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Y3arampHEHO CydYacHi BiIOMOCTI IIOJO pOJIi €THIIEHY Y IMPOIEecax POCTY 1 PO3BUTKY POCIHH Ta ix
criiikocti g0 Oil crpec-hakTopiB OioTMdyHOI Ta abioTM4yHOI mpupoan. Po3risgaeTbcs HUTaHHS
OiocuHTE3y eTHIIeHY, HOTO PeryIii i TpaHCAYKIii CHTHAITY B POCITHHHOMY OpPTaHi3Mi.

KardoBi caoBa: emunen,

HCACMOHOBA  KUCIOMA,
nosiaminu

PocnuHHMI TOPMOH €TUJIEH, HE3BAXKAIOUU
Ha TPOCTY NIBOBYTJIELIEBY CTPYKTYpY, € €(EKTUB-
HAM MOJYJISATOPOM POCTY i PO3BUTKY pOCIIHH. BiH
KOHTPOJIIOE 0arato BaKJIUBUX (Hi310JI0TTUHUX MPO-
IECIB Y POCIIMHHOMY OPraHi3Mi i € MocepeTHUKOM
ekcnpecii 7% pocauaHoro reHomy [3, 10, 125].
ETnnen BKIIOYAETHCS Y BAXKIIMBI aCIEKTH POCIIMH-
HOTO >KHTTEBOTO IMKIY, 3YMOBIIOIOYH MPOPOC-
TaHHS HACiHHS, PO3BHUTOK KOPEHEBHX BOJIOCKIB,
HOIYJIAIIIO0 KOPEHiB, 3allBiTAaHHS KBITOK, OTIaIaHHS
i nospiBanns wioxis [9, 30, 61]. YTBopeHHs eTu-
JICHY POCIMHAMHU PETYIIOETHCS BHYTPIIIHIMU CHUT-
HaJaMH B TIPOIIECi iX POCTY 1 PO3BUTKY, a TAKOXK y
BIJINIOB1JIb HA 30BHIIIIHI CTUMYJIM 010THYHOT i abio-
TUYHOI TPUPONHM, Taki SK TMOpPaHEHHS, TIMNOKCis,
030H, 3aMep3aHHs, ocyxa tomo [1, 40, 77, 139].

OcTaHHIMH POKaMH IIHPOKO TOCIIKYIOTh-
Csl MyTaHTHI POCIMHYU HE YyTJIUBi 0 eTHieHy [29,
41, 48], MyTaHTH 3 €TWICH-YYTJINBUMHU (PEHOTHITA-
MM, SIK1 BKIIIOYAIOTh etr I, etr 2, etr 3, ein 5/ain 1,
ein 4, ein 6, eir 1 [54, 63, 92]. Takox ineHTUIKO-
BAaHO MYTaHTH, 34aTHI 10 HAAMPOAYKLIl ETHUIECHY
(eto 1, eto 2, eto 3), MOCTIHHOI aKTUBAITIi €THJICHO-
BUX CHUTHaJIBHUX NUBIXIB (ctr I) 9 HECTIPOMOXKHI
JI0 IOMiHyBaHHS amikaibHOi BepxiBku (hls 1) [70,
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1-aminoyuxnonponan-1-xapbonosa xucioma,
indonin-3-oymosea  Kucioma,

caniyunosa Kucioma,
abcyuzoea  Kucioma,

129]. i MyTaHTH BHUKOPHCTOBYIOTHCS IJISl BH/Ii-
JICHHS TEHIB, SKi BiJIOBINAIOTh 3a CHPUNHATTS 1
nepeaavdy eTHJICHOBOI'O CUTHANY B POCIHHAX, 1 J0-
MIOMaralTh 4aCTKOBO PO3MIN(PYBaTH MOJEKYJIIIP-
Hi IIUISIXY, SIKUMH CUTHAJ IIPOXOANUTH, BUKIMKAIOUH
BKJIIOUEHHSI YW IPHUTHIYEHHs MEBHUX (izionoriv-
HUX nporpam [9].

PoJib eTwiieny B mpouecax pocty i po3BUT-
Ky pociauH. Briepie BIIMB eTuiieHy Ha picT poc-
nuH BusiBuB y 1901 p. I.M. Henro6oB. Bin BuBuaB
MIPUYUHY OTAJaHHS JIUCTKIB MIPH OCBITJICHHI iX TaK
3BaHUM CBITHJIBHHUM Ta30M, Cepell IHTPEIi€HTIB
SIKOrO HaiiOinpm akTUBHUM OyB etmieH. J.M. He-
T000B BCTAHOBHUB, IMIO Y AyXe MajnX KOHIIEHTpPa-
isSIX [EeW ra3 BUKIWKAB y POCIHH HOTPIHHY peak-
il0: TallbMyBaB pIiCT cTebia y JAOBXKHHY, CIIPHSB
HOro TOTOBILEHHIO 1 3MIHIOBaB TOPHU3OHTAIBHY
opierTarifo. IlizHinme Oynao mokazaHo, IO ETHJICH
MPUCKOPIOE jo3piBaHHs TwiodiB. Y 1934 pomi
P. I'efin noBiB, 10 cami POCIMHY 37aTHI CUHTE3Y-
BaTH eTuieH [9].

Etninen — equHMil Ta30MOMI0OHNI pPETyISATOP
pocTy pociuH, skuit 3 60-x pokiB 20-r0 CT. movyanu
BiTHOCUTH 0 (iTOTOPMOHIB. Y IIy’Ke MalnUX KOH-
neHTparnisx, nopsaaky 0,001-0,1 mxn/m, BiH 371aT-
HUH rajibMyBaTH 1 3MIHIOBATH XapaKTep POCTY Po-
CIIMH, MPUCKOPIOBATH 03piBaHHA IuoniB. Ha Bin-
MiHYy BiJl iHIIMX TOPMOHIB, BiH, BUKOHYIOYH POIIb
JUCTaHIIHHOTO CUTHAITy, HE HAAXOAWTH 3 OJHUX
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opradiB o iHmmx. [lo pocnuHi mepecyBaeThes Ho-
ro TMONEpeAHWK —  |-aMiHONWKJIOMpomaH-1-
kapbonoBa kucinora (ACC), sika i Oepe ydacTp y
nepenavi curHaimy. CaM eTuieH, BUAUISIOUHCH B
atMocdepy, MoXke 3a0e3ledyBaTH CHUTHAITI3AIlIo
Mix pociiuHamu [9, 29]. JlokanbHI IIEHTPU CHHTE3Y
eTWJICHYy He BHABJICHI, BiH 3’SBISETbCA y OyIb-
SIKOMY POCITMHHOMY OpTaHi.

ETunen cunHtesyeThcst B OakTepisx, rpuodax,
HIDKYMX 1 BUIIUX pocinHax. OfHaK, He BCi opraHi-
3MH 3/aTHI JI0O CHHTE3y €TWJIeHYy, 30KkpeMa 3 228
BHIIIB JOCTIIKYBaHUX MIKPOCKOITIYHHUX TpHOIB
nurire 25 % BUAUIAIN eTHIEH [9].

ETtunen xapakrepuszy€eThCsl IIMPOKUM CIIEKT-
poM nii Ha pocnuHE. HUM MOXYTH perymoBaTucs
NPaKTUYHO BCi CTAJil PO3BUTKY POCIMHHOTO Opra-
Hi3my [119, 138]. [IpoTsromMm oHTOTeHE3y IHTCHCHU-
BHICTh HOT'0 BUIICHHS 3a3HA€ iCTOTHUX 3MiH [14].
BiH aKTHBHO CHHTE3YEThCS B IUIOAAX 1 JIMCTKAX,
IHAYKYIOUH JO3piBaHHS IUIONIB, CTapiHHS 1 oma-
JAaHHSI JTUCTKIB. BUCOKWI piBeHb CHHTE3Y €THUJICHY
XapaKTepHUHA TaKOX [UISI MEPUCTEMATHYHHUX TKa-
HuH [125].

3 uucenbHUX (i3ioNOTiYHUX e(eKTiB, sKi
PETYJIOIOThCS  eTHJICHOM, BHIUIIOTH IIPOLECH
OMaJiaHHsl JTUCTKIB, J03pIBaHHS ILJIOJIB 1 BereTaTu-
BHUIA picT [11]. 30kpema, IpUCKOpEHHs 103piBaH-
HS TUIOAIB — OJWH i3 HaWBimOMIMUX e(eKTiB il
eTusieHy. [lpudomy, mpu crapiHHi opraHizMy 30i-
JBIIYETHCS HE JIMIIE KUTBKICTh €THIIEHY, IO YTBO-
PIOETBCS MIIOAAaMH, ajie i 3pocTae UyTIUBICTH A0
HBOTO. Y PI3HHUX BHIIB POCIUH BIUIMB CTHJICHY Ha
NPUCKOPEHHSI  NT03piBaHHA  BiJIOYBa€Tbcs  IIO-
pizHomy [5, 11]. Tak, y s01yK HIBHAKICTH YTBO-
PEHHS ETHJICHY 3POCTaE ICIs 3HATTS IUIOIB 3 Jie-
peBa. He3Baxkatoun Ha BUCOKY KOHIIEHTpAIIIO €THU-
JeHy B HEAO3pUIMX Iulojax OaHaHIB, BOHH BUSB-
JISIOTH 10 HBOTO Yy TIMBICTH JIUIIE IIPH O3PiBaHHI.
Y TomariB, TUHI YTBOPEHHS €THIICHY, TO3PIBaHHA i
CTapiHHS NPHOIM3HO 30iraloThes 3a 4acoMm, MpoTe,
KOJIN POCIIMHA JTocsirae (pi3ioNoTivHO KPUTUIHOTO
BiKy, HOTO CHHTE3 pi3K0 3pocTae. ToMmy eTuieH iH-
KOJIA PO3TJISAA0Th K TOPMOH cTapinus [9]. dyxke
XapakTepHUl eQeKT eTHIICHY — MOKOBTIHHS JIUCT-
KiB, III0 3yMOBJIEHO PO3MagoM XJOopo(diny i 3HHU-
KEHHSIM KUIBKOCTI OlNKa y CTapiloyMx JIMCTKaX
[11,59].

Haii6inpIn cucTeMHO BHBUYEHI IMpOIIECH Ora-
JAaHHS JIACTKIB, SIKI CIPUYHHSIOTHCS CTHIICHOM.
BiH iHOyKye YTBOpEHHS BiMEXKYBaJIBHOTO IIApy
KIIITHH, & Ha MICIi Bi[pHBY JIMCTKA BiJl POCIMHU
3QITUIIAETHCS AP KIITHH 3 ONMPOOKOBUIMMH CTiH-
kamu [9, 97]. Cuig Bim3HAYMTH, 10 OJHA 13 QyHK-
il CTPECOPHOr0 ETHJICHY — MPUCKOPEHHS Olla-

JaHHS IIOIIKO/DKEHUX OpraHiB. TakuM YWHOM,
€THJICH BUKOHYE POJIb aJIANITUBHOTO (haKTopa.

ETtunen npurhiuye pict crebna y JOBXHHY 1
BUKJIMKAa€ HOro TOTOBIICHHS 32 PaxyHOK 3MiHH
HaIPsIMKY POCTY KIIITHH CTeOja, o CyIpOBOIKY-
€ThCS 3MIHAMU OpI€HTAII] €JIEMEHTIB I[UTOCKEIETY
[9]. Bin BukIMKae IpUNHHEHHS MOALTY (IO 3yMO-
BireHO 3HKeHHAM cuHTe3y [IHK) i po3TsaryBanas
KIiTHH. Bimomo, o npu ransMyBaHHI pOCTY €TH-
JICHOM 3MIHIOEThCS IHTEHCHBHICTh AMXaHHS [4],
OamaHc ¢iToropmoHis [17], cTpykTypa Xioporuiac-
TiB 1 MiTOXOHApi# [102], BinOyBaeThCs TIEPEepO3II0-
Iin acuMimTiB [2]. Yei 1i 3MiHH CYyIPOBOIKYIOTh-
Csl IOPYIIEHHSIM Y OLTKOBOMY OOMiHI pi3HHX TKa-
HUH 1 opraHiB pociuH [11]. OkpiM rasbMyBaHHS
€TUJICHOM TIPOIIECIB BJAcHE JIIHIKHOTO POCTy, Oa-
rato foro eekTiB — emiHacTii, IHAYKLig KOpeHe-
YTBOPEHHS Ta psA iHIIUX (HApUKIaX, IIyXJIHHOY-
TBOPEHHS) — TaK YM iHaKIIe TOB’sI3aHi 3 Mpoleca-
MM HOJiTY 1 po3TsAryBaHHs KiIiTuH. Tomy, BBaxa-
10T, 110 BUBUEHHS POJIi €TUJICHY B PEryJyusiLii mpo-
nmipepaTUBHOT aKTHUBHOCTI MEPUCTEMATHIHHUX KITi-
TUH € HaJI3BUYaiiHO BaKJIIMBUM JUIsl PO3YMiHHS pe-
TYISTOPHOI (PYyHKIIIT IFOTO TOPMOHY B IPOIIECi po-
CTY, SIK Ha KIITHHHOMY, TaK i Ha OpraHi3MOBOMY

piBHi [11, 68].

ETunen iHgykye B MaroHax emiHAcTii0 —
3MiHy KyTa HaXWIy 4depelka 10 credia, B pe3yib-
TaTi 4OTrO JIMCTKH OITyCKAIOTHCS BHH3, YHHKAIOUH
npsMoi Iii COHSYHMX MPOMEHIB, MEHIE HarpiBa-
IOTBCSI 1 He BUIIAPOBYIOTh BOAY; YTBOPEHHS Ha CTe-
0J1ax KOpPEHiB, sIKI HE BHKOHYIOTH ITOTJIMHAIHHOL
¢dyHKLii, ane 3MiHCHIOIOTE crieldivyHi CHHTETUYHI
npolecy, HeoOXinHI Uil HOpMalbHOTO (yHKIiO-
HyBaHHS ITaroHa, Yy TOMY YHCIIi BiJHOBIIOIOTH I10-
CTauaHHS HAJ3E€MHHUX OpPraHiB IMTOKIHIHAMMY; IH-
IOYKye YTBOpEHHsI B cTeOJi aepeHXiMU — TKaHHHH,
1o sKiit kucenpb (O,) HAAXOIUTH 13 cTEOIa B KOPEHi
i 3abe3mneuye iX HOPMAJBHY XHUTTEIISIIBLHICTH 3a
YMOB KHCHEBOTO J1e(illuTy MpH 3aTOIJICHHI TPyH-
Ty. B ymoBax aHaepo06io3y y KOpEHSX HpUIHHS-
€ThCs TIepeTBopeHHs Ha etmwieH ACC, ska Hamxo-
JUTh Yy CKJIaJi MacOKH B HAaJI3€MHI OpraHH, J¢ He-
Mae Hectadi O, 1 MEPEeTBOPIOETHCS TaM Ha ETHJICH
[9]. OmHuM 3 edekTiB eTueHy € HOro BIUIMB Ha
UBITIHHS POCJHH, IO IIHPOKO BHKOPHUCTOBYETHCS
IUIS. IPUCKOPEHHS LBITiHHS POCIWMH POJMHU Opo-
MenieBux (Bromeliaceae). Y TmpakTHUlli CiIbCHKOTO
rOCIOAAPCTBA TAKOX BUKOPUCTOBYETHCS 3[aTHICTb
€THJICHY BHUKJIIMKATH YTBOPEHHS >KIHOYMX KBITOK Y
rap0y30BUX (Cucurbitaceae), MOJIOYaHUX
(Euforbiaceae), xonomnesux (Cannabinaceae) [9].

HenaBHi gocniikeHHs BKa3ylOTh Ha Te, IO
STHJICH BKIIIOYAETHCS Y PO3BHTOK OYIHOOYOK MpH
yTBOpeHHI 0000BO-pr300iabHOTO CMMOi03y, Bimi-
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Tparoy BAXIMBY POJIb y PETYISLIl MOYaTKOBOTO
iH¢ikyBanHs pociuH [61, 85, 90, 130]. Beaxkarots,
IO BiH BHSBISE iHTIOytoumid eekT Ha MoYaTKy
ataku iH(eKIii i He BIUIMBAE IiCIs YTBOPEHHS OYy-
nr00ukoBUX mpuMopmiiB [85, 130]. ocaimkeHo,
o JUIs TOro, 100 MaTH ycmimHe iH(IKyBaHHS,
SKe TPHU3BOIUTH 10 YTBOPEHHsA OymbO0UYOK, CIif
NPUNIHATH YTBOPEHHS €THIICHY Y 3apa)KCHHUX KIIi-
THHAaX KOPEHEBUX BOJIOCKIB, a00 3a0JIOKyBaTH 4y-
TIMBICTh KIITHH JI0 €HJOreHHOoro eTwieny. [lpu-
IYCKalOTh, 10 €THJICH BIUIMBAE Ha akTHBHICTH Nod
(dakTopa, KU Billirpae BaXJIUBY Poib y (popmy-
BaHHI 0000BO-pH300ianbHOTO cCUMOi03y [85, 93].

OcobnuBe Miclie y KoopauHarlii ¢izionoriv-
HUX TIPOIIECIB Y POCIHMHAX BiBOIUTHCS B3a€MOIIi
MOJTIaMiHIB 1 €THUIICHY, SIKI BUSBIISIOTH MIPOTHIICKHY
niro Ha opraHisMm [21, 57]. 3okpema, cnepmiguH
YIOBUTBHIOE CTapiHHSA, TOMI K €THUJICH CTHMYIIIOE
neit mportec [12, 23]. Oaniero 3 TPUYUH PEIUIIPO-
KHUX 3B’SI3KIB €THJICHY 1 MOJIiaMiHIB € HasBHICTb
3arajpHUX TMornepenHukis [57]. Bigomo, mo Bigaa-
JIEHUM TIOTIEPETHUKOM TIOJIiaMiHIB 1 €THIICHY € ac-
napraT. KpiMm TOro, Ha KiHI[leBOMY eTari iX 0i0CHH-
Te3y BUKOPUCTOBYETHCS 3aralbHUN MOTIEPETHUK S-
aneHo3mwiMeTioHiH (SAM) [8]. ¥V psimi gociimkeHb
MOKa3aHO 1HTIOyBaHHS crHepMigHHOM (EpPMEHTIB
OiocunuTe3y etmiieny, nepi 3a Bce ACC-okcuaasu
(ACO) [23]. VY cBow 4Yepry eK30T€HHHH eTHIICH
rajbMy€ aKTHUBHICTh apriHiHJeKapOOKCHIa3u —
KJIIIOYOBOTO (DEPMEHTY HOBOYTBOPEHHS IyTpECLH-
Hy, criepMinuHy i cnepMminy [24]. Xapaktep B3ae-
MO3B’SI3Ky TIOJIiaMiHIB 1 €THJIEHY B YMOBaxX CTpPECy
MOXe OYTH OIOCEepeNKOBAaHUN ¥ IHIIMMH KOMIIO-
HEHTAMH BiJIIOBi/lI KIITHHH HAa TOUIKOJKYHOUUH
¢daktop. Cepen HUX BEITUKE 3HAUCHHS MOXKE MATH
YTBOPEHHS aKTHBHUX (POpPM KHCHIO, SIKi, Y CBOIO
4Yepry, MOXXyTb OyTH TpUTE€paMd 4d KOMIIOHEHTa-
MU JIAHIIOTA TPAHCIYKI[I CTPECOPHOTO CHUTHAIY
[7, 43]. V psni BUNaAKiB 3MiHH PiBHSA BHIIJICHHS
STUIICHY 1 HAKOIMYEHHS IMOJIaMiHIB 32 CTPeCy Cy-
MPOBO/KYETHCS  IMiJIBUIIICHHSAM PE3HCTEHTHOCTI
POCTHH 1 MOXe€ CBITYUTH MPO 1X CUTHAIBHY POJb Y
(opMyBaHHI 3aXHCHHX CHCTEM y POCIMHHOMY Op-
ranismi [7, 8].

Etnuen y criiikocTti pocyinH 10 0ioTHYHHNX
i abiormunux ¢pakTopiB. ETunen € He nuie Bax-
JMBHM PEryJIsTopoM OaraTtbox (i3ionoridyHux
MIPOIIECIB Y BUIIMX POCIIHH, BiH TaKOX (PYHKIIIOHYE
1 SK MeIiaTop BIAMOBIMHUX pEakIlii pPOCIWH Ha
cTpec-pakTopu OIOTHYHOI 1 a0IOTHUHOI TPHUPOIU
[68, 104, 113, 136, 139].

ETtunen Bimirpae BaKJIIMBY POJIb y CTIHKOCTI
pociuH 10 XBOpoO, OJHAK, 3aJIE)KHO BiJ THITY Ta-
TOTeHa 1 BULY POCIHH, (QyHKIII €TUIeHYy MOXYTb
BigpizasaTucs [40, 129]. YacTime eTuneH MpuTHi-

9qy€e PO3BUTOK CHUMIITOMIB IIPH HEKPOTpo(HOMY
iH(pIKyBaHHI TIATOTEHAMH, ajie ITJIBUILYE CMEpT-
HICTh KJIITHHU, BUKJIVKAHY IHIIMMUA TUTIAMH T1aTO-
TeHHHUX 1HQEeKIii, Oepydyn ydacTh y 3amporpamo-
BaHi¥ cMmepTi KiiTuH [25, 28, 53, 120].

[pu in¢ikyBaHHI MATOreHOM iX aBipyJeHTHI
CUTHAIM PO3MI3HAIOTHCS 3aBISKH HAasBHOCTI CIie-
nudigaoro rena cridikocti pocaud (R) [49]. 1a
avr/R B3aeMomisi Ha3MBAETHCA T€H-TEH CTIHKICTIO i
4acTo 3alycKae MeXaHi3M 3aXHCTy, IO BKJIIOYAE
mporpamy KIITHHHOI CMEPTi B MICIISIX iH(iIKyBaHHS
(Bimoma sK TirmepuyTiIMBa BiAmoBiab). ImeHTH(DIKO-
BaHO TpaHCKpuIUiitHuii ¢aktop Pti 4 — e OinoK,
KU TPOCTOPOBO TOJMIOHWNA 3 aMiHOKHCIOTHOIO
nocminoBHicTio EREBPs 1 Moxe cmermudigno
3B si3yBatn GCC-box cis eneMeHT, MPUCYTHIH Y
MPOMOTOpPi 0araTboX €TWJIEH-PETYJIbOBAHHUX MATO-
res-Bignosinaux reHiB (PR) [44, 60]. Excnpecis
Pti 4 B nucTKaxX TOMAaTa MIBHIKO iHAYKYETHCS €TH-
JeHoM, 1o 3yMmoBiroe ekcmpecito GCC-box-
BmicHUX PR reniB. i pe3ymbrat cBimuaTh mpo
T€, IO BiJNOBIAH €THWJICHY € JJAHKOIO TeH-TeH CTili-
KOCTi y pocnuH [129].

AKTHBaIlis TINEPYyTIMBOI BIAMOBIII 3amyc-
Ka€ TpUBAITY BiOIOBiAb, BIIOMY SIK CHCTEMHO Ha-
oyra criikicte (CHC), mo 3abe3mneuye iMyHITET
MPOTH MOCHIJOBHOTO iH(IKYBaHHS, COPUINHEHOTO
IIMPOKUM CIIeKTpoM matoreHiB [98, 114]. V Oara-
thox BuUmagkax CHC xapakrepu3yeTbcs TMinBHU-
LIEHHSIM €HAOTEHHOTO BMICTY CallilMJIOBOI KHCIIO-
™1 (CK) i ekcrpeciero PR reniB, npusBogsun a0
ITIBUINEHHS CTIHKOCTI JO IMHPOKOTO CHEKTpa Bi-
pyJieHTHUX maroreHiB. OpjHak, IesIKi NaTOrCHU
MOXYTh I1HIYKYBaTH 3aXHCHY CTIMKICTh DPOCIHH
gepe3 aKTHBAIlI0 €THICHY 1 KaCMOHOBOI KHCIIOTH
(OKK) y curHanbHuUX TpaHCAYKUIAHHX [UISXaX.
Xoua CK-3amexni # XKK/eTuneH-3aexHi HUIsXA
0epyTh ydacTh y OpMyBaHHI CTpeC-3aXUCHHX pe-
aKINi pOCIMH 1 X CTIMKOCTI IO PI3HUX MATOTEHIB,
CIIOCTEPITra€TbCs 3HAYHA B3aEMOJIS MiX LUMHU
nBoma mursixamu B CHC. TyT BHUKOpPUCTOBYIOTh
TepMiH ,,cross-talk,, (mepexpecHnii 3B’S30K), AKAN
3a0e3nevye B3a€MOJIII0 MK JJBOMa OKPEMHMH, JIi-
HIHHUMH CHTHAJIBHUMH TPAHCAYKIIHHUMU LIS~
XaMH, M0 OJHOYACHO aKTHBYIOTHCS B OJTHAKOBHX
kiriTuHax [129]. TakuM YUHOM, KOMIIOHEHTH JABOX
CUTHAJIBHHX IIISXiB CKCIPECYIOTHCS B OJHAKOBUX
KIIITHHAX 1 MMOKa3yIOTh B3aEMOMII0 B HOPMAaTbHHUX
¢izionorivHux ymoBax. ETWIEHOBI CHTHaIbHI
TPAHCAYKIIHHI NUISTXU MOXYTh B3aemomisaTu 3 KK
NUIIXaMH 7S CHIBPETyIorUoi ekcrpecii 3axwc-
Hux PR renis, Hanpukian, PDF 1.2, BkmoueHux y
CTIHiKicTh pochauH A0 XxBopoO. Kpim Toro, icuye
B3aemonis Mik JKK/erunenom i CK-3anexxHumu
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nusixamu 'y ¢opmysanHi CHC B pocnun [42, 49,
91].

[MpunyckatoTe, mo abioTMYHa  cTpec-
IHAyKOBaHa BiAMOBih YACTKOBO Ma€ MOAIOHICTH 3
MATOTeH-3aXMCHUMH MUITXaMH, a B3a€EMOIIS MIXK
CK, XK Ta eTuiieHOM MOYJIIOE BiJIIOBIIb HA IO
akTuBHUX (hopM kucHIO [104]. BussneHo, mo cru-
MYJIAIIS OI0CHHTE3y €THIICHY 3a Jii cTpecoBuX (ak-
TOpIB, TaKUX sK 030H, Y® pamiaiis, NOpaHCHHS
TOIIO, BKJIFOYAETHCS T'CHEPAIli€I0 aKTUBHUX (HOpM
KHCHIO, JI0 SIKHX BIHOCSTH CyNEpPOKCHIHI aHIOHH,
TIAPOKCHITEHI pagiKadf 1 TEepPOKCHI BOMHIO, SKi
BUKITUKAIOTh TOIIKO/KEHHSI KIITHHHUX OpraHem
BHACJIJIOK TEPOKCUIHOTO OKHCHEHHS JimigiB [86,
100]. Kpim Toro, IMOKa3aHo, IO aKTHBHI (hOpMH
KHCHIO, OCOOJINBO, TIEPOKCU BOJHIO, (DYHKIIIOHY-
I0Th SIK CUTHaJIBHI Monekynu [18]. 3okpema, Hand-
JUIIOK y TKAaHWHAX TMEPOKCHIY BOIHIO Ta IHIIMX
aKTHBHUX (OpPM KUCHIO Moxe ctumyitoBatu ACO
YM iHIYKyBaTH HOBOYTBOpeHHS ii i3odopm [56].
ToMy BBaXKarOTh, IIO IMiJBUIICHHS OIOCHHTE3Y
€THIIEHY B YMOBAX CTPECY 3aJIe)KUTh BiJl IIBHIKOTO
neperBopenHst ACC Ha eruineH, aktuBHOCTI ACO,
sKa KaTalli3ye OCTaHHIN eTan 0iOCHHTE3y eTHUJICHY
[76, 134]. OgHak, TOJIOBHUM TIPOIIECOM DPETYJIAIIl
Olocuntesy etwieHy € ekcrpecisi ACC-cuHTazu
(ACS) [41].

BBaxaroTp, 10 CHHTE3 €TWIEHY, HeoOXia-
HUH 7151 TPAHCAYKIii 30BHIITHBOTO CUTHAIY, CBil-
YUTh MNP0 MEpeXil KIITHHHOTO MEeTadomi3My B
CTPECOpHUI CcTaH Ta iHilitoe GOPMYBaHHS 3aralb-
HUX 1 CITelTiai3oBaHuX MeXaHi3MiB aganTtamii. [1pu
OMY TIiJIBHUILYETHCS AKTHBHICTh (hepMEHTATHB-
HHUX CHUCTEM, B TOMY YHMCIi 1 pepMeHTIB AuXaIbHO-
ro ra3000MiHy, IO 3YMOBJICHO MOTPe0O0I0 B J0/1a-
TKOBHX CHEPreTHYHUX 3arparax mis HOBOYTBO-
PEHHSI TPOTEKTOPHUX MAaKPOMOJIEKYJI B YMOBax
MIOIITKO/IKYFOUO1 1ii cTpecopa [1, 24, 79, 121].

B3aemonia erwieny 3 iHmumu ¢irorop-
MOHAMH. PeryisiTopHy posib €TWieHy Cilil po3-
TJISIATH, 3BAKAIOYM Ha HOTo B3a€MOJII0 3 IHIINMH
(hiroropMoHamMu. BBakaroTh, 1110 BiH BUKOHYE (PyH-
KIII0 Me/iaTopa y B3a€MO3B’si3Kax 0aratbox Qito-
TOPMOHIB 1 TAKUM YMHOM Biirpae BaXXJIMBY POJIb y
3MIACHEHH] KOPEISATUBHUX 3B’S3KiB MK OpraHaMu
1 TKaHUHaMHu pociuau [9, 138].

VY nepury yepry HeoOXiTHO BiJI3HAYUTH B3a-
€MHY 3aJIeKHICTh TPOIIECiB O10CHHTE3y ayKCHHY Ta
eTHIIEHY, 3aBASKH SKid MITPUMY€ETbCS 1X MEeBHUM
piBens [10]. barato mporieciB B pocauHi KepYyIOTh-
Csl ETUJICHOM Pa30M 3 ayKCHMHOM 1 4acTO HEMOXKIIH-
Bo po3aimntH ix edextu [30, 106]. ETmien i ayk-
CHMH OepyTh yd4acTh B Pperyisilii pocTy KOpeHS,
omajaHHs JUCTKIB 1 wioAiB [30]. Y BHCOKUX KOH-

HeHTparisx ingonina-3-ourosa kucnora (I0K) cru-
MyJIroe 0i0OCHHTE3 eTUIIeHY uepe3 TUQepeHIianbHy
aKTHBALII0 TEHIB (IUIIXOM BKJIIOUEHHS CHHTE3Y
PHK i 6inkiB), a Takox iHOyKye cuHTe3 (hepMeH-
TiB, SIKi BIIITOBITAIOTh 32 YTBOPEHHS MOMEPEIHUKIB
JUIsL CHHTE3y eTHJIeHY. B cBOIO uepry, eTuieH 3a-
tpumye Oiocunte3 IOK 3 tpunrodany, axTHBYyE
mpormecu ii KOH'IOTamii, a TaKoX TMpUTHIUye Il
tpancnopt [3]. Ilpu npoMy BUCOKHII piBEeHb €TH-
JIeHy MOXKE 1HAYKYBaTH CHHTE3 MEPOKCHIA3M, siKa
okucaroe IOK. Ile cBoro pomy perpoinriOyBaHHS,
K€ MOXE TATPUMYBAaTH KOHIICHTPAIII0 ayKCUHY
B meBHUX Mexax [124]. Takuii 3BOpOTHIi 3B’SI30K
MDK BKa3aHMMHU IPOLECAMH CIIYXKUTh MiATPUMAH-
HI0O TOMEOCTa3y, TOOTO 30epeXeHHI0 BMICTY ayK-
CHHY 1 MPOAYKIIi eTHiieHy Ha nieBHOMY piBHi. Ko-
nu B podi inaykTopa ACS BHUCTyNaroTh Oinbll cTa-
OinbHI (Pi3i0JOTIYHI aHAIOTH ayKCUHY, POCIHHH 32
IIOIIOMOIOI0 MeEXaHi3MIB KOHroramii He 34aTHI
NPUITUHATH 1HTeHCH(IKaLilo O10CHHTE3y eTHIICHY,
LIO0 CIIY>KUTh NPUYMHOIO TPUBAJIOTO 1 CTIHKOrO TO-
pyueHHs: ropMoHanbHOTO cTarycy [14]. CunreTn-
YHI aHaJOTH AayKCMHY (HaQTHIOUTOBA KHCIOTa
(HOK) i 2,4-muxnopdenokcronToBa kuciora (2,4
) Binpizustorecs Big IOK Ginpmioro cradinbHiC-
TIO B POCJIMHHUX TKaHWHAX 1 31aTHI CHJIBHIIIC 1 HA
TpUBaNIIMKA Yac iHTeHcH(iKyBaTH mpouecH Oio-
CHHTE3y eTujeHy. ToMy, IpU 3aCTOCYBaHHI €K30-
TeHHUX aHaJOTiB ayKCHHIB MOXHa 3a0e3MednTH
CyTTe€Be 1 TpuBajie 30UMbIICHHS PIBHA HPOTYKIii
€HJIOTCHHOTO €TWICHY, SIKUM 3IaTHUH BUKIMKATH
Ti um iHMI izionoriuni edextu [14].

Etunen rampmye picT HaJ3eMHHX OpTraHiB,
BOJHOYAC CTHMYJIIOIOYM TOTOBIUEHHSI cTeOa.
Braxarots, mo Takui epeKkT 3yMOBJICHHH Iepe-
OpIEHTAII€I0 TIOJNOKEHHS MIiKpPOTPyOOUYOK IUTO-
IUIa3MU 1 LEIONIO3HUX MIKpoQiOpui 3 monepeyHo-
r0 Ha TO3JIOBXKHE i etuieH perymtoe (depe3 10K)
pO3TaITyBaHHs MIKpOTPYOOUOK, SIKE€ BIUIMBAE Ha
nofin 1 posrsaryBanHs kiituH [87]. Kpim Toro,
eTWICH TajibMy€ IIOJOBXXEHHS OChOBUX OpraHiB
BHACIIIOK 3aTPUMKH MOJIsIpHOTO TpaHcmopty 10K,
Y cBOMW yepry, opraisailis IOJSIPHOTO TPAHCIIOP-
Ty ayKCHHY 3a0e3MeuyeThbcsl aCUMETPUYHUM PO3-
TanryBaHHAM amnapaty cekpenii IOK Ha aBox kiH-
LAX KOXHOI KJIITHHHU. SIKIO 1Ie aCHMETPUYHE PO3-
TallyBaHHS NepMea3 y KIITHHHI mMeMOpani min-
TPUMYETHCSI MIiKpOTpyOoukaMu i MikpodimameH-
TaMH, TO JC3IHTETpaIlisd anapary 3aKpiluIeHHS MO-
e MPHU3BECTH /IO 3YNUHKH IOJOBXKEHHS OpraHy.
ToMmy, IpUIyCKaIOTh, IO IEPBUHHUNA MeXaHi3M il
eTWIeHy y KIITHHI TONIATa€ B PO3PUBI 3B’S3KiB
IUTOCKENEeTy 3 MeMOpanamu [11].

ETunen npurHidye momin i po3TATyBaHHS
KIiTHH [6]. 3 ogHOTO OOKY, II€ 3MIHCHIOETBCS TIPs-
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MUM iHTiOYBaHHSM €THIIEHOM KIIITUHHOTO TMOJLTY,
YM 32 PaxyHOK NPUTHIYEHHs (YHKIIHA €HIOTeHHUX
LIUTOKIHIHIB [6]. BogHoYac moka3aHo, 10 B 0C0O0-
JIMBO BHCOKHX KOHIIEHTPAIifAX UTOKIHIHM Ta Tride-
peTiHM 37aTHI CTUMYITIOBAaTH Oi0CHHTE3 CTHIICHY.
[uTOKIHIHM NUISXOM BIUIUBY Ha KJIHOYOBUH (ep-
MeHT OiocuHTe3y etwiieHy (ACS) miABHIIYIOTH iH-
TEHCHBHICTH Horo mpomykyBanus [111, 132, 138].

ETnnen perymiroe BMiCT aOCIIM30BO1 KHCIOTH
(ABK), sixa 3yMOBIIIO€ TalbMyBaHHS MOIUTY 1 pO3-
TATYBaHHS KIITHH. Bimomo, 1m0 iHTEHCHBHICTh
OlocWHTE3y €TWICHY 3pOCTae TIpH IIiABUIICHHI
BMicty ABK. Take siBuIe MOXHa CHOCTEpiraTu
NP CTapiHHI JIMCTKIB, JO3piBaHHI IIIOIIB, B yMO-
Bax BomHOTO cTpecy [14, 23]. IlpurmyckarTh, 110
iHTeHcu]iKallis MpoIeciB yTBOPEHHs €TUIICHY Tie-
penye Harpomamkenato ABK i1 ciyxuth onHiero 3
fioro npuumH [14]. HaBith y THX BUMamKkax, KOIU
MIiJBUIYETHCS IHTCHCUBHICTh OI0CHHTE3Y CTUJICHY
ayKCHHOM, TapajiensHo 3pocTae BMicT ABK, sika, y
CBOIO Y€pry, BIUIMBAE HAa IIBUAKICTb yTBOPEHHS
eTWJIEHy 3a IPHHLUIIOM 3BOPOTHOIO 3B SI3KY.
BBaxkaetbcs, mo ABK oOMexye cUHTE3 eTHIICHO-
Boro nomnepennuka — ACC, nepeTBopeHHs1 Moro Ha
eTuiIeH un oomaBa i nportecu [105, 138, 139]. 3o-
Kpema, 3a JIil BOAHOTO CTpecy, iIHTEHCUBHICTh 0io-
cunre3y eruieny i BMict ACC cno4arky MOMITHO
3pOCTaloTh, a Hajali, y Mipy HarpoMaKeHHS
ABK, 3umxytotecs [138].

BusiBieHo KinbKa He3aJeKHHUX LUISAXIB IIe-
penadi 30BHIIIHBOTO CHUTHANYy y KIITHHI, cepen
SIKMX 1 €THJIEHOBHM CUTHAJIBHUN KacKaj, 110 B3ae-
Mmogie 3 enporeHnoro ABK [22, 27]. CtpykrypHi i
010XiMIYHI JOCTIIKECHHS! POJWHU E€THICHOBUX pe-
IENTOPIB TOKAa3yIOTh, MO ii TiCTHIWHKIHA3HA aK-
TUBHICTh, KpIM ETHJIICHOBOTO CHUTHAIIIHTY, MOXeE
Opatn ywacTb Yy /MAOJATKOBHUX TPaHCIYKIIMHUX
nuisixax [58]. BcraHoBiieHO, 110 HEaBHO KIIOHO-
Baanii EIN 2 reH sBisie co00r0 HOBHI MeMOpaHHO-
3B’s3aHUI OLIOK, 1 € YHIKQJILHUM BY3JIOM Iepexpe-
cuol B3aemonii Mk ABK 1 eTHIeHOBUM CUTHAIIH-
ramu [22, 58].

ETunen BruMBae Ha piBeHb €HAOTEHHOI
ABK, 3aBasku YoMy KOHTPOJIFOETHCS BiJIOBIiIb
KITiTHH-MiIeHer Ha ridepeninu [30, 52]. O6poOka
POCIIUH €THJICHOM BUKJIHMKANA IIBUAKE 3HUKCHHS
piBus eanorenHoi ABK [69]. Ockinbku ABK € an-
TaroHiCTOM TiOeperiHiB, TO MiJBUIIECHHS YyTIUBO-
CTi 110 TiOepeImiHiB CTaBaJ0 MOKJIUBUM JIHIIEC TIPH
sHmkeHHi piBHa ABK. Bimomo, 1o mBuakuii pict
JIeSTKUX HAMIBBOJSHUX POCIWH IMPH 3aHypeHi iX y
BOJy 3a0€3MedyeThcsl eTHJICHOM, KW Harpoma-
JOKYETbCS Y 3aHYpeHHMX TKaHuHax [64, 126]. Pe-
3yJIbTaTOM TaKoOl peakiuii € 301IbIIeHHS PeaKTUB-
HOCTI TKaHWH JI0 Ti0epemiHiB, 0 € BAKIMBUM IS
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IIBUJIKOI EIIOHTAIlil 3aHYpEeHHX OpraHiB HaIiBBO-
ISHUX pociuH [69, 113].

TakuM 4WHOM, €THIICHY HAaJeXHUTb Haa3BU-
YaliHO BaXKJIMBE MiCIle B TOPMOHATBLHOMY KOMILIE-
KCi pOCIIHHH, MiATPUMII OalaHCy (iTOTOPMOHIB Ha
HEOOXiAHOMY JUTSI KOHKPETHOT CUTYyaIil piBHI.

BiocuHTe3 eTWiIeHy: MexaHi3Mu i peryJs-
mif. [0JIOBHUM ITOCATHEHHSIM IHTEHCHUBHUX HOCII-
JDKeHb OlocHHTE3y eTHJIeHy OyJio BCTaHOBJICHHS
rioro monepenuukieB SAM 1 ACC, a 3ronom i ¢ep-
MEHTIB, II0 KaTali3ylTh peakilii 6i0CHHTe3y eTH-
nmeny — ACS 1 ACO, ski Hanexathb 10 MyJIbTUTCH-
HOI POAWHM 1 PErysioloThCSI B MPOLECi POCTy
PO3BUTKY POCIMHHOTO OPraHi3My, a TaKOX CHTHa-
JaMu 3a Jii cTpec-(pakTopiB abioTHYIHOI 1 0i0THY-
Hoi mipupoxau [47, 56, 65, 66, 69, 101]. Bcranosne-
HO, 10 SAM € TOIOBHUM JOHOPOM METUIY B pOC-
JIUHAX 1 BUKOPUCTOBYETHCS SIK cyOcTpar s Oara-
THhOX 010XIMIYHHX peaKlliif, BKI04Yaoyn 0i0cHHTE3
eTwiieHy i nomiaminiB [7, 23]. [lepmum kpoxom
OlocuHTE3y eTwieHy € TmepeTrBopeHHs SAM B
ACC, mo TakoX MPOAYKYE 5’-METHIITIOaACHO3HH
(MTA), sxuii OTIM NIEPETBOPIOETHCS HA METIOHIH
IUIIXOM MOAM(]IKOBAHOTO METIOHIHOBOTO IHKITY
[29, 95]. Leit musax 30epirae METHIIbHI TPYIH IS
THILIOTO IIUKITY YTBOPEHHS eTWIeHy. TakuM YHHOM,
STHJIEH MOXXe OyTH CHUHTE30BaHUU Oe3nepepBHO
0e3 motpebu 30iIbIIEHHS MyTy MeTioHiHy. BoaHo-
Yac cipka METiOHIHy HE BKJIIOUAETHCS IO CKIary
OyAb-SIKUX JIETKUX MPOAYKTIB, a 3alHIIA€THCA B
POCITMHHHUX TKaHUHAX 1 PEyTHUII3yeThCs (3aBIOSKA
YOMY E€THJIEH MOKE YTBOPIOBATHCS B JyXKE BEJH-
KHX KUTBKOCTSIX TIpU oOMexkaHoMy (DOH[II MeTioHi-
HY) IIJISIXOM BKJTIOUEHHS TIOMETHIIBHOI TPYIH CHO-
gatky B MTA, a micng rinpoiizy — y MEeTHITiopH-
003y (MTR), sika 3HOBY MeTa0OJi3yEThCS 10 METI-
OHIHY MeTioHiHY [68]. Y KiHIEBOMY MiJICYMKY,
ACC oxkuchroetscst ACO 3 yTBOPEHHSIM E€TUIIEHY,
Bymiekucioro razy (CO,) i miaHixy, KA JETOK-
cudiKyeTbes 10 B-LiaHoaNaHiHy 3a IOTOMOTo0 [3-
[iaHOAJIAHIHCUHTA3H, MEePEIIKO/KAI0YH TOKCHYHIH
aAKyMyJISIIil IiaHigy 3a BHCOKOTO PIBHA CHHTE3Y
etwieny (puc. 1).

[HTeHCHUBHICTH 0iOCHHTE3Yy €THIICHY BH3HA-
4aeThCs TOJOBHUM 4WHOM piBHeM ACS i KuTbKic-
TI0 ACC, sika mepeTBOpIoeThesl Ha eTuieH. OmHak
y JAeSKAX BHIMAAKaX IHTEHCHUBHICTH YTBOPEHHS
eTHIIEHY JIMITyeThCsl piBHeM akTuBHOCTI ACO —
dbepMeHTy, SKAU BiAmNOBimae 3a TpaHchopMario
ACC B erunen. Kpim Toro, akropom CHHTE3Y
etuieny € nepersoperHs SAM B ACC 3a yuacTio
ACS [68]. Y reHOMI pOCIHH iCHY€E BEITUKa POAMHA
reHiB ACS, siKi BiJpi3HSIOTBCS 32 CBOEIO PETyJIALIi-
€10 1 BKJIIOYAIOTbCA Ha PI3HUX CTaIisIX PO3BUTKY
pocivH Ta 3a mii cTpecoBux (aktopis. Lle 3abe3-
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Puc. 1. lllnaxu 6iocunTe3y i perynsuii eruiieny [138].
Ymeopennsa SAM xamanizyemoca SAM-cunmemasoro 3 memioniny npu eukopucmanti oowiei monexyau ATP na mone-

Kyay cunmes08ano2o SAM. SAM € 0onopom memunvHoi epynu 011 6a2amvoOX KIIMUHHUX MOAEKYT (MemuleHos8i akye-
nmopu), 8KI04AOYU HYKIeiHo6i kuciomu, oinku i niniou. Kpim mozo, SAM € nonepednuxom wiaaxy cunmesy nouiami-
Hig (cnepmioun/cnepmin biocunmemuunoeo unaxy). ACC € 6esnocepedniv nonepeonHuxom emuneny. Llleuokonimi-
myyum Kpokom cunmesy emuneny € nepemsopenrs SAM 0o ACC 3a yuacmio ACS. MTA maxoac ymeoproemsbcs npu
cunmesi ACC 3a yuacmio ACS. MTA 3108y nosepmae 00 MemioHiHy MemuibHy epyny i 30amuuti RIOmpumMyeamu no-
CMIUHY KOHYEHMPAayiio KIiMUHH020 MemioHiny npu weuokomy cunmesi emunery. Manoniayiss ACC 0o manonin-ACC
(MACC) npuzeodums 0o moeo, wjo eona samuuae ACC nyn i cnpuuunsic 3smenuientns ymeopenusi emunery. ACC ok-
cudasza kamanizye Kinyesutl eman cunmesy emuiery, euxopucmosyiouu ACC sx cyocmpam i eudinse CO; i yiario.
Tpanckpunyiina peeynayis, sk ACS, max i ACO, nokazana nyHKmMupHow cmpinkor. 36opomue gocpopuniosarts
ACS € einomemuunum i modce 6ymu iHOYKOBAHUM HegioomMumu gocamazamu, KiHazamu (OCMAHHI AKMUBYIOMbCA
cmpecom). Ak npupoona, max i pocghopunvosana gopmu (ACS — P;) ACS € ¢hynxyionanvuumu, xoua npupoouna ACS
Modrce Oymu MeHu cmabilbHOK Y aKmueHor in vivo. I'inomemuynuii in2ioimop acoyitoemscs 3 ACS na syeneyego-

MY KiHyi i Modce Oymu oucoyitioganuii 3 pepmenmom 8 pe3ynomami hocghopunto8ants.

JIETHCS, € crenudigauMy MimeHsmu. Hanpukirar,
y TomariB Le-ACS 2 i Le-ACS 4 no3utusHo, a Le-
ACS 6 — HETaTUBHO PETYJIOETHCA CUHTE3YBaHHAM
eTWICHY TIpH Mo3piBaHHI MoiB [82]. Beranorie-
HO, 0 ACS (epMeHT € MPOCTOPOBO 1 THMUYACOBO
peryaboBaHMid Ta KOHTPOJIbOBAaHUH Pi3HUMH BHYT-
pilIHIMHA 1 30BHINIHIMU cUTHaNIaMu [72].

nedye 6aratoakTOpHy CHCTEMY PETYIIIIil BMICTY
eTwiieHy B pociuHi [9]. OTke, MexaHi3MH 0ilOCHH-
Te3y eTWJIEHY OJIHAKOBI JUIsl BCIX OpPraHiB i TKAaHUH
POCIIMHU, OJHAK CIOCOOM iX peryismii, 30Kpema,
iHAyKil akTuBHOCTI ACS, MOXKYTbH BiZIpi3HSATHCS.

Ockinbku excnpecis ACS TeHIiB peryiIroeTbes pis-
HUMH CUTHaNaMu, a 1ist ACS € na0insHORO 1 pealti-
3YEThCS 32 HU3bKUX KOHIIEHTPAIlil, MPHUITYCKAIOTh,
o 0IOCHHTE3 eTHIIEHY € BY3bKOKOHTPOJIBOBAHUM

ACS BKIIOYAETHCS MYJIBTUTEHHOIO POJIU-
HOIO, SIKa 32 CBOEIO CTPYKTYPOIO CX0a Ha MiArpy-

nipugokcans-5-pocdar  (PLP)-

POUHH

[26, 68]. Sk no3uTHBHA, TaK i HETaTHBHA (3BOPOT-
Ha) peryJisIis 010CHHTE3y eTUICHY BHUSBIICHA Y Pi-
3HUX BHJIB pociuH. Pi3Hi xk i30¢opmu ACS, BusiB-

my-1
3asrexxHoi amiHoTpaHcdepasu [68, 75]. PLP € oco-
omuBuM KogakTopoM aiasi ACS akTHBHOCTI, IO
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3B’s3y€ B aKTHBHUX MICIISX HE JITaHIoBi (hepMeH-
Td. Busieno, mo ¢epmentna gopma ACS € ro-
MOJIUMEPOM, TOJi 5K akTHBHA popma ACS — QyH-
kiionye sk aumep [116]. ACS mumep ckiagaeTses
3 nBoX momeHiB. [1Iupokuii qoMeH 3aliMae meHTpa-
JBHY JUISTHKY (epMEHTY i Ma€ BTOPHHHY CTPYKTY-
Py, sKa BusiBlieHa cepel poauHu PLP — 3anexHux
(dhepmenTiB. Manmii ToMeH, STKHHA MMOKa3y€e iCTOTHY
BIIMIHHICTB Y CTpyKTypi Mix ACS i amiHOTpaHC-
(hepazoro, MICTUThH OUTBIIICTH aMiHO- 1 BYTJICIIEBUX
IUISHOK ~ OinkiB. AKTHBHI Micus  QepMeHTy,
3B’s3aHi 3 PLP kodakTopom, posramoBaHi Mix
JBoMa jjoMeHamu [116, 129].

Ockinbku ACS mocifiae eHTpaIbHY POJb y
OlocWHTE31 eTHJIeHY, 11 peryJsmis iHTEeHCHBHO J0-
cmimxyerhbest. [enn ACS ineHTH(])IKOBAHO 1 KIIOHO-
BaHO BiJ Pi3HHUX BUJIB POCIHH, HallPUKJIAJA OTipKa,
Tomara, siOiyHi, 000iB, rBO3OUMKHU 1 Arabidopsis
[66, 101]. Pi3ni i30dopmu ACS mo-pizHOMY pery-
TMOITHCS [26, 69]. 3okpema, y Arabidopsis O0yno
oxapakrepu3oBano ciMm ACS reHiB, 3 sakux ACS 2
IHIYKY€ETbCS TUKIIOTEKCUMIIOM, TTOpAaHEHHSM 1 2
roj 06pookoro erunerHoM; ACS 4 iHayKye mpopoc-
TaHHA 3a 7Ail nukinorekcuMminy, IOK i mopaneHHs;
ACS 5 IHIYKy€ETBCS XJIOPHIOM JIiTiIO0 1 HU3BKOIO
KOHIICHTPAIII€I0 IUTOKIHIHIB JIUIIE B €TIOJLOBAHUX
npopoctkax; ACS 6 Moxe crnenudiyHo iHIYKyBa-
THCST 00pOOKOIO IiaHIAMHOM, HI€I0 030HY TIPHU CBi-
TJIOBOMY POCTI JIUCTKIB 1 MEXaHIYHUM PO3TATHEH-
HSM, a TakokK nukiorekcuminom, IOK i ernnenom;
ACS 10 06yno imeHTH(]IKOBaHO SIK OJHY 3 pPaHHIX
MmimeHeir CONSTANT, mo copuse 3arBiTaHHIO
Arabidopsis y BianoBiap Ha cBitio [72, 111, 122,
123, 128]. Ockinbku 00poOKa IUKIOTEKCUMIJIOM
iHayKye Outpmmicte ACS 130opM, TpHUITYCKAIOTh,
mo ACS TpaHCKpHUIT € KOPOTKOKUBYYHM 1 Hera-
TUBHO PETYJIIOEThCS NIEIKUMU HEBIIOMUMH J1a0i-
JBHUMU penpecopamu [72].

Y Arabidopsis, ACS 1 i ACS 3 He BUABISA-
10Tb ACS aKkTHBHOCTI B €KCIpECOBaHii OakTepis-
MU uu apikmxamu cuctemi. Y ACS 1 BincyTHii
BHCOKOKOHCepBaTuBHUN Tpumentua, TNP (Thr-
Asn-Pro), skuii JoKami3oBaHUI Ol aKTUBHUX
Micup i Moxke OyTn ocobmauBuM At ACS akTHBHO-
cti [72]. Bunmanenns uporo tpunentunay B ACS 2
iHakTHBYE Horo. 3 iHmoro 6oky, ACS 3, oueBua-
HO, € IICEBJOTCHOM, YTBOPIOKOYHCH YaCTKOBO BiJ
nyomikata ACS 1. BaxaroTs, mo excrpecis ACS
1 y pocnmHax iHIYKyeThCS ACSIKUME CHTHAJIAMH,
ski akTUBYIOTh iHIIT ACS reHu. MOXJIHMBO, IO
ACS 1 3pmatHuii (QyHKIIOHYBaTH SIK PETYISATOP
ACS axTHBHOCTI Yepe3 IUMEPHU3aIlif0 3 IHIIIMH
ACS ¢epmenrtamu [129].

Unenu poguan ACS — ACS 51 ACS 6 —1ie
OinKH, SIKi MTOCTIMHO BUPOOJAIOTHCS B POCITHHHUX
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KIITHHaX 1 pEeryJirolThCS pI3HUMH KiHA3HUMHU
nuisxamu. binkoBuii mocepeaauk ACS 5 Brirodae
reH, Ha3Banuii ETO 1, gxuil € 4IeHOM HEBEIIMKOL
pomunn crierudivanx Oinkie BTB/TPR, mo mic-
atb BTB (Broad-complex, Tram-track, Bric-a-
brac) momen B N-kiHmeBid yactuHi i micth TPR
(Tetratrico-peptide repeat) MOTUBIB i3 3BEpHEHHM Y
cripanb CC (coiled-coil) motuBoM B C-KiHIIEBiM
yactuti [129]. TPR MoTHB BHCOKOIETeHEPOBaHUI
34-aMIHOKHCIOTHUM TMENTHIOM, BKIIOYAETHCA B
01110K-01TKOBY B3a€EMOJIiI0 y OaraThoX OLIKIB 3 Pi3-
HAMH (QYHKITISIMH 1 MOXKE CIYyTyBaTH MICTKOM JUIS
3B’43YBaHHS MYJbTHIIPOTEIHHOTO KoMIekcy [37].
BTB nomeH Takox BU3HaHUU K MOXYJb s Oi-
TOK-0111KOBOI B3aemoii [36]. Cria Biq3HAYUTH, IO
BTB it TPR mMoTuBH, a TaK0K KJIFOYOBI 3aIHIIKH B
MeXax IIMX MOTHBIB € BUCOKOKOHCEPBATUBHUMU B
ETO 1 ponmuni 6inkiB. He BusiBieHo Oyab-sKux
nomiOHMX MociigoBHOCTeW mo3a llapcTBom poc-
JIUH.

ETO 1 ¢ynkuionye, B3aeMoairoun 6e3moce-
pemaso 3 C-xiHmeBoto dactuHO ACS 5, sKxa €
MIIICHHIO 10T OijiKa Ta iHri0ye akTuBHICTH ACS
5 [129]. Ilokazano, mo ETO 1 B3aemomie 3 ACS 5,
€ HETaTUBHHUM pETyiIsaTopoM akTuBHOCTI ACS 5,
aye He B3aeMojie 3 MeMOpanamu iHmmx ACS mij-
ponuH, Bmouaroun ACS 6. Bognowac nis ACS 5
y JIaHITIOTY TPaHCIYKIIil BinOyBaeThcsa Hkde ETO
1 [32]. Takum guaom, ETO 1 Mae moaBifHMi Me-
XaHi3M iHri0yBaHHsa akTUBHOCTI ACS depMeHTy i €
MIIIeHHIO JUTsl ferpananii Oinka. Lle mae moxmm-
BiCTh MIBHJIKO MOJIENTIOBATH KOHIIEHTPAIIIO €THIIe-
HY.

Y Arabidopsis (ren At3g51770) KIOHOBaHO
nBa mapanensaux 3 ETO 1 6inka, HazBaaux EOL 1
(A414202680) i EOL 2 (A4t5¢58550) (ETO 1-LIKE)
[129].

3 BUKOPUCTaHHSAM (PUTOTEHETHUYHO CIOPif-
HeHoro i3odepmenty ACS y Arabidopsis mokasa-
HO, 110 akTuBHA ACS € 1uMepoM i QyHKLIOHATBHO
rerepoaumepusyetbea. ACS 5 Moxxe yTBOpIOBaTH
mumep 3 iHmmMu 3ogopmamu ACS, ACS 5 um
ACS 9, nomyckal4d B3a€EMOJII0 TOMOJUMEPY
ACS 5/ ACS 5 4u rerepogumepy ACS 5/ ACS 9
3 ETO 1. Baxarots [129], mo ETO 1 i ACS 5
MOXYTh OyTH YaCTHHOIO CKJIaJHOTO KOMIUIEKCY, a
B3aemois mixk ETO 11 ACS 5 BinOyBaeThcs B ce-
penuHi HBOr0 KOMIUIEKCY.

ACS depMeHT — KOPOTKOXKHUBYUHHA OLITOK 3
nepiogoM HamiBpo3nany Bix 20 no 40 xB [69]. ba-
rato KOPOTKOXKMBYYHX OLIKIB AerpamyeTbcst 26 S
MPOTEACOMOIO, sIKa MOTPeOy€e MOCIiTOBHOI YOIKBi-
TUH-MoAu(DikaIlil ONKIB MileHe# rpynot depme-
utiB (E 1, E 2, E 3) mepen merpananiero Oinkis
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Biotnunwuii crpec AbGioTnyHuit cTpec

[Hm curHamm MAPKKK s,
(Ca*" Towo)
DDD
4CS 6 mPHK MEK 4/5 NtMEK 2
ACS 2/6 MPK6 =~ i cy6erpatu
/ P
Aerpanauis ACS2/6 P
P
CTabLIBHICTE
ACC < S-AdoMet
ACO
Erunen

ETnnen-ingykoBaHa BiIIoOBiIb

Puc. 2. Cnpomena mozaens poJi MPK 6 kackany
B CTpec-iHIYKOBAHOMY YTBOPeHHI eTujieny [41].

[50]. ITokazaHo, 1m0 OpoTeacoM-3alieXkKHa Aerpana-
Iist OUTKIB Ba)KJIMBA Y CUTHAJIBHUX NIIAXaX (OTO-
MopdoreHe3y i JedKux (QITOrOPMOHIB Y POCIUH
[129]. Jlns BUpillIeHHS MUTAHHS TPO TE€, YU BKIIFO-
Ya€eThCS MPOTEACOM-3ICKHIN MUIAX Y AETPaIallito
ACS 5 6inka, BUKOpUCTAJIU crieluBIYHMA TIpoTea-
coMHmii iHTi0iTOp MG/32 B €KCIIEpUMEHTI 3 TUM-
yacoBoro ekcmnpecieto [129]. Bcranosneno, mio
BTB 6imok € cyberpar-cienndigaHIM aganTepom,
axkuii ciayxuts Moxyinem SKP 1 i F-box OinkiB y
SCF-tumni y6iksitun E 3 nirasu, mictkom Mix cy0-
cTpaTtoM i ocHOBHOIO yOikBiTHH E 3 mirazoro (CUL
3) [46]. Ons 3’scysanss, un € ETO 1 takum xe
agantopom, OyJIo TiepeBipeHO Oe3Mocepe/iHo B3a-
emomiro Mixk ETO 1 1 CUL 3. ETO 1 B3aemoxiss
crreruigno 3 CUL 3, ogaak He B3aemomiss 3 CUL
1. Bussneno CUL 3-B3aemonitouy ninsHky B ETO
1 mo N-xiHmeBoi wactwHH (3anwmmku 1-420), mro
Mmictuth BTB nmomen, ame me C-KiHIIEBY YacTHHY
(3ammmku 420-951) 3 TPR momenom [129]. Takum
gyunom, ETO 1 wmoxke pgistu sk cyOcrpart-
cnermdivauii aganrop, mo 3’ eaaye ACS 5 3 CUL
3 s peryisnii gerpazgamii ACS 5 Oinka.

3amponoHOBaHO [1BA MEXaHi3MH AJs Mosc-
HeHHsI, sk ETO 1 HeraTuBHO peryInoe akTUBHICTh
ACS 5: mepmmii — 6e3mocepeaHiM IHTIOYBaHHIM
¢depmenraTuBHO1 akTUBHOCTI (ACS iHakTHBYIOYA
MOJIeNb); IPYTHi — IIIAXOM OINKOBOI Jerpanarii,
sKa 3aJIeKUTh Bix mporeacomu (ACS merpamyroda
Mmojens) [129]. [Ipsima iHaKTUBYIOYa MOJIENb TIPH-
nyckae, mo gist ETO 1 6inka nonsrae y 6esmoce-
penHiit B3aemoii 3 C-kiHneBoro yactuHo ACS 5,
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monudikye xkordopmamiro ACS 5 i Giokye mo-
ctyn cybcrpary. [ns GaraTbox (epMeHTIB anoc-
Tepu4yHa MoauQikamis 3a0e3neuyeTbes IMITSIXOM
3B’A3yBaHHs e()eKTOpa — aKTHBAaTOpa 4H iHTiOi-
Topa [46]. BogHouac mpsima B3aemozist mixk ETO
1 i ACS 5 moxe aecrabinizyBaTd (hyHKIIOHAb-
Huit mumep ACS 5. bioximiuHuii 1 cTpyKTypHHI
anam3 ACS 5 6inka mokasas, M0 (QYHKITIOHYTO-
ynii GepMEHT € TUMEPOM 3 YaCTHHAMHU aKTUBHHUX
MicIlb BiJl KOskHOTO MOoHOMepY [31, 92]. Tumepu-
3amigs ACS (epMeHTy MOXe BHSBUTH ONTHMAITb-
HY aKTHBHICTH (DEpMEHTY i, MOXKJIHUBO, CTabOiIh-
HICTB, sIKa MOXKe OyTH 0co0IMBOIO 1 oro QyH-
kuiid. J[pyra monmens cBiguuth, mo ETO 1 B3ae-
moxie 3 CUL 3 i mpomoropom nmerpanarii ACS 5
Oinka yOiKBITHH/poTeacoMHOro nurixy. Ilpore,
uesimomo, un ETO 1 B3aemozie 3 ACS 5 moHoMe-
poMm abo mumepom nepen THM ik ACS 5 nmerpanye.
B 000x Mojensx — npsiMoi iHakTHBAIll Ta OlIKO-
Boi nerpazanii — peryisuis aktuBHocTi ACS 5 3a-
nexuTh Bij B3aemonii 3 ETO 1. LIi gsa MexaHizMu
MOXYTb TPAIIOBATH Pa3oM Y IMOCITIJOBHO, JIOIY-
CKarouM KOMITakTHY peryisiiito ACS 5 akTuBHOCTI
[115,129].

Chip BIA3HAYWUTH, IO CUHTE3 1 CHIHAJIIHT
ETHJICHY PETyIIOI0ThCs MonioHo. JJoBeneHo, mo sk
ACS 5 6inok, tak i EIN 3/EIL Ginku (karouoBi
TPAHCKPUIIiHHI ()aKTOpU B €THUIICHOBUX CHUTHAIb-
HUX HIISXaX) CHHTE3YIOTHCS MOCTIHHO Ta MIBHIKO
JerpaayloThest mpoTeacoMmoro [62, 116]. LlineHe
MOE€THAHHS NIISXiB OI0CHHTE3Y 1 CUTHANIHTY €TH-
JIeHy MOke OyTH HeoOXigHWM Ui 3amoOiraHHs
HeOakaHOTO eQEeKTy eTWIeHYy 3a HOPMaJbHOTO
PO3BHUTKY POCIIHH.

IIpu 3’sicyBanHi nuTaHH], M0 perymoe ACS
51 ETO 1 B3aeMopito, OTpMaHO HOBI 0i0XiMiuHi,
MOJIEKYJISIpHI 1 TEHETHYHI JOKa3W Ha MiATPUMKY
poni MPK 6 (MmiToreH akTuBY0OYOi MPOTEIHKIHAZH
(MAP-xiHa3m)) sSK KIIOYOBOTO peryisiTopa 0iocu-
HTE3y eTWIEeHY y BiANOBiAb Ha cTpec (puc. 2).

Bcranosneno, mo aist MPK 6 momnsirae y xo-
HTPOJIi TIBHUAKOTO CTPEC-IHIYKOBAHOTO CHHTE3Y
CTWIICHY, NIPH [bOMY BOHAa MOJYJIIOE CTAOUIBHICTD
ACS 6 unsixom QocdoprnroBanHs. 3MiHY aKTHB-
HocTi un crabimpHOCTI ACS MOXHa peryioBaTh
nuisixom ¢ochoprntoBants yu aedocdoprntoBaH-
Hs Oinka [112]. [Tokasano, mo y Tomaris LeACS 2
(dochopumoBaBcs He 1IEHTH(IKOBAHOK KaIbITiH-
3anmexHor0 mpoTeinkinazo (CDPK) B TkanmHax
nepukaprito [116]. LeACS 2 e Takoro x miarpy-
moro, sik ACS 2 1 ACS 6, sxi matotb MAPK (kiHaza
MAP-kina3zu) — dochopmiroBani micust B C-
KiHneBid vactuui [115, 137]. Pazom 3 tuM, doc-
¢dopwroBanass ACS OinkiB BiOyBaeThCs AOCI Ie
HEBIJJOMOIO CTPEC-iHIyKOBaHOIO IMPOTEIHKIHA30I0,
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sIKa MOXKe OpaTh y4JacTh B PETYJIALIl B3aEMOIT MixK
ETO 11 ACS 5 uu ACS depmenTamu.

Bigomo, mo pi3Hi cTpecoBi (akTopu iHAY-
KYIOTh DPi3Hi piBHI €THIIEHY 3 PI3HUMH KiHETHYHH-
MH BJIAcTUBOCTSAMH. lle TakoX BHKIIMKAe cTpec-
ingykoBany aktuBanito MPK 6/SIPK (SIPK -
npoTeinkinasa, ingykoana CK). Hanpukian, mo-
paHEHHs TKaHUH JINCTKA 1HAYKY€E JIUIIE TUMYACOBY
aktuBailito SIPK/MPK 6, sika kopeintoe 3 THM4aco-
BUM YTBOpeHHsM eruneny [141]. HaBmaku, ren-
TeH B3a€EMOJIisA, YU eICUTOP, IO 1HIYKYE Tinepuy-
TIMBICTh B KIITHMHHY CMEpPTh CHPUYHHSE OBIO-
tpuBany aktuBauito SIPK/ MPK 6, sika kopentoe 3
JOBTOTPUBANIOID 1HAYKIiEr0 eTtwieHy [39, 140,
141]. CtumynAmis yTBOPEHHS €THJICHY B yMOBaX
crpecy BinOyBaetbcs B Mexax 10-30 xB. Crpec-
innykoBaHa aktuBaiist SIPK/MPK 6 tpusae B me-
KaxX BiJ OJHIEI IO KUTBKOX XBWJIWH, MEPEIyHOUd
iHaykii etuneny [73, 142]. BeranosieHo, 1o iH-
OyKuis OiocMHTE3y eTHJIeHy BigOyBaeThCs Ha
MIOCTTpaHCKpUMIiitHOMy piBHI, a ACS 6 TeH, sK
BIJIOMO, 1HAYKY€ETbCS Ha TPAHCKPHUIIIHHOMY piBHI
ctpecom [122, 129]. MMoBipHO, 110 TpaHCKpHII-
miira aktuBamis ACS 6 1 ACS 2 reHiB copuse
migBumieHHI0 ACS akTHBHOCTI B POCIMHAX 3a
yMoB cTpecy. 3a BiacytHocti MAPK akrtuparii
3HOBY cuHTe30BaHa ACS mBuako aerpanye. Jo-
CJII/PKEHHS 3 BUKOPUCTAHHSIM IPOTEACOMHOIO iH-
ribiTopy mokazanu, mo yOiKBITHH-IIPOTEACOMHUMA
[UIAX BKIIOYAEThCA B nerpaganiro ACS 6. [pumy-
CKatoTh, Mo (ocdopmmoBanas ACS 6 3a ydacTio
MPK 6 ymnoBinbHIO€ mporiec aerpazgarii ACS 6,
NPU3BOJMYM JI0 TIJBUIICHHS PIBHS aKTHBHOCTI
kiituHHOT ACS 1 6iocuHTe3y eTuieny [129].

Orxe, miarpynu ACS MOXYTh peryTIOBaTH-
cs 1BoMa Ki"HazHumu nuigxamu. Oaua — e MPK 6
Kackajn, a iHmmii — He igeHtudikoBanuit CDPK
nuiax [115]. TlopaHeHHsT BUKIMKA€e TOBFOTPUBATY
IHIYKITI0 eTHICHY B TKaHWHAX MEPUKApPIIiI0 TOMa-
TiB, aje JIMIIEe THUMYAacOBY IHAYKIIIO ETUJICHY B
TkaHWHaX JUCTKIB [115]. Lleit peromen npumnyckae
HasBHICTh TKaHWH-CIIen(igHnX nursixiB. Ctpeco-
pu, sk OI0TMYHOI, Tak i a0lOTHMYHOI MPUPOIH,
mBuako aktuByBanu SIPK/MPK 6 moznens [67, 74,
118, 142].

Buseneno migsuiienHs piBHI ACO reHHOI
ekcnpecii y Tiotrony micis SIPK/WIPK (WIPK —
MPOTeiHKiHA3a, IHAYKOBHA IMOPaHEHHSIM) aKTHUBAIIi1
[71]. Omaak ACO akTHUBHICTh HE € JIIMITYIOUOIO
JIAHKOIO B OI0CHHTE31 €TUIIEeHY, ii BKIIFOYCHHS B iH-
OYKII0 eTHIIeHY BigOyBa€Thbcs Ha MOYATKOBHX
eTarax.

OyukiionyBanas MPK 6 nuiaxy mepemye
CUTHAJIIHTy €TWJIEHY 1 Oepe y4acTb y peryJsuii io-
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ro Oiocunresy [41, 94]. IlpumyckaroTb, o0 poc-
nuHHI cTpec-BiamoBiaHi MAPKs MoxyTs docdo-
PWIIOBATH TpaHCKpUMLiKHI (akTopu, moAiOHO a0
ix myOmikaTiB y TBapuH 1 apixmkiB [38]. [meHTH-
(ikariss pocnMHHO-CHEUGIYHUX (HEPMEHTIB K
cybctpatie MPK 6 no3Boiisie 3’scyBaTu HOBI CIIO-
cobu nii MAP-kiHa3 y pocnunax. binein Baximso,
10 BOHH BiKPHUBAIOTh CUTHAJIbHI IIJIAXH, SKI KOH-
TPOJIIOIOTh OIOCHHTE3 eTHJIEHy B POCIMHAX 3a
CTPECOBHX YMOB.

HesBaxaroun Ha Te, M0 NUIAXH OIOCHHTE3Y
ETHJICHY JOCTIIKYIOThCS MPOTITOM 0araTboX CTO-
JITh, MOJIEKYJISIPHI MEXaHi3MH, SIKUMH PETYJIOETh-
cs1 OI0CHHTE3 eTWIIeHY He3pO3yMii. Y JedIKuX BU-
MagKkax, YTBOPEHHS ETHJICHY KOpEeIoe i3 30ib-
menHsM TpaHckpunnii ACS reniB [29]. Ilpore,
Cy4acHi JOCHiJKEHHs MPUITYCKAalOTh HMOBIpHY
POJb MOCTTPAHCKPUMLIMHOI perynsuii Ik HOBOTO
MeXaHi3My KOHTPOJIIOBaHHS INBUJIKOCTI CHHTE3Y
etwieny [32, 112, 127]. MounekynsipHi OCHOBH
MTOCTTPAHCKPUIIIIIHOI PeryJIIsIii He BiIoMi.

TpaHcayKilisi eTWJIEHOBOI0 CUTHANY. Y
CIPUIHATTI eTHiieHy Oepe y4yacTb pOJvHA 3 5-TH
MEMOpaHHO-JIOKaTi30BaHUX PEIENTOpPiB, 10 € TO-
MOJIOTaMH JTBOKOMITOHEHTHOI OakTepianpHOi Tic-
TUAMHKIHA3M, KA 3aJy4aeThCs y BIJMOBIAb Ha 30-
BHIIlIHI 3MiHH. BIKOMIOHEHTHa cUCTeMa CUTHaJIb-
HOI TpaHCAYKIii Oylia BUSBIIEHAa B €BKAPiOT, BKIIO-
yaroun Arabidopsis [121]. Bona Ha3uBa€eThCs Tak,
OCKUILKH [i€ B JBa €Tald 1 BKJIIOYAE ABa OlIKH:
ceHcop (ricTauHKiHA3a), MmO aBTohodopHITIOE
BHYTPIIIHIA TiCTHIWHOBUH 3QJIMINOK Y BiATIOBiIb
Ha 30BHIIIHI CUTHAIH, 1 eeKTop (BIAMOBIAHUI pe-
TYJISATOp), IO aKTUBY€E HIKYi KOMIIOHEHTH CHUTHA-
JHHOTO NUISAXY Ta CIPUUHATTA QocdaTy Bif ricTh-
JIMHOBOI'O 3AJIMLIKY CEHCOpPA Ha HOT0 aclapTaTHUM
3anumok [9, 121, 135].

[I’aTh eTHNeHOBHUX pelenTopiB iCHYIOTH y
Arabidopsis: ETR 1, ETR 2, ERS 1, ERS 2, EIN 4
[54, 55, 99]. Cepen nux peuenropis, aume ETR 1,
ETR 2, EIN 4 MicTATh cripuiiMarouuii JOMEH, TOi
sk ETR 1 1 ERS 1 BUKOpHUCTOBYIOTH CHpHMAIO-
Y TOMEH 1HIIMX OiNKIB, YTBOPIOIOYU I'€TEPOIH-
Mepu 3 HuUMH [48, 54]. Ha ocHOBI cTpyKTypHOI HO-
TIOHOCTI CEHCOPHOTO JOMEHa, He3BaXKarouu Ha Ha-
SIBHICTb CIIPHIMAIOYOTO JIOMEHA, POJIUHA PELenTo-
piB mopminena Ha aBi migpomunu. o ETR 1-
noni6Hoi migpoawan Haiexath ETR 11 ERS 1 pe-
IIETITOPH, OCOOJIMBA PHCA SIKHX — HAaABHICTH TPHOX
KOPOTKOMEMOpaHHHX IUISHOK Ha N-KiHIeBii dac-
TUHI, J€ BifOyBaeThCsA 3B’SI3yBaHHA ETWICHY, 1
30epeXeHU TiCTUAWHKIHA3HUN pgoMeH Ha C-
Kinnesii yactuni Oinka [48]. ETR 2- moxi6Ha mig-
ponuna Bkiatouae ETR 2, EIN 4, ERS 2 penenro-
pu, ki MaroTh 4 TigpodoOHI TsKi Ha N-KiHIEBil
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YacTHHI, 1 JereHepOBaHWH TiCTUAWHKIHA3HUU JO-
MEH, Y SIKOTO BiJICYTHI OJIUH 4M OijIbIlIE CIEMEHTIB,
110 HEOOXIIHI JUId KaTaJliTUYHOI aKkTUBHOCTI. BBa-
JKAIOTh, 110 I[i PEIeTITOPH MOXKYTh (PYHKIIOHYBaTH
okpeMo. JoBeJieHO, IO WIeHH POAMHU (oTopere-
OTOPiB QITOXPOMY MAIOTh TiCTHIWHKIHA3HUH H0-
MEH, SIKUH HaJeKUTh 10 IBOKOMIOHEHTHOI CHCTe-
MU, aji¢ BHUSBILIIOTH CEPUH/TPEOHIH KiHA3HY aKTH-
BHicTb. [le cBimumnth npo te, mo ETR 2 kiac peue-
NTOPiB MOKe (PYHKI[IOHYBaTH HE SIK FiCTUAMHKIHA-
3a, a SIK CepHUH/TPEeOHIHOBa KiHaza [48].

Ha cyvacHomy erari IOCIiKeHb peEIenTo-
piB €TWIIEHY BiZIOMO, IO HAa aMiHOTEPMAalIbHOMY
kiHmi OiakoBoi monekynu ETR 1, skwuii Buctynae 3
MeMOpaHH, 3HAXOMUTHCS JIBa 3aJHIIKH IUCTETHY
(Cys 4 1 Cys 6). Bonu yTBOPIOIOTH JUCYIIb(DiTHAN
MicTOK S-S 3 ¢opMyBaHHAM romMoauMepHoi dop-
MU, [0 Ma€ BXKJIMBE 3HAYEHHs NMPH (PYHKIIOHY-
BaHHI perienitopa [13, 15, 16, 108]. Kpim Toro, Ha
N-kinni ETR 1 BusBneno 3 npotsikHi rigpodoOHi
MOCTIIOBHOCTI, SKi  (GOPMYIOTh  TiapodoOHMIA
TpaHCMEMOpaHHUI JOMeH, Jie B MPUCYTHOCTI KaTi-
OHIB MiJii BiZIOyBa€eThCs 3B’SI3yBaHHS CTHIICHY pe-
uentopoM. [IpumyckaroTs, mo TpaHcMeMOpaHHUIH
nomeH ETR 1 moxe Oyt criopimnenuit no JJHK-
3B’A3YIOUOT0 JOMEHA, OCKUJIBKM MICTHUTh OLIOK,
TOMOJIOTIYHMI JI0 BHSBJIEHOTO y KBITKax Oijgka
Apetala 2 (Tooto AP2 momen) [84, 133]. 3a riapo-
thoburm (TpancmemOpanauM) momeHom ETR 1
po3TamoBanui Tak 3BaHuil GAF-nomeH, skuit Oe-
pe y4acTb y MDXKOIIKOBUX B3a€MOJISIX HPH TpaHC-
IOyKIii eTuieHoBoro curHamy. [lami 3HaXOAHUTHCS
FICTHUHKIHA3HUH JOMEH 3 (HOCOPIITIOIOUYUM 3a-
JIUIIKOM TicTUAMHY B TiosioxeHi 353. B C-kiHueBii
TISHIT O1TKa pO3TallOBaHUH aKIENTOPHUN TOMEH
13 3aJUIIIKOM acIapariHoBOi KHUCJIOTH B TOJOXKEHI
659, Ha sikuit Mmoxke OyTH niepeHeceHuid hocdat Bix
¢dochorictuauny 353. Braxkarors [15], mo akuen-
TOPHHM TOMEH 3a CBOEIO CTPYKTYPOIO TOTIOHMH 10
OLNIKiB — peryJsaTopiB BiAMOBiNI OakTepiil, sKi aHa-
JIOTIYHMM YMHOM chopuiimMaioTs ¢Gocdat Bin ¢oc-
(hopmIbOBaHOI 32 TICTUAMHOM CEHCOPHOI TiCTHIM-
HKIHA3¥, aKTUBYIOThCS, IPSIMYIOTh 110 HYKJICOTUY,
Jie BIUIMBAIOTh HA TPAHCKPHWIIIIO IEBHUX T'EHiB.
OnmnHak GYyHKITIS aKIETOPHOTO JOMEHA PelenTopa
STWJICHY TTOKH 1110 HE BiJjoMa.

Penentopu eTwieHy i1HaKTUBYIOTHCSI BHa-
clijok 3B’si3yBanHs etwieny 3 ETR 1, ske BinOy-
BaeTbcsl Ha N-KiHLEBid rigpodoOHiii yacTuHi pe-
HenTopa i MoTpedye MepeHeCeHH METally Mifi siK
kodakropa [29]. Jloka3u poJi Mifli B €TUICHOBOMY
CHUTHAJIHTY  BHABWIM IpPH  XapaKTEPHCTHILI
Arabidopsis responsive-to-antagonist (RAN 1) re-
HiB [51]. KnonyBanHs 1 HacTymHUN (HyHKITIOHATH-
muii aHam3 RAN 1 mokasas, 0 BIH BKIIIOYAac
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TPaHCIIOPTEP MiJli, SKUHA YaCTKOBO MOMIOHWHA 3
Tpancioprepom Mini P-tumy ATPdazu [51]. Or-
ke, RAN 1 3anydeHuil y TaHIIOT TPAHCIOPTY MiJli
JI0 PELEeNTOpPiB eTHIIEHY, SKIU HEOOXiTHMHA IS 3a-
OesrneueHHs (QYHKIIOHYBAHHS PEIEITOPIB ETUIICHY
B POCIIHAX.

CeHCOpHI TICTHIUHKIHA3W — FOMOJIOTH €TH-
JICHOBHX pelentopiB Arabidopsis BusiBIeHO y Oa-
raTbOX BHJIIB POCIIMH, 30KpeMa, TOMATiB, IUHi, pH-
Cy, A0IyHI, IBITHOI KallyCTH, KyKypyA3u Tomo [29,
121]. Tak, 3 eTHIEHHEUYTIUBOTO MYyTaHTy TOMATy
i3ompoBaHi rern LeETR 1 1 LeETR 2 — romomnoru
ETR 1, a 'y Arabidopsis NR — ERS 1. Kpim Toro,
3atikcoBano, mo LeETR 1 excnpecyBaBcs B ycix
TKaHWHAaX POCIMHHOTO opraHizmy, Tofi sk LeETR
2 B HU3BKIH KOHIIEHTpAIii — B yCiX TKaHWHAX, a y
BHCOKI — y HaOyOHsIBIJIOMY HACiHHI Mepe]] mpopo-
cragusM. Tomomorm go ETR 1 1 ERS 1
Arabidopsis i3onpoBanHi 3 mamHi — CmETR 1 i
CmERS 1.

OTxe, HAsSBHICTH II'SITH CIIOPITHEHUX pelle-
NTOpiB eTuieHy 3abe3neuye (yHKLUIOHYBaHHS BU-
COKOSIKICHOTO MEXaHi3My peryJsiii pi3HOMaHiTHOT
BIJIMTOBIJIi POCITMHHOTO OPTaHI3My Ha Jif0 TOPMOHY
3a pizaux ymoB [109]. Kpim Toro, po3moain i3o-
(hopM peLenTopiB eTHICHY TKaHUHOCHCIHU(IUHUH,
po 110 CBimuuTh pizHMH piBeHb MPHK nux renis
y TKaHWHaX pociuH [16].

Hocmimkeno, Mo  MiYeHHI eTHJICH
3B’s3yBaBCs 3 JUISHKOIO peTuKyinymy, a pH-
ONTUMYM IIbOTO CEPENOBHINA OYyB CIa0OIyKHUM,
LI€ XapaKTEePHO AJISI LUTOIJIA3MATUYHUX CTPYKTYD
[15]. OtpumaHi nmaHi cBimYaTh Ha KOPHCTH Came
BHYTPIIIHBOKITITUHHOI, a HE TIa3MaTUYHOI JIOKaIi-
3amii penenTopiB erwieHy. OgHak X BHYTPIITHBO-
KJIIITUHHA JIOKAJi3allis MOKK 110 He Bigoma. [Ipu-
MYCKalOTh, IO 1I€ MOXYTh OyTH MeMOpaHU €HJO-
IJIa3MaTUYHOrO PETUKYIyMy [16].

Orxe, penentopu erwieny (ETR 1, ETR 2,
ERS 1, ERS 2, EIN 4) ¢hyHKIIOHYIOTh SIK HETaTHB-
Hi perymsaropu Bignosini erwieHy. CTR 1 € nera-
TUBHUM PETYJIATOPOM ETHJIEHOBOI BiIIOBII, OCKi-
KM B aKTUBHOMY CTaHI BiH IHAKTHBY€E CTHJICH-
cneuudiuni paxropu Tpanckpumuii [55, 70]. Bio-
KyBaHHSI aKTUBHOCTI JaHOi POTETHKiHA3H EPEBO-
JUTh ii B HEAKTUBHUHN CTaH, II0 MPU3BOJUTH A0 aK-
THBAMil TPAHCKPHUMIIHHUX (PaKTOPiB, SKi BUKIHU-
KaloTh 1HAYKLIIO TPAaHCKPUNLIHHUX Te€HIB IMEePBUH-
HOI BiamoBixi (puc. 3).

KmonyBanust CTR 1 rena nokasaio, mo BiH
HanexxuTh 10 Raf pogunu Cep/Tpe nporeinkiHazu,
o mounHae MAP-kiHa3HHI CUTHATBHUM KacKaa y
tBapuH [88]. Ilomibnicte CTR 1 go Bimomoro
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Cu RAN 1

4

ETR1 ERS1
ETR2 ERS2
EIN 4

IoBiTps

Cu RAN 1

Y

ETR1 ERS1
ETR2 ERS?2
EIN 4

Etunen

— CTR1 ™ EIN2—® EIN 3~ OFF

—» CTR 1™ EIN2~ EIN3—® ON

Puc. 3. TpancayKuisi eTHJIEHOBOT0 CUTHATY y quKoro Buay Arabidopsis [121].

3a giocymnocmi emuneny (I sunadok) peyenmopu 3naxoosmocs ¢ axmuernomy cmati (ON), akmusyemovcss CTR 1,
KA THAKMUGYE THWI KOMROHeHmuU mpancoykyii emunenosoeo cuenany (EIN 2, EIN 3) i penpecyemubcs 6i0nogios
kaimunu (OFF). 36’ s3ytouu emunen (Il sunadok), peyenmopu nepexoosmo 6 HeaKMuSHUU CMaH, IHAKmMu8yemvCsi

CTR 1 i 0oepenpecyemucs 6ionogiov kaimunu (ON).

MAPKK;s nae mifcTaBu NpUITyCKaTH, IO €THIICHO-
BUH CHTHAJIHT MOXXe TmpaioBaTu udepe3 MAP-
KIHA3HUM Kackajg. Xoda 0araro reHiB 3 TOMOJIOTI-
ero 1o MAPKKs i MAPKg Oy inenTudikoBani y
TeHOMHIN mocmiaoBHOCTI Arabidopsis, omHak I
JlaHl HE Y3TOJDKYIOTHCS 13 CUTHAJIIHTOM CTHIICHY.
JloHVHI TeHeTHYHO Ta 0i0XiMiYHO HE iMeHTH]IKO-
BaHi MPOMIKHI KOMITOHEHTH, IO IiFOTh MK perie-
nTopamu 1 CTR 1 kinazoro. [lokaszano, mo y apix-
JOKOBIW NBOTIOpHIHIN cucTeMi in vitro KiHa3Hi J10-
Menn ETR 1 1 ERS 1 MoxyTh npsiMo B3aeMOIISITH
3 CTR 1 [35].

Mexanism aktuBanii CTR 1 peuentopamu
STUJICHY TTOKHU IO HE3pO3YMIIHWH. [n vitro 3 BHKO-
PHUCTaHHSAM JPIXKIKOBOI OIKOMIIOHEHTHOT CHCTEMHU
MOKA3aHO, II0 iCHY€ B3a€MO3B’SI30K MK aMiHOTEp-
ManbHIM toMeHoM CTR 1, sxwii moxe OyTu pery-
JIATOPOM, 1 KapOOKCHIIHPHUM KIiHIIEBUM 3aJTUTITKOM
ETR 1 # ERS 1. [Ipu upoMy BHSIBICHO IT’SITh Pi3-
HuX 14-3-3 i30(hopM MOCTIifHO eKcIpecyrdnx Oin-
KiB, SIKi B3a€MOJIIOThH 13 CUTHAILHUMHU MOJIEKYJa-
MU 1 peryisiTopaMH KJIITHHHOTO IUKIYy. BoHu Ta-
KOJX 37]aTHi OyJIM B3a€EMOJISATH 3 aMiHOTEPMaJIbHUM
nomenoM CTR 1 B OIKOMIIOHEHTHIN cHUCTEMI 1 B
MEepIIy Yepry MiSTH B CTHJICHOBOMY CUTHAJIIHTY
[54, 96]. Takuii pakT cBigUUTH NPO iCHYBaHHS J0-
nmatkoBoro (axropa mist popmysanas CTR 1 — pe-
HENTOPHOTO KOMIuTekcy in vivo [110]. BaxkatoTs
[35], mo mpsima B3aemois mixk Oinkamu ETR 1 1
CTR 1 moxnuBa 3a yuactio GAF nomena na ETR
1 i TaKUM YUHOM Y BiJICYTHOCTI €THJIEHY HOTO pe-
HENTOPH MiATPUMYIOTh MPOTETHKIHA3Y B aKTHBHO-
MY CTaHi.

PO3KpHUTTS MOJIEKYISIPHOI XapaKTEPUCTUKU
KOMITOHEHTIB MAP-KkiHa3HOTO KacKaay IO3BOJIUTH
Kpaimie 3po3yMITH MeXaHi3M Iepelnadi CHUTHATy
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ETWICHY BiJl ITUTOILIA3MH 1O sapa. Y 3B’S3KY 3
UM TIPOBOJATHCS YHMCIACHHI JOCIIPKEHHS y4acTi
KoMroHeHTiB MAP-kiHa3HOTO Kackanay B TpaHCHY-
Kuii eTHJIeHOBOro curHainy. HaBoasTecs nepexoH-
JUBI J0Ka3u HasiBHOCTI MAP-kiHa3HOTO Kackany B
CTUJICHOBHX CHTHAJIBHUX LUIAXaX, L0 BKJIIOYAE
MPK 6 i cnopigaenuit 6inok MPK 13 [94]. Hass-
HicTb MPK 6 Momyns y Gi0OCHHTETHYHHX 1 CHTHA-
JBHUX HUIsXax 3adesnedyBasia O po3yMiHHS Mexa-
HiI3My TIO€IHAHHS CHHTE3Y TOPMOHY i3 HOro
TpaHcaykmiero [33, 41]. OnHak, BCTaHOBIEHO, IIO
MPK 6 He Oepe ydacTi y TpaHCIOyKIii eTHIICHY, a
BiJlirpae BaXJMBY pOJIb Y peryisiuii OlocHHTE3y
eTUJICHY 32 Jii cTpecoBuX ¢akropis [41, 73].

VY mepenadui €THWJIEHOBOTO CHTHATY, KpiM
CTR 1, MoxyTh OpaTu y4yacTh ¥ iHII OiNKH, 30K-
pemMa, HH3BKOMOJIEKYJSpHI MOHOMepHi G-Oinkw,
ki puenHayioTs 10 cedbe GTR (ryanosmnaTprdoc-
¢dat). Y pesynbTaTi 1[bOTO BOHHW HAOyBalOTh 3/1aT-
HOCTI 10 Tiepefiadi CHTHAJB Bif oJHOTO Oinka 10
IHITIOTO Ta MOXYTh OpaTH y4acTh y Iepenadi Cur-
Hanmy Big MemOpaHHMX penentopie Ha MAP-
kiHasHui kackan [19, 80, 81, 83].

[Ipunyckatots, mo MAP-xiHa3Huil kackan,
KU Oepe ydyacTh y Tiepeliadi eTHICHOBOTO CHUTHA-
ny, Bkitodae kinbka rediB — EIN 2, EIN 5, EIN 6,
EIN 7 [41]. EIN 2 € 0coOIMBUM TO3UTUBHUM pe-
TYJISTOPOM €THJICHOBUX CHTHAJIBHUX HUIAXIB 1 HO-
BUM IHTETpaJbHUM MeMOpaHHUM OinkoMm [20]. Te-
HETHUYHWHN aHalli3 POCIHMH, MYTaHTHHX 3a BiIoO-
BIJII0 Ha eTHIIEH, moKa3aB, mo EIN 2 aie Hmkue
CTR 1 i Bume EIN 3. MexaHi3m nepenadi CUrHairy
3 ETR 1-CTR-xommnekcy Ha EIN 2 3anumaerscs
HeBimomMuM. EIN 2 € meHTpambHUM KOMIIOHEHTOM
CUTHAJILHOTO NUIAXY €THJICHY 1 BKJIIOYAE TTOJIIIETI-
i 3 1294 aMiHOKHCIIOT 3 MOJICKYJISIPHOI Macor0
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141 xD. Iloka3zano, mo EIN 2 micTHTh aMiHOKHC-
JIOTHY TOC/iOBHICTh MOAIOHY 10 Nyymp POIHHH Oi-
JKiB, AingHKa nofi6HocTi Mik EIN 2 1 Niym, 0OMe-
xxeHa NH,-kinneBum rigpopooHuM nomernom [20].
Niamp-CHOpiJHEH] OlIKH OynM BHABIEHI B yCiX Op-
ra”i3miB — Bij OakTepii 1o moauan. OcobmuBa ix
($yHKLiE — TpaHCIOPT JABOBAJICHTHUX KAaTiOHIB
[10]. JdoBeneHo, MO CHPHHHSTTS €THJICHY IOTpe-
Oye TIepeHeceHHs1 MeTalliB, TaKHX, SK Miab abo
uuHK [20]. Mine HeoOXimHa A 3BOPOTHOTO
3B’SI3yBaHHSA €TWJICHY OLIKOBHMH peIenTopaMu
[121]. BBaxkarots [10], mo EIN 2 — romosor
TPaHCIIOPTEPY MeETaliB, Oepe ydacTb y HaIXO-
mwxerHi Cu”" y KIITHHY i TAKMM 9MHOM MOXe pe-
rymoBati Gioremes Cu’’-BMICHHX peLENTOPHHX
oinkie. IIpu npomy Ha C-kinni mosexynu EIN 2
pO3TALLIOBAHUIN BEJIMKHWKA LUTOIUIA3MAaTUYHUI [0-
MeH, SAKHA HEe Mae TOMOJIOTii 10 MeTal-
TpaHcnoprepiB. C-kiHueBa rinpopoOHa IiNsHKa He
Ma€ HisKOI TOMOJIOTil 10 OyIb-SIKHX BiJOMHX OiJ-
KiB, X042 BOHH MalOTh MOTHBH, 3aJIy4eHi y OiIOK-
OinkoBy B3aemoniro. N-kinmeBa gactuHa EIN 2 €
HEOOXITHOK IS CIPUHHSATTS STHJICHOBUX CHUTHA-
JB Bijl BUIIUX KOMIIOHEHTIB CHTHAJIILHOTO MUIAXY,
toxi sk C-KiHIIeBa — ISl TPAHCAYKIII CHUTHATIB 10
HI)KYUX KOMIIOHEHTIB. BusiBlIeHO, 1110 eKcrpecis
EIN 2 € gocTaTHROIO IjId aKTHBAaLil €THJIEHOBOI
peaxuii Ta BiJHOBJICHHS YYTIUBOCTI JIO KaCMOHO-
Boi kucnotu i ADK, siki yTBOPIOIOThCS Y MYTaHTIB
micnst  oOpoOku  mapakBaToM. Kpim  ToTO,
3’scoBaHo, mo EIN 2 3abesmneuye MONEKyJspHi
3B’A3KM M PI3HHMH TOPMOHAJIBHUMH PEAKIiSIMU.
Ha mifcraBi Takux JOCIIIKEHb BBAKAIOTH, 110 PO-
CIMHU BUKOPUCTOBYIOTh KOMOIHOBaHi MeXaHi3MHU
BIJNOBIJII Ha IO CTPECOPIB 3a y4acTIO CHUIBHHUX
TPyl CUTHAJIBHUX MoJieky [9, 20].

3 EIN 2 curaan HagxoauTh Y SIIpO i cripuid-
Maetbes saepHuM OimkoMm EIN 3, skuil HalneXuTh
no TpaHcdakTopiB. 3a BiacyTHOCTI eTrineHy EIN 3
MIBUJKO PYHWHYETBCS 3a YYacTio YOIKBITHH-
nporeacoMHoro uusixy [50, 62]. 3 BUKOpUCTAHHSAM
TpanchopMaHTiB Arabidopsis, sIKI HECYTbh MyTallii
B reHax ebf 1 i ebf 2, nokazaHo, 1mo OiIKOBi (ak-
topu EBF 1 1 EBF 2 KOHTpOJI0I0TH CTabilbHICTD
oinka EIN 3 y kackamHiii mepemadi eTHIEHOBOTO
cur"aiy [92].

Bussneno, mo red EIN 3 BkiIroyae HOBHH
OIJIOK, SKMH Ma€ aMIHOKHMCIOTHHH 3aJIMIIOK CXO-
JKUH 32 CTPYKTYPHHMH XapaKTePUCTHKAMHU 1 TeHe-
tiaHUMH QyHKIIME 10 9oTHphoX EIN 3 — LIKE
(EIL) 6inkiB [34]. EIN 3 cmpwuiimae curaai, 1o
HaJIXOIUTh MO AIpa, HE3aJeKHO BiJl THITY KIITHH i
BUJIy POCIHH, IO JOBOJUTH MOKIJIMBICTH (YHKIIi-
OHYBaHHS AaHOi poauHU OUNKiB y smpi [34]. V
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3B’SI3Ky 3 IUIOI0 HU3KOIO Aociimkerb [92, 109,
121] mpeacraBieHo HOBUI Kiac TPaHCKPUITIIHHNX
PEryJsITOpIB, SIKi 3MIHCHIOIOTh aKTHBAIIIIO (YU per-
pecito) eTuneH-peryIaTOpHUX reHiB. B sapi cur-
HaJIBHOTO IIISAXY — 1€ yrpymyBanHas OinkiB EIN 3 /
EILs, sIKi € HO3UTHBHUMH PETYJIATOPAMH BiJIOBII
Ha eTuieH i aktuByroThes EIN 2 [110].

EIN 3 € HeoOXiTHNM 1 BaXKIUBUM I aKTH-
Ballil €TUJICH-BIJMOBITHUX T'eHIB MIIICHEH, 30Kpe-
ma ERF 1 — HOBOrO rena, skuii Bkiarouae AP 2 /
EREBP-tun JIHK-3B’s3yrounx Oinkis. [locmigos-
HicTh mpomMoTopa ERF 1 cmyxure Oe3mocepen-
HBOIO MimeHHto ajst 38’ s3yBanHs EIN 3, i mocTiid-
Ha ekcrpecis ERF 1 aktuBye Tpanckpumiiito edek-
TOPHHX T'eHIB, TAKUX SK OCHOBHA XiTmHa3a i PDF
1.2, 3a0e3neuyroun BiAmoBiap Ha etuieH [109].

TpaHcreHHuil aHani3 Mokasas, 10 Ba A0/a-
TKOBUX Oinku, mo Hanexats a0 EIN 3/EIL poam-
uy, EIL 1 1 EIL 2, takoxk Oynu 3maTHI 10 po3Iii-
3naBanHa EIN 3 wmimeneid B mpomortopi ERF 1 i
(hyHKIIIOHATPHO JOMOBHIOBATH ein 3 MYTaHT, Oe-
pyYH y4acTh y CUTHAIIHTY eTuieHy [34]. Bucokmit
piBenb ekcrpecii EIN 3 uu EIL 1 y TpancreHHHx
UKUX TUIIIB 9H ein 2 pOCIMHHUX MYTaHTIB CyTpO-
BOJDKYBABCSl YTBOPECHHSM (DEHOTHIIOBOI BiIIOBiIi
Ha €THJICH Ha BCiX CTaIisX PO3BUTKY i CBIUUB MPO
iX BayKJIMBICTH IJIS1 TPAHCAYKLIl €TUIEHOBOTO CHI-
Haiy. ['eHeTWYHHMI aHaJi3 ycCiX YOTHPHOX OLIKIB
Ii€] POJAMHU 1 HEIIOAABHO BUSBJICHOIO iX II’SITOTO
romodsory EIL 4 moka3zas, 1110 BOHU BiApi3HSAIOTHCA
L-cmipaneHoto  cTtpyktyporo, a ix JIHK-
3B’S3YIOUNH TOMEH 3HaXOIUTHCS B MEXaxX aMiHO-
TepMaabHOI YacTUHM Ounka. Ilg minsHka Oinka €
HaMOIIbII KOHCEPBATUBHOIO MK YyCiMa diIeHAMH
POIWHH 1 HE MICTUTH OYyIb-IKOTO TOMEPEIHBO Bi-
nmomoro JIHK-3B’s3yrouoro motuBy [34]. Busisne-
HO, IO MICI MIIIeHI BKJIFOYAIOTh JBAa 3BOPOTHUX
TIOBTOPEHHSI 1 PO3MI3HAIOTHCS OITKOM K JTUMeEp.
IIpu mpomy EIN 3-3B’s3y1o4i MicIs 3HA9HOIO Mi-
poro MoAi0HI 0 MOCTIIOBHOCTEH B MEXax JUISTHKA
npomotopa GST 1 reHa cTapiHHS TBO3IUKH, a Ta-
kox E 41 LEACO 1 reniB go3piBaHHs TOMaTiB, fKi
HeOOXimHl 1 BaXKIMBI Ui BIANOBINI HAa €ETHIEH.
[TpunyckaioTh, 10 TeHHU, SIKI MIiCTATh NMOAIOHI 10
eneMmenta E 4-like micus MmilieHi, Mo)KHa BBaXKaTH
TeHaMU TICPBUHHOI BIMOBI/II HA eTUjIeH [34].

Otxe, EIN 3 i EILg 611Ky BKIII04aIOTh HOBY
pomuny cnenudivanx JIHK-3B’s3yrounx OinkiB i
BUKOHYIOTh (DYHKIIi}0O TIGPBHHHOTO €JIeMEHTa Bif-
NOBiJi Ha Iito eTmiieHy (primary ethylene response
element) (PERE), mpucytHsoro B mpomoTopax jie-
KUTBKOX €THIICH-PETYTIOI0YNX TeHiB.
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Puc. 4. Mogeas nepenayi eTWieHOBOro curaauay B siapi [109].

Emunen 36’a3yemucsa membpannumu peyenmopamu i uepes cueHanvhutl kackad (ETR 1 — CTR 1 — EIN 2), axuii suuwye
onucano, akmugye EIN 3 i navibinow cnopioneni EIL 1 i EIL 2 cenu 6 s0pi. EIN 3 excnpecye ERF 1 ma inwi nepunni
2eHu miweHi, be3nocepednvo 36 ’sa3youucy sk oumep 3 E 4-like enemenma 6ionosioi na oito emuneny (PERE), npucy-
mHbo20 6 ix npomomopi. ERF 1 ma inwi EREBPs 36 si3ytomucs 3 GCC box (SERE) i akmueyromu excnpeciio 6mo-
PUHHUX 2eHi8, maKux 51K ocHoeHa-ximunasza, PDF 1.2 mowo. Ilpedcmasnena mooens 0ocums npocma i He BUKTIOYAE

MOHCIUBOCIT ICHYBAHHS THUWUX OLIblU CKIAOHUX MEeXAHI3MI8 nepedaui CUSHATY emuieHy 8 0PI POCIUHHOT KIIMUHU.

Cepen pi3HHX KJaciB TeHIB BiAMOBimMI Ha
eTHJICH, HalOUIbI TPYHTOBHO AOCIIKEHI Ti, sKi
eKCIpeCYIOThCs Ha Aito natoreHa [42, 84, 89]. Leit
KIIaC  BKJIFOYAa€ OCHOBHY  XiTtuHazy, [-1,3-
rrokaHasy Ta iami PR-Ginku. AHami3 mpoMoTOpiB
LMX TEHIB BUSABUB CHIIBbHUM Cis-IIIOYUN €JIEMEHT
BimmoBini Ha erwieH, Ha3zBanmid GCC box [45].
ITokazano, 1o 1e# eJIeMEeHT € HEOOXITHUM IS pe-
ryJsinii eeKTiB eTuIeHy y Pi3HUX BUIB POCIUH
[84, 101, 103]. 3rogom Oynu TpoOBemEHI OCHTi-
JOKEHHS 3 TIOTIOHOM 3 METOIO BHIIGHHS TpaHC-
nirodoro ¢akropa, mo 38’s3ye GCC box. Busisie-
Ha poxuHa OinkiB, Ha3Bana EREBPg (Ethylene-
Responsive-Element-Binding-Protein) [45, 84]. Lle
HoBi JIHK-3B’s13yrodui OiNKuM, SKi B3a€EMOMIIOTH in
vitro 3 GCC box uepe3 JOMEHH, TOMOJIOTIYHI JI0
MOMEPEIHLO  JOCTIDKCHUX Y KBITOK OUIKIB
APETALA 2 [131, 133]. IIpumyckarots, mo GCC
box Moxe OyTH BTOPUHHHUM €JIEMEHTOM BiIIOBIII
Ha eTwieH (secondary ethylene response element)
(SERE), skuii mpuCyTHI JHIIEe B ETHIICH-
perymorounx rerax (PR, HOOKLESS i peskux
EREBPs), mo MOXyTb peryitoBaTHCh HiArpyIO0
pomunn EREBP 6inkis [45, 84].

Orxe, yrpynoBanus 0inkiB EIN 3 / ElLg ak-
TUBYE EKCIIPECiI0 TeHIB IPYyNH TPaHC(AKTOPIB Po-
muan EREBP, siki, B cBOIO uepry, MOXKYyThb pery-
JIIOBaTH E€KCIPECiio epeKTOPHUX TeHIB, TaKUX SIK
HOOKLESS 1 i ocHOBHa-XiTMHAa3a 1 3amyCKaTH
IporpaMy BiJIOBiAl HA €THIICH.

Pobepro Comano 3 iHIMMH TOCIiIHHUKAMH
[109] 3ampomonyBanmy MOIENH TPAHCKPHUIIIIHHOTO
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PETYISTOPHOTO KacKafdy, o Oepe yJacTh y CUTHa-
JHTY eTHiIeHy B siupi (puc. 4).

Taxum 9uHOM, TTiACYMOBYIOUH HaBEACHI pe-
3yJbTaTH, MOXHA JIHTH BUCHOBKY, IO Yy CIpHIi-
HATTI 1 TpaHCOYKWii €THJICHOBOI'O CHTHaly Oepe
y4acTb POAMHA PELENTOpiB, HpeACTaBlIeHa TPaHC-
MeMOpaHHHMU O1IKaMH CEHCOPHOI TiCTHIUHKIHA3H
(ETR 1, ETR 2, ERS 1, ERS 2, EIN 4), 6inok CTR
1, sxwii BKimroyaeTbes 10 MAP-kiHa3HOTO Kackamy.
BoHn (yHKIIOHYIOTH SK HETaTHBHI PETYJSITOPH
eTrsieHoBoro curHany. EIN 2, a Takoxx mociioBHO
Iito4i yrpynoBaHHs OUIKIB TpaHC(aKTOpiB THITY
EIN 3 / ElLg ## EREBP, 3yMOBIIOIOTH aKTHBAIIiO
TPAHCKPUIIIIIHOT BIAMOBIAI Ha Jil0 TOPMOHY 1 €
MO3UTUBHUMHU PETYJSITOPAaMH €THUJICHOBOTO CHUTHA-
ny. OTpuMaHi HHHI HOBITHI JIaHi pPO3KPUBAIOTH
VABIICHHS TIPO MEXaHi3MH (QYHKITIOHYBaHHS 1
TPAHCAYKLil ETWUIEHOBOTO CUTHAIy B KIITHHI.
BopHouac HeoOXigHE IPYHTOBHE BHBUEHHS OKpe-
MHUX KOMIIOHEHTIB I[bOTO JIAHIFOTA 1 JOCIHIiIKEHHS
IbTEpPHATUBHUX IUIAXIB Tepelayl CUTHAIy eTH-
JIeHy B KJITHHI.
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The paper covers modern findings regarding role of ethylene in growth and development of plants as
well as plants stability under the influence of stress factors of biotic and abiotic nature. The attention
is focused on the biosynthesis pathways of ethylene, its regulation and transduction in plants and
possible mechanisms of its action.
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3-acetic acid, abscisic acid, polyamines
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