHUHBI B pe-
TYISIUA CTAPCHUsI CPE3aHHBIX JTHUCThEB MyTaHTa etiy Arabidopsis
thaliana w ncxonuoro aukoro tumna. ®usnon. pacrenuii. 2001;48(5):
723-727.

UYepureix O.A., JleBnnkuii B.I., Omenssauyk H.A., Muponosa B.B.
KommnbroTepHblit aHanmu3 U (QyHKIHOHAIbHAS aHHOTAIMS CAWTOB



Regulatory mechanisms tuning
ethylene signaling in plants

CBSI3BIBAHMSI TPAHCKPUNIMOHHBIX (aktopoB AP2/ERF B renome
Arabidopsis thaliana L. BaBuiioBckuil *ypHaJ TeHETUKH U CeJleK-
uu. 2014;18(4/2):887-897.

Abel S., Nguyen M.D., Chow W., Theologis A. ACS4, a primary indole-
acetic acid-responsive gene encoding 1-aminocyclopropane-1-car-
boxylate synthase in Arabidopsis thaliana: structural characteriza-
tion, expression in Escherichia coli, and expression characteristics
in response to auxin [corrected]. J. Biol. Chem. 1995;270(32):
19093-19099.

Abeles F.B., Morgan P.W., Saltveit M.E. Ethylene in plant biology. San
Diego: Acad. Press, 1992.

Alexander L., Grierson D. Ethylene biosynthesis and action in tomato:
a model for climacteric fruit ripening. J. Exp. Bot. 2002;53(377):
2039-2055.

Alonso J.M., Stepanova A.N., Solano R., Wisman E., Ferrari S., Ausub-
el FM., Ecker J.R. Five components of the ethylene-response path-
way identified in a screen for weak ethylene-insensitive mutants in
Arabidopsis. Proc. Natl. Acad. Sci. USA. 2003;100(5):2992-2997.

An F., Zhang X., Zhu Z., Ji Y., He W, Jiang Z., Li M., Guo H. Coor-
dinated regulation of apical hook development by gibberellins and
ethylene in etiolated Arabidopsis seedlings. Cell Res. 2012;22(5):
915-927. DOI 10.1038/cr.2012.29

AnF.,, Zhao Q., Ji Y., Li W,, Jiang Z., Yu X., Zhang C., Han Y., He W.,
Liu Y., Zhang S., Ecker J.R., Guo H. Ethylene-induced stabiliza-
tion of ETHYLENE-INSENSITIVE3 and EIN3-LIKE! is mediated
by proteasomal degradation of EIN3 binding F-box 1 and 2 that re-
quires EIN2 in Arabidopsis. Plant Cell. 2010;22(7):2384-2401. DOI
10.1105/tpc.110.076588

Cary A.J.,, Liu W., Howell S.H. Cytokinin action is coupled to ethylene
in its effects on the inhibition of root and hypocotyl elongation in
Arabidopsis thaliana seedlings. Plant Physiol. 1995;107(4):1075-
1082. DOI 10.1104/pp.107.4.1075

Chae H.S., Faure F., Kieber J.J. The efol, eto2 and eto3 mutations and
cytokinin treatment increase ethylene biosynthesis in Arabidopsis
by increasing the stability of the ACS protein. Plant Cell. 2003;
15(2):545-559. DOI 10.1105/tpc.006882

Chang K.N., Zhong S., Weirauch M.T., Hon G., Pelizzola M., Li H.,
Huang S.S.C., Schmitz R.J., Urich M.A., Kuo D., Nery J.R.,
Qiao H., Yang A., Jamali A., Chen H., Ideker T., Ren B., Bar-Jo-
seph Z., Hughes T.R., Ecker J.R. Temporal transcriptional response
to ethylene gas drives growth hormone cross-regulation in Arabi-
dopsis. eLife. 2013;2:¢00675. DOI 10.7554/eLife.00675

Chen Y.F., Shakeel S.N., Bowers J., Zhao X.C., Etheridge N.,
Schaller G.E. Ligand-induced degradation of the ethylene receptor
ETR2. J. Biol. Chem. 2007;282(34):24752-24758.

Chilley P.M., Casson S.A., Tarkowski P., Hawkins N., Wang K.L.,
Hussey P.J., Beale M., Ecker J.R., Sandberg G.K., Lindsey K. The
POLARIS peptide of Arabidopsis regulates auxin transport and root
growth via effects on ethylene signaling. Plant Cell. 2006;18(11):
3058-3072.

Cho Y.H., Yoo S.D. Novel connections and gaps in ethylene signaling
from the ER membrane to the nucleus. Front. Plant Sci. 2015;5:733.
DOI 10.3389/pls.2014.00733

De Paepe A., Vuylsteke M., Van Hummelen P., Zabeau M., Van Der Stra-
eten D. Transcriptional profiling by ¢cDNA-AFLP and microarray
analysis reveals novel insights into the early response to ethylene
in Arabidopsis. Plant J. 2004;39(4):537-559. DOI 10.1111/j.1365-
313X.2004.02156.x

Diaz J., Alvarez-Buylla E.R. A model of the ethylene signaling path-
way and its gene response in Arabidopsis thaliana: Pathway cross-
talk and noise-filtering properties. Chaos. 2006;16(2):023112. DOI
10.1063/1.2189974

Dong C.H., Rivarola M., Resnick J.S., Maggin B.D., Chang C. Sub-
cellular co-localization of Arabidopsis RTE1 and ETR1 supports a
regulatory role for RTEI in ETRI ethylene signaling. Plant J. 2008;
53(2):275-286.

Dugardeyn J., Vandenbussche F., Van Der Straeten D. To grow or not
to grow: what can we learn on ethylene—gibberellin cross-talk by in

2016
20-3

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

silico gene expression analysis? J. Exp. Bot. 2008;59(1):1-16. DOI
10.1093/jxb/erm349

Ecker J.R. The ethylene signal transduction pathway in plants. Science.
1995;268:667-675.

Fujimoto S.Y., Ohta M., Usui A., Shinshi H., Ohme-Takagi M. Arabi-
dopsis ethylene-responsive element binding factors act as transcrip-
tional activators or repressors of GCC box-mediated gene expres-
sion. Plant Cell. 2000;12(3):393-404.

Gallie D.R., Geisler-Lee J., Chen J., Jolley B. Tissue-specific expres-
sion of the ethylene biosynthetic machinery regulates root growth
in maize. Plant. Mol. Biol. 2009;69(1-2):195-211. DOI 10.1007/
s11103-008-9418-1

Gazzarrini S., McCourt P. Cross-talk in plant hormone signalling: What
Arabidopsis mutants are telling us. Ann. Bot. 2003;91(6):605-612.
DOI 10.1093/a0b/mcg064

Giovannoni J.J. Fruit ripening mutants yield insights into ripening con-
trol. Curr. Opin. Plant Biol. 2007;10(3):283-289. DOI 10.1016/j.
pbi.2007.04.008

Han L., Li G.J., Yang KY., Mao G., Wang R., Liu Y., Zhang S. Mitogen-
activated protein kinase 3 and 6 regulate Botrytis cinerea-induced
ethylene production in Arabidopsis. Plant J. 2010;64(1):114-127.
DOI 10.1111/5.1365-313X.2010.04318.x

Hansen M., Chae H.S., Kieber J.J. Regulation of ACS protein stability
by cytokinin and brassinosteroid. Plant J. 2009;57(4):606-614. DOI
10.1111/5.1365-313X.2008.03711.x

Ikeda Y., Men S., Fischer U., Stepanova A.N., Alonso J.M., Ljung K.,
Grebe M. Local auxin biosynthesis modulates gradient-directed
planar polarity in Arabidopsis. Nat. Cell Biol. 2009;11(6):731-738.
DOI 10.1038/ncb1879

Itkin M., Seybold H., Breitel D., Rogachev 1., Meir S., Aharoni A.
TOMATO AGAMOUS-LIKE 1 is a component of the fruit rip-
ening regulatory network. Plant J. 2009;60(6):1081-1095. DOI
10.1111/5.1365-313X.2009.04064.x

Ito Y., Kitagawa M., Thashi N., Yabe K., Kimbara J., Yasuda J., Ito H.,
Inakuma T., Hiroi S., Kasumi T. DNA-binding specificity, transcrip-
tional activation potential, and the rin mutation effect for the tomato
fruit-ripening regulator RIN. Plant J. 2008;55(2):212-223. DOI
10.1111/j.1365-313X.2008.03491.x

Joo S., Seo Y.S., Kim S.M., Hong D.K., Park K.Y., Kim W.T. Brassi-
nosteroid induction of Ar4CS4 encoding an auxin-responsive
I-aminocyclopropane-1-carboxylate synthase 4 in Arabidopsis
seedlings. Physiol. Plant. 2006;126(4):592-604. DOI 10.1111/j.1399-
3054.2005.00602.x

Ju C., Chang C. Advances in ethylene signalling: protein complexes
at the endoplasmic reticulum membrane. AoB Plants. 2012:pls031.
DOI 10.1093/aobpla/pls031

Ju C., Yoon G.M., Shemansky J.M., Lin D.Y., Ying Z.1., Chang J.,
Garrett W.M., Kessenbrock M., Groth G., Tucker M.L., Cooper B.,
Kieber J.J., Chang C. CTR1 phosphorylates the central regulator
EIN2 to control ethylene hormone signaling from the ER membrane
to the nucleus in Arabidopsis. Proc. Natl. Acad. Sci. USA. 2012;
109(47):19486-19491. DOI 10.1073/pnas.1214848109

Karlova R., Chapman N., David K., Angenent G.C., Seymour G.B.,
de Maagd R.A. Transcriptional control of fleshy fruit development
and ripening. J. Exp. Bot. 2014;65(16):4527-4541. DOI 10.1093/
jxb/eru316

Kendrick M.D., Chang C. Ethylene signaling: new levels of complex-
ity and regulation. Curr. Opin. Plant Biol. 2008;11(5):479-485. DOI
10.1016/j.pbi.2008.06.011

Kevany B.M., Tieman D.M., Taylor M.G., Cin V.D., Klee H.J. Eth-
ylene receptor degradation controls the timing of ripening in to-
mato fruit. Plant J. 2007;51(3):458-467. DOI 10.1111/j.1365-313X.
2007.03170.x

Konishi M., Yanagisawa S. Ethylene signaling in Arabidopsis involves
feedback regulation via the elaborate control of EBF2 expression
by EIN3. Plant J. 2008;55(5):821-831. DOI 10.1111/j.1365-313X.
2008.03551.x

Ddusnonormyeckas reHeTuKa pacTeHuin

393



MexaHun3mbl perynaumm nepepaumn
STUNIEHOBOIO CUrHasa y pacTeHuit

Kosugi S., Ohashi Y. Cloning and DNA-binding properties of a tobacco
Ethylene-Insensitive3 (EIN3) homolog. Nucleic Acids Res. 2000;
28(4):960-967.

Lacey R.F., Binder B.M. How plants sense ethylene gas — The ethyl-
ene receptors. J. Inorg. Biochem. 2014;133:58-62. DOI 10.1016/j.
jinorgbio

Lewis D.R., Negi S., Sukumar P., Muday G.K. Ethylene inhibits lateral
root development, increases IAA transport and expression of PIN3
and PIN7 auxin efflux carriers. Development. 2011;138(16):3485-
3495. DOI 10.1242/dev.065102

Li G., Meng X., Wang R., Mao G., Han L., Liu Y., Zhang S. Dual-
level regulation of ACC synthase activity by MPK3/MPK6 cascade
and its downstream WRKY transcription factor during ethylene in-
duction in Arabidopsis. PLoS Genetics. 2012;8(6):¢1002767. DOI
10.1371/journal.pgen.1002767

Li W, Ma M., Feng Y., Li H., Wang Y., Ma Y., Li M., An F., Guo H.
EIN2-directed translational regulation of ethylene signaling in Arabi-
dopsis. Cell. 2015;163(3):670-683. DOI 10.1016/j.cell.2015.09.037

Liu Q., Wen C.K. Cooperative ethylene receptor signaling. Plant Sig-
nal. Behav. 2012a;7(8):1009-1013. DOI 10.4161/psb.20937

Liu Q., Wen C.K. Arabidopsis ETR] and ERS! differentially repress
the ethylene response in combination with other ethylene recep-
tor genes. Plant Physiol. 2012b;158(3):1193-1207. DOI 10.1104/
pp.111.187757

Lorenzo O., Piqueras R., Sanchez-Serrano J.J., Solano R. ETHYLENE
RESPONSE FACTORI integrates signals from ethylene and jas-
monate pathways in plant defense. Plant Cell. 2003;15(1):165-178.
DOI 10.1105/tpc.007468

LudwikowaA., Ciesla A., Kasprowicz-Maluski A., Mituta F., Tajdel M.,
Galganski L., Ziotkowski P.A., Kubiak P., Matecka A., Piechalak A.,
Szabat M., Gorska A., Dabrowski M., Ibragimow 1., Sadowski J.
Arabidopsis protein phosphatase 2C ABI1 interacts with type  ACC
synthases and is involved in the regulation of ozone-induced ethyl-
ene biosynthesis. Mol. Plant. 2014;7(6):960-976. DOI 10.1093/mp/
ssu025

Lyzenga W.J., Stone S.L. Regulation of ethylene biosynthesis through
protein degradation. Plant Signal. Behav. 2012;7(11):1438-1442.
DOI 10.4161/psb.21930

McKeon T., Yang S.F. Biosynthesis and metabolism of ethylene. Plant
Hormones and Their Role in Plant Growth and Development. Ed.
P.J. Davides. Dordrecht: Martinus Nijhoff Publ., 1987.

McManus M.T. The plant hormone ethylene. Annual Plant Reviews.
Oxford: Wiley-Blackwell, 2012;44.

Merchante C., Alonso J.M., Stepanova A.N. Ethylene signaling: simple
ligand, complex regulation. Curr. Opin. Plant Biol. 2013;16(5):554-
560. DOI 10.1016/5.pbi.2013.08.001

Muday G.K., Rahman A., Binder B.M. Auxin and ethylene: collabo-
rators or competitors? Trends Plant Sci. 2012;17(4):181-195. DOI
10.1016/j.tplants.2012.02.001

Murr D.P,, Yang S.F. Conversion of 5’-methylthioadenosine to me-
thionine by apple tissue. Phytochemistry. 1975;14:1291-1292. DOI
10.1016/S0031-9422(00)98613-8

Ohme-Takagi M., Shinshi H. Ethylene-Inducible DNA binding pro-
teins that interact with an ethylene-responsive element. Plant Cell.
1995;7(2):173-182.

Pirrello J., Prasad B.C., Zhang W., Chen K., Mila I., Zouine M.,
Latché A., Pech J.C., Ohme-Takagi M., Regad F., Bouzayen M.
Functional analysis and binding affinity of tomato ethylene re-
sponse factors provide insight on the molecular bases of plant dif-
ferential responses to ethylene. BMC Plant Biol. 2012;12:190. DOI
10.1186/1471-2229-12-190

Pre M., Atallah M., Champion A., De Vos M., Pieterse C.M., Meme-
link J. The AP2/ERF domain transcription factor ORAS9 integrates
jasmonic acid and ethylene signals in plant defense. Plant Physiol.
2008;147(3):1347-1357. DOI 10.1104/pp.108.117523

Qiao H., Shen Z., Huang S.C., Schmitz R.J., Urich M.A., Briggs S.P.,
EckerJ.R. Processing and subcellular trafficking of ER-tethered EIN2

394

BaBunnoBcKuii }KypHan reHeTukn n cenekuymm « 20 - 3 - 2016

E.B. 3emnanckas, H.A. OmenbaHuyK
A.A. Epmakos, B.B. MnpoHoBa

control response to ethylene gas. Science. 2012;338(6105):390-393.
DOI 10.1126/science.1225974

Riechmann J.L., Heard J., Martin G., Reuber L., Jiang C.-Z., Keddie J.,
Adam L., Pineda O., Ratcliffe O.J., Samaha R.R., Creelman R.,
Pilgrim M., Broun P., Zhang J.Z., Ghandehari D., Sherman B.K.,
Yu G.-L. Arabidopsis transcription factors: genome-wide compara-
tive analysis among eukaryotes. Science. 2000;290(5499):2105-2110.

Rudus I., Sasiak M., Kepczynski J. Regulation of ethylene biosynthesis
at the level of 1-aminocyclopropane-1-carboxylate oxidase (4CO)
gene. Acta Physiol. Plant. 2013;35(2):295-307. DOI 10.1007/
s11738-012-1096-6

Ruzicka K., Ljung K., Vanneste S., Podhorska R., Beeckman T.,
Friml J., Benkova E. Ethylene regulates root growth through effects
on auxin biosynthesis and transport-dependent auxin distribution.
Plant Cell. 2007;19(7):2197-2212. DOI 10.1105/tpc.107.052126

Rzewuski G., Suter M. Ethylene biosynthesis and signaling in rice.
Plant Sci. 2008;175:32-42. DOI 10.1016/j.plantsci.2008.01.012

Shakeel S., Gao Z., Amir M., Chen Y.F., Rai M.I., Haq N.U.,
Schaller G.E. Ethylene regulates levels of ethylene-receptor/CTR1
signaling complexes in Arabidopsis thaliana. J. Biol. Chem. 2015;
290(19):12415-12424. DOI 10.1074/jbc.M115.652503

ShinK., LeeS., Song W.Y., Lee R.A., Leel., HaK., Koo J.C., Park S.K.,
Nam H.G., Lee Y., Soh M.S. Genetic Identification of ACC-RE-
SISTANT?2 reveals involvement of LYSINE HISTIDINE TRANS-
PORTERI in the uptake of 1-aminocyclopropane-1-carboxylic acid
in Arabidopsis thaliana. Plant Cell Physiol. 2015;56(3):572-582.
DOI 10.1093/pep/peu201

Skottke K.R., Yoon G.M., Kieber J.J., DeLong A. Protein phospha-
tase 2A controls ethylene biosynthesis by differentially regu-
lating the turnover of ACC synthase isoforms. PLoS Genet.
2011;7(4):¢1001370. DOI 10.1371/journal.pgen.1001370

Solano R., Stepanova A., Chao Q., Ecker J.R. Nuclear events in ethyl-
ene signaling: a transcriptional cascade mediated by ETHYLENE-
INSENSITIVE3 and ETHYLENE-RESPONSE-FACTORI1. Genes
Dev. 1998;12(23):3703-3714.

Stepanova A.N., Alonso J.M. Ethylene signaling and response: where
different regulatory modules meet. Curr. Opin. Plant Biol. 2009;
12(5):548-555. DOI 10.1016/j.pbi.2009.07.009

Stepanova A.N., Hoyt J.M., Hamilton A.A., Alonso J.M. A link be-
tween ethylene and auxin uncovered by the characterization of two
root-specific ethylene-insensitive mutants in Arabidopsis. Plant
Cell. 2005;17(8):2230-2242. DOI 10.1105/tpc.105.033365

Stepanova A.N., Yun J., Likhacheva A.V., Alonso J.M. Multilevel inter-
actions between ethylene and auxin in Arabidopsis roots. Plant Cell.
2007;19(7):2169-2185. DOI 10.1105/tpc.107.052068

Swarup R., Perry P., Hagenbeek D., Van Der Stracten D., Beem-
ster G.T.S., Sandberg G., Bhalerao R., Ljung K., Bennett M.J. Eth-
ylene upregulates auxin biosynthesis in Arabidopsis seedlings to
enhance inhibition of root cell elongation. Plant Cell. 2007;19(7):
2186-2196. DOI 10.1105/tpc.107.052100

Takatsuka H., Umeda M. Hormonal control of cell division and
elongation along differentiation trajectories in roots. J. Exp. Bot.
2014;65(10):2633-2643. DOI 10.1093/jxb/ert485

Tsuchisaka A., Theologis A. Unique and overlapping expression pat-
terns among the Arabidopsis 1-amino-cyclopropane-1-carboxylate
synthase gene family members. Plant Physiol. 2004;136(2):2982-
3000. DOI 10.1104/pp.104.049999

Tsuchisaka A., Yu G., Jin H., Alonso J.M., Ecker J.R., Zhang X.,
Gao S., Theologis A. A combinatorial interplay among the 1-amino-
cyclopropane-1-carboxylate isoforms regulates ethylene biosynthe-
sis in Arabidopsis thaliana. Genetics. 2009;183(3):979-1003. DOI
10.1534/genetics.109.107102

Van de Poel B., Bulens I., Hertog M.L., Nicolai B.M., Geeraerd A.H.
A transcriptomics-based kinetic model for ethylene biosynthesis in
tomato (Solanum lycopersicum) fruit: development, validation and
exploration of novel regulatory mechanisms. New Phytol. 2014;
202(3):952-963. DOI 10.1111/nph.12685



Regulatory mechanisms tuning
ethylene signaling in plants

Van de Poel B., Bulens 1., Markoula A., Hertog M.L.A.T.M., Drees-
en R., Wirtz M., Vandoninck S., Oppermann Y., Keulemans J.,
Hell R., Waelkens E., De Proft M.P., Sauter M., Nicolai B.M., Geer-
aerd A.H. Targeted systems biology profiling of tomato fruit reveals
coordination of the Yang Cycle and a distinct regulation of ethylene
biosynthesis during postclimacteric ripening. Plant Physiol. 2012;
160(3):1498-1514. DOI 10.1104/pp.112.206086

Van de Poel B., Van Der Stracten D. 1-aminocyclopropane-1-carbox-
ylic acid (ACC) in plants: more than just the precursor of ethylene!
Front. Plant Sci. 2014;5:640. DOI 10.3389/fpls.2014.00640

Vo3 U., Bishopp A., Farcot E., Bennett M.J. Modelling hormonal re-
sponse and development. Trends Plant Sci. 2014;19(5):311-319.
DOI 10.1016/j.tplants.2014.02.004

Vogel J.P., Woeste K.E., Theologis A., Kieber J.J. Recessive and domi-
nant mutations in the ethylene biosynthetic gene ACS5 of Arabi-
dopsis confer cytokinin insensitivity and ethylene overproduction,
respectively. Proc. Natl. Acad. Sci. USA. 1998;95(8):4766-4771.

Vrebalov J., Ruezinsky D., Padmanabhan V., White R., Medrano D.,
Drake R., Schuch W., Giovannoni J. A MADS-box gene necessary
for fruit ripening at the tomato ripening-inhibitor (rin) locus. Sci-
ence. 2002;296:343-346. DOI 10.1126/science.1068181

Wang K.L.-C., Yoshida H., Lurin C., Ecker J.R. Regulation of ethylene
gas biosynthesis by the Arabidopsis ETO1 protein. Nature. 2004;
428(6986):945-950.

Xiong L., Xiao D., Xu X., Guo Z., Wang N.N. The non-catalytic N-
terminal domain of ACS7 is involved in the post-translational regu-
lation of this gene in Arabidopsis. J. Exp. Bot. 2014;65(15):4397-
4408. DOI 10.1093/jxb/eru211

Yamagami T., Tsuchisaka A., Yamada K., Haddon W.F., Harden L.A.,
Theologis A. Biochemical diversity among the 1-amino-cyclopro-
pane-1-carboxylate synthase isozymes encoded by the Arabidopsis
gene family. J. Biol. Chem. 2003;278(49):49102-49112.

2016
20-3

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

Yang S.F., Hoffman N.E. Ethylene biosynthesis and its regulation in
higher-plants. Annu. Rev. Plant Physiol. Mol. Biol. 1984;35:155-
189. DOI 10.1146/annurev.pp.35.060184.001103

Zarei A., Korbes A.P., Younessi P., Montiel G., Champion A., Meme-
link J. Two GCC boxes and AP2/ERF-domain transcription factor
ORA59 in jasmonate/ethylene-mediated activation of the PDF1.2
promoter in Arabidopsis. Plant Mol. Biol. 2011;75(4-5):321-331.
DOI 10.1007/s11103-010-9728-y

Zhang J., Yu J., Wen C.K. An alternate route of ethylene receptor sig-
naling. Front. Plant Sci. 2014a;5:648. DOI 10.3389/fpls.2014.00648

Zhang X., Zhu Z., An F., Hao D., Li P, Song J., Yi C., Guo H. Jas-
monate-activated MYC2 represses ETHYLENE INSENSITIVE3
activity to antagonize ethylene-promoted apical hook formation in
Arabidopsis. Plant Cell. 2014b;26(3):1105-1117. DOI 10.1105/tpc.
113.122002

Zhao Q., Guo H.W. Paradigms and paradox in the ethylene signaling
pathway and interaction network. Mol. Plant. 2011;4(4):626-634.
DOI 10.1093/mp/ssr042

Zhao R., Xie H., Lv S., Zheng Y., Yu M., Shen L., Sheng J. LeMAPK4
participated in cold-induced ethylene production in tomato fruit. J.
Sci. Food Agric. 2013;93(5):1003-1009. DOI 10.1002/jsfa.5790

ZhuZ.,AnF. FengY., LiP, XueL.,MuA., Jiang Z., Kim J.M., To T.K.,
Li W., Zhang X., Yu Q., Dong Z., Chen W.Q., Seki M., Zhou J.M.,
Guo H. Derepression of ethylene-stabilized transcription factors
(EIN3/EIL1) mediates jasmonate and ethylene signaling synergy
in Arabidopsis. Proc. Natl. Acad. Sci. USA. 2011;108(30):12539-
12544. DOI 10.1073/pnas.1103959108

Zhu Z., Lee B. Friends or Foes: New insights in jasmonate and ethylene
co-actions. Plant Cell Physiol. 2015;56(3):414-420.



@ e-mail: vavilov_journal@bionet.nsc.ru

MpocnekTt AkagemuKa JlaBpeHTbeBa, 10, HoBocnbupck, 630090. CekpeTapb No opraHu3aLmoHHbiM Bonpocam: C.B. 3y6oBa, Ten.: (383)3634977.

Ten. pepakumu: (383)3634963*5204. PernctpaumoHHoe caupetenbcTso M Ne ®C77-45870 BbigaHo DepepanbHoli cny»k60i no Hagsopy B chepe
CBA3U, UHPOPMALIMOHHDBIX TEXHONTOMMIA 11 MacCoBbIX KOMMYHMKaLuii 20 riona 2011 r. [Npr NnepenevyaTtke MaTepuranos CCbifika Ha KypHan oba3aTtenbHa.
M3paHne nogroToBneHo nHPopmaLmoHHo-mn3gatenbcknum otaenom Lul CO PAH. HauanbHuk otaena: T.O. Yankosa. Pepgaktopbl: A.A. OHUYKOBa,
W.10. Anydpuesa. insaiiH: A.B. XapkeBuny. KomnbioTepHas rpaduka n epctka: A.B. Xapkesuy, T.b. KoHaxuHa. MognucaHo B nevyats 24.06.2016T.
®opmat 6ymaru 60 X 84'/s. Yu.-u3g. n. 20,74. Ycn.-neuy. n. 14,88. Tupax 200 3k3. 3aka3 N2 162.

OtneyataHo B Tvnorpadpum Oryr «Mspatenscteo CO PAH», Mopckoii npocnekT, 2, HoBocnbupck, 630090.



