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HccnenoBaHa peryJsiiys DIyTaMaTaeTnaporeHassl — hepMeHTa, TPUHUMAIOIIETO yJacTHe KakK B a30THOM,
TaKk 4 B YIJIEPONHOM MeTabou3Me, a TaKXKe OCYIIECTBISIONIETO CBSI3b MEXIY LIUKIOM TPUKApOOHOBBIX
KUCJIOT Y IITYHTOM Y-aMHHOMACJISTHOUM KUCIOTEL. OGHAPYKEHO, YTO MHIYLIMPyeMble Ae(UITUTOM KUCTIOPO-
Jla I3MEHEHUST B aKTUBHOCTHU IJTyTaMaTAerMAPOTeHas3bl B IUCThSIX KYKypy3bl (Zea mays L.) 3akitodalorcs B
YBEJINYECHUM €€ KaTAJIMTUICCKOII aKTUBHOCTU OoJjiee 4eM B 2 pa3a. Meromom I1LIP B peanpbHOM BpeMeHU
usydeHa auddepeHunaabHas akcrpeccust reHoB GDHI1 v GDH2, KoTopble B TEHOME KYKYpY3bl KOTUPYIOT
B- 1 0- CyOBEIMHMIIBI TIyTaMaTIeTUIPOTeHa3bl COOTBETCTBEHHO. CHIKEHNE OTHOCUTEIBLHOTO YPOBHS
TpaHCKpUNTOB reHa GDH2 conpoBOXOal0Ch YBEIUYEHUEM DKCIIPECCUOHHON aKTMBHOCTU reHa GDHI.
DT0, B CBOIO 04Yepeb, MPEATOJIOKUTETBHO, CITOCOOCTBOBAJIO IMTPOTEKAHUIO peaKIIY aMUHUPOBAHUS 2-0K-
comyrapaTta. B cocraBe nnpomoropa reHa GDH2 o6HapyxeHo Hannuue aByx CpG-0CTpOBKOB pa3sMepoM
404 u 383 n.H. IIpomotop rena GDH 1 He cogepxut HU omHOoro CpG-0oCcTpoBKa, OMHAKO, B €0 COCTAaBe Ha-
MU ObUTO 0OHapyxkeHo 38% caiitoB CpNpG u CpNpN oT 00111ero 4ncjia UcciaeayeMbIX TUHYKIEOTUIOB.
J7s OLleHKU BJIMSTHUS CTeTIEHW METUIUPOBaHUs OTAEeIbHBIX CpG-IMHYKIEOTHIIOB, BXOISIINX B COCTAB
IIPOMOTOPHBIX o6acteil reHoB GDH 1 v GDH2 Ha X 3KCIPECCUIO B TUTIOKCUYECKUX YCIOBUSIX, OBLT ITPO-
M3BEIEH CPAaBHUTEIBHBIN aHAIN3 TUHAMUKH TPAHCKPUITIIMOHHON aKTUBHOCTH T€HOB - 1 O~ CyObeIIHMIL
[JIyTaMaTaeruaporeHasbl OT METUJIBHOTO CTaTyca UX MPOMOTOPOB. OOpaTHO-MIPONMOPLMOHATBHBIN XapaK-
Tep HAJIOXKEHUS U3MEeHEHHI B Ipoduiie METWIMPOBAaHUS IIPOMOTOpOB reHoB GDH 1 v GDH2 u TpaHcdop-
MaluU YPOBHS 3KCIPECCUU ITUX T€HOB MOKa3bIBAET UX KOppesuuio. JlaHHbIe, MOJTYyYEHHbIE B pe3y/IbTaTe
poBeaeHusT MeTwiI-crienduaHoit [T P, cBumeTeIbcTBYIOT O TOM, YTO MOBBIIIIEHUE O METUJIMPOBaH-
HbIX CpG-IMHYKJIEOTUI0B NPUBOAUT K CHYKeHUI0 KosimyectBa MPHK rena GDH2, B TO BpeMsi KaK YMEHb-
IIEHYE 3TOM BeJIMYUHEI 111 reHa GDH 1 BhI3bIBaeT MHAYKIUIO €ro QYHKIIMOHUPOBaHUs. MeTmiInpoBaHue
MPOMOTOPHBIX 00JIACTEll TEHOB IIyTaMaTAETUAPOTreHa3bl PETYINPYET UX TPAHCKPUITIIMOHHYIO aKTUBHOCTD B
JIMCTBSIX KYKYPY3bI i1 Vivo B yCJIOBUSIX AeduliuTa Kuciaopoaa. TakuM o6pa3omM, HEMHOTOUMCIIEHHBIE JaHHbIE
0 MOJIEKYJISIPHBIX MEXaHU3MaX PEryJsliuyd CUHTe3a U30(hePMEHTOB ITyTaMaTAeTUAPOTreHa3bl ObLIU TOTIOTHE-
HEBI IOJIYYEeHHEM HOBBIX pe3yJIbTaTOB O POJIM CTEIIEHU METWIMPOBAHUS IIPOMOTOpoB reHoB GDHI n GDH?2
IyTamaTaeruaporeHasol B ux auddepeHIManibHOM 9KCIPEeCCUu MpU afanTaly KyKypy3bl K TUTIOKCUU.

Kirouesbie ciioBa: Zea mays, TiyTaMaTAeruaporeHasa, F’MIOKCHUsI, METWIMPOBaHue, mpomorop, CpG-ocr-
DPOBKU, 3KCIIPECCHUSI, SITUTCHETUKA
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BBEIAEHME

M3BecTHO, YTO CBSI3b MEXIY LIMKJIOM TPUKApOO-
HOBBIX KMCJIOT U IYHTOM Y-aMUHOMACJISTHOM KHCIO-
Thl aKTUBUPYETCS B OTBET Ha JeiCTBUE HEKOTOPBIX
a0MOTHUYECKUX CTPECCOB U OCYIIIECTBIISIETCS IIOCPEI-

Cokpamenns: [/II' — rmyramataneruaporeHasa, OTAT — my-
TaMMH-2-oKconyTapatamuHoTpaHcdepasa, TAMK — y-amu-
HomacasgHas kuciorta, 'C — myramuH-cuHTaza, MC-ITLP —
MeTwI-cnieuuduyHasi noJuMepasHasi LenHas peakuus,
20T’ — 2-okcornyrapat; LITK — 1nuki TpukapOOHOBBIX KHUC-
Jiot, OTLL — a51eKTpOH-TpaHCIOPTHAS LIETb.

CTBOM H3MEHEHUSI (PYHKIIMOHUPOBAHMS TyTaMar-
JeTUapOTreHaspl. DTOT (epMEHT pacliojlaraeTcsd Ha
Ba>KHOM YYacCTKe TepeceueHUsT a30THOTO U YIJIEBO/I-
Horo Metaboau3mMos [1—3].

Imyramatnerunporenaza  (I'II, L-omyramar:
HA(®)-okcunopenykrasa, KO 1.4.1.3), karanusu-
pyg o6paTUMoOe Ae3aMUHUPOBAHME TIyTaMara, sIBJIsi-
€TCSI OJIMTOMEPOM U MOXKET COCTOSITh U3 CYObEeANHUILL
pasIMYHOro THMa: o, 3 1, Kak mokasaHo st Arabi-
dopsis thaliana, vy [4]. 3BecTHO, 4TO npeobianaHue
O-CyOBEIMHUIL B CTPYKTYype oOecIieumBaeT 0oJjiee BbI-
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COKO€ CPOJICTBO K IUTyTamaTy, B TO BpeMsl Kak Hajlinuue
[B-cyObenMHUIL TOBBIIIAET CPOACTBO K 2-OKCOITyTapa-
Ty [4]. In vivo oTnenbHble CyObeAMHULIBI CBSI3BIBAIOTCS B
pa3JIMYHBIX COOTHOIIIEHUSIX C 0Opa3oBaHMEM FOMO- 1
rereporekcamepoB ~ 270 k/la [5—8]. B XMBOTHBIX
kiretkax [ZII" mprcyTCTBYET MPpEeUMYIIEeCTBEHHO B BU-
Jle TMMEPOB U TeTpaMepOB, B TO BpPEMsl KakK y psiia
OaKkTepUil U paCTeHUI OOHAPYKMBAIOTCS TIPEUMYIIIE-
CTBEHHO TekcamepHble ¢opMbl. [ekcamepbl miyTa-
MaTAeruaporeHasbl UMEIOT CYIlIECTBEHHOE CXOJICTBO
B CTPYKTYype, HE3aBUCUMO OT KO(EPMEHTHOI CIelM-
¢duunoctu [9]. I'IT" pacTeHuii siBsieTcs reTepOreHHbIM
¢depMeHTOM, 1 CTeleHb ero reTeporeHHOCTH 3aBUCUT
oT BUIa pacteHuit u jokanusauuu [10]. CymiecrBoBa-
Hue TKaHecneuuduuHbix n3odopm [JII' MoXeT ObITh
CBSI3aHO C KJIETOYHOI mmdpdepeHITNPOBKOM, CyOKIIe-
TOYHBIM KOMMNApPTMEHTOM WU (HU3UOJOTUYECKON
dyukuueii. I[Mpenmomaraercst, 4To pa3Hbie U30(op-
MBI I'JII" MOTryT OBITH BOBJICUEHBI B aHAOOIMYECKIE U
KaTaboJimuecKkue mpoieccsr [11].

Y pacTeHMi1 1 MUKPOOPraHM3MOB (DU3UOJIOTnYe-
ckas poxab I'JII" BKiTIouaeT acCUMMIISIIIAIO a30Ta, Ka-
TabOIM3M IIyTaMaTa, a TaKxKe MoAAep:KaHue OCMO-
TUYECKOTO OajlaHCa U YCTOMYMBOCTH K BBICOKUM
TeMIiepaTtypaM. Takske maHHBIM (DEPMEHT SIBIISICTCS
MIPOMEXXYTOUHBIM 3B€HOM MEXY LIMKJIOM TpUKapOo-
HOBbIX KucaoT (LUTK) 1 mryHTOM Y-aMuHOMAaCISIHOM
kuciioTel (TAMK-mryHTOM). U3BeCTHO, YTO IIPOXYKT
peakuuu, Katanuzupyemoit III' — 2-okcomtyTapar —
MOXKET OBITh BBEJICH B LIMKJI JIMMOHHOM KUCJIOThI U
WCITOIb30BaH I DHEPTU3alliy KJIETKH [12].

YV KyKypy3bl IlyTaMaTAeruaporeHa3a KoOaupyeTcs
nByms reHamu [13]. Ten GDH1 (LOC542220), konu-
pytoiuii B-cyObeAMHUILY TIyTaMaTaeruaporeHasbl
KYKYpY3bl, JJOKaJIM30BaH B IepBOi XxpoMmocome [14].
I'en GDH2 (LOC100193614) Haxomurcs B 10 xpoMmo-
coMe 1 KogupyeT o-cyobpemmuuauiy I'II" KyKypy3sl.

MNMmeroTcsl mokazatenabCcTBa TOro, 4ro poyb IJII B

npaMoii accumuisauuu NH; HesHauutenbHa (5%)
[0 CPaBHEHMUIO C BKJIAJIOM TIJIyTAMMHCUHTETAa3bl U
IyTaMUHOKCOINIyTapaTaMUHOTpaHcdepasbl  (LIMKII
I'C-T'OT'AT) (95%) [15]. Omnako I'’IT" o6ecrieunBaeT
aJIbTePHATUBHBIN ITyTh BKIIIOUECHUS aMMHaKa B opra-
HUYECKUEe COeIMHEHMS TOJIbKO BO BpEMSI OTIpeIe/IeH-
HBIX 5KOJIOTUYECKUX CTUMYJIOB, KOTIa TpeOyeTcs pe-
MOOWIM3aLs TUTaTeIbHbIX BellecTB [16]. OcHoBHas
ponab I'JIT" 3akimoyaeTcsl B MOANUTKE LIMKJIA TpUKaAp-
60HOBBIX KMcaoT 20I, Korga yriiepon CTaHOBUTCS
orpannuymnBaiomnM ¢dakropoM [7]. Takum obpaszom,
BMeECTe C TUIyTaMUH-2-0KCOoTTyTapaTaMUHOTpaHCche-
pazoit (I'OI'AT), rmyramatomeruaporeHasa y4acTBYeT
B oOpasoBaHMM M romeocrtase rimyramara [17]. Tlo
9TOi MpUYMHEe PEPMEHT UTPAET BAXKHYIO POJIb B TOU-
K€ pa3BeTBJICHUS IMyTel aCCUMWISLIMM yIiepoaa U’
asora [3].

HeduLmt Kuciaopoaa IIpUBOAUT K MTHIMOMPOBAHUIO
LTK, 4Tto CcBsI3aHO, B MEPBYIO OYEpEdb, C TEM, UYTO
aJIeKTpOH-TpaHcropTHas 1erb (DTL) MutoxoHnpmit B
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OTCYTCTBMU OCHOBHOTO aKIIETITOPA SJIEKTPOHOB — KUC-
Jiopojia, He COCOOHa HOPMaTbHO (DYHKIITMOHUPOBATb.
Bo Bpems rumnoxkcuu, Korga Lellb IepeHoca 3JIeKTPO-
HOB He OKMCJISIET BOCCTAHABIMBAIOIINE S5KBUBAJICHTHI,
HekoTophie cerMeHTHI LITK Bce ke ocrarorcss pado-
TOCIIOCOOHBIMM U KAaTAJIM3UPYIOT peaKIIMU B IIPOTU-
BOITOJIOXKHBIX HAIIPaBIIEHUSAX. DTO CIYXKUT IJIs UC-
MOJb30BAaHUSI BBICOKORHEpreTudyeckux ¢ocdaron
rnocpencTBoM ochopumpoBaHUs HAa YPOBHE MaT-
PUYHOTO CcyOCTpaTa B OTCYTCTBUE OKUCIMTEIBHOIO
dochopunuposanus [18].

Panee HaMu OBUIO MOKAa3aHO, YTO 2-OKCOIJIyTa-
patneruaporeHasHblii Komiuieke (20I'71K), koropsbrii
KaTaIu3upyeT JMMUTUPYIOLIYI0O U CaMyl0 BBICOKO-
sHepruunyio cramuio LTK, B ycimoBusx meduiimra
Kucyiopoaa nHakTuBupyercs [19]. OnHako HEOHSIT-
HBbIM OCTaeTCsl MeXaHM3M, KOTOpbIii oOecrieunBaeT
amanTalnuio KJIETOYHOIO MeTaboIn3Ma B 3TUX YCIIO-
BUsIX. Perynupyroliast poJjib B JaHHOM IIPOLIECCE MOXKET
MpUHaJIeXaTh IIyTaMaTaeruaporeHase, Koropas 3a
CUET U3MEHEHUSI CYObEAMHUYHOIO COCTaBa KOHTPO-
JIMpYET MOTOK 2-OKCOoIJlyTapaTa MeXIy a30THBIM U
YIJIEPOAHBIM META0OJIU3MOM: YBEJIWUYEHHUE O-CyOb-
eIVHUII B CTPYKType hepMeHTa CITOCOOHO ITPUBOAUTH
K CMEIIEHUIO PAaBHOBECUSI PEaKIlii B CTOPOHY OE3-
aMUHMPOBAHUsI [IyTamara, a npeooiaganue B-cyonb-
€IVHUII CIIOCOOCTBYET ITPOTEKaHUIO PEeaKIINM aMUHU -
poBaHU 2-oKkcormyrapara [4].

CylecTByIOT yoeauTeabHble JoKa3aTeJIbCTBA TOTO,
YTO U3MEHEHUE YPOBHSI Y-aMUHOMACIISIHOM KUCIIOThI
(FTAMK) perynupyet pyHkunonupoBanue LITK, ko-
TOpBIi OOecrieuuBaeT JHEPru3alyio KIeTKU s
MojJepKaHusl IHEPro3aTpaTHON peakliuMu ajanTa-
1IMU K aOMOTUYECKUM CTpeccaM, B TOM YUCJIe U K T1-
nokcuu [20]. B cBsI3u ¢ 3TUM 1ie/Ibl0 PaOOTHI SIBJISI-
JIOCh MICClIeIOBaHUE POJIU METUJIMPOBAHUS TPOMOTO-
poB reHoB GDH I v GDH2 rnyramaTaeruaporeHasbl B
PETYJISIUY X DKCIIPECCUU B JTUCThSIX KYKYpY3bl (Zea
mays L) Ipy TUMOKCHUM, a TaKXKe BbISIBJIEHUE Mexa-
HU3MOB TpaHCchOpMallM1 METa00JIMYECKUX ITOTOKOB
MpU aJanTUBHON peaklMU KJIETOYHOTro MEeTaboan3-
Ma B YCJIOBUSIX AeUiinTa Kucaopoaa.

MATEPHAJIBI 1 METO/1bl

B xauecTBe 00BbeKTa UCCIIEMOBAHUIT NCITOJIB30Ba-
Juck 10—12-gHeBHBIE MPOPOCTKU KYKYpy3bl (Zea
mays L.) copta BopoHeskckasi-76, BeIpaliiBaHIe KO-
TOPBIX OCYIIECTBIISIJIN TUAPOIIOHHO I1pu 10-yacoBoM
CBETOBOM [HE C MHTEHCHUBHOCTBIO cBera 25 Br/m?
(xkmumatnyeckas kamepa “Lablech”, Kopes) u Tem-
repaTypoii okpyxKaouieii cpeanl 25°C.

Pactenus mpenBapuTeabHO IIOMENIAIM B BaKy-
YM-3KCHKaTOpHI Ha 24 4 O0e3 JOoCTyIa cBeTa, IOCJe
Yero B 3KCUKATOP C OMNBITHOM IPyIIOil pacTeHU B
TeYeHME CYTOK moaaBaJicsa a3oT u3 6autoHa 10150y
(I'OCT 94973, Poccus, Y3I'TIO) co cpenHeit cko-

poctbio 18 cM3/cex. KoHTposibHAS rpyIina HaXoau-
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Taomuna 1. [TpaitMepsl K reHaM IyTaMaTAeTMAPOTeHAa3bl

I'en IMpaiimep Hykneorunnas nocienosarenpHocTh | Temnepartypa otxkura, C
GDHI Ipsmoit GCGGAGAACAAGGGGATCAA sg
OO6parHbIi ACAGGATCTCGTCTGCCTCT
GDH-2 [psmoit TGATCCAGAGGCAGACGAGA sg
OOGpaTHBIit GTAATGCGCGGTCAATGGTC

Jach B cpelie, Kylda HeNpephbIBHO OCYIIECTBIISIIICS
IMPUTOK KHUCJIOPOAA BO3AyXa.

ComtacHo cepTUdUKATy COOTBETCTBUS COMEpKaHME
KUCIopona B GaioHe ¢ a30ToM cocTaBisuio < 0.5%.
TemriepaTypa oKpyKarolleil cpeIbl BO BpeMsI KCITe-
pUMeHTa noaaepKuBajgach Ha ypoBHe 25°C. IlepBbie
0o0pa3ipl (“HyJeBOM KOHTPOJIb”) IJISl UCCIAEeA0OBAHMS
M3bIMAJIA IO Havaja SKCIepruMeHTA.

Dkerpakuusa GpakKuud MUTOXOHIPHIA 13 JIMCTHEB
KYKYpY3bl OCYIIECTBJIsIaCh MyTeM TOMOTEHU3alluU
00pa3loB B JIEASTHOI Cpelle BhIACICHUS, BKIIIOYAIO-
mieii: 0.15 M Tris-HCl 6ydep (pH 7.4), 0.4 M caxapo3a,
2.5 MM agunatpuenas coab DJTA, 1 MM KCI1, 4 MM
MgCl,, 0.05% Triton X-100 B cootHomenuu 1 : 10.
T'omoreHat ¢uUIBTPOBAIM M OCAXKIAJIN KIJIETOYHBIS
creiku 3 MuH 1ipu 3000 g (Eppendorf Centrifuge
5804 R). HanmocagouHyto KMAKOCTb LIEHTPUGYTUPO-
Baym 1ipu 12000 g B TeueHne 20 MUH IIpU TEMIIEpaTy-
pe +4°C. CynepHaTaHT yIajsiid, a 0CaJoK pacTBOPSI-
JIX B 2 MJI Cpedbl peCyCIeHINPOBaHMsI, BKITIOYABIIICH
0.15 M Tris-HCI 6ydep (pH 7.4) n 2.5 MM nuHaTpu-
eBy10 coib DJITA.

AktuBHocTs I'JII" Mo peakiun aMHHUPOBAHMS OTIpe-
JIeNIsUIn criekTpogoroMeTpraecku rpu 340 HM B cpe-
e, cogepxanieii 13 MM 2-okcornyrapata, 0.25 MM
HAJH, 1 MM CaCl,, 50 MM (NH,),SO,, 100 MM
Tris-HCI 6ydep pH 8.0 [21]. 3a enuHully dhepMeHTa-
TUBHOM aKTUBHOCTM DIyTaMaTAeruaporeHasbl MpuHU-
MaJiid TaKoe KOJMYECTBO (pepMEeHTa, KOTOpOe KaTalu-
3UpOBAJIO IipeBpailieHue 1 MKMOJIb 2-OKcorTyTapaTa 3a
1 muH Tipu 25°C 1ipu onrtuMaibHOM 3HadeHuU pH (8.0).
3HayeHus o0lieit (hepMEeHTAaTUBHOM aKTUBHOCTH pac-
CUMTBIBAJIM, KaK OTHOLIEHUE KOJIMUecTBa (pepMeHTa-
TUBHBIX EIMHUIL Ha T/ChIPOI MACChI JIUCTHEB KYKYPY3bl.

Cymmapuasg PHK mn JIHK Brigensiiice MeTomom
deHon-xaopodopMHOIL aKcTpakuuu [23, 24]. Beige-
nenue JJHK ocyliecTBisiochs ImyTeM JIM3uca pacTu-
TeJILHOM TKaHU B Oydepe, coaepxaieM: 2% 1LeTpu-
MoHuyMm 6pomuz, 1.4 M NaCl, 20 MM DTA, 0.1 M
Tpuc-HCI (pH 8.0) ¢ mocimenyommmM LieHTpUdyru-
poBanueM (3 muH npu 5000 06/MuH). K Hagocanky
ob6aBIsUIM cMech (heHoua, xjopodopMa U U30aMU-
JoBoro crimpra (25 : 24 : 1) n ueHTpudyrupoBaiv Ipu
13000 06/mMun B TeueHue 20 mMuH. HykieuHOBEBIE
KHUCJIOTHI M3 BOAHOM (pa3bl ocaxnanu 3 M aneratom
HaTpus U TpeMst oobeMamMu 96% sTaHoJIa C TOCIeIy-
fouleit naky6auneit npu —20°C. TTonydyeHHBIN oca-

JIOK pOMbIBaIu 75% 3TaHOJIOM, BLICYILIIMBAJIU U pac-
TBOPSIJIA B Bojie, cBoOomHoIT oT JIHKas3.

Brinmerenne PHK mpoBommim myremM roMoreHm3a-
LIMY PACTUTEIbHOI TKaHU B cooTHoleHuu 1 : 10 ¢ Oy-
¢depom BbieneHust (4 M ryaHuavH TUOLIMOHAT, 25 MM
uutpar Hatpust (pH 7.0), 0.5% (Bec/06beM) N-maypo-
cwicapkosuH 1 0.1 M B-mepkanroaranon). K Hanocas-
Ky, TTIOJIy4EHHOMY B XOI¢ 3 MUH LEHTPpU(PYIrIpOBaHUS
(5000 06/MuH.), mOOABISIIA CMeCh (PeHOJa : XJIOPO-
dopma (49 : 1) u uentpudyruposanu ripu 13000 06/MuH
20 muH. OcaxaeHre HYKJIEMHOBBIX KUCJIOT U3 BOJ-
HOIT (pa3bl IPOBOMMIIN ITyTEM Jo0aBiieHUs 2 M atie-
tata Hatpus (pH 4.0) u 1 min uszonponanomna. Oca-
xneHnyo PHK mpomeiBanu B 80% sTaHole, BhICY-
IIMBAJIN U pacTBOPSIIA B Boxde, cBobonHoi oT JIHKas3.
HobGaBieHue paBHOTro oobeMa 12 M xopuaa TUTHUS U
nociienywouas nHKyoanus mpu —20°C obecrieunBa-
mm ounctky PHK ot IHK. Bce manumystimmm mmpo-
Boauiu ipu +4°C, eciiv He yKa3aHO UHOE.

IIIIP B peansHOM BpeMeHM TPOBOAUIN HA MPUOO-
pe LightCycler96 (“Roche”, 1lIBenusi) ¢ UCITOIB30-
BaHMEM B KauyeCTBE MHTECPKATUPYIOILIETO KPaCUTEs
SYBR Green I. B kauecTBe MaTpUIIBI MCITOIb30BAJIN
k/IHK, moiy4yeHHy10O B XOIe peakiui OOpaTHON
TpaHcKpunouu ¢ Habopom MMLV-RT Kit (3AO
“EBporen”, Poccust) B COOTBETCTBUHU C IIPOTOKOJIOM
npousBoautensi. KomuuectBo PHK-matpuibr co-
cTaBisiio 2 MKT. Crenmdudeckne ImpaiiMepsl K Te-
HaM GDH I wn GDH?2 nipencrasieHsl B Tadbauie 1. Ko-
JIMYECTBEHHBII KOHTPOJIb MAaTPUILBl OCYILECTBIISIIIN
nyTeM MapajuleabHON aMIIMGpUKAIIMU 00pa3oB C
npaiiMepamu K reHy EF-Io. B kauecTBe oTpulIaTeIIhb-
HOTO KOHTPOJISI ucTiofib3oBanu cymMmmapHyto PHK 6e3
aTana oOpaTHOi TpaHCKpuUIIuKU. OTHOCHTEIbHBIA
YPOBEHb 3KCIIPECCUU MCCIIEAYEeMbIX T€HOB OINpele-
JISUIM ¢ TIpUMeHeHneM 2 2ACvetona.

AHaJIM3 IPOMOTOPOB U CCIICTyeMbIX T¢HOB Ha HAJIH-
yre CpG-0CTPOBKOB M I1OI00pP MpaiiMepoB IJIsl Me-
tui-crieurduunoil ITHP (tabna. 2) ocyliecTBasiiy ¢
IMOMOIIBIO OHJIalfH-cepBruca MethPrimer (www.uro-
gene.org/cgi-bin/methprimer/methprimer.cgi).

CreneHb MeTUAUpPOBaHUS OTAeNbHbIX CpG-nu-
HYKJICOTUAOB ONpeae/siii MyTeM MpPOBEASHUST Me-
twi-crieuupuunoin TP (MC-ITLP) ¢ nocnenyto-
LIEH IETEKIUEN TTOJIyYEHHBIX AMIIJIMKOHOB METOIOM
anekTpodopesa B 2% araposHom rejie (Helicon, Poc-
cust) ¢ nobaBiaeHUEM OpoMucToro aTuaus (Sigma Al-
drich, CIIIA). B xauecTBe MaTpUIIBI AJIsI TIPOBEICHUS
®U3UOJIOTUS PACTEHUN Ne 2
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Taomuna 2. [Mpaitmepst st metumn-crieurduunoii [P k renam GDHI v GDH-2
I'en HasBanue Honoxerue ncereayemoro IlocnenoBarenbHOCTb TemnepaTgl ba
LIUTO3UHA otxwura, °C
Ipsimoit M ATTTGTAGATTTAATCGGTTGGGT
Oo6patHbIit M AAAAACTAAAATCACTATTCTCGTT
Tpsmoit U : 77 ATTTGTAGATTTAATIGGTTGGGT 2>
O6parnbiit U AAAAACTAAAATCACTATTCTCATT
[Tpssmoit M TCGTAGTAATTTTTGTTTTGTGG
GDHI O6parHbiit M 5 419 AAAAACTAAAATCACTATTCTCGTT 5953
Ipsimoii U TTGTAGTAATTTTTGTTTTGTGG
Oo6partHbiit U AAAAACTAAAATCACTATTCTCATT
IMpsmoit M TAAGATTGTATATTTTCGGTGGTAT
O6parHbiit M AAAAACTAAAATCACTATTCTCGTT
Mpsvoit U . Y AAGATTGTATATTTTTGGTGGTAT 23
Oo6parusbiit U AAAAACTAAAATCACTATTCTCATT
IMpsimoit M AGATAAGTTAGTTATGGGATGGGC
O6parHbiii M TACGTCTTCTTAATAACCAAACGAA
IMpsmoit U : —304 AGATAAGTTAGTTATGGGATGGGTG >
O6parubiit U TACATCTTCTTAATAACCAAACAAA
[Mpsimoii M GGTAAGTGGACGGAAAAGGA
GDH-2 O6parHbiit M 5 63 TACGTCTTCTTAATAACCAAACGAA 53
Ipsmoit U GGTAAGTGGATGGAAAAGGA
Oo6patHbiit U TACATCTTCTTAATAACCAAACAAA
IMpsimoit M GGTTCGGTTTAGTTTTGAAATAAT
O6parHbiit M TACGTCTTCTTAATAACCAAACGAA
[Tpssmoit U 3 18 GGTTCGGTTTAGTTTTGAAATAAT >3
Oo6parubiit U TACATCTTCTTAATAACCAAACAAA

MC-IIIP ucnonszoBanu JHK, nogBepruyTyto Mo-

Iudukamum 6ucyabOUTOM HATPUSI.

Konsepcust THK mpoBomwiack B Tpu 3Tama C MC-

ot JIHKas3.

JHK BrIcy1IMBaIu 1 pacTBOPSUIN B BOJE, CBOOOTHOMN

MoJIb30BaHNeM OMCYIb(HTA HATPUS B KAUYSCTBE OCHOB-
Horo MoauduLmpyoero areHTa [22]. Ha miepBoM aTa-
Iie, mpenBapurtebHo aeHaTypupoBaHHasa JIHK (mHky-
Gauusga npu 55°C B mpucyrctBuu 0.3 M NaOH)
MonupuuMpoBasach nyrem noo6asiaeHus cMecu 4 M
pactBopa NaHSO; 1 0.2 M ruapoxuHoHa ¢ rociieny-
olIeit nHKyb6auuei B reMHote pu 55°C. Ha BTopoMm
aTare MpoUCXoauia OYMCTKa MOAUMDUIMPOBAHHOM
JHK ot 6ucynbduTa HaTpUsI C UCIIOIb30BaHMUEM Ha-
o6opa DNeasy Plant Pro Kit (Qiagen, I'epmanust). He-
CyJIb(OHUPOBAHUE OCYIIECTBISLUIM MyTeM WHKYyOa-
nuu ¢ 0.3 M NaOH npu 37°C. dis ocaxnenus JJTHK
U3 pacTBopa 100aBJsIId INIMKOT€H B KOHIEHTPAlUU
20 mr/mit, 10 M anerata aMMoHus 1 3 o6bema 80%
aTaHosia. OTMbIBKA HYKJIEMHOBOI KHUCJIOThI TTPOUC-
xoawna ¢ npuMeHeHueM 80% sTaHOJa, TTOCE Yero

®U3NOJIOTHS PACTEHUN Ne 2
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Cratuctuyeckuii anamu3. OTBIT MPOBOAMJICS B
3—4-xpaTHOI MOBTOPHOCTH, aHAJIMTUYECKUE OITpe-
JieJIeHUsI aKTUBHOCTU DJIyTaMaTAeTuapOreHasbl sl
KaXXJ101 MpoObI OCYILECTBJISIIA B TPEX TOBTOPHOCTSIX.
Metun-cneumnduynyio ITPII ¢ kaxxapiM 13 06pa3iioB
MPOBOJIWIN B TpeX aHAJUTUYECKUX TMOBTOPHOCTSIX.
IToctanoBky I11IP B peaibHOM BpeMeHU HPOBOAUIN
Tpuxabl. KojlnyecTBEHHbIE MOKa3aTesiu OllEeHWBa-
JIUCh Ha MpeIMeT COOTBETCTBUSI HOPMAJILHOMY pac-
MpeaeaeHuo ¢ omolblo kputepusi lanmupo-Yui-
Ka. Pe3ynbpTaThl Ha rpadmKax BeIpaxkaju Kak cpeaHee
3HadyeHue. bapbl Ha rpaduKax MPencTaBiIsioT COOO0M
cTaHAapTHYIO0 omuoOKy cpemHero (SEM). Paznuuus
aHAJIM3UPOBAJIM HAa CTAaTUCTUYECKYIO 3HAYUMMOCTDH C
WCTIONb30BaHneM Kputeprst CTerogeHTa [25, 26]. 1o-
TMOJTHUTENIbHO MPUMEHSIICS OMHOMhAKTOPHBIN AUCTIEP-
croHHbIl aHanu3 ANOVA (BnusiHue hakTopa 10CTO-
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Puc. 1. UsmeneHue o611eit (hepMeHTaTUBHOI aKTUBHOCTH
TAT B ycnoBusix aeiictBust rurokcyu. CrulolHast YepHast
JIMHUSI — OMBITHAsI TPyMIa pacTeHUi, MHKyOalusi KOTO-
PBIX OCYIIECTBJISIIACh B TUITOKCUYECKOM Cpefie ¢ a30TOM;
MMyHKTHUPHAs cepast IMHUSI — KOHTPOJIbHAsI TPYIIa pacTe-
HUIi, THKYOa11s KOTOPOI1 OCYILIECTBIISIACh B HOPMOKCHU-
yeckux ycnosusx. Pasmmumsa mexnmy xontponem (O,) n
omnbiToM (N,) cratuctuyecku 3HaunMsl (P < 0.05). IMpen-
CTaBJIeHbI TaHHbIC HE MEHEe TPeX He3aBUCHUMBbIX 9KCITEPU -
MEHTOB.

BepHO 11pu P < 0.05). CtatucTUYeCKMUi aHAIN3 TTOJTY-
YEeHHBIX MAaHHBIX MPOBOAMUJICA C HCIOJb30BaHUEM
nporpammbl STATISTICA 12.0.

PE3VIIBTATHI

B pamkax mpoBeAeHHOTO HCCIEeIOBaHUSI OBLIO
M3y4eHO BJIMSTHUE TMIIOKCHU Ha OOIIyI0 (pepMeHTa-
TUBHYIO akKTUBHOCTH I'JII, 4TO 1mMo3BoIMIO OOHaApY-
KUTh aKTUBALIUIO NaHHOW (PepMEHTHON CUCTEMBI
(puc. 1). B mepBBIii 4ac TUITIOKCUYECKOTO BO3Ieii-
CTBHS B JIMCTHSIX KYKypy3bl HAOIIOHAIN CYILIECTBEH-
HOoe yBeau4deHue (0oJjiee yeM B 1.5 pa3a) aKTUBHOCTU
I'TI o peakuyuy aMMHUPOBAHMSI, KOTOPOE COXPaHsI-
JIOCh Ha OpOTsLKeHUM 12 4. MakCcuMyM aKTUBHOCTU
ObLT 3apukcupoBaH Ha 12 4 uHKyOaruu. CIrycTsi cyT-
KM 9KCIIepUMEHTa 3HaYeHMsI oO1Ieil ¢hepMEeHTATUB-
Hoif aktnBHOCTU ['JII' cHIKAmMMCh TIpakTUYIeCKN 10
YPOBHSI KOHTPOJIbHOM T'PYITIIbI.

g ycTaHOBIEHUS MEXaHU3Ma, PEryJInpyoIIero
akTuBHOCTH [ JII' B MAaHHBIX YCIOBUSIX, OBIJIO TIPOBE-
JIEHO HCCJIefOBaHUE TPAHCKPUIIIMOHHON aKTUBHO-
CTH T€HOB, KOTOPEIE B TEHOME KYKYPY3bI KOTUPYIOT Ol
U B-cyOBbeIMHUIIBI TTyTaMaTAeTMIPOreHAa3bI.

bbulo ycTaHOBJIEHO, YTO TPAaHCKPUIILMUS TeHa
GDH 1 npu nHKyO0ally pacTeHUI B cpelie ¢ HU3KUM
coJiep>KaHUEM KHCJI0poia MEPBOHAYILHO CHUXKAET-
cs B 2 pas3a, 4To, OHAKO, K TPEThbeMY Yacy CMEHSIETCS
akTuBaLueil paboThl JaHHOro TreHa (puc. 2). K 6 u
SKCIEPUMEHTA OTHOCUTEJIbHBIM YPOBEHDb TPAHCKPUII-
ToB GDH I nocturaer cBoero MakCuMyma, IpeBbIlas
KOHTpPOJIbHBIC 3HaUYeHUs 6oJjiee yeM B 1.5 paza. B mo-
cienylomme 4acekl KoHueHTpauusgs MPHK manHoro
reHa MocTeneHHO cHuxaercs. CiaeayeT OTMETUTh,
4TO B KOHTPOJILHOM IPYIIINE pACTEHUI OTHOCUTEJIbHBIN
YpPOBEHb TpaHCKpUIITOB reHa GDH I TipakTMdecKn He

COCOO === = e
CNNRONON DD
T
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YpoBeHb TPAHCKPUIITOB, OTH. €]I.

Puc. 2. OTHOCUTENIbHBIN YPOBEHb TPAHCKPUIITOB I'eHa
GDH I B yCIOBUSIX NeMCTBUSI TUIIOKCUU. YepHBIE CTOJI0-
LIbI — OTBITHAS IPYyIIIa paCTeHU I, UHKYOAIUsl KOTOPBIX
OCYILLECTBIISIJIACh B TMIIOKCUYECKOI Cpefie ¢ a30TOM; ce-
pble CTOJIOLIBI — KOHTPOJIbHASI TPYIINa paCTeHU, MHKY-
Galnsi KOTOPOIl OCYIIECTBISIACh B HOPMOKCHYECKUX
ycnousix. Paznuuus mexay koutposem (O,) ¥ oIbITOM
(N») cratuctudecku 3HauynMbl. [IpencraBiaeHbl pesyib-
TaThl YeThIPEX HE3aBUCUMBIX SKCIIEPUMEHTOB. JlaHHbIE
nocToBepHO pasznuyaiorcs: * — P < 0.05 mo cpaBHEHUIO
C KOHTPOJIEM COOTBETCTBYIOLIErO yaca SKCIepUMEHTa;
** — P <0.03 mo cpaBHEHHUIO C pe3yJibTaTaMU, MOJTYy4YeH-
HBIMHU J0 Hayajia 3KCIiepuMeHTa (“HyJIeBOil KOHTPOJIb”).

U3MeHsIcd (U3MEHEeHUsT B Mpeaesiax KoyiebaHWit) Ha
MIPOTSDKEHUH BCETO BpeMEHM SKCIIEpIMEHTA.

ITpoBeneHHOE UccliefoBaHUE IMHAMUKN OTHOCH -
TEJILHOTO YPOBHSI TPAaHCKPHUIITOB T'eHa, KOOUPYIOIIETO
o-cyorenmanny I'JII' — GDH2 moka3aio, 4To y:Ke B
MepBble Yachl MHKYOAIIMY pacTeHUd B cpele, C HU3-
KOil KOHIEHTpalueil KHUCIOpoma IIPOMCXOIUIa
WHaAKTUBAaIMs 9Kcrpeccuu reHa (puc. 3). MHTepecHo
OTMETHTbh, YTO Ha 6 4 TUTIOKCUYECKOTO BO3ICHCTBUS
3aperucTpUpOBaHO MUHUMAIbHOE 3HAYEHME YPOBHSI
MPHK manHOTrO reHa, 4To B HEKOTOPOM CMBICJIE KOp-
penupyer ¢ MaKCUMYMOM TPaHCKPUIILIMOHHON aK-
TuBHOCTU reHa GDHI. Ha mpoTskeHuun BCero Bpe-
MEHM BKCHEPHUMEHTA ColepKaHre TPAHCKPUIITOB TeHa
GDH2, xogupyoliero o.-cyobenuuuny I'II" octaeT-
csl Ha JOCTaTOYHO HM3KOM YPOBHe, OoJjiee ueM B 9 pa3
HMXXe 3HAYEHU I, OTMEYEHHBIX B KOHTPOJBbHOM IpyII-
e paCTeHUM.

B cBg31 ¢ TeM, 9TO aKTUBHOCTB HEKOTOPEIX Pep-
MEHTOB PeTyJIupyeTcsi HA OMOXMMUYECKOM, MOJIEKY-
JIIPHO-TEHETUYECKOM U SIUTeHETUYECKOM YPOBHSIX,
[27—29] ObLIO IIPOBEACHO UCCIESIOBAHNE POJIU METH -
JIMPOBaHUS B UBMEHEHUY KATAJIMTUYECKOM aKTUBHO -
CTU DIyTaMaTAeruApOreHassl IPU afallTUBHON peak-
UM PACTUTEIBHOM KIIETKU K TUIOKCUM B JIUCTHSIX
KyKypy3bl. [IpenBapuTeNbHBII aHAIU3 HYKJICOTUI-
HBIX MOCJeA0BaTeIbHOCTEN TeHOB cemelictBa GDH
Ha Haymure CpG-0CTpOBKOB IOKa3ajl, 9YTO MPOMO-
Top reHa GDH I He coaepxxuT HU ogHoro CpG-ocT-
pOBKa, B TO BpeMs KaK B COCTaBe MPOMOTOPHOIT 06-
nact reHa GDH2 o6Hapy:KeHO JIBa OCTPOBKA pa3Me-
®UBNOJIOTHS PACTEHUN Ne 2
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VYpoBeHb TPAaHCKPUIITOB, OTH. €II.

Puc. 3. luHaM1Ka OTHOCUTEIBLHOTO YPOBHSI TPAHCKPUII-
ToB GDH2 nipu runokcun. YepHble CTOAOLBI — OMbITHAS
rpyIa pacTeHui, MHKYOalusi KOTOPBIX OCYIIECTBIISLIACh
B TMIIOKCUYECKOI cpelie ¢ a30TOM; cepble CTOJOLBI —
KOHTpPOJIbHASI TpymIa pacTeHWi, MHKyOalusi KOTOPOit
OCYUIECTBIISIJIaCh B HOPMOKCUYECKMX YCIOBUSIX. Pasznu-
yust Mexy KoHTposeM (O,) n oneitoM (N,) cratucTrde-
CKHU 3HaYuMBbI. [1pencraBieHbl pe3yabTaThl YeThIpEX He-
3aBUCHMBIX 9KCIIEpUMEHTOB. JlaHHbIE JOCTOBEPHO pa3-
ymuyatorest: ¥ — P < 0.05 1o cpaBHEHMIO C KOHTPOJIEM
COOTBETCTBYIOIIIETO Yyaca akcnepumeHTa; ** — P<0.03 no
CPaBHEHMIO C pe3yJibTaTaMM, MOJYYSeHHBIMU 0 Havasia
aKcIrepuMeHTa (“HyJIeBOi KOHTPOJIb”).

poM 404 u 383 n.H. (puc. 4). AHAJIN3 IPOMOTOPHOI
obnactn reHa GDH 1 na nHammume caiitoB CpNpG n
CpNpN, 1Mo KOTOpbIM B paCTUTEIbHBIX OpraHu3Max
TaKXKe OCYIIECTBJISICTCS METHJIMPOBAaHHE IIMTO3M-
HOB [30], MO3BOIMIT YCTAHOBUTH, UTO MCCIIETYESMBIN
y4yacTok rmpomMoTtopa pa3smepoM 1000 11.H. cogepKuT
okoio 24.9% CpNpN-caiitoB (oT 00Imero 4mucia
HUCCIeayeMbIX HYKIeoTUmoB) u 13.8% mpuxomurcs
Ha cailitel CpNpG.

IlonyyeHHBIE B pe3yabTaTe MPOBEASHHON Me-
Tii-cneuuuaHoii IT1IP maHHBIE ITO3BOJIMIN BbI-
SIBUTH KOPPEJISIIINIO MEXIY TMHAMMKON TPaHCKPUII-
LIMOHHOI1 aKTUBHOCTHU TeHOB ceMelictBa GDH v Mo-
OYJISIUUSIMU B METHJIBHOM CTaTyCe€ MCCIIedyeMBIX
CpG-IMHYKIIEOTUIOB.

YcTaHOBIEHO, YTO MHKYOAINS paCTeHUI KyKypy-
3Bl B Cpelie C HU3KUM COAepXKaHUEM KMCIOPOaa TPy~
BOIMUT K CHIDKCHUIO KOJIMYECTBA METWIMPOBAHHBIX
IIMTO3MHOB B TIpoMoTope reHa GDHI, 9Tto cormpo-
BOXIAeTCsd yBEIWYEHUEM €ero TPaHCKPUIIIMOHHOM
aKTUBHOCTHU — 0 Havajia akcrepumeHTa 50% ot Ko-
JIMYeCTBa Bcex IpoaHaIm3nupoBaHHbIX CpG-IuHYyK-
JICOTUJIOB OOJIagaii METUJIBHOM TPYIIOii, OOHAKO,
10 UCTEUEHUM TPETHETO Yaca TMIIOKCUYECKOIO BO3-
neiictBust 25% wucclenyeMbIX LIATO3MHOB HAXOIM-
JIVCh VK€ B IEeMETUJIMPOBAHHOM COCTOSIHUU (pHUC. 5).
V pacTeHuii, HAXOAUBIIIMXCS B HOPMOKCUYECKHUX YCIIO-
BUSIX, CTelleHb METWIMpPOBaHUsI cocraBisuia 50% Ha
MPOTSKEHMU BCETO BpEMEHHM dKCIIepuMeHTa (puc. 6).

MNuaxktuBauus reHa GDH2 ¢ nepBOro yaca Haxox-
JIEHUS B YCIIOBUSIX AeUIIUTa KUCIOpoaa Oblia 00y-
cioBneHa MetuanpoBanneM CpG-IMHYKIIEOTHUIOB B
cocTaBe ero mpomotopa no 75% (puc. 7). YBenuue-
HHE JOJIM METUJIMPOBAHHBIX HUTO3MHOB Y KOHTPOJIb-
HOI TpyIITBl paCTeHW He HAOIIOHAIOCh — CTEICHbD
METUJIMPOBAHUSI TPOMOTOPA B YCIOBUSIX HOPMOKCUU
cocraBisiia 25% (puc. 8).

Takum o6pa3oM, pa3HOHANpPaBIIEHHBIC MOMIYJISI-
IUU B METHUJILHOM cTtaTtyce ucciienyeMbix CpG-am-
HYKJIEOTUIOB TpoMOoTOpoB reHoB GDHI v GDH2 B
YCIIOBUSIX MEUCTBHMS THITOKCHMYECKOTO CTpecca, CO-
MPSIKEHHBIE C U3BMEHEHUEM MX TPaHCKPUITIIMOHHOMN
aKTUBHOCTHU, YKa3bIBalOT Ha CYILIECTBEHHYIO POJb
SIUTEHETUIECKOTO MEXaHW3Ma B PEeTYIISIIINN PaGOTHI
IIyTaMaTIeTUAPOreHa3HOi aKTUBHOCTH.

OBCYXIEHUE

M3BecTHO, YTO CHIXKeHUE KOHILIEHTPAILIUU KUCIIO-
pora 3amycKaeT MeXaHW3M TMIIOKCUYECKOTO OTBETa,
KOTOPBII o0ecIiednBaeT MHTMOMPOBaHUE 2-0KCOTITY -
TapaTaeruaporeHasHoro komriuiekca [19]. 20T, ko-
Topeiii B Buay mHaktuBaumu 20K He cmocobeH
MeTaboIn3upoBaThCcs N0 CyKUIMHMI-COA, HampaB-
JIsieTcsl yepes3 aJibTepHATUBHBIN MyTh IS KOMITEHCa-
W WV K¢ HUBEJIMPOBAHUS HETATUBHOTO BIMSTHUS

(2)
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Puc. 4. Anamuz npomortopa reHa GDH 1 (A) u GDH?2 (b) na nHanmuune CpG-octpoBkoB. ['oryobiM 11BeToM oTMeueHbl CpG — ocT-
poBKU. KpacHBIMM BepTUKaJIBHBIMU TTOJI0OCKaMU YKa3aHbl nojioxkeHUst CpG-IMHYKIIEOTUIOB.
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Puc. 5. [luHaMuKa U3MEHEHUSI OTHOCUTEJIbHOTO YPOBHSI
TpaHCKpUNTOB reHa GDH 1 OT cTeneHu MeTUIMPOBaHUS
(5mC) ero mpoMoToOpa B YCIOBUAX Ae(UIINTA KUCIOPO-
na (N,). [IpencraBieHbl pe3yabTaThl YETHIPEX HE3ABUCHU -
MBIX 9KCIIEPUMEHTOB. JlaHHbIE JOCTOBEPHO pa3InyaloT-
ci: * — P<0.05 mo cpaBHeHMIO ¢ KOHTpOoJeM; # — P< (.03
10 CPaBHEHUIO C KOHTPOJIEM.
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Puc. 7. JluHamMmuka U3MeHEHUsI OTHOCUTEILHOIO YPOBHSI
TpaHCKpUIITOB TeHa GDH2 oT cTeneHU METWIMPOBaHUS
ero MpomMoTopa B ycioBusix Aeduunra kuciiopona. [pen-
CTaBJICHBI PE3yJIbTaThbl YEThIPEX HE3aBUCHUMBbIX IKCIIEPH -
MeHTOB. JlaHHbIe JOCTOBEpHO paznuyatorcs: * — P < 0.05
o cpaBHeHUIo ¢ KoHTpouieM; # — P < (.03 mo cpaBHeHUIO
C KOHTPOJIEM.

ctpeccopa [20]. B paboTe 1moka3aHo, 4TO yBeJIMUYCHHUE
aKTUBHOCTHY IJIyTaMaTAEeTUAPOreHa3bl B IIePBbIC Ya-
Chbl TUIIOKCUYECKOTO BO3ICMCTBUS CBSI3aHO C MHTECH-
cupukaleit CMHTe3a riiyTaMaTa, KOTOPBIi, SIBJISSICh
TIepBUYHON aMUHOKHUCIIOTOM, 0OecITednBaeT IMOCTaB-
KY aMMHOTPYIIII IJISI a30THOTO MEeTa00/IM3Ma 1 CBSI3b
mexny HTK u TAMK-mynToM. BeisiBlIeHHas1 WH-
nykimsi reHa GDH1 crioco6eTByeT cuHTe3y -cyOob-
eOIUHUIBI, YTO 0OeCIeUYrBaeT CMEIIEHIIE PABHOBECHSI
peakiiui B CTOPOHY aMUHMPOBaHUS 2-0KCoIyTapa-
Tta. OOpa30BaBIINIICS INIyTaMaT MOXKET CIIYXKUTb Cy0-
ctpatoMm misd TAMK-11yHTa, KOTOPHIi, KaK U3BECT-
HO, aKTUBHPYETCSI B OTBET Ha JAEUCTBUE HEKOTOPBIX
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Puc. 6. luHamMuka U3MEHEHUs] OTHOCUTEIBLHOTO YPOBHSI
TpaHCKpUIITOB reHa GDH I OT cTenieHU METUIMPOBaHUS
ero MpoMoTopa B HOPMOKCHMYECKUX YycioBusix. [Ipen-
CTaBJIEHBI PE3yJIbTaThbl YEThIPEX HE3aBUCHUMBbIX IKCIIEPU-
MeHTOB. JlaHHBIe TOCTOBepHO pasaunyaiores: ¥ — P < 0.05
MO CPaBHEHMUIO C pe3yJIbTaTaMu, MOJYyYeHHBIMU 10 Hava-
Jla aKcnepuMeHTa (“HyseBoit KoHTposb”); # — P < 0.03
1O CPaBHEHMUIO C pe3yIbTaTaMu, MOJYyYeHHBIMU 10 Hava-
Jia 9KcTiepuMeHTa (“HyJ1eBOit KOHTPOJIb”).
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Puc. 8. JluHamMuka U3MeHEeHUs] OTHOCUTEILHOTO YPOBHSI
TpaHCKpUIITOB TeHa GDH2 oT cTeneHU METWIMPOBaHUS
€ro ITPOMOTOpa B HOPMOKCUYEKUX ycnoBusx. [1pencras-
JIEHBI Pe3yJIbTaThl YEThIPEX HE3aBUCUMBIX IKCIIEPUMEH-
TOB. JlaHHbIe JOCTOBEpHO pasinyarTcs, * — P < 0.05 o
CpaBHEHUIO ¢ “HysieBbIM KoHTpojieM”; # — P < 0.03 1o
CPaBHEHMUIO C “HYJIEBbIM KOHTpOJIEM”.

ctpeccopos [31]. DTo npeanonoxkeHre MOATBEPKAA-
€T TOT (PaKT, YTO MPY T'MIMOKCUN TPAHCKPUIILIUS TeHa
GDH?2, xonupyionero 0.-cyoObenMHUILYy B TeHOME Zea
mays, TPAKTUIECKU ITIOJTHOCThIO WHAKTUBUPYETCS,
TeM caMbIM “TiepekpbiBas” moTok 20I' B cTtopoHy
IITK [32]. Kak yXe ynoMHUHalI0Ch, BaXKHYIO POJIb B
ajanTaluy KJIETKU K TUIIOKCUW UTPAET a30THBIN Me-
Tabonu3M. PaHee ObL10 BhICKa3aHO IIPEANOJIOXKEHUE,
YTO aJallTUBHBII OTBET METa0OIM3Ma AMUHOKHUCIIOT
Ha CTPeCcC, BhI3BaHHBIN Ae(UIIUTOM KHUCJIOPOAa, CO-
CTOUT U3 COIJIACOBAHHOM MOIYJISILIMK TTOTOKA Opra-
HHUYECKOTO a30Ta, MPOXOISIIero 4epe3 miyraMar u
amanuH [33]. CnemoBarelIbHO, IIyTU ITOTpeOJICHUS
DOU3NOJIOTUSA PACTEHUN No 2
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AT®, KkoTOpHIe YyIaCTBYIOT B OMOCUHTE3€e TIIyTaMUHA
1 acraparvHa, MoAaBJSIIOTCS B MOJb3y ajlaHUHA U
T'AMK, koTopble OOBIYHO HaKaIUTMBAIOTCS, TPE-
CTaBJISISI OCHOBHOIT MyJI opraHMYecKoro asora [34].
Monynsiinuy aMUHOKUCIOTHBIX ITyTel SIBJISIIOTCSI pe-
3yJIbTAaTOM PETYJISIIUNA HEKOTOPBIX (DEPMEHTOB, B TOM
yuciae n ydactTHukoB TAMK-myara. lyar TAMK
BHOCHUT CBOM BKJad B KJeTouHbI pH-craryc, 1o-
CKOJIbKY JeKapOOKCWJIMPOBaHME IIyTamaTa SIBJISICTCS
peaxkirei moTpedaeHUs IPOTOHOB, KOTOpasl YBEJIM-
yuBaeT pH [34].

I'II" urpaet B aganiTUBHOM IIpoOLecCe K IEMCTBUIO
TUITOKCUM 3HAYUTEIBHYIO POjIb. MeXaHu3M peryiisi-
K1 paboThI JaHHOTO (hepMeHTa TPeOyeT OTAEIHLHOIO
M3yYeHMUsI, TaK KaK yCTaHOBJIEHHBII XapakTep (pyHK-
LOHMPOBaHUS (pepMeHTa HyKIaeTCs B “TOHKOIT Ha-
CTpoiiKe” mjst OBICTPOTO IIEPEKITIOUYEHNS 13 MHTUOM -
POBaHHOTIO COCTOSTHUSI B aKTUBHOE BO BpeMsI Tiepexoia
OT HHU3KOTO KHMCJIOPOIHOTO CTpecca K IIeprUoIy ITOCT-
CTPECCOPHOTO BOCCTAaHOBJICHUSI.

MN3BecTHO, 9YTO aKTUBHOCTH (DEPMEHTHBIX CUCTEM
MOXET PeryJIMpoBaThCs Ha OMOXUMUYECKOM, MOJe-
KYJISPHO-TEHETUYECKOM U SIIUTEHETUIECKOM YPOBHSIX.
OnHako ocobast poJib IPUHAJICKUT SITNTCHETUISCKUM
MEXaHU3MaM PEryJssuuu padoThl TEHOMA, UTO HEOOBI-
YaifHO BaXKHO B KOHTEKCTE UCCIIEIOBAaHMS aJallTUBHOMN
peakiMy K JIeHMCTBUIO aOMOTUYECKNX CTpeccoB. MHO-
rMe HCCIeNOBaHMS TIOKa3allk, YTO SIMMIeHeTHYecKasi
M3MEHUYMBOCTb MOXET OBbITb BaKHBIM MEXaHU3MOM
aJanTalry K pa3HbeIM cpegam oontanus [27]. boiee
TOTO, UMEETCSI MHOXECTBO JAHHBIX, CBUICTEIbCTBY-
IOIIMX 00 UBMEHEHUHU CTEeIIeH! METUJIMPOBAHUS KaK
BCETO T€HOMa, TaK U €r0 OTAEIbHBIX Y4aCTKOB, MHIY-
LIMPOBAHHBIX CTPECCOBBIM BosneiicTBuem [27]. Psn
(epMEHTOB ObIXaTeJIbHOIO MeTaboM3Ma ITONBEpKEH
PEryJisiliMyd TOCPEACTBOM IIPOIIECCOB METUIMpPOBa-
Husi/nemeTwiupoBaduss CpG-IMHYKJIEOTUIOB B CO-
CTaBe TIPOMOTOPOB COOTBETCTBYIOIIMX reHOB [28, 29].

AHaJN3 HYKJICOTHAHBIX MOCIEAOBATEILHOCTEMN
MIPOMOTOPHEBIX obJacteit reHoB GDHI n GDH?2 BBI-
SIBUJT B UX CTPYKTYype pasnudusi. Tak, TpoMOTOp reHa
GDH1 ue comepxut CpG-0CTPOBKOB, OTHAKO B €TI0
cocTaBe ObLIO OOHapyxXeHO mnopsiaka 38% caiiToB
CpNpG u CpNpN, 110 KOTOPHIM BO3MOXXHO TTPUCO-
eIWHEHWE METUJIbHBIX TPYIIT K LIUTO3WHY Y PacTU-
TeNbHBIX OpraHn3MoB, Hapsay ¢ CpG-IMHYKIIEOTH-
namu. [1aBHOe OTJIMYMe CTPYKTYPhl TPOMOTOpA reHa
GDH2 coctoutr B Hamuuuu aByx CpG-0CTpOBKOB
pasmepom 404 1 383 n.H. BBuay Toro, 4to B mpoMo-
Tope TreHa IpucyrctByioT CpG-OCTPOBKU, MOXKHO
MPEANOJI0KNUTL BO3MOXHYIO PeryIsiuio pabGoThl
JTAaHHOTO IreHa MOCPEeICTBOM MeTIMpoBaHus. OgHa-
Ko otcyTcTBre CpG-0CTPOBKOB HE TOBOPUT O HEBO3-
MOXHOCTH PEeTyISINUM paboThl TeHa IT0CPEICTBOM
n3MeHeHUs1 MeTuibHoro craryca [30]. Hemo B ToMm,
YTO Y PACTUTENILHBIX OPTAHU3MOB, B OTJINYME OT KU~
BOTHBIX, METUJIMPOBAaHVE ILIMTO3WMHA BO3MOXHO HeE
ToJibKO 10 caittam CpG, Ho Takke 1o caiitam CpNpG
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n CpNpN, rne N — A, T i C [30]. HecmoTpst Ha TO,
yTto CpG-0CTpOBKU OOHAPYKEHBI JUIb B TPOMOTO-
pe OIHOTO TeHa, ObIIa BRISIBIICHA 3aBUCMOCTh MEX-
Iy CTeTIEHBIO METUITUPOBaHUS OTHebHBIX CpG-HyK-
JICOTUIOB U U3MEHEHUEM DKCITPECCUU 000UX MCClie-
IyeMBbIX TEHOB.

ITokazaHo, 4TO MPU MOHUKEHUMN KOHIICHTPALUU
KHCJIOPOJA B CPEJie B IMCThIX KYKYPY3bl IIPOUCXOIIT
CYILIECTBEHHBIC M3MEHEHUS B CTAaTyCE METWJIMPOBAHUS
CpG-o1HYKJICOTHUIOB, B IIPOMOTOpPaxX T€HOB CYyObeI-
HMILI IIyTaMaTaeruaporetassl. CHIDKEHNE KOJIMYeCTBA
MeTIpoBaHHBIX CG-IUMHYKIICOTHIOB ITIPOMOTOpPA I'e-
Ha GDH ] nprBOAMIIO K POCTY €r0 TPAaHCKPUTILIMOHHOM
aKTUBHOCTH. B TO ke Bpemsi, yBeJTMYeHHE 1O METH -
JIMPOBAHHBIX LIMTO3UHOB MHAKTUBUPOBaJIo reH GDH2.
XapakTep pacrpeneneHuss ITMHAMUKA OTHOCUTEIBLHO -
r0 YPOBHSI TPAaHCKPUINTOB I'€HOB, KOAUPYIOIIUX O U
B-cyObemMHUIIBI TIyTaMaTAETUIPOreHa3bl yKa3bIiBaeT
Ha SMUTEHETUYECKUI XapaKTep peryastuny (pyHKIIN-
OHUPOBAHUS JAHHOTO (PepMeHTa B TMIIOKCHUYECKMX
YCJIOBUSIX, UTO JIMIIb B OYEPEIHOI pa3 MOATBEPKIACT
KJIIOYEBYIO POJIb JAHHOTO (pepMeHTa B mpoleccax
ajanTalyuy KJIETOYHOTO MeTabou3Ma K U3MEHSIO-
IIMCS YCIIOBUSIM CPEIIbL.

Takum 00pa3oM, BBISIBJIEHA POJIb IIyTaMaTaeTuapO-
reHas3bl B MEXaHN3Me€ MEPEKITIOYeHNST METa0OIMIECKO-
ro MyTU 2-OKcoIlyTapara C ILMKJIa TPUKapOOHOBBIX
KHCJIOT, 00ECIIeYNBAIOIIETO SHEPrU3aliiio KISTKI, Ha
aJIbTEPHATUBHBIA MYTh — IUYHT Y-aMUHOMACJISAHOMN
KUCJIOTHI. BBI3BaHHOE MOHUXKEHUEM YPOBHSI KUCJTO-
pona B cpelie MHTMOMpOBaHUE 2-0KCOITyTapaTaeT v -
pOT€Ha3HOTO KOMIUIEKCA, a TakKXkKe ITOCISTYIONINX
¢depMEHTOB, BEPOSITHO, 3alycKaeT MEXaHU3M WHIYyK-
MY aMUHUPYIOLIEeil aKTUBHOCTH TIIyTaMaTACTUIPOTe-
Haspl. CyIlIeCTBEHHOE YBEJIMYEHUE HWHTEHCHUBHOCTU
dynkumonupoBanus I'JII' B iepBbie 12 4 MHKyOamm
JINCTHEB KYKYPY3bl B THIIOKCUYECKNX YCIOBUSIX 00€eC-
MeYnBaeT IiepepaciipefesieHue ITOTOKOB YIJIepoaa
Mmexnay umkiom Kpebca m TAMK-mryHTOM. Mexa-
HU3M aJanTUBHOI peakluy BbI3BaH AuddepeHI-
ambHOM 3Kcnpeccuent renoB GDHI v GDH?2, n3Mme-
HSIOILEN COOTHOILIEHUE B- U Ol-CyObeIUHHUIL B MOJIE-
Kysie ¢pepMeHTa. DTO, B CBOIO oUepedb IIPUBOOUT K
repepacIpeae/ieHIIO II0TOKa 2-0KCOoIIyTapaTa MexX-
Iy YIJIEPOOHBIM U a30THBIM MeTabosu3mMoM. ITpu atoM
peryasuus TPaHCKPUILIMOHHOM aKTUBHOCTU TEHOB B
YCIIOBUSIX TUTIOKCHHU OCYIIECTBIISIETCS SIUTCHETIe-
CKH, 32 CYET MOIYJISILIMM CTEHEeHU METUJIMPOBAHUS
CpG-auHYKIEOTUIOB MTPOMOTOPHBIX obyiacTeil re-
HoB GDHIwu GDH?2.

Hacrosimasg craTths He COOEPKUT KaKUX-JIU00 UC-
cJIeIOBaHUI1 C y4aCTHEM JIIOJCH 1 SKWBOTHBIX B Kaue-
CTBE OOBEKTOB. ABTOPHI 3asBJISIIOT 00 OTCYTCTBUU
KOH(MINKTa MHTEPECOB.

PabGota BrIoIHEHA TTpU TToAepkKe MUHUCTEpCTBA
HayKU U BbIciliero oopaszoBaHusi Poccuiickoit @enepa-
MM B paMKax TocymapcTBeHHOTro 3amannst BY3am B
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