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HccnenoBaHo BAMSIHME MHTMOMTOPOB aIbTepHATUBHOM oKcmaasdbl, KoMiiekcoB 1 u 111 DTL muroxoH-
NIpUil Ha TbIXaHWE 1 DKCIPECCUIO TEHOB MEPEHOCYNKOB IUTOXPOMHOTIO MyTH, KOMITOHEHTOB Hedochopu-
JIMPYIOIINX TyTel, aleHUHHYKJIEOTUIHOM TpaHCI0Ka3bl B JIUCTE ApoBOi mueHuIbl ( Triticum aestivum L.,
copt Mpruna) B nipouiecce 3ejaeHeHus. DpGheKThl HHIMOUTOPOB HaubojIee SIPKO MPOSIBUJIMCh HA paHHEM
stamne 3eneHeHus (1—6 4). B aToT nmepron o6GHapykeHO, B CpaBHEHUH C KOHTPOJIbHBIM BAPUAHTOM, CHUKE -
HUe BenuuuHbl F,/F, 1 cnian ApIxaTeJbHOU aKTUBHOCTU. DTO CBUAETEIBCTBOBAJIIO O YYBCTBUTEIBHOCTHU
Pa3BUBAIOIIUXCS XJIOPOTIJIACTOB K HApYyIIEHUIO (QYHKIIMI MUTOXOHIpUii. MHrMOMUTOpHI OKa3bIBaJIM pa3HO-
HampapBJIeHHBbIN 3(@dEKT Ha COOTHOIIEHNE ObIXaTeAbHBIX MyTell U IKCHPECCHUIO “IbIXaTeIbHBIX TE€HOB.
IMpumeHeHVe CaTMIIMATUAPOKCAMOBOI KUCIOThI, UHTMOUTOPA alIbTEPHATUBHOM OKCHUIIa3bl, aKTUBUPOBA-
JIO IIUTOXPOMHBIN MyTh, BKJIaJ KOTOPOTO BO3pacTa 1o 75% oT o0liiero nplxaHus, U yCUIMBAJIO OTHOCH-
TEJBHYIO 3KCIIpeccuio reHoB cyobenuHuLl KoMruiekcoB I, 111, IV u AT®-cunrtasbr DTL MutoxoHapwUii,
0CO0OeHHO, B nepBbie 6 U 3eeHeHus. HanmpoTuB, aHTUMULIMH U pOTEHOH, MHruouTopsl Komruiekca I u 111
COOTBETCTBEHHO, CHVKAJIM MAaKCUMAaJIbHYI0 aKTUBHOCTb U OTHOCUTEIbHOE COJIep>KaHe TPAHCKPUIITOB T'e-
HOB CyOBEMUHUIL OCHOBHOTO TTyTHU. [Ipu 3TOM MHIMOMPOBaHNUE LIUTOXPOMHOTO MYTH aKTUBUPOBAJIO ajlb-
TEePHATUBHBINA MYTh AbIXaHUs (IOJIsSI KOTOpOTo nocturaia 75% ot obuiero nomtomeHusi O,) U BbI3bIBAIIO
yBeJIMYCHUE COePXKaHUSI TPAHCKPUIITOB T€HOB aJIbTEPHATHBHOM OKCUIa3bl 1 KOMIIOHEHTOB ApYrux Hedocdo-
punupytoiux myreit. [ToBeimieHue otHocuresbHOro ypoBHsI MPHK ANT] ipu neiicTBUM BceX MTHTMOUMTOPOB,
MO-BUAVMMOMY, HarpasjieHo Ha ycwieHue riepeHoca AILMD/AT® B yciaoBusix neduiinta SHEPruu Mpyu orpaHu-
YEHUU aKTMBHOCTM IIUTOXPOMHOTIO ITyTU. Pe3ybTaThl CBUIETENIBCTBYIOT O CKOOPIMHUPOBAHHOM XapaKTepe
GyHKLMOHMPOBaHUSI KOMITIOHEHTOB D T1I B mpoliecce craHOBIeHUsI (DOTOCUHTETUYECKOM (DYHKIIMU JIMCTA U
MOATBEPKAAIOT UICI0 O BaXKHOM posiu penokc-coctostHust OTL B peryssiiimm akenpeccuu “abIXaTelTbHbIX” Te-
HOB U (DYyHKIIMOHAJIBLHOTO COCTOSTHUSI XJIOPOIIJIACTOB.

KmoueBnle cioBa: Triticum aestivum L., anbTepHaTBHas okcunasa, AP /ATD-tpaHcaoKkasa, 3eJIeHeHUE,
UHruouTopbl, DTL] MUTOXOHAPUIL, HUTOXPOMHBIN ITyTh, 3KCIIPECCHUSI TEHOB
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BBEAEHUE TUPYETCS K METabOJIMYECKMM MOTPEOHOCTSIM KIIETKU.

MI/ITOXOHHPI/IH paCTeHI/Iﬁ WUTPaIOT LEHTPaAIbHYIO Bonee 95% MUTOXOHIPHAJTIbHBIX OEJIKOB KOOUPYETCA
poJb B 0OeCTiedeHNH KIIeTOK SHeprueil u matepme-  AaepHoil JTHK, a perynsiuust MUTOXOHIPUATbHOTO
JraTaMU, CBsI3aHbl METaOOJIMYECKMMU MpolieccaMy  [MPOTEeoMa ONpeAesieHa peTpOrpagHbIMU CUTHAJIAMU,
C APYTMMU KJI€TOYHBIMM KoMmapTMeHTamMu [l, 2]. HMCXONSAIIMMU U3 OPraHeIUI B AAPO, KOTOPBIMU MUTO-
benkoBEIif ammmapaT MUTOXOHAPU ITOCTOSTHHO amall-  XOHAPHWU COOOIIAroT 0 cBoeM craTyce [2]. MuToxoH-

1 HonoaHuTeIbHass MH(pOpMAaIIKs IJIs1 3ToM craThu pocTymnHa mo doi 10.31857/S0015330322060069 m1st aBTOpU30BAHHBIX TOJIB30Ba-
TeJIe.
Coxkpamennsi: AO — anbTepHaTUBHAas okcuaasza, Al — ajabTepHaTUBHBIN ITyTh AbIxaHust, MPP — MuToxOHApHaibHast peTporpamaHasi pery-
ssmimst, HAJI(®)-H-JT" — poreHoH-HeuyBcTBUTeNbHBIE HAJI(®)-H nerunporenass, HOII — Hedochopunupyroiue rmyti, PA — poto-
cuHTeTnueckuit armapart, LIIT — imuroxpoMHbIii IyTh abixaHust, LITD — nukinmdeckuii TpaHCIIOPT 2JIeKTpoHOB, ANT — aneHUHHYKIIeO-
TUAHAas TpaHcnokaza, PTP — mutoxonnpuanbHast nopa npouuiiaeMoctu, UCP — pazo6iatonive 6enku, VDAC — noreHuuan-3aBucu-
MBIii aHUOHHBIN KaHasl TIOPUH, Vi, Veyts Vies, — MaKCMMasIbHast aKTMBHOCTb LIMTOXPOMHOTO, &IETEPHATUBHOTO M OCTATOYHOTO [IbIXaHHUs]
COOTBETCTBEHHO, V; — aKTUBHOCTB OOLIETO IbIXaHWSI.

597



598 TAPMAIIL u np.

JIPUU TeCHO MHTETPUPOBAHBI B CETh KJIETOUHBIX ITPO-
1IECCOB, MO3TOMY MMTOXOHIpPHAJbLHBIE PeTpOrpaj-
HEBIC ITYTU PETYJIMPYIOT He TOIBKO ITIPOLECC AbIXaHUSI,
HO ¥ Apyrvue (pyHKIUU KIIETKU, B TOM YHUCE, (POTO-
CUHTeTHYeCKY10. [TokazaHO, UTO U3MEHEHMS IbIXa-
TEJILHOTO MeTabojM3Ma MOTYT CWJILHO BJIMSITH Ha
npoiiecc porocuHaTe3a [3]. KoopamHaimsa GyHKIIMIT
opraHeis1 TpeOyeT YeTKOM peryysiiuu 3KCHpecCUuu
TCHOB Ye€pe3 CUTHAJIbI, TOCTYMNAIOIIUE U3 OPraHe/Ul B
SIPO TIO PETPOTrpagHBIM ITyTsM [ 1, 2, 4].

CormracHo COBpeMeHHBIM ITIPeACTaBIEHUSIM, B (hO-
TOCUHTE3UPYIOLIECH KIETKE AbIXaTeJbHBINA IPOLECC U
paboTra MUTOXOHIPUIL TpaHC(HOPMHUPOBAHBI: OCHOB-
HOM ITyTh IIMKOJIM3a, IPOTEKAIOIINI B IIUTOILIA3ME,
orpanuyeH, IITK B Marpukce MuTOXoHIpuit Moavu-
mupoBaH, a OTL MuToXoHIpUIt aAKTMBHO (PYHKIITMOHM -
pyeT [5]. JpIxaHne Ha cBETy He TOIBKO aKTUBHO, HO 1
HEOOXOIMMO JIJIs ONTUMU3ALM YCIOBUIA TTPOTEKAHUSI
¢orocunTe3a. OHO y4acTByeT B OOpa30BaHUM KOHEY-
HBIX IIPOOYKTOB (DOTOCUHTE3a, KOHTPOJIMPYET YPOBEHb
HaAKOTLJICHUST BOCCTAHOBUTEJICH B KJIETKE, 3allUIIACT
(OTOCUHTETUYECKUIA aIlIapar KJIEeTKI OT (OTOMHINOM -
pPOBaHMS U, B LIEJIOM, SIBJISIETCSI HEOOXOIMBIM YCIIOBH-
eM SKU3HEAESITeJIbHOCTU 3€JIeHOTO pacTeHust. BakHyo
pOJIb BO BpeMsI (pOTOCUHTEe3a UrpatoT Hedochopua-
pytonue nytu (H®DII) (He cBsI3aHHBIE ¢ reHepalueit
BJICKTPOXUMUUYECKOTO TPAaAuEeHTa MPOTOHOB MIJIsi CUH-
te3a ATdD) B BTLI.

OCHOBHBIMU NepeHOCUMKaMU 371eKTpOHOB 1o HDTT
SIBJISIIOTCST anbTepHaTUBHAsA okcumasa (AO), BHeII-
HUE W BHYTPEHHUE pPOTEHOH-HEUYYBCTBUTEIbHBIE
HAI(®)-H-gernaporenassl (HAL(P)-H-JI), x cu-
cTeMaM Pa300IIEeHHOTO IBIXaHUSI OTHOCSTCS pa300-
maromue oenku (UCP). Cpenu H®DII, tpaHcnopt
3JIEKTPOHOB I10 aibTepHaTUBHOMY ITyTH (AIl) 4epes
TEPMUHAJILHYIO aJdbTepHATUBHYIO okKcumazy (AQO)
OKa3bIBaeT HauboJiblliee BIWSIHUE HA 3IHEpreTuye-
cKuii 6anaHc kieTKd. AIl MMHYET 1Ba MyHKTA reHe-
paluu 3JIeKTPOXMMUYECKOTO TpaJueHTa MPOTOHOB
(xomrutekcnl 111 u I'V) ocHOBHOTo IIUTOXPOMHOTO MyTH
(LIIT), mosToMy 3HepreTudecKu Manod3(p¢eKTUBEH.
OcHoBHBIMU QYHKIMSIMHA All Ha KJIETOYHOM YpOBHE
SIBJISIFOTCS TIoJJIepKaHue pegokc-o6anaHca B OTLI 3a
cuet 6osee 6picTporo okuciaeHuss HAI-H u mpenor-
BpallleHUe TeHepallMyi U30bITOYHOTO KOJIMYECTBA aK-
TUBHBIX (opM kuciopona (APK). [IpuzHaHo, 4TO
ponb AO 3akimodaercs B o0ecedeHMM MeTadoImde-
CKOM IJIAaCTUYHOCTH KJIETKY U pACTeHUS B U3MEHSIIO-
IIUXCST YCIIOBUSIX Cpelbl [6].

ITokazaHo, yTo AO uUrpaeT KJi4eBylo poJjib B po-
TOCUHTe3Upylolleil kietke [6, 7]. AO ydacTByeT B
JIMCCUIIALIMU U30bITKAa BOCCTAHOBUTEIEH, DKCIIOPTH -
PYEMBIX U3 XJIOPOIJIACTOB, TEM CaMbIM “pa3rpyxas’”
¢otocuHTeTueckyio DTl [7]. AnbTepHATUBHEIC
HAJI(®)-H-JIT Takke MMEIOT BaXHOEe 3HAYEHUEC B
¢doTOCHUHTEeTUYECKOM KIeTKe. CunTaeTcsl, YTO “BHYT-
peanue” HAJI(®P)-H-JII' y4acTBYyIOT B OKUCJICHHUU
BOCCTaHOBUTENIEH (hOTOMBIXaTEIBHOIO ITPOMCXOXKIC-

HUS, TOTIA KaK “BHEITHNE” — OKMCIISTIOT IIATO30IbHBIIN
HAJI-H [8]. AktuBaiuss UCP Ha cBeTy, ITO-BUIUMOMY,
HampapJieHa Ha IoAAcp:KaHNe OKUCIUTEIbHO-BOC-
crtaHoBUTenbHOTO paBHOBecust DTLI, gTro crmoco6-
CTBYET ONTUMAaJbHOMY MPOTEKAaHUIO (DOTOCHUHTETH-
YeCcKoro 1 (poToabIxatesibHOro mpoiecca [9].

CBeT MOXET BIIMATh Ha 3KcIpeccuio reHoB AO u
6enkoB apyrux H®II, B vactHoctu, HAJI(®)-H-/IT,
yepe3 poTopelenTOPHbII KOHTPOJIb, ITPOAYKTHI (pO-
TOoCUHTeTHYecKoi nesitenbHocT, ADK, reHepamnus
KOTOPBIX MHTEHCU(PUIIMPYETCS B YCIOBUSIX BEICOKOM
ocBenieHHocTH [10], a Tak:Ke KOHTPOJIUPYETCs Ijia-
CTUOHBIMU CUTHAIaMU [4].

AQO, npyrue nepeHocunky HOIT n1 KOMIIOHEHTHI
LIT gBagroTcsd aKTUBHBIMM YYaCTHUKAMHM PETPO-
IrpagHOTO CUTHAJIMHIA 3KCIPECCUM SIIEPHBIX TE€HOB.
OO0 3TOM CBUACTEILCTBYIOT UCCIIEAOBAaHNUSI, B KOTOPBIX
HapymeHust yakunii OTL, BEI3BaHHBIE MyTaLIUSIMHA
WM AeliCTBUEM MHTUOUTOPOB, MPUBOAWIN K MOIU-
¢UKaIM 3KCIPECCUM HE TOJBKO OTIEIBbHBIX T'€HOB,
HO M 1eJioro TpaHckpunroma [2, 11]. UccnemoBanms
¢ AOXIa-mytanTtamu A. thaliana moxKa3blBaloT, YTO
JIeuuunT (3KCIIPECCUM reHa MM KOJINYeCcTBa OejIKa)
AOQO BbI3BIBaJI UBMEHEHUE 3KCIIPECCUU T€HOB KOM-
nmoHeHToB H®DIT 1 aHTMOKCUIAHTHBIX (DEpPMEHTOB
[2, 4, 11]. Pactenus ¢ mucdyHkumeir komiekeca I
ATl gacTo MoKa3bIBaIOT KOMITEHCATOPHYIO CITOCO0-
HOCTb YCUJICHUSI 3aIIUThI KJIETKHA OT OKUCIUTEIBHO-
ro crpecca. [loyaraior, 4To B 3TOii CTpecc-peaKIuu
AO gBIIsIeTCSI OCHOBHBIM PETYIISITOPOM PEIOKC-CO-
CTOSIHUSI KJIETKM, 0OecIieunBasi IJacTUYHOCTh MeTa-
6ommsMma [12].

HawnbGoJiee n3ydeHHBIM SIBJISIETCSI MHTUOMPOBAHUE
komruiekca I1I ¢ mpumMeHeHeM aHTUMHUIIMHA, KOTO-
poe CUJIbHO U3MEHSIET YHEPreTUYECKUIl CTaTyCc MU-
TOXOHAPUIL U, B LIeJIoM, KJIeTKH [2, 13, 14]. [1pu neii-
CTBUM aHTUMHILTHA OToKupyeTcs TpaHcopt 1o LITT,
3aKUCIISIETCS] MaTPUKC, YTO MEHSIET COCTaB U aKTUB-
HOCTb CYIIEPKOMIUIEKCOB [15], yMeHBIIaeTcsl aKTHUB-
HocTb AT®-cuHTa3bl, CKOPOCTh KATaOOJIMYECKUX Iy-
Teit U T.1. [ 14]. T1pu 3TOM, aHTUMULIMH akTUBUpYeT All,
M B HaCToOsIIIIee BpeMsI aHTUMMIIMH-3aBUCUMBII ITyTh
curHaiHra AQ SBJISIETCS MOIEIBIO HCCIIeIOBaHUS
MUTOXOHIpUAIBLHOU peTporpagHoii peryisiunu (MPP)
[1, 2]. CunTaeTcs, YTO NepeKUCh, HAKAIJIMBalOIIasI-
Csl IpU CTPECCe BO BHYTPUKIIETOYHOM IIPOCTPAHCTBE
U crocobHasl JIETKO TPOHUKATh Yepe3 KIIETOYHBIE
MEeMOpaHbl, MOXET BbI3bIBATh AUCGHYHKIIMU MUTO-
XOHIPUM U OTKPBHITUE MUTOXOHAPHUAJTIBLHON IIOPHI
nponutiaemocty (PTP), ytro conmpoBoxXmaeTcsl nuc-
cunanyeii MeMOpaHHOIO MOTEHIMAa M 3aIlyCKOM
cuUTHaIMHTa MHOYKIM AOX 10 aHTUMMWIIH-3aBHUCH-
MoMy nyTH [16]. TTonararoT, 4To BpeMEHHOE OTKPhITHE
PTP — BaxHbI1I1 MEXaHM3M KJIETOYHOTO pEIOKC-CUTHA-
JIMHra U cnoco® KOMMYHUKaAIIM MUTOXOHJIPUIA C sIi-
poMm. OTHUM 13 MOTEHIMAJIbHBIX OEIKOB, Y4aCTBYIO-
IIMX B CO3MaHUM MOJIEKYJISIPHOII CTPYKTYpPHI ITOPHI,
npemtoxeHa AJII®/AT®-tpaHcnokasa (adenine nu-
®UBNOJIOTUS PACTEHUN Ne 6
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cleotide translocator, ANT) [17]. benkxu ANT aktu-
BUPYIOTCSI TIPU pa3HBIX BUAAX CTpecca, B TOM YuCJIe,
neiictBum nnrubutopon OTL [18, 19].

ITokazano takxke, yro DTl MuTOXOHIPWMIT ygacT-
ByeT B MOJIePKaHUU TOMeocTa3a He TOJBKO (POTO-
CUHTE3UPYIOIIei, HO 1 3ejIeHelollei kireTku [20, 21].
OCHOBHBIM COOBITHEM MpOIIecca 3eJICHEHUS SIBIISIET-
Csl CBETOMHIYLIUPYEMBIiA OMOTreHe3 XJIOPOIIaCTOB 13
ATUOILIACTOB [22]. PaHee HaMu Ha OCHOBe PpOdMIN-
pOBaHUSI TE€HOB M aKTMBHOCTHU KOMIOHeHTOB OTILI
BbIsiBiIeHA poJib Al u apyrux H®II npu craHoBe-
HUU (DOTOCUHTETUYECKOIO anrapaTa B IIPOLECCe 3e-
JIEHeHUSsI JIUCTa MIIEHUIIbl, KOTopasl 3aKjitouyanach B
MoAiepXXaHUU CUHTE30B de novo 1 TIpenoTBpaIllcHUU
OKMCJIIMTEIILHOIO CTPeCcCca Ha paHHUX 3Tarax XJIopo-
mactoredesa [23, 24]. CmenaHo TpenItojgoXeHUe,
yto AIl yepe3 AO geiicTByeT Kak MOIYJISITOP MUTO-
XOHAPUATBbHOM (DYHKIIMU B TIpOLIECCE 3eJIeHEHUSI.

BwmecTte c TeM, He coBceM SICHO, KAaKOBa POJIb KOM-
noHeHTOB DT1I Ha pa3HbIX aTalax 3eJI€HEHUS JIMCTA.
st oTBeTa Ha 3TOT BOIIPOC MBI MOCTAaBUJIM 1IEJILIO
JTaHHO pabOTHI MCCIIEAOBATh BIMSITHUE MHTMOUTOPOB
kommoHeHTOB DT (AO, komrmekca I u I11) Ha obI-
XaHNE, SKCIIPECCUIO0 T€HOB M ColepXaHWe HEKOTO-
pbIx 0ekoB-niepeHocunkoB LIIT, HDIT u ANT B -
cte sspoBoii muueHuubl (7riticum aestivum L., copT
HMpruna) B mipoliecce 3eJIeHEHMSI.

MATEPHAJIbI 1 METO/bI

YcaoBusi mpoBedeHus dIkcnepumenta. CemeHa
mueHunsl (Triticum aestivum L., copt VUpruHa) B Te-
YeHHe CyT. 3aMayrBaJivi B BOJIe TP KOMHATHOM TeM-
neparype. 3aTreM ceMeHa POMbIBaJIv, CJIMBAId BOAY
Y OCTABJISIJIM eIl Ha CYT. BO BIIAXKHOM KaMepe B TEMHO-
Te. JIByXCyTOUHbBIE TPOKJTIOHYBIIIMECSI CEMEHA pacripe-
JIeJISUIM Ha paMKU C CETKOM, IOMEIIaIM Ha KIOBETHI
o0beMoM 3 11 ¢ 1/2 Hopmebl pactBopa KHomna u mpopa-
IIUBaJI B TeUeHUE 4 CyT. B KOHTPOJUPYEMBIX YCIIO-
BUSIX B MOJTHOM TeMHOTe TIpy 23°C 1 BraxkHoctr 60%.
Ha 5 cyr. BKiIoYanu J1amIibl, U 3TUOJUPOBAHHbBIE
MMPOPOCTKM OCTABJISIM TI0J, HEMPEPBIBHBIM CBETOM
(DAP 190 mxmonb/(M? ¢)) B TedeHue 48 4. Jlna uc-
cliefoBaHUI OTOMpaId CPEOHIO YacTh JUCTOBOI
IUTACTUHKM TEPBOTO JIMCTA MSITUCYTOUYHBIX 3THOIV-
POBaHHbBIX IPOPOCTKOB cnycTd 1,2, 4,6, 12,24148 4
MX 3KCHO3ULIMU Ha CBeTy. Bcero ObL1O mMpoBeIeHO
TPU HE3aBUCUMBIX CEPUU SKCIIEPUMEHTOB.

Jasg ucciaenqoBaHUsI IEMCTBUST MHTUOUTOPOB TIe-
peHocuukoB MOTILI cerMeHTHI TUCThEB MOABEPraIu
nmeiictBuio antumunHa (10 MxM) — mHTrHOHMTOpa
Q,,-caiita Komrmuiekca III, poreHoHa (10 MxM) — uH-
ruouropa Kommiekca I v CI'K (3 MM) — nHrnomuro-
pa AO. MHrMOUTOPEl OBUIM IIPEABAPUTEILHO PACTBO-
peHbl B 95% sTtaHone. KoHTponem ciykuim oopasibl
CETMEHTOB JIMCTa, UHKYOWPOBaHHBIX B BOMHBIX PACTBO-
pax pactBoputens (<1%, v/v). Jdns mpoOHUKHOBEHUS
WHTMOUTOPOB B TKaHMU JIMCTAa CHayajaa TPOBOIWIIA
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IITPUIICBYIO BaKyyMHYIO WHOWIBTPAIIMIO CETMEHTOB
JIMCTbEB UHTUOUTOpPaMM B TeUeHHUE 5 MUH. 3aTeM 00-
pasIIbl IOrpy>KaJld B COOTBETCTBYIOIINE PAaCTBOPHI MH-
ruomTOpOB ele Ha 60 MUH B YCIIOBUSI TEMHOTHBI (3THO-
JIMPOBaHHBIE JIMCTbs ) WK Ha cBeT (190 MKkMoib/ (M ¢))
mocne 1, 2,4, 6, 12, 24 1 48 4 3eJ1eHEHUS IPOPOCTKOB
Ha HenpepbIBHOM cBeTy. Ilocie atoro odpa3sisl uc-
TTOJTB30BAJIH LTS OTIpeieieHIs (DIIyopeCIIeHIINT XJI0-
poduiia, ObIxaHus, TM00 (PUKCUPOBATIU B XUIKOM
N, U151 HoceayIonero OMOXMMUYECKOTro aHAIU3A.

MaxkcuMAaJIbHBII KBAHTOBBII BbIX0/T (POTOXMMHUYECKOM
aktusHoctu OC 11 (F,/F,)) n3Mepsuiv ¢ MOMOILBIO MOp-
TtatuBHOTO hiiyopumerpa PAM-2100 (“Walz”, I'epma-
Hug). F,/F,, paccCuuTbIBaJIN Kak:

(Fn—Fy)/Fn. (1)

®omnoBreiit (F£)) m MakcuMmaiabHBIN (F,) YpOBHU
¢ayopeclieHIIMM peructpupoBaiu 1mociae 30 MuH
TEMHOBOI aanTalluy JUCTheB. Fy U3MEPSUIN Ha clla-
6GOM KpacHOM CBETY C 9acTOToM Momystimii 600 I, He
BBI3BIBAIOIINX (DOTOXUMUIECKON peakimu. F,, ompe-
JIeJIsIIv T1ocjie KopoTKoro ummysibea (0.8 ¢) HackIao-
miero ceeta 8000 Mkmoib/(M? ¢). UsmepeHus nposo-
WA B 8-KpaTHOI OMOJ0TUYECKOI TTIOBTOPHOCTH.

NHTEHCUBHOCTD JBIXAHUSA U3MEPSUIU MO CKOPOCTHU
nontoieHust O, npu 21°C nossiporpacduyecku ¢ uc-
nonb3oBaHueM a1ekTpona Kiapka (“Oxytherm sys-
tem”, Hansatech Inst., Aurmust). Beicedku cpemHeit
YacTu MepBOro Jucrta ooduieil Mmaccoit 15—20 mr 1o-
MeIIaJIM B peaKIIMOHHBIN cocyl 00beMOM 4 MJI, CO-
nepxamuii 1.5 ma o6ydepa Hepes (50 mm, pH 7.2),
P MMOCTOSTHHOM IlepeMeriuBaHuu. st uHruoupo-
BaHUS HUTOXPOMHOTO AbIXaHUS MCITOJb30BaIu 2 MM
KCN, amsrepratuBHoro — 3 MM CI'K. Omrrumanb-
Hble KOHLIEHTPALIMX UHTUOUTOPOB OIpeesIeHbI ITy-
TeM TUTPOBaHMS BbICEUEK JIMCTAa BO3pACTAIOLIMMU
KOHIIEHTPALMSIMM WHTUOUTOPOB 1O HAaCHIIIEHUS
ckopoctu noroueHus O,. AKTUBHOCTb OOLLETO JIbI-
XaHWSI ONPENesIsUIN B OTCYTCTBUU UHTUOUTOPOB (V).
AKTHUBHOCTb OCTAaTOYHOTO AbixaHus (V,.), U3MepeHa
npu coBMecTHOM paeiicTBum mHruontopoB (CI'K u
KCN). MakcuMaibHy10 aKTUBHOCTb (CITOCOOHOCTD)
LUTOXPOMHOIO IyTH AbiXaHus (V) onpenensiu mno
CTeIleH! 4yBCcTBUTeIbHOCTH AbixaHus K KCN 3a BbI-
yetoM V., MakcuMallbHyl0 aKTMBHOCTb (CHOCOO-
HOCTb) aJIBTEPHATUBHOIO MYyTU AbIxaHus (V) onpe-
JeJISIIA TI0 CTENEeHU YYBCTBUTEIBHOCTU IbIXaHUS K
CT'K B npucyrctBuu KCN 3a BeruetoMm V.. Homio
(Bkimam) Vi, Veyrs Vies BBIPAXaJIM B MPOLIEHTAX OT V.
H3zydeHue ckopocTtu noryoiieHust O, U BAUSIHUS UH-
TMOMTOPOB Ha IBIXaHWE MIPOBOAMIN B 6—8-KpaTHOit
OMOJIOTMYECKOM TTOBTOPHOCTH.

AHAIM3 OTHOCUTEJILHOTO COJEPKAHUS TPAHCKPHII-
TOB T€HOB OCYIIECTBJIsIIIN ¢ TToMolnkio ITLP B peansb-
HOM BpeMEHHU C 3TaroM OOpaTHOM TPaHCKPUIILIUU
(OT-I1LP). i1 npUroToBIEHUSI IPOO UCITOIb30Ba~
JIK 110 6—7 cpeIuHHBIX (PparMeHTOB JIMCTA IJIUHOMN
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20—30 mM. OOpas1bl TOMOTeHU3MPOBAIN B XKUIKOM
N,, u Boiaensiiu PHK ¢ noMoiipio Habopa KOJIOHOK
u peareHToB Aurum Total RNA Mini Kit (“BioRad”,
CIIIA) 110 IIpOTOKOITY IIPOM3BOAMUTES, C TOOABICHUEM
MOJIMBUHWINUPPOIUIOHA B JU3UPYIOIIUI pacTBOP.
IlemoctHocTh ToTanbHOU PHK KoHTposupoBanu c
IMOMOIIIBIO 3JIeKTpodope3a B arapo3HOM rejie, oKpa-
meHHOM OpoMucThIM aTHaeM. KommuectBo PHK miis
TTLIP peakiivii BeIpaBHUBaJIM HA OCHOBE U3MEPEHUI €€
KOHIIEHTpAalLMii C MOMOIIBIO CIeKTpodIyopuMeTpa
Qubit (“Invitrogen”, CIIIA) u HabGopa peareHTOB
Quant-iT™ RiboGreen® RNA Assay Kit (“Invitrogen”,
CIIA). Peakumo oO6paTHOii TpaHCKPUIIIIMY IIPOBO-
IWJIM C TTOMOIIbI0 Habopa peareHToB Maxima First
Strand ¢cDNA Synthesis Kit for RT-qPCR (“Thermo
scientific”, CIIA). AMImmduKanuumo OpOBOIWINA C
ncnionb3oBanueM I P-cmecu gPCRmix-HS SYBR
(“EBporen”, Poccus) nHa mputope CFX96 (“Bio-
Rad”, CILIA).

Ammmupukanmio k/JIHK nmpoBoauiau ¢ ucmosib3o-
BaHMEM T'eH-cnenuduaHbx npaiimepon (JdomonHu-
TeJIbHbIe MaTepualibl, Tao. 1) [24]. CriendruyHOCTh
aMIUIMpUKaAI KOHTPOJMPOBAIM C TIOMOIIBIO aHA-
ym3a kpuBoi mmasneHns [T P mponykra. BeamanHB
TTOPOTOBBIX LIMKJIOB U BEJIMYMHBLI OTHOCUTEIBHOM 9KC-
MPECCUM aBTOMATUYECKM BBLIYMCISUICH ITPOrpaMMOI
Bio-Rad CFX Manager, Bepcust 1.6.541.1028 (“Bio-
Rad”, CIIIA). JanHble Oj1s1 KaxXaoro odopasia HOp-
MaJIM30BaHbl K pechepeHcHOMY reHy 1a2291 (dbakrop
pubomusupoBanuss AJI®D) [25]. IlpencraBieHHBIE
JIaHHbIE MOJYYEHBI MMyTeM YCPEIHEHUS pe3yIbTaTOB
9 moBTOpHOCTEe aHanmu3a (misg Kaxgo kJAHK u3
Tpex He3aBUCHMMbIX 00pa3110B npoBeneHo Tpu [11[P).

IIpoBenenne BecrepH-0goTTHHra. PacTUTeIbHBIN
MaTtepuan (JIMCTbs1) OBICTPO pacTUpaIv B XUJAKOM N,
1 romoreHusupoBaiv B 0.1 M Tris-HCI, pH = 7.4—
7.6, conepxamem 0.1% (v/v) B-MepkanroaraHoia u
1 MM PMSF (“Sigma-Aldrich”). I'omoreHar 1eH-
tpudyruposanu npu 20000 g (20 muH, 4°C). [TpoBo-
IWIM WHKyOallMio MOJYyYeHHOTro cyrepHaTaHTa B
anerore rpu —20°C B TeueHune 30 MUH, ITOCJIE 3TOTO
ueHtpudyrupoBanu npu 10000 g (10 muH, 4°C).
Ocanok pactBopsiiv B JIammiun-06ydepe odbpasiua co-
CTaBOM B KOHeYHOM KoHHeHTpauun: 125 MM Tris-
HCI, pH 6.8, 1 MM EDTA, 10% (w/v) SDS, 20%
(v/v) rmuuepuna, 10% (v/v) P-mepkarnroaraHosna,
0.05% (w/v) 6poMpeHOI0BOTO CUHETO; 3aTEM UHKY-
oupoBanu 5 MmuH nipu 97°C. Ilocne neHTpUGyTrupo-
BaHus (10000 g, 15 MUH) cyniepHaTaHT UCITOJIb30BAIU
st SDS-anexkTtpodopesa B 12.5% INAATL, npoBoau-
Moro B Kamepe Mini-PROTEAN III Electrophoretic
Cell (“Bio-Rad”, CIIIA). B cynepHaTtaHTe onpene-
JISTA KOHIIEHTpanuio Oenka meromoM bpsadopna
[26]. Ha mopoXKy BHOCWIHN TTOPLIMIO OEIIKOBOTO 9KC-
TpakTa, coepxXkaiilyro 15 MKr 6eka.

IlepeHoc OeIKOB Ha HUTPOLIEJTIOJIO3HYIO MeMOpa-
HY OCYILECTBIISLIA CONIACHO CTAHAAPTHOMY HPOTOKOITY
C TIOMOIIBIO MEKTPOPOPETUIECKOTO OJIOTTUHTA C OYy-

ITAPMAII u np.

depoMm (pH 8.3), comepxammm 25 MM Tris, 192 MM
minuHa, 10% (v/v) MeTaHoOJa, ¢ MCHOJb30BaHUEM
Kamepbl 111 TiepeHoca OenkoB Mini Trans-Blot
(“Bio-Rad”, CIIIA). 11 ”MMYHOAETEKIIMHA UCTIOIb-
30BajId KPOJIUUbY MOJUKIOHAIbHBIE aHTUTEIA IIPO-
u3BoacTBa “Agrisera” (IlIBeuwms): k AOX1/2 (AS04
054) B pasBenenun 1 : 1000 u VDACI1 (AS07 212)
(BHYTpEHHUI KOHTPOJIb) B pa3BeaeHuu 1 : 5000 u ripo-
usBoacTtBa “PhytoAB Inc.” (CIIA): k NDAI (PHY
1037S) u NDB2 (PHY1555S) B pasBenernuu 1 : 1000.
Jas oOHapyXeHMsI OeJiKa MCIIOJIb30BaJlu XeMMIIIO-
MUWHECUEHTHBIN aHanu3. /1151 3Toro Ha MeMOpaHy Ha-
HOCUJIM peareHT, comepxammii H,O, n JroMuHOI
(Clarity Western ECL Substrate, “Bio-Rad”, CIIIA).
HeTtexkuust 1 o6paboTka n300paxkeHUsT OETKOBBIX MO~
JIOC TIPOBEIEHA C UCIIOTb30BaHUEM Iellb-TOKYMEHTU -
pytoneit cucrembl (ChemiDoc) u mporpamMmmHOro
obecneuenus Quantity One®1-D Analysis Software,
Version 4.6.9. (“Bio-Rad”, CIIIA). MHTeHCUBHOCTD
OKpalluBaHUsI GEIKOBBIX TTOJIOC OMPEACISIN O OT-
HolueHuIo K cogepxkanuio VDACI.

AKTMBHOCTb TEPEKHMCHOTO OKHMCJIEHUSI JIMIUI0B
(ITOJI) oueHuBanu 1Mo HakoruieHuIo B jgucte THK-
pearupyomux npoaykros (TBK-PIT) [27]. OnTuue-
CKYIO IJIOTHOCTb CyliepHaTaHTa oOpaslia perucTpu-
poBanu Ha criekTpodoToMeTpe (“Shimadzu” UV-1700,
SlmoHust) ipy ayIrHE BOIHEL 532 HM 3a BBIYETOM He-
cneunduIecKoy ONTUYECKOU IIOTHOCTH I1pyu 600 HM.
Konuenrpamuio (TBK-PIT) paccuutbhiBamum ¢ uc-
MOJIb30BaHUEM KO3(ddULIeHTa MOJISIPHON 9KCTUHK-
uuu (€ = 155/MM cm~'). OnpenesieHust MPOBOIVIIN B
3-KpaTHOi1 6MOJOTrNYeCKOit TOBTOPHOCTH.

Cratuctyeckasi o0padoTka maHHbIX. B paGorte
MIpUBEACHEl YyCpeAHEHHbIE JaHHBIE TPeX He3aBUCHU-
MBIX CcepMii ONBITOB. B Tabnmuax m Ha rpadukax
MpencTaBlIeHbl CpenHUe apudMeTUIeCKIe 3HAaYSH ST
M UX CTaHAApTHBIE OIIMOKM. Bce mapaMeTphl paccuu-
TaHbI Ha €IMHUILY CyX0ii Macchl. JlaHHbBIe TpoaHaIN-
3upoBaHbl ¢ TToMolbio ANOVA ¢ ucnojib30BaHUEM
kpurtepust JyHkaHa npu ypoBHe 3HaunmMoctH P < 0.05.
Jag cratUCTMYeCcKOoil 0O0paOOTKM MCITOIb30BAJIN
nporpammy Statistica 6.1 software (“StatSoft. Inc.”,
Tulsa, OK, CIIIA).

PE3YJIBTATHI
Aunamuxa F,/F,, e 3eaeneroujem aucme

JJ1s1 OLIeHKM OOIIErO COCTOSTHUS (DOTOCUHTETUYE -
CKOTO armnapara B IPUCYTCTBUU UHTMOUTOPOB OIpe-
neneHa BenuuyuHa F,/F,, XapakTepu3sylolas MaKCH-
MaJIbHYI0 (DOTOXMMHMYECKYIO0 aKTUBHOCTDb 1 OTpaxa-
to11ast cnocodbHocTs AC 11 UCToNB30BaTh CBETOBYIO
9Hepruto. B KOHTPOTBHBIX YCITOBUSIX (6€3 MHTUOUTO-
poB) BenmuuHa F,/F,, Bo3pactajia B npolilecce 3elie-
HEHMsI M OOCTUrajia 3HauyeHMii, XapaKTepHBIX IS
dyHKUMOHAaIbHO 3peoro gucta (puc. 1). Ipu nei-
CTBUM WHTMOUTOPOB NUMHaMuKa uaMeHeHus F,/F,
ObLIa B 1IEJIOM CXOXeil ¢ KOHTPOJILHBIM BapUaHTOM,
®U3UOJIOTUS PACTEHUN Ne 6
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Puc. 1. BetnunHa MakcMMalbHOTO KBAaHTOBOTO Bbixona (iyopecueHuuu xiaopodbuiuia (£,/F,,) B mpouecce 3eJIeHeHUs JIUCTa
MIIEeHULBI HA HeMpepbIBHOM cBeTy (190 MKMosb/M“c) 6€3 Bo3neicTBusI MHrMOUTOPOB (/) 1 mociie BoneiicTBust 3 MM canu-
LWITUAPOKCAMOBOI1 KUCIOTHI (2), 10 MKM anTuMuiiMHa (3), u poteHoHa (4). [IpencraBieHbl cpeqHeapubMeTUIECKUe 3HaUe-
HUSI U3 TPEX OMBITOB (B KaXIOM OIIbITE # = 8) M MX CTAHIAPTHBIE OITMOKU. JIOCTOBEpHOCTh U3MEHEHU I ITapaMeTpa B Ipoliecce
NEITUOJISILIMUA OTMeUeHa pa3HbIMU CTPOUYHBIMU JIATUHCKUMU OykBamu (ANOVA, tect Jynkana, P < 0.05).

HO B TepBble 6 U 3eJIeHEHUSI 3HAYEHUs ITapaMeTpa
OBUTM HIKEe KOHTPOJBLHBIX BenduH. [locne 12 9 3e-
JeHeHus 3HaueHus F,/F,, Bo Bcex BapuaHTaX UHTU-
OUTOPOB JOCTUTAJI KOHTPOJIbHbBIX BEIUYMH.

ﬂbtxaﬂue u coomHouierue
ObixamenvHuIxX nymeL? 6 aucme

B KOHTPOJBLHBIX YCIIOBUSIX 3€JIeHEIOIIMIA JTUCT Xa-
paKTepU30BaJICS CHIDKCHUEM CKOPOCTH TOIVIOIICHUST
O, (V}) B iepBbI€ Yachl HENPEPHIBHOTO OCBELIEHUS,
YTO, OYEBUIHO, CBSI3aHO C 3aMelJICHUEM MeTaboIu-
YeCKHX IPOIIECCOB 1 amanTalneii IIpu Iepexoe pac-
TEHUI K CBETOBBIM yciaoBusaM (puc. 2). ITociae 2 u
SKCITO3UILIMKA Ha CBETYy OTMEYaIM YCWICHHUE ITOUTU
BIBOE CKOPOCTH ABIXaHMsA, a K 6 U AbIXaTeTbHAas aK-
TUBHOCTb MMeJla MaKCUMaJIbHBIE 32 BECh IKCIIEpU-
MEHTaJIbHBIN TIepUOa 3HAaUYeHUs, 0KOJio 4.0 MKMOJIb
O,/r cyxoii maccbl MuH. [locie 12 4 3e1eHeHUsI CKO-
pocTb noroiieHus O, cHu3uiach B 1.5 paza u non-
JIepXUBajach Ha YPOBHE ITUX BEJIMYMH IO KOHIIA
aKcriepuMeHTa. I1oa aelicTBueM MHTMOUTOPOB TMHA-
MUWKa ObIXaHUs 3aMETHO M3MEHsIach. AKTUBHOCTD
OOI1IeTO ABIXaHMS TUCThe B, MTHKyOMpoBaHHBIX CI'K 1
pOTEHOHOM, Bo3pacrTaJja 1nocie 1 u 12 4 3ejieHeHusI ¢
MOCJIEAYIOIINM CHIDKeHreM (puc. 2). B mpucyrcrBun
AHTUMUIIMHA 3HaYeHUS V; ObUIM HU3KUMU B Havaje
3eJIeHeHUs1, Bo3pacTas (kak u B BapuaHTax ¢ CKI u
POTEHOHOM) TToce 12 4 1 CHMXKASICh ITOCJIE CYTOK He-
MIPEPHIBHOTO OCBEIICHMSI.

®U3NOJIOTHUSA PACTEHUN Ne 6
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HameneHus ckopoctu normomieHuss O, momn meii-
CTBHEM MHTUOMTOPOB OBIJIN OOYCITIOBICHBI MOIYIISIIIN -
et akTMBHOCTH AbIxaTelbHbIX ITyTeit. CI'K mHrnoupo-
Bajla MaKCUMaJlbHYyI0 akTUBHOCTH AIl, a mbpixaHnue
OCYIIECTBISIOCH, NIABHBIM 00pa3oM, IT0 LIUTOXPOM-
HOMY ITyTH, IOJIsT KOTOPOIO Ha CBeTy gocturana 75%
oT o61ero apixaHus. [1py 3ToM HeMaTyIo IOJIIO B ITe-
puon 1—12 9 3e1eHeHKUSI BHOCHJIO OCTaTOYHOE JBIXaHWE
(o 20% ot V;). B mpucyTcTBUM aHTUMUIIMHA Y POTEHO-
Ha JMHaAMMKa JbIXaHWSI B OCHOBHOM ObLTa CBSI3aHA C
usMeHeHueM crnocodbHoctu All (V,;). OTHOcuTeNb-
Has 1o V,;, B mepuon HauOoJIbIIEro MOoAbeMa Ablxa-
Hus (12 4) nocturana 75% ot V,. I[lpu neiictBuu aH-
TUMUIIMHA U POTEHOHA B TEUYEHUE BCEro 3KCIEpHU-
MEHTa OTMeYaJl HeMaJlblii BKian V.., B IBIXaHUE,
cocTapJstonmii okoio 20% or V;.

Taxkum oOpa3oM, B OTJIMYNE OT KOHTPOJIBHOIO Ba-
puaHTa, IIpU OEHCTBUM WMHIMOMTOPOB OCHOBHOI
MMoabeM AbIXaHUSI OOHApPYXKEeH B 0oJjiee MO3MHUI T1e-
puon — nocie 12 4 3eneHeHus1. B yciaoBusx nHIruom-
poBanHus All (B mpucyrctBum CI'K) ngpixanue npore-
KaJjio B ocHoBHOM 110 LIIT, mpu nHrubupoBaHUM KOM-
minekcosn LII1, Hao6opoTt — o AIl

Codeporcanue mpanHcKpunmos eeHo8 KOMNOHEHMO8
OCHOBHO020 U ANbIMEPHAMUBHBIX ObIXAMENbHBIX
21eKMPOH-MPAHCHOPMHBIX NYymell

l/l3yqaﬂ1/1 OTHOCHUTCJIIbHOEC COACPXKAHUE TpaH-
CKPHUIITOB MUTOXOHAPUAJTBHBIX TCHOB KOMIIOHCHTOB
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IMornowenue O,, MKMOJIb/T CyXOil MAaCChl MUH.

Puc. 2. Brussnue nHTu6MTOpoB (caymmumirnapokcamoBoit kuciotel, CI'K, 3 MM, antumMuiinHa u poreHoHa, 10 MKM) Ha 06-
miee apixanue (1), aKTMUBHOCTHU LIMTOXPOMHOTO (2) U ajabTepHaTUBHOrO (3) myTeil AbIXxaHusI (a) U COOTHOIIEHUE LIUTOXPOM-
Horo (/), anbTepHaTUBHOTO (2) AbIXaTeJbHBIX MYTEil 1 OCTATOYHOTO
3eJIeHEeHUsI JIMCTAa IMILIEeHULIbl Ha HerpepbIBHOM cBeTy (190 MxMonb/M“c). [IpencrasneHsl cpeaHeapudMeTnieckue 3HaUeHUsI
U3 TPEX OIBITOB (B KAXIOM OIIbITe # = 5—8) U UX cTaHOapTHbIC OIIMOKU. JJOCTOBEpHOCTh M3MEHEHMIM MapaMeTpa B IIpoLecce

T'APMAIIL u np.
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3eJICHEHHUSI OTMeUeHa pa3HbIMU CTPOYHBIMU JaTUHCKUMU OykBamu (ANOVA, tect lynkana, P < 0.05).
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48

ixaHust (3) (B % ot o61ero abixaHus ) (6) B mpoluecce
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LT (cyosennnuity 7 komminekca I — NAD7, anouu-
Toxpoma b xomiuiekca III — COB, cyOobenquHUILY
II xommiekca IV — COX2), AT®-cuHTasbl (Cyobenu-
Huiy a dakropa F, — ATP6) u1 simepHO-KOIUPYEeMBbIX
reHoB KoMItoHeHToB H®II (anpTepHAaTUBHYIO OKCH-
nazy — AOXIla v AOXIc, “Bueinue” HAJI(®)-H-ATI' —
NDBIwn NDB2, “Bayrpeaaue” HA-H-JAI' — NDAI
u NDA2, pazoouatoimue 6enku UCP1 — UCPla un
UCPI1b) u AAD/ATD-tpaHcnokasbl 1 (ANTI).

B kxoHTponpHOM BapuaHTe coIepKaHuE TpaH-
ckpuntoB NAD7, COB, COX2n ATP6 niocne cniaga B
Tepron 2—6 4 yBeJTMINBaJIOCh, HaurHas ¢ 12 9 (puc. 3).
N3menenune ypoBHSI TpaHcKpunTtoB AOXIa HOCHIIO
CBETO3aBUCHUMBII XapaKTep, MOBBIIIASICh C HAYaJIOM
3eJIECHEHUSI ¥ CHUKASICh MOCTe 6 4 SKCITO3ULIMU MPO-
pocTKoB Ha cBeTy. OTHOCHUTEIBHOE KOJMYECTBO
TpaHCcKpUITOB AOX ¢ OBI710 3HAUUTENBHO HUKE, YEM
AOXIa. CyliecTBeHHOE TIIOBBIIICHUE KOJIMYECTBA
MPHK NDAI dukcupoBanu mocie 12 9 3e1eHeHUS.
N3menenue conepxkanust TpaHCKpUIiroB NDA2 nmeno
CXOXWiI, HO HECKOJIbKO 3amla3fbIBaloNIUii OTHOCH-
TesrbHO AOX 1a XxapakTep, YCMINBASICh € 4 9 1 CHIDKAsICh
nocie 24 49 3eneHeHuss. Coaep:kaHue TPaHCKPUIITOB
NDB1 6b1710 OTHOCUTEIBHO HU3KUM U HE TIPOSIBISLIIO
peakiuny Ha M3MEeHEHHEe YCJIOBUI CBETOBOTO PeXMMa.
N3meHnenue ypoBHsI TpaHcKkpuntoB NDB2, Harpo-
TUB, UMEJIO BBIpaXKEHHBII XapaKTep IMHAMUKH, BO3-
pacrad K 12 4 3eJIeHeHUsI ¢ TTOCIIEAYIOIINM CHIDKEHUEM
nocne 24 4. OtHocutenbHbI ypoBeHb MPHK UCP1b
OBLI 3HAYUTENILHO BhIIIE, Y4eM UCPla. Hanbonee BbI-
cokoe KoJimuecTBO TpaHckpuntoB UCP1b o6HapyxKe-
HO B 3TUOJMPOBAHHBIX JIMCThIX U B mepuoa 6—12 4
3eJIeHeHUS. AHAJIOTUYHO, TMHAMMKA U3MEHEHUS CO-
nepXaHuss TpaHCKpuItoB ANTI Oblla CXOXEN C
UCPIb, c yBenuueHreM B rieproj 4—6 4 3eJIeHeHUS.

Anamus cogepxanusts MPHK ncciemoBaHHBIX Te-
HOB B OTBET Ha MHTMOMPOBaHWE TTEPEHOCUUKOB Jbl-
XaTeJIbHBIX IIyTel IoKa3aj OoJbllIMe pasuyus Ha
ypoBHe ux 3Kcrpeccuu. Marnouposanmne CI'K mpu-
BEJIO K moAaBJIeHNIO aKcrpeccun TeHoB AO. OTHOCH-
TeJIbHOE COAEp>KaHWE TPAHCKPUIITOB F€HOB KOMIIO-
HeHTOB LIIT 1 ATP6 3aMeTHO BO3pacTayio Ha IIEPBHIX
aTamnax 3eJeHeHUs (Mo 6 9), 3aTeM CHIXKAasCh Mmocie
12 4 1 BHOBB Bo3pacTasi rocie 2 cyT. ocBeleHus. OT-
HOCHUTENILHOE coAepKaHWe TPAHCKPUIITOB HECKOJb-
kux renoB H®I1 — NDA2, NDB2, UCP1b, a Takxe
ANT]I Bo3pacTaio B riepuos 2—6 4 ¢ MTMKOM HanGoJIb-
el aKTUBHOCTH B 4 4 3esieHeHus1, NDB1 — HECKOIBKO
MO033Ke, C MAKCMMYMOM akKTWBHOCTHA B 12 4. OTHOCH-
TeabHOE KojuecTBO TpaHckpuntoB NDAI u UCPla
ObLTO HU3KKM MO CpaBHEHMIO ¢ ipyrumu reHamu HOIT.

MNurubuposanue xomruiekca IIl antTumMuiimaom
MPUBEJIO K YMEHBIIIEHUIO OTHOCUTEIbHOTO COAepKa-
HUSI TPAaHCKPUNTOB reHoB KommnoHeHToB LIIT Bcex
IBIXaTeJIbHBIX KOMIUIEKCOB, ocooeHHOo COB, HO B 11e-
puon nocie 12 4 yposeHb MPHK NAD7 Bo3pacrtai.
JwuHamMuka cogepxaHus TpaHCKpUIToB ATP6 nmena
HeOOJIBbIIOH moabeM B nepuog 2—6 4. B aTtor ke ne-
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puon (2—6 4) oTMedanu pe3Koe yBeIMUYeHUEe OTHOCH -
TEIBHOTO KOJIMYeCTBa TPaHCKpUNTOB BeeX reHoB HMI,
3auckmoueHueM NDBI. YposeHb MPHK AOXa nocne
2 4 3eJIeHeHMSI OCTaBaJICsI CTA0MIJIbHO MOBHBIIIIEHHBIM,
a JIMHAMWKa OTHOCUTEIbHOTO COIepXKaHWs TpaH-
ckpuntoB AOXIc coBriagana ¢ TakoBoit AOXIa no 4 4
3€JICHEHUSI, 3aTeM CHUKaIacCh.

PoreHoH, uHruourop kKomiuiekca I, oxumaemo
cHmxan coaepxxanue MPHK NAD7. OtHocuTtenbHOE
KoJm4yecTBO TpaHCKpuNToB COX2 u COB HECKONTBKO
YMEHBIIAJIOCH K 4 4 3eJIcHeHUs 1 TaK Ke Ha KOpOT-
Kuii epuon (mocie 24 4) Bo3pacTtayio. OTHOCHUTEIb-
HOe coliepXaHue TpaHCKpunToB A7P6 rociie KopoT-
KOTO CITajia B IIepBbIe 2 U IIOCTEIICHHO BO3PacTajio B
npoiiecce 3eneHenns1. Conepxxanne MPHK Bcex re-
HoB HAJI(®)-H-/II, a Takxxe AOX1a yBeJIM4nBajIOCh
B 3ejieHeloneM Jaucte. OTHOCUTEIbHOE KOJIUYECTBO
tpanckpunitoB AOXIc, UCPIbu ANTI Bo3pacraio B
riepuon 4—6 4 3eJIeHEHUS].

Codepacanue psoa 6eakoé nepenocuuxkoe HOIT

O06paboTka MHTMOMUTOPaMHU BbI3bIBajla 3aMETHBIC
W3MEHEHUsI B cuHTe3e OenkoB (puc. 4). Ha ummy-
HOOJIOTaX, MOJydeHHBIX U3 00Ieil ppakiuy Oejka,
BBIICJICHHOIO U3 JINCTA, BUIHO, YTO IIPU ACUCTBUU
CI'K xonmmyectBo Oeinka AO OBIIO 3aMETHO HITXKE,
YeM B IPUCYTCTBUM JPYTUX UHTUOUTOPOB. AHTUMU-
UH 1 POTeHOH ycuiauBaiau cuHTe3 AQ, KOIUIEeCTBO
KOTOPOI'O MOCTOSTHHO BO3pacTajio B IIpolecce 3ejIe-
HeHus. [Ipu neiicTBUM pOTeHOHA OTYETIMBO TIPOSIB-
sumch nBe ndodopmbl NDAL. Comepxanne NDAI1
OBLJIO BBILLIE B IIEPBLIE 6 4 3ejleHeHUs. MakcuMalib-
Hble 3HayeHUsI NDB2 B 0CHOBHOM BBISIBJICHBI B II€-
puon 2—6 4. Heo6XxooMMoO OTMETUTh, UTO KOJUYE-
ctBo mopmHa VDACI, mcromb3yeMoro B KadecTBe
pedepeHCHOro, He ObUIO CTAOMJIBHBIM B IIpoliecce
3eneHeHUs1. OCOOEHHO 3TO 3aMETHO IIPU ACHCTBUU
aHTUMUILIMHA, B IIPUCYTCTBUU KOTOPOIO COIEPXKAHNE
VDACI Bo3pactano B nnepuond 4—12 4.

HepeKuCHoe OKUCAeHUe AUNUO08

O1leHKa COCTOSIHUSI CTEIICHU Pa3BUTUSI OKMCIIM-
TEJILHBIX pPeaKIWii 110 YPOBHIO IIEPEKUCHOIO OKUCIIE-
Hust iunuaoB (ITOJI) mokaszana, 4To B KOHTPOJBLHBIX
YCJIOBUSIX U IIPU IEMICTBUY MHI'MOUTOPOB aKTUBHOCTh
ITOJI B aTMOMMpPOBAaHHBIX TKAHIX ObIJIa CPAaBHUTEIb-
HO BBIIIE, YeM B Havaje 3ejJieHeHus (puc. 5). 3atem
yposeHb [10J1 Bo3pacTall u JoCTUTajl MaKCUMaIbHBIX
BeJIUYMH K 6 4. [Tociie aTOro meprona aKTUBHOCTD
ITOJI cHuxanack U XapakTepru3oBajlach CTAOWIbHBI-
MU BeJIMYMHAMU 10 KOHIA 3KcriepuMeHTa. [1pu meii-
cTBUM aHTUMMUIIMHA BenuuHbl [1OJ1 B mepuon 0—6 4
ObLIU BBILIE, YEM B KOHTPOJIE U B IPUCYTCTBUU JIPY-
rux MHruouTopoB. Ilociae aToro mepuoma 3HaAYCHUS
I1OJI BeIpaBHUBANIMCH BO BCEX BapMaHTAaX.
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Puc. 3. BaussHue nHrn6uropoB (canmuuiaruapokcaMoBoii kuciotel, CI'K, 3 MM, aHTuMULIMHA 1 poTeHOHAa, 10 MKM) Ha oT-
HOCHTEIbHOE COLEPXAHHE TPAHCKPHIITOB psaa ICHOB 0eJIKOB MUTOXOHIPUI B TIpoLiecce 3eJICHEHHUs JINCTA MIIeHUIIbI Ha He-
npepbIBHOM cBeTy (190 MKkMosib/M“c). [€@Hbl KOMITOHEHTOB OCHOBHOI'O LIMTOXPOMHOTO ITyTH: CyObeNUHULIBI 7 KOMIUIeKca | —
NAD7 (1), anouuroxpoma b komrutiekca 11 — COB (2), cyobenunuiisl 11 komrmutekca IV — COX2 (3), AT®-cuHTtasbl (Cyobenu-
HULEBI a hakTopa F; — ATP6) (4) u sinepHO-KOANPYEMBIX TEHOB KOMITOHEHTOB He(OChOPMINPYIOIINX ITyTeil (aIbTepHAaTUBHOM
okcunasbl — AOX1a (5) u AOXIc (6), “Buemnnx” HA(®)-H-AT' — NDB1(7)u NDB2(8), “Buyrpennux” HAI-H-AT — NDAI (9)
u NDA2 (10), pazo6matorux 6enkoB UCP1 — UCPla (11) u UCP1b (12)) u AAD/ATD-tpancnokassel 1 (ANTI) (13). Ta2291
(dbakTop pubosmaupoBanus AJP) ucnonb3oBaH Kak pedepeHTHbIN reH. [1peacraBieHbl cpenHeapudMeTUIeCKe 3HAYSHUS
M3 TpeX ONbITOB (1 = 9) U UX CTAHJAPTHBIE OLIMOKU.
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Puc. 4. BnusiHre nHrnobutopos (camumunruapokcamoBoii kuciaoTel, CKI, 3 MM, antTumMuiinHa u poreHoHa, 10 MkM) Ha co-

299

Jep>KaHue aJlbTepHaTUBHOI okcunasbl (AOX), “BHYTpeHHeit

HAI-H-ATI (NDA1) u “Bremneit” HAL(®)-H-AT' (NDB2) B

0EeJIKOBOM 3KCTpaKTe, MMOJYYSHHOM M3 JIMNCTA MIIEHUIIBI B IIpoliecce 3eJieHeHusI B TeueHue 48 4 (a). OTHOCUTEIbHAsI MTHTEHCUB-
HOCTb OKpaIIMBaHUS OEJIKOBBIX MTOJIOC BhIpakeHa 1o oTHoleHuo K mopuHy (VDAC) kak BHyTpeHHeMy KOHTpoio (0). Paz-
HbIe HAJICTPOUYHbIE CUMBOJIbI 0003HAYalOT JOCTOBEPHOCTh MU3MEHEHUIH TapaMeTpa Mexay Bapuantamu (ANOVA, tect Kpacke-

na-Yonnuca, P < 0.05).

OBCYXIEHHNE

ITpumeHeHne MHIMOMTOPOB (BYHKIIMI OpraHes
SIBJISIETCSI BaXKHBIM MHCTPYMEHTOM B M3YYEHUM HUX
MeTaboam3Ma 1 ITyTeii B3anMoIeiCTBIS B KIIeTKe [ 13,
14]. st 6oee neTaabHOrO MOHMMaHUS (DYHKIIMOHM-
poBaHust MutoxoHapuanbHoit DTLL B mpoiiecce 3eme-
HEHUS JIMCTa TIIEHUIIBI N3y4eHbI 3(PpheKThl MHIOM-
TOPOB JBIXaTeJIbHBIX KOMILJIEKCOB Ha CKOPOCTb JIbIXa-
HUSI, COOTHOIIIEHUE AbIXaTeIbHBIX ITyTei, SKCIIPECCUI0
¥ cuHTe3 0erkKoB KommoHeHToB DT, a Takke obmiee
COCTOSTHHE (POTOCMHTETUYECKOTO arlrapara.

Hapymenue ¢pynknuii AO, xomrurekca I wmm 111
DT BeI3BIBAIO HETaTUBHBIN 3PP eKT Ha PYHKIIO-

HUpoBaHMEe (opMUpyIolIerocss (GOTOCHMHTETUYECKOTO
anmapara. I[lokazaHo, 4TO B TIepyon A0 6 4 Helpe-
PBIBHOTO OCBEIIEHUsI MPOUCXOOUT (hOPpMUPOBAHUE
TWIAKOUJIHBIX MEMOpPaH 13 MpoJaMeJUISIPHBIX Tel 1
WHTErpauus xjaopoduiia B TNHUIMEHT-OCIKOBBIC
koMmruiekcbl PC I 1 PC 11 [28]. [ToaTomy BenuunHa
F,/F,, B KOHTPOJIbHBIX YCJIOBUSIX OXMIIaeMO TTOHU-
KeHHasi. B mpucyTcTBUM MHTMOUTOPOB 3HAYEHUS
F,/F,, Obuu ele 6ojiee HU3KMMU TI0 CPABHEHUIO C
KOHTPOJIbHBIM BapUaHTOM, YTO KOCBEHHO CBUIIETEJb-
CTBOBAJIO O 3a7iepXKe pa3BUTUS (POTOCUHTETUUECKOTO
arnrapara. B 3ejieHerolmx rpu pa3HOM YPOBHE OCBellIe-
Hus (10, 100 1 500 MmxMonb/(M 2 ¢) UcThIX A. thaliana
®U3UOJIOTU PACTEHUN Ne 6
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Puc. 5. AKTMBHOCTh TIEPEKHUCHOTO OKWCIIEHUSI JIMITUIOB, U3MEPEHHAas 10 COIEPXKaHUIO TBK-pearI/IpZy}omnx MPOIYKTOB
(TBK-PIT), B 1McTe MPpOPOCTKOB MIIEHULIBI B MPOLIECCE 3eJIEHEHMsI Ha HenpepbIBHOM cBeTy (190 MKMoJIb/M“ ¢) 6e3 BO3aeiiCTBUS
UHIUOoUTOPOB (/) 1 mociie Bo3aeicTBYS 3 MM CaTMUIMITMAPOKCAMOBOI KUCIOTHI (2), 10 MKM aHTuMMLIMHA (3), 1 poTeHOHa (4).
TIpencraBieHsl cpenHeapudMeTndecKre BEIMYUHBI U X CTAHIAPTHBIE OINMMOKY U3 TPEX HE3aBUCUMBIX CEPHil OTIBITOB (1 = 3).
Pa3Hble HaaCTPOUYHBIE CUMBOJIBI 0003HAYAIOT JOCTOBEPHOCTh U3MEHEHU I mapaMeTpa Mexy Bapuantamu (ANOVA, tect [yH-

KaHa, P < 0.05).

JMKoro 3koturia, oopadoraHHbeix CI'K, a Takke HoKa-
yTHOI 110 AOX 1a nmunnu (aoxla) IpOUCXOOWIIO YBEIN-
yenue cootHowmeHss HAI'H/HAI" B MUTOXOHIPHSIX
nu HAI®-H/HAID" B pa3BUBAIOLIMXCS XJIOPOILIA-
CTax, YTO COIPOBOXKIATIOCH CHIDKCHUEM 3((PEKTUBHO-
CTHU UMIIOPTA IUIACTUAHOIO Oe/IKa ¥ HapyllIeHUeM CHUH-
Te3a TeTpanupposioB u dutona [21]. CaenaHo npearmno-
noxenue, uto HAJI-H MutoxoHapuii GyHKIIMOHUPYET
KaK MeTa0OIMIECKII CUTHAJT, U3MEHSIONINI BEJIMINHY
HAO®-H/HAO®D" B xjoporuiacrax M peryimpylo-
muit omocuHTe3 xjopodwuia. B muctesax Phaseolus
vulgaris, oopaboraHHbix CI'K, B yciaoBusix HU3KOM
ocsenieHHocTH (40 MKMOJb/M? ¢) mHrnouTop AO He
Bl Ha coctosgHue MC 11, omHako IIpu nepeHoce
pacTeHuii B yCJIOBHUS TOBBILLIEHHOU OCBEILLIEHHOCTU
(1800 mMxMoib/M? ¢) (poTOXMMUYECKAST aKTUBHOCTb
CHMKaIach Io4YTH BaBoe [29].

ITocie 12 49 3emeHeHUs, Korna (POTOCHMHTETHYE-
cKuit ammapaT ObUl cpopMmupoBaH [28], 3HAYEHUS
F,/F,, npu AefAicCTBUU BCEX UHTUOUTOPOB NOCTUTAIU
KOHTPOJIbHBIX BEJIMYMH. DTO YKa3blBaeT Ha TO, UTO
3pesiblii (hOTOCMHTETUYECKUI amrmapar B YCIOBUSX
“HOpMaJIbHOTO” OCBEIIIEHUSI MEHEEe YYBCTBUTEJIEH K
PEIOKC-COCTOSTHUIO nbixaTenbHOt DTII. DTo mom-
TBEPKIAIOT JaHHbBIE, TTOJyYeHHbIE IPYyTUMU aBTOpa-
MU, 00 OTCYTCTBUM U3MEHEHUI BenuuuHsl F,/F, B
JIMCThSIX TabaKa, BbIPAIIEHHBIX MPU OCBEIIEHHOCTHU
150 MKMOJIb/M? € ¥ MTOABEPXKEHHBIX IEACTBUIO pa3-
HBIX THTOnTOpOoB DT1I (B TOM yncie, aHTUMUILIMHA)
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[14]. OngHako nHKyOalMsl ¢ aHTUMULIMHOM, B OTJIU-
yye OT MMKCOTHA30jla U OJIMTOMUIIMHA, BbI3bIBajla
CHIWDKEHUE JpYTUX MapamMeTpoB (DIIyOpECLIEHIINU XJI0-
poduiia, BKIOYass HeGOTOXMMUYECKOE TYIICHUE
dayopecueHLIU XJIopoduiria. ABTOPHI CBSI3BIBAIOT UH-
ruoupyomnii 3pdeKT aHTUMUIIMHA C €T0 CBOMCTBOM
MOJAB/SATh HUKJINYECKUM TPaHCIIOPT 3JEKTPOHOB
(ITD) B PC I ¢ akuenTopHOii cTopoHbl B XxADTLI u,
COOTBETCTBEHHO, CHIXaTh criocobHocth LTD x
nomaepXaHuo Huskoro pH momeHa. DTo, B CBOIO
ouepenb, 0cIadisieT afaITUBHOCTh (POTOCUHTETHUYE-
CKOIl CHMCTEMBI B M3MEHSIOIINXCS MeTa0OJIMYeCKIX
YCJIOBUSIX IPU MHTMOMpoBaHUM KoMIuiekca I11 B mu-
TOXOHApPUSX. B HallleM mcciaeqoBaHUM aHTUMUIIMH
unHaynuposai npoiteccel I10OJI cunbHee, 4eM npyrue
WHTUOUTOPHI, HO TOJILKO B paHHUIT Mepro 3eJIeHe-
HUS (Io 6 9) (puc. 5).

B uenowm, aktuBHOCTh ITOJI B IpUCYTCTBUM BCeX
MHTUMOMTOPOB Jaxe CHUXajach rnocie 12 4 3ejieHe-
HUS U OCTaBajlach Ha MOCTOSIHHOM YPOBHE 0 KOHIIA
9KCIEepUMEHTa. DTO yKa3biBajio Ha 3(P(hHEeKTUBHOCTh
(YHKIIMOHUPOBAHUS KJIETOUYHBIX CUCTEM 3alllWThl,
BKJItOUYasi (pOTONPOTEKTOPHBIE MEXaHU3MBbI B Pa3BU-
TBIX XJIOPOTLJIACTaX.

Bonpoc o BmusiHun nHruouropoB DT Ha cocTos-
HUe (DOTOCHMHTETUYECKOTIO aIlrapara J1CTa B IIpoliecce
3eJIcHEeHUs TpeOyeT OoJiee NeTATbHBIX UCCISTOBAHNIA 1
MOXET OBITh IOJIE3€H IJIs1 BBISIBIICHUSI MOJICKYJISIPHBIX
MEXAHU3MOB B3aUMOJIEUCTBUI MUTOXOHIPUM C XJTIO-
poriactamu. B mesom, monydyeHHbIe HAaMU JaHHBIS
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CBUIETEIBCTBOBANIM 00 ydacTu AO M KOMIUIEKCOB
IIIT B obGecrieyeHUM ONTUMAJIBHBIX YCIOBUI IS
dopMupoBaHUS POTOCUMHTETUYECKOIO arliapara.

Heob6xonuMo oTMeTUTh, UTO 3(h(HEKTH MHTMOU-
topoB OTLl Ha popmupyoImMiics GOTOCUHTETUYEC-
CKUI anmapar IposBIsIIINCh nocie 1 4 mHKyOalm B
COOTBETCTBYIOIINX PACTBOpPax. DTO CBUACTEIBCTBO-
BajJio O OBICTPOIi Mmepenadye CUTHAIOB U3 MUTOXOH-
JIpU B IAPO U XJIOPOTUIACTHI, “OmnoBelIarneit” o Ha-
pylLIeHUU (PYHKIIMI AbIXaTeIbHBIX OpraHe/Ul. 3aBUCU-
MOCTb 9KCIPECCUU Psifia IAEPHBIX TEHOB, KOIUPYIOIINUX
XJIOPOILIACTHBIE O€JIKU, U TPAHCKPUTIIIMOHHOM aKTUB-
HOCTU XJIOPOTUTACTHBIX TEHOB OT PeIOKC-CTaTyCca MUTO-
xoHApuanbHOiT DTLI moka3zaHa B HEKOTOPBIX paboTax
[11, 30, 31]. YcroitumBbelii HeraTWBHBIN 3¢ @dEeKT Ha
aKcnpeccuio reHoB tiactuaHoil PHK-nonumepasbl
(NEP, PEP) nposiBiIsiyics yxe dyepe3 1 9 JeicTBUST MH-
ruoutopoB DTLI [31]. CauTaercsl, 4TO CUTHATBHBIMHA
MOJIEKYJIaMU MUTOXOHAPUATIbHBIX PETPOTPaJHbIX ITy-
Teld MOTYT OBITh aKTMBHBIE (POPMbI KMCJIOPOIA U a30-
ta (ADK/ADA), pemokc-cratryc HAI(®P)-H, coort-
HomeHrue ATD/AID, ypoBeHb aHTUOKCUIAHTOB U
JIPYrux MeTaboJmToB [2].

Peakuuss @A Ha geiictBue mHruoutopon IDTILI
MUTOXOHIPUI, OYEBUIHO, ObLIAa CJIEACTBMEM Hapy-
meHui (QYHKIIMOHMPOBAHUS IbIXaTeJIbHOM 1enu. B
MIPUCYTCTBMM UHTMOUTOPOB, MO CPABHEHUIO C KOH-
TPOJBLHBIM BapHaHTOM, OCHOBHOM MOABEM IBIXaHUS
oOHapy:KeH Ha OoJjiee MO3THEM dTare — 1mocie 12 9
3€JICHEeHUSI, UTO elle pa3 yKa3bIBacT Ha IMTOBLILIIEHHYIO
YyBCTBUTEJILHOCTDb 3eJICHEIONIeil KIIETKU B IEepUOL
dopMHUpPOBAHUS TWJIAKOMIHOM cucTeMbl. [1pn aTOM
uHruouTopsel AO u xomiuiekcoB OTL BrI3bIBaIM
pa3HoHamnpaBieHHbIE 3((eKThl Ha aKTUBHOCTD IIbI-
xarenbHbIX yTeit. CI'K aktuBuposano LIIT 1 mogas-
Jsuto ATl 1, HA060POT, aAHTUMUIIUH M POTEHOH CHU-
Xany aktTuBHOCTG 1111 1 mHmypoBaay aKTUBHOCTh
AIl. B ipucyrcrBum CI'K orHocutenbHas mons All
He npesbiana 40%, a unruouropos LIIT — noctura-
Ja 75% ot oO1IeTO ObIXaHUs. YCUIEHNE OBIXaHUs 110
LUTOXPOMHOMY ITyTH IIPU MHKYOAllMM ¢ MHTUOUTO-
pamu AO, a TakKKe B aHTUCEHCOBBIX 1 HOKAYTHBIX 10
AOXIa pacTeHUSIX B CTPECCOBBIX YCIOBUSIX ITOKA3aHO
U B Ipyrux padorax [29, 32, 33]. BrisiBiieHo, 4TO yCU-
nenue aktuBHocTu LIIT in vivo B aHTUCEHCOBBIX I10
AOXIa pactrenusix Arabidopsis thaliana ipy CUJIBHOM
OCBEIIeHNM ObIIO CBI3aHO ¢ TeM, 9To All pyHKIIMOo-
HUPOBAJI HA MaKCUMaJlbHO BO3MOXHOM yYpOBHE, U B
aTux ycnoBusx L1 yBermunBai cBOIO €eMKOCTb, IIPY-
HUMas1 OoJTbIlIee KOJIUMYECTBO 3JIeKTpoHOB [32]. [Ipn
JIEeCTBMM aHTMMMHIIMHA M POTEHOHA IlepecTpoiika
JIBIXaTeIbHOM CHCTeMbI ObLJla HaIlpaBjicHA HAa aKTH-
Bauuio All. IToBeIiieHNe aKTUBHOCTH aJIbTEPHATHUB-
HOTO OBIXaHUSI B IPUCYTCTBUM MHTMOUTOPOB U JIUC-
¢yukumit komiuiekcoB LII1, ocoGeHHO B YCIIOBMSIX
cTpecca, OOHapyXeHO B IPYIMX McCaenoBaHuaX [12,
14, 34]. IlosydyeHHBbIe NaHHBIC CBUAETEIbCTBYIOT O
TECHOM B3aMMOACUCTBUU IBYX ObIXaTEIbHBIX IMyTEH
Ha MeTa0OJIMYECKOM 1 CUTHAJILHOM YPOBHE M MX
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ObICTpOIl TepecTpoiike B OTBET B MUTOXOHJIpUATIb-
Hble TUCHYHKIIUH.

KomrieHcaTopHble peakiivu, BbISIBI€HHbIE B OT-
BET Ha AeCTBUE MHTMOUTOPOB, OCOOEHHO 3aMETHBI
Ha TEIUIOBOW KapTe, B KOTOPOI MpencTaBiieHbI
YCPENHEHHbIE BEJIMUYMHBI OTHOCUTENBHOM 3KCcHpec-
CUM TEHOB B IIPOLIECCE 3EJICHEHUS 10 CPAaBHEHUIO C
BEJIMUMHAMU OTHOCHUTEJIbHOM 3KCIIPECCUU T€HOB B
STUOJUPOBAHHOM JHUCTe (pUc. 6). B yciaoBusix momas-
snenust AO nipu nnkyo6aumu ¢ CI'K Ha paHHUX 3Tanax
3eJieHeHUsT (2—6 4) MPOUCXOAUIIO YBEIUUEHUE OTHO-
CUTEJBHOTO COAEPXKaHUS TPAHCKPUITOB HE TOJbKO
reHoB cyobenuHull komruiekcoB LIT, Ho n HeKOTO-
pPBIX T€HOB KOMITOHEHTOB Apyrux H®IT — NDA2,
NDB2, UCPIb. B paboTtax, B TOM YHCJI€ TIPOBOINMBIX
HaMU, 4acTO OOHapyXHUBaeTCsl yCUJIEHUE YPOBHSI OT-
HOCUTEIBHOTO COIepXaHUsl TPAHCKPUIITOB “IbIXa-
TEJIbHBIX” T€HOB B MYTaHTHbBIX JIMHUSX C MOJaBJIEH-
Hoii akcnipeccueit AOX1a Ha CBeTy U/Wiav MpU neii-
CTBMU ApyTrux cTpecc-dakropos [11, 33, 35]. Baxknas
poab AO B MeTaboJIM3Me PACTUTEIBHOM KJIIETKU BBI-
sIBJICHA W TIpYU aHaJIu3e TPaHCKPUIITOMAa KOPHeil Ta-
0aka B HOpMaJIbHbIX YCJIOBUSIX pOCTa P UHTUOUPO-
Banuu CI'K [36]. ABTOpBI MOKa3ajau, 4YTO I10IaBJie-
Hue AO MHTMOUTOPOM B KOHILEHTpauuu 1—5 MM
BBI3bIBAET U3MEHEHNE DKCIIPECCUM TEHOB OMOCHUHTE3a
ayKCHUHA Y CUCTEM BOCIIPUSITUSI TOPMOHA, 1€TOKCHU(U-
kannn ADK, kj1eTo4HOro 11Kia, MeTaboaIn3Ma Kire-
TOYHOI CTEHKM U, B LIeJIOM, HapyllIeHUs pa3BUTUS
KOPHSI U GOPMUPOBaHUS KJIETOYHBIX BOJIOCKOB.

Nuruduropsr komriekcoB III1, anTuMuumH u
POTEHOH, HECKOJIBKO pa3Inyaaich 1o 3¢ dexkraM Ha
SKCIIPECCUIO “IbIXaTeJIbHBIX TeHOB. POTEHOH BBI3bI-
BajJl CHIDKCHHWE OTHOCHUTEJIBHOIO COIEp>KAHUSI TpaH-
ckpuntoB NAD7 1 TIOUTH HE BIUSI Ha DKCIIPECCUIO
npyrux reHoB LII1. DTo, BeposiTHO, CBsI3aHO C pOTe-
HOH-HeuyBcTBUTeNbHBIMU HAJI(®)-H-IT, pacmo-
JIOXKEHHBIMU C 00eUX CTOPOH BHYTPEHHE MEMOpaHHI,
KOTOPBIE MOT'YT JIOCTABJISITh 3JICKTPOHEI K YOUXUHOHY
M3 MaTpUKCa WIM U3 MEXMEMOPaHHOTO IIPOCTpaH-
cTBa M oOecIieynBaTh (PYHKIMOHUPOBAHUE HOPYTUX
koMiuiekcoB DTl u mpousBomcrBo AT®. IToka3aHo,
YyTO JUC(HYHKIUU KOMIUIeKca | BBI3bIBAIOT 3KCITPECCUIO
renoB HAJI(®)-H-JII" coBmectHO ¢ AO, KOTOpast urpa-
€T pOJIb YCUJIMTEIISI CTPECC-CUTHAJIA U CTPECC-OTBETA
[1, 2, 12]. Koskcnpeccust renoB AO u HAJI(®)-H-AT'
4acTo 0OHAPYKMBAETCSI TPY OrPaHUYEHUY aKTUBHOCTU
IIIT 1 HanpaB/ieHa Ha YMEHbIICHUE ITOBPEXIAIOLINX
daykryauumii crpecca [1]. Xopolllo M3BeCTHa KO3KC-
npeccust AOXIa ¢ NDB2 npu ctpecce. BrissBiieHO,
4yTO IIpoMoTOpbl AtAOX1a n AtNDBZ2 conepxaT Oou-
HAKOBBII yuc-peTyISITOPHBIN 3JieMeHT 11, oTBevuaio-
it 3a MPP-3aBucuMyIo MHIYKIIMIO UX DKCITPECCUU
[37]. OnHako WAEHTUYHBIE MATTEPHBI SKCIPECCUU
AtAOXIa n AtNDB2 oGHapyXeHBI B OOJIBIIMHCTBE, HO
HE BO BCEX BapMaHTaX dKCIEPUMEHTOB (CBET, YPOBEHb
CO,, XUMUYECKUE aTEHTHI), YTO, B LIEJIOM, YKa3bIBAET
Ha CyIIIeCTBOBAaHUE Pa3HBIX MyTel Iepenadynr CUTHaja,
PETYIMPYIOIINX 3KCIPECCUIO NAaHHBIX TeHOB [38].
®U3UOJIOTUS PACTEHUN Ne 6
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CI'K AHTUMULIMH Porenon
3eneHeHue, U 3eneHeHue, 4 3eneHeHue, 4
01 2 4 6 122448 01 2 4 6 122448 0 1 2 4 6 12 24 48

AOX1a 1.00.50.30.30.2 0 1.00.60.8 AOXIa 1.0
AOXIc 1.00.92:6 0.9 0.51.01.00.1 0.1 AOXIc
NDAI 1001020307 0 0 0.10.1 NDAI
NDA2 1.00.31.323 1.61.0 0 0.5 1.1 NDA2

NDBI 1.00.103 L1 0.5 NDBI 1.0 49 2.
1.00.6/1.4 1.8B2.01.00409 NDB2 10 1733

NDB2

UCPla 1001 0 0.104 0 0 0 0.2 UCPla 1.0 0.8 1.4 2.4
UCPIb 1.00.20.824EE 1.0 0 0.40.4 UCPIb 1.0 0.5 1.1 1.9.3.51.4 0.8 0.9 0.5
1.0 0.7 0.7 1.7 1.8 1.4/3%812.2 0.8 ANTI 1.0 0.2 0.4 1.4 1.2 0.6 1.2 2.1 0.6
1.0 0.20.30.20.40.40.50.504 NAD7 10 0.1 0.4 0.2 0.2 0.30.4 0.1 0.1
1.0 0.1 0.1 0.4 0.70.50.2 0.2 0.2 COB 1.0 0.3 0.3 0.7 0.6 1.0 0.6 0.6 0.3
1.0 0.2 0.1 0.3 0.6 0.2 0.1 0.4 0.3 COX2 1.0 1.6 1.5 2.0 1.2 1.5 1.0 1.3 1.0
1.0 0.50.3 1.7 1.6 2.1 2.0 1.4 0.8 ATP6 1.0 1.0 0.2 0.5 1.3 1.6 2.0 1.6 1.0

ANTI 1.00.60.7 1.6 1.5 1.02102% 1.3 ANTI
NAD7 1.0/255 1.8/2:.9113:02.00.8 0.7 NAD7
COB 1.00.80.72.3202.01.00.209 COB

COX2 1.0241.9293.02.01.013 1.6 COX2
ATP6 1.0 1.7 0.9 3.02.01.4 1.6 ATP6

824 2.1 2635 A0XIa 1.0 1.5 13 1.0 1.0 1.4 2.5[505142

2.8 2.
1.0 1.2

1.0 1.7 1.1 1.8 3.3 1.8 0.9 0.7 0.6 NDAI
3.8 2.4 1.6 1.6 2958 NDA2

2. 3231 0.6 0.7 AOXIc

1.0 4.1 1.8 1.4)6%513.0 0.5 1.2

1.0 2.0 1.6 2.0 4.1 2.4 1.4 1.5 1.1

1.0 294439 1.9 1.7 2.1 3.8
3.0 2525 NDBI 10-2 959 528152
2912 1426 NDB2 10 1.4 28 44 3827 1.3 1.9 3.8
25170506 UCPla 1.0 0.3 0.3 0.3 0.3 0.50.4 0.2 0.3
UCPIb 1.0 0.7 1.0 1.9 2.0 1.5 0.6 0.5 0.7

Puc. 6. TeruioBble KapThbl TeHOB, KOAMPYIOIIMX HEKOTOPbIC OEJIKM MUTOXOHIPHIA B JIUCTE IMILIEHULIBI TTPY 3eJICHEHUU OTHOCH -
TEJIbHO BEJIMYMH COEPXKaHUSI TPAHCKPUIITOB F'eHOB B 3THOJIMPOBAHHOM JIMCTe (MPUHSTO 3a eMUHULLY, 1), MOJy4eHHbIE B YCIIO-
BUSIX ICHCTBUS pa3HbIX MHTMOUTOPOB (camumuiruapokcamoBoii kuciorel, CI'K, 3 MM; aHTUMUIIMHA 1 poTeHOHa, 10 MKM).
YepHblii IBET 0003HAYACT yBEIMYCHUE, Oe/Iblii — CHUKEHUE OTHOCUTEIBHOTO COlep>KaHUsI TPAHCKPUIITOB TeHa.

HeiicTBUTEILHO, B KOHTPOJIBHBIX YCJIOBUSIX 3€JICHEHUS
OTHOCHUTEJIbHOE coiepxKaHue TpaHckpunrtos NDB2
YBETMUMBAJIOCH B O0JIee mo3mHmii iepuon, yeM AOXa,
a Mpu IeMCTBUM MHTMOUTOPOB, HAIIPOTUB, TMHAMUKA
usMmeHeHus: ypoBHs1 MPHK nmaHHBIX TeHOB uMmena
cx0Xuit xapakrep (puc. 3).

Cpenn reHoB cyobenmHMI, TiepeHocuynkoB LII1
noaapsIoOINii 3¢@EKT aHTUMUILIMHA IPOSIBUJICS B
otHomeHn COB, 94TO OYEBUOIHO CBSI3aHO C OJIOKU-
pyoimuM 3¢pheKToM aHTUMUIIMHA Ha Q;,-CaliT KOM-
ruiekca III 1 TpaHCHOPT 371eKTPOHOB OT LIMTOXpOMa b
K oKuciaeHHoMY yonxuHoHy Q. B padorte [30] roBsIiie-
HUE COIEpXKAHMSI TPAaHCKPUITOB MUTOXOHIPHATBHBIX
T€HOB MocJe 4 4 1eficTBUSI aHTUMULIMHA aBTOPHI OObsIC-
HWIA B COOTBETCTBMU C MEXaHU3MOM PEIOKC-PETyJIs-
1Y TeHHOM 3KCIIPECCUU B MUTOXOHApMsIX. B oTinm-
yye OT aHTUMMIUHA, WHIYLUMPYIOLIEro CO3JaHue
y4JacTKa JBIXaTeJIbHOM Henu ¢ “Oojiee HU3KUM I10-
TEHIMAJIOM” W HaKOIUIEHME HEeCTaOMILHOIO CEeMMU-
XWHOHA Ha Q,,-calite [13], uMaHua Kanusi, UHTUOU-
pyroumii kKoMmiuieke 1V 1 mpuBoasIInii AbIXaTeIbHYIO
Lenb B ITOJJHOCTHIO BOCCTAHOBJIEHHOE COCTOSIHUE,
MOAABISUT HAKOIUIEHHWE TPAHCKPUIITOB MOYTH BCEX
HMCCIIEAOBAaHHBIX MUTOXOHIpUAILHEIX TeHOB [30].

M3BecTHO, YTO aHTUMUILIMH MPUBOAMUT K HaKOILIe-
HUIO HECTAOUJIbHOTO CEMMXMHOHA, KOTOPBIi SIBJISIETCS
OCHOBHBIM WCTOYHUKOM 3JIEKTPOHOB IIJISI TeHepaluu
cynepokcua-panukana komiuiekcoMm III. YeenuueHue
redepaunn APK nHayumpyer MPP-miyth 1 aKcripec-
cui0 TeHOB KoMIoHeHToB H®PII, ydacTBylommx B
MIpeIOTBpaIlleHNI OKHCIIUTEILHOTO cTpecca [14]. MPP-
CUTHAJIBHBIN IIyTh 3Kcnpeccun AtAOXIa perymmpy-
eTcsl TaKUMU (hbakTopamMu TpaHCKpUIIIUU Kak ABI4,
WRKY, MYB29 u NAC [1, 4]. B npucyTcTBUM aHTH-
MUIHA OTHOCUTENbHBIN ypoBeHb MPHK AOXIa B
3eJICHEIOIIEeM JIMCTe ObLI Hauboyiee BBICOKMM, IIO
CPaBHEHUIO C KOHTPOJbHBIM BapMaHTOM U TIpU neii-
CTBUM JPYTUX UHTUOUTOPOB, B TEUEHNE BCETO DKCIIE-

OU3NOJIOTUA PACTEHUN

TOM 69 Ne 6 2022

pUMeHTa, ¢ MUKOoM 1tociie 6 4 (puc. 3). [MomnepxaHue
BBICOKOTO YpOBHsI 3Kcrpeccuu AOXIa B yxe 3elie-
HOM JIMCTE mocJe 24 4, TI0-BUANMOMY, CBI3aHO C MH-
ruoupylouM BAUSHUEM aHTUMuUIIMHA Ha L{TD B
dC 1, ygacTBylolieM B MPeIOTBPALLIEHUN TIEPEBOC-
craHopieHus myna HAIID™. Panee Hamu mokasaHa
aKTUBaLIVA Nocje 12 94 OKUCIUTENIBHOMN CITOCOOHOCTHU
MUTOXOHIPHWI B TIPUCYTCTBUU 3K30oreHHoro HAJI-H
U TJIMLMHA, CBUIETEILCTBYIOIIAsI 00 YBEJIMYEHU U Ha-
TPY3KU Ha IbIXaTEIbHYIO LIEMb B Pe3y/IbTaTe YCUIIE-
HUS GOTOCHMHTETUIECKON M (POTOOBIXaTeIbHOM aK-
TUBHOCTHU [23].

B 1ies10M, B OTJIMUME OT KOHTPOJIBHOTO BapuaHTa,
JIbIXaHW€, HAKOTJIEHWEe TPAHCKPUIITOB TEHOB U CUH-
Te3 KOAUPYEMBbIX UM OEIKOB IbIXaTeIbHBIX KOMITO-
HeHTOB, ocodeHHO H®DII, B mprcyTcTBUY MHTUOUTO-
POB IPOSIBJISLIN 00JIee MO3AHUM XapaKTep aKTUBaIlU1
(ttocyie 6 4). OY4eBUIHO, 3TO CBI3aHO C peaKlKeil pa3-
BUBatolierocss (oTOCMHTETMYECKOro arimnapara Ha
usMeHeHne penokc-cratyca DTLL mMmuroxoHmpmii u
CUTHaJlaMM MJacTUl B sApO 00 M3MEHEHUU COO0-
CTBEHHOTO cTaTyca U, KaK CJIeICTBME 3TOTO, MoAaB-
JIECHWEM DKCIIPECCHUHU “IbIXaTeIbHBIX TeHOB. B ycio-
BUSIX MOCTOSTHHOTO MHrMoupoBaHus DT 3To Morio
MPUBECTH K 3aJepXKKe pa3BUTUsI XJIOPOTIJIACTOB, KakK
5TO TOKa3aHO B DKCIEPUMEHTaX C BO3JEUCTBUEM
CI'K u ¢ HokayTHBIMU IO AOX TUHUSIMU pacTeHUI
[21, 29]. ITonydyeHHbIe JaHHBIE KOCBEHHO YKa3bIBAIOT
Ha B3anmmMmoneiicteue MPP-myTeit ¢ perporpagHeIMu
CUTHAJIbHBIMU CUCTEMaMU TUIACTUII, a TaKXKe UX Te-
pecedyeHMs1 ¢ TOPMOHAIbHOM CUTHAJIU3AIIMEN U IpYyTU-
MU CUTHAJIBHBIMU MyTSIMHU KJIeTKU [4]. B HacTosee
BpEMSI 3TH BOTIPOCHI UMEIOT AMCKYCCUOHHBIN Xapak-
Tep U SIBJSIIOTCS MPENMETOM YIJTyOJIEHHBIX JeTallb-
HBIX UCCIIENOBAHUNA.

AT®, o0pa3oBaHHBIN TIpU AbIXaHUU, SIBJISETCS
OCHOBHbBIM MCTOYHUKOM 3HEPTUU i1 OMOCUHTETHU-
yeckux IpoueccoB. Cuntaercs, uyto AT®-cuHTaza
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JyBCTBUTENbHA K OKMCINTEIIbHOMY cTpeccy [17]. O6-
paboTKa aHTUMUIIMHOM U MEpPEeKUChIO CHMXajla CO-
Jep>XXaHUe CyObeOuHMI O, B n d ATD-cuHTa3bl U
SKCITPECCUTO HEKOTOPHIX TeHOB [34]. OmHako 3KcIIe-
PUMEHTBI, TIPOBEAEHHBIE C ITOMOIIbIO TEXHOJOTUU
JHK-MuKpouun, He BBISIBAIU SIBHOTO MOAABJISTIONIE -
ro 3(pdeKTa THTMONTOPOB Ha SKCIPECCHUIO SOCPHBIX
reHoB, komupyioumx AT®d-cuHTazy B pacTeHUSX
A. thaliana |39].

B npoliecce 3eeHeHus JucTa MIIEHUIBI B KOH-
TPOJIBHBIX YCJIOBUSIX TMHAMMWKA COJAEp>KaHUSI TpaH-
ckpuntoB ATP6, reHa cyobenuHULbl a (akropa F,
AT®-cuHTa3bl, KaKk M TeHOB KoMmitoHeHTOoB IIII,
nMeJia TSHIEHIIUIO K CHUZKEHUIo B riepuond 2—12 4. B
npucytctBun CI'K ypoBenb MPHK ATP6 3ameTHO
MOBBIIIAJICS B paHHUI TIepuo 3eJeHeHus (2—6 u).
Nurudurops! LIIT oka3piBanm ciaadblit CTUMYIUPYIO-
muit 3ppexT Ha IKCIPEcCUto reHa CyObeaIUHUIIBI
AT®-cuHTa3bl, ITOCKOJBKY IIPOIIYCKHAs1 CII0CO0-
HocTh o LIT xoTh m cHUKanach, HO HE MOJIHOCTBIO
WHTUOWPOBAJIAChH.

MNuTepecHbIM hakTOM OBUIO YCHIIEHHWE OTHOCH-
TEeJILHOTO coiepxXaHusi TpaHckpuntoB UCPIb u
ANTI B iepuion 2—6 4, B TOM YHCJIE, B CDABHEHUH C
KOHTPOJIbHBIMU BeJIMYMHaMu (0e3 MHTUOHUTOPOB).
Pazo6maroniue 6enku UCP 1 aneHUHHYKJIEOTUIHAS
TpaHciioka3za ANT KaTaau3upyoT IPOTOHHYIO IIPO-
BOOMMOCTH Y€pe3 MUTOXOHAPHAJIbHbIE MeMOpaHbI 1
paccerBaloT MPOTOHHBIN rpaaueHT [18]. AKTuBaus
UCP u ANT, no-BuguMomy, ObLJIa HampaBjieHa Ha
crabwin3anuio pegokc-6amanca OTL. Pyukuus
ANT Taxcke MorJja ObITh CBSI3aHA C YCUJICHUEM TIepe-
Hoca ATO/A® u ynyuiieHueM cHaoxkeHus AT
TSI OBICTPO Pa3BUBAIOIIMXCS XJIOPOILIACTOB B YCIIO-
BUSX NedUIIUTa SHEPTUU TIPU IeUCTBUU UHTUOUTO-
poB DTLI. D10 comacyercsa ¢ pe3ybTaTaMy APYIUX
nccienoBaHuii. [1pu n3ydeHUn cocrtaBa U aKTUBHO-
ctu OXPHOS B KOpHSIX IIIEHULIBI, 00pabdOTaHHBIX
CMEChIO POTEHOHA ¥ aHTUMUIIMHA, OOHAPYKEHO 110~
saBiieHne 6eKoB ANT 1 yBennmueHme conepkanus 8'-
ruapokcunassl ABK, cHuMaroeii mHruoupyolee
pmusinue ABK Ha nepenoc AT® oenkamu ANT [19].
8'-runpoxkcuinasza ABK v muroxpom P450-3aBucu-
Masi MOHOOKCUTEHAa3a, yYacTBYIOIIAsI B OKUCJICHUU
pa3IUYHBIX COEMMHEHMI, B OCHOBHOM CBsI3aHa ¢ DP
(HeKoTOphIe (hOPMBI JTOKAIM30BaHbI M BO BHYTPEHHEN
MeMOpaHe MUTOXOHIPUIi), TO3TOMY MOXKET CUMTATHCS
KOMIIOHEHTOM HEMUTOXOHIPUAILHOTO (OCTATOYHOTIO)
neixanus. [1pu cTpecce 4acTo 0OHApYKMBAETCS YCHIIE-
HME HEMUTOXOHIPUATIBLHOTO AbIXaHUS, KOTOPOE MOX-
HO CB$I3aTh C €r0 YYacTHEM B 3allMUTE KIICTKU OT U30bIT-
ka kuciopona 1 AOK [40]. B nporiecce 3ejieHEHUS B
MPUCYTCTBUU BCEX MHTMOUTOPOB HAMM TaK>KE BBISIB-
JIEHO YBEJIMYECHME JOJIM OCTATOYHOTO ABIXaHUS B Ie-
puonm 1—12 9.

OOparuit Takke Ha ce0s1 BHUMaHue (GhaKT yBEJIU-
yeHus koiandectBa VDACI npu neiicTBUM aHTUMU-
nuHa B iepuon 4—12 4. U3BecTtHO, yTO momMmuMo ANT
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n gaxe AT®-cuHTa3bl KaK BO3MOXHbBIX KOMIIOHEH-
toB PTP, B hopMupoBaHUU MOPHI HE MCKIIOUYEHO
y4yacTHe NOTeHIUaI-3aBUCUMOI0 aHHOHHOTIO KaHaJia
(VDAC) [17]. Ycunenne akcnpeccun ANTI n Konu-
yectBa VDACI mpu neiictBum mHruoutopos DTLI
MOXET KOCBEHHO YKa3bIBaTh Ha akTuBauuio PTP kak
MeXaHM3Ma “paccemBaHNsI” MEMOpPaHHOTO ITOTCHIIN -
aJia M TIoIepXKaHUs peaokc-0anaHca. Borpoc HyX-
JIaeTcs B 0oJiee AeTaATbHBIX UCCICAOBAHMSIX.

Takum o6pazom, mHruoutopsl DTIl oxazanu
HanOoJiee CHJIbHOE BIIMSIHKME Ha (PU3MOJIOTMYECKUE
rmapaMeTphl 3eJIeHEIOLIEro JIMcTa B rtepuon 1—6 4, co-
OTBETCTBYIOIIETO 3Tany (POpMUPOBAHUST TUJTAKOU]I -
HOM CHCTEMBI XJIOPOIJIACTOB M3 3THOIIACTOB. [Ipu
nerictBuM Bcex mHIuouTopos DTILL B 3TOT mepuon
OOHapyXeHO, B CPaBHEHUU C KOHTPOJIbHBIM BapHaH-
TOM, CHIDKEHUE BeTnuuHbI F,/F, | CBUAETEeILCTBYIOIIEE
O TIOBBIIIEHHOM YYBCTBUTEJIbHOCTH Pa3BMBAIOIIETOCS
(GOTOCUHTETUYECKOIO amrapara K MU3MEHEHHIO MeTa-
0OJIMYECKOI'O COCTOSTHUSI MUTOXOHIPUIA, U CHAL IbI-
XaTeqbHOM aKTWBHOCTH. Ilpym 3TOM WHTMOMTOPEHI
OKa3bIBaJl pa3HOHAIIpaBICHHBIN 3G eKT Ha COOT-
HOIIIEHUE ObIXaTeIbHBIX IIyTeil U 3KCIIPECCUIO ““IbI-
xatenbHbIX” TeHOoB. IlomaBienue AO TmpUBOTUIO K
aKTUBallMM TpaHcHopTa 37eKTpoHoB 1o LIIT u, mo-
BunguMoMy, AT®-cuHTa3HOII aKTUBHOCTU, a WHIHY-
oupoBanue KomiuiekcoB LIIT B Oomplireil crerieHn
BBI3BIBAJIO yCUJIeHMEe abixaHus o All 1 akcnpeccuu
reHoB KomitoHeHTOB H®I1. AkTuBa1us cucrem pa3oo-
meHHoro aeixaHus (UCP) u aneHMHHYKJICOTUIHOM
TpaHciaoka3bl (ANT), oueBuIHO, OblJIa HAaIIpaBjIcHa Ha
crabmim3anuio pemokc-6amanca OTL u ycuneHue
nepeHoca AJIID/AT® mis ynydiieHUsT CHaAOXCHUS
AT® un npeonojieHus 1eULIMTA SHEPTUU TIPU Orpa-
HMyeHun aktuBHoctu IIII. B memom, oOHapyXeH-
HBle 3¢ dexThl HapymeHus dyukuniit AO u LI xHa
IKCIIPECCUI0 “IbIXaTeJbHBIX” TEHOB M COCTOSIHUE
(GOTOCHMHTETUYECKOIO ammapara MOTYT OBITh 4Ya-
CThIO CJIOXKHBIX CUTHAJIbHBIX MyTEM, PETryIUPYIOIINX
peakirio reHoMa siipa, XJIOpOIJIaCTOB U MUTOXOH-
IpUiA B COOTBETCTBUU C METAaOOIMYECKUM COCTOSI-
HUEM ObIXaTeJIbHBIX opraHei. Heodoxonumo Golee
IIyOOKO€ M3ydYeHHEe KOMIIOHEHTOB CUTHAJIBHBIX ITY-
Teli, CBA3BIBAIOIINX OBIXaTeIbHYIO M1 (DOTOCUHTETH -
JecKyo GYHKIINIO.

PaGora BBITTOTHEHa B pamMKax TeMbl locymap-
cTtBeHHbIX OromxkeTHbIX HMOKTP “®dortocunres,
IbIXaHWE U OMO3HEepreTuKa pacTeHUul u potoTpod-
HBIX OpraHu3MoOB ((QU3HO0JI0r0-0MOXUMUYIECKIE, MO-
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