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pocTa pacTsXKeHUeM KJEeTOK Koneontuneu nNpopocTKoB
puca, pasnuyalolMxcsa CKOPoCTbio pocTa B YCJ10BUAX
HOPMOKCUM U 3aTOMJIEHUSA
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AHHOTALMA

AktyanbHocTb. OfiHa U3 cTpaTerin afantauum K 3aTOMJIEHWIO Y PacTUTESIbHbIX OpPraHM3MOB 3aK/II0HaeTCA B YCUNIEHMM poCTa
C Liefblo u36exaTb NOBPEXKAOLLEr0 BO3LeNCTBUA HeAocTaTKa Kucnopoga. K MogenbHbiM 06beKTaM Ans U3ydeHns AaHHOro
TUMa pocTa OTHOCAT KONEONTUAM NPOPOCTKOB puca, obnajatoLiero crnocobHOCTbI K NpopacTaHuio nog, BoAok. [lnnHa Kone-
ONTUNIEN CNYIKUT MapKePOM JKM3HECTIOCOOHOCTU NPU TUNOKCUU.

Llenb — cpaBHMTENbHbIA aHanM3 pocTa KONeoNnTuUnen 1 yyactus cyobeamHuy B v E BakyonspHoin H*-AT®asbl B ero peanu-
3alu y ABYX COpPTOB pUca OTEYECTBEHHOM CENEKLMM, PasNIMHALOLLMXCS N0 UCXOLHON CKOPOCTH YAJIMHEHMS (BbICTPO pacTyLumi
KybaHb 3 1 MeaneHHo pacTywmii AMeTucT).

Matepuansl u MeToabl. llccnegoBaHne NpoBeeHo Ha 3TUAMPOBAHHBIX NPOPOCTKAX KOIEOMTUIEeN puca ABYX COpTOB oTeye-
cTBeHHol cenekumn Kybanb 3 n AMetuct. [etekumto cyobeamHuy B u E V-AT®a3bl B cocTaBe 00LLei MMKPOCOMASIbHOI
(paKuuM peann3oBbIBanM € UCMOb30BaHUEM UMMYHO-DM0TT-aHanM3a. VIHTEHCUBHOCTb TPAHCKPUMLMM FEHOB, KOAWPYIOLLMX
cy6beanHmubl B n E V-AT®asbl, onpeaensnm MeToaoM NonuMepasHoi LIeNHON peaKkumm ¢ 00paTHO! TpaHCKpUNLUmen.
Pesynbrathl. [JuHamMuka pocta B ycnoBusx aspauuu bonee cOOTBETCTBOBasA M3MEHEHUAM CyObedMHUL, MPOMCXOLALLMX
Ha NpOTEOMHOM YPOBHE, TOrAa KaK [MHaMMKa pocTa npu 3aTornjeHnn uMena 6osbluee CXOACTBO C U3MEHEHUEM TPaHCKpHUN-
LMW TeHOB, KOAMPYHOLLMX 3TW cybbeauHuubl. CopToBble pasnnuma 6binn BoisBNEHb! TOMBKO NPW CPAaBHEHUW MHTEHCUBHOCTM
TPaHCKPUMLMK, YTO B KOHEYHOM UTOre He CKa3biBasioCh Ha JMHAMUKE POCTa KOJeoNTUIE.

BbiBoabl. MokasaHo yyacTue cyobeanhuy B u E V-AT®asbl B obecneveHnn BaKyoaM3aLmm B NpoLiecce pocTa pacTaeHueM
KONeonTWAei pyca Npu pasfnyHoM COAEPIKaHUW KUcnopoa.

KnioueBble cnoBa: runokcus; puc Oryza sativa L.; BakyonsipHas H*-AT®asa.
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Analysis of the role of tonoplast H*-ATPase in

elongation growth of coleoptile cells of rice seedlings
with different growth rates under normoxia and
submergence

Anastasia A. Kirpichnikova, Maria 0. Bikatasheva, Vladislav V. Yemelyanov, Maria F. Shishova

Saint Petershurg State University, Saint Petersburg, Russia

ABSTRACT

BACKGROUND: Rice coleoptiles were used to investigate the importance of V H*-ATPase in vacuolization during elongation
growth under normoxic and hypoxic conditions.

AIM of the study was to find out a link between growth intensity, protein amount of subunits B and E and transcription of genes
encoding those proteins.

MATERIALS AND METHODS: The investigation was carried out on two rice varieties of domestic selection, fast-growing
Kuban 3 and slow-growing Amethyst. Seedlings were grown in etiolated conditions at normoxia and submergence. Western-
blot analysis was employed to evaluate amount of subunits B and E in microsomal fraction. gRT-PCR was used to distinguish
differences in expression of genes encoding subunits B and E of V H*-ATPase.

RESULTS: The growth under aerobic conditions was more consistent with the changes in subunits B and E of V H*-ATPase
which was determined at the proteomic level, while the hypoxic growth had a stronger correspondence with changes in
OsVHAs gene expression. Varietal differences were revealed only when comparing the transcription intensity, which did not
affect the growth dynamics of coleoptiles. Obtained data suggested the existence of differences in the regulation of the enzyme
at the transcriptional and proteomic levels during coleoptile elongation.

CONCLUSIONS: The importance of the B and E subunits of V-ATPase involvement in vacuolization during the growth process of
rice coleoptiles under different oxygen level was demonstrated.

Keywords: hypoxia; rice Oryza sativa L.; vacuolar H*-ATPase.
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[EHETVHECKIE OCHOBEI
3BOMOLAM IHOCKCTEM

AKTYAJIbHOCTb

CrnocobHOCTb K WMHTEHCMBHOMY POCTY MOXHO paccMa-
TpMBaTb B KayecTBe aNbTepHaTUBbI U3MEHEHWIO NMOBEAEHMS
JKMBOTHBIX, HanpaB/IeHHOMY Ha u3beraHue NoBpeXatoLLero
LeNCTBMSA BHELUHWUX CTPeccoBblX (akTopoB. Y pacTutenb-
HbIX OpraHU3MoB, BeJyLIMX MPUKPENIEHHbIA 00pa3 Xu3HM,
MMEHHO Moj, CMHAPOMOM «m3beraHus» (low-oxygen escape
syndrome, LOES) noHMMaloT ofHy M3 cTpaTernin agantaumum
K 3aTonseHuto [1]. 3T0T TMM OTBETHOM POCTOBOM PeaKLIMM MOXK-
HO HabntoaaTb y pasHbIX BUA0B MMAPOMUTHBLIX pacTeHui [2].
K nx uncny oTHOCAT M LMPOKO BOCTpebOBaHHYH CeNbCKOXO0-
3AICTBEHHYI0 KynbTypy — puc nocesHo (Oryza sativa L.), Ko-
TOpbIi 06MafaeT cnocobHOCTLIO NpopacTaTb M BbICTPO pacTu
B YC/IOBUSIX 3aTOMJIEHNS, MPEO/O0NIEBas TaKUM 00pa3oM Heflo-
CTaToK Kucnopoga. lNpu npopactaHum HabnloaeTcs yckopeHue
poCTa TaKOro KBEHWNBHOMO OpraHa, Kak Konmeontuab [3-5].
3T0T BMAOM3MEHEHHbIN JINCT 3/1aKOB, 3aMKHYTbINA B TPYOKy,
MMeeT [0CTaTOYHO LUMPOKUA CMEKTP 3alLMTHBIX peakumid npu
MoA3eMHOM npopacTahum [6]. Hannume Gonee AsMHHOTO KO-
NeoNTUNS CHUXAET UM [aXe NpefoTBPaLLaeT NoBpexaro-
Lee [ENCTBME TaKUX CTPECCOBBIX (QAKTOPOB, KaK HEAOCTATOK
B/ar, pesKoe NoHWKEeHWe TeMnepaTyp (3aMopo3Kku), repbuum-
Obl 1 faxe rpbi3yHbl [7-9]. Y npopocTKoB puca 3Ta 3aluTHan
peakuus npuobpeTaeT coBepLUeHHO ocobyto gopMy. [unote-
3a, KoTopas bbina npeanoxeHa ewe B 1970-e roapl, npea-
rnosaraeT, YTo KONeonTWb 3a CYET MHTEHCUPUKaLMKM pocTa
1 BbICTPOro AOCTUIKEHWS MOBEPXHOCTU BOAbI BbIMOSHSAET Pofib
AbixaTenbHOW TPYBKM Ans mnaBaHus — «wwHopkensy» [10].
37a rMnoTesa 4o Cux Nop COXpaHWa CBOO aKTyasbHOCTb [6, 11].

PocT KoneonTtunemn ocyLLecTBASETCS NPeUMyLLECTBEHHO
33 CYET YHUKaNbHOro ANs pacTUTeNbHbIX KIETOK pocTa pac-
TAXKEHMEM — MHOMOKPaTHOro NOASPHOro (BEPTUKabHONO)
yOJIMHeHus. 3TOT MpOLecc ABMSETCA KPaTKOBPEMEHHbIM,
W ero MHTEHCUBHOCTb 0becreynBaeTCcs BEKTOPOM 0CMOTHYe-
CKOr0 [1aBJIEHNSA NPY Pe3KOM NOBBILLEHWM 3M1aCTUMHOCTH Kile-
TOYHbIX CTEHOK. MexaHW3Mbl peanu3aLuy 1 perynsaumm pocta
PaCTAXKEHWEM JIErNW B OCHOBY TEOPUM KUCIOMO POCTa, A0 CUX
Mnop aKTyasnbHOM, HECMOTPA Ha To YTo bblna chopMynMpoBaHa
noytn noneeka Hasap, [12, 13]. B ycnoBusx HopMoKcun cun-
TaeTCs JOKa3aHHbIM Posib ayKcKHa B aKkTMBaLmm H -ATdasbl
MnasManeMMmbl, 4T0 MPUBOAMT K 3aKMCIEHWI0 KIETOYHbIX
CTEHOK M, TEM CaMbIM, aKTUBMpYET psj, MexaHu3MoB, obe-
CMEeYMBAIOLLMX YAJIMHEHME KIETKU.

B To e BpeMs pocT pacTsKEHUEM COMPOBOXAAET-
CA MHTEHCMBHOM BaKyonu3auuen. OfHaKo npepncTaBneHus
0 MeXaHM3Max 3T0ro npoLecca eLle BO MHOrOM OTPbIBOYHbI.
He BbI3bIBaeT COMHEHUSA pe3Koe YCUNEHUe TPaHCMOopTa BoAbl
M OCMOTMYECKM aKTMBHbIX COEAMHEHWN Yepe3 TOHOMNacT —
BaKyosspHylo MeMbpaHy. OnpegensioLLas posib B reHepaLmu
MeMOpaHHOro MoTeHUMana Ha TOHOMMAcTe NpUHALJIEXUT
H*-AT®a3e BakyonspHoro Tna (V-tuna; KO 3.6.1.3), wmpo-
KO pacnpoCTpaHEHHOMN B 3yKapMOTUYECKMX KneTKax [14, 15].
3TOT NpOTOH-TPAHCMOPTUPYIOLLMIA MyNbTUCYObE AMHUYHBIN
(epMEHT XOpOLLIO M3BECTEH y4acTUEM B afanTaLmm pacTeHUiA
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K PasfIMyHbIM CTPECCOPHBLIM BO3AEMCTBUAM U LLaXKe Moayymn
Ha3BaHue «3Ko-epMeHT» [16]. MokasaHo, 4To cocTaB M30-
(hopM, BXOLALWMX B CTPYKTYpy BakyonspHon H*-AT®aswbl,
“MeeT TKaHecneunduyHocTb [16, 17]. OnHaKo y4acTue 3ToM
MoMnbI B MpoLieccax pocTa, 0c0beHHO B yCIOBUAX HelOCTaTKa
KMCNOPOAa, eLLe BO MHOTOM HeWU3BeCTHbI. /i3MeHeHus MoryT
ObITb CBA3aHbI C PErynsUMen Kak Ha TPaHCKPUNLMOHHOM, TaK
W Ha NOCT-TPaHCNALMOHHOM YPOBHAX.

Llenb uccnedogaHus — CpPaBHUTESbHBIA aHANN3 UHTEH-
CMBHOCTW POCTa, 3KCMPECCUM TeHOB, KoaMpYIoLWMX cybbeau-
Huubl B v E, a TakKe ux npencTaBneHHOCTb B MeMbpaHax
KJETOK KONeonTuen NMPOPOCTKOB puca [BYX COPTOB, pa3iu-
YaIOLLMXCSA MO MHTEHCUBHOCTM POCTa B YCNOBUSX HOPMANbHOM
aspauum U Npy 3aTomnseHum.

MATEPWAJIbI U METOTbI

06BeKTbI UcCneA0BaHWUIA

JKCMepuMeHTbI IPOBOAMIM Ha KoneonTuAsx 3-, 5- n 7-cy-
TOYHbIX MPopocTKoB puca (Oryza sativa L.). [laHHble BpeMeH-
Hble TOYKM COOTBETCTBYIOT Havay, MHTEHCUdUKaLMM U 3aBep-
LLIEHUO POCTa KONIEONTUNEN COOTBETCTBEHHO. 3TW CPOKMU Dblnn
0T0bpaHbl Ha NpefBapUTENbHOM 3Tane uccnefoBaHus. B pa-
boTe 1cnonb3oBanM ceMeHa ABYX COPTOB pUCa OTEYECTBEH-
HOW cenekuuu, oTobpaHHble paHee: MeAseHHO PacTyLLuid
AmeTuct u bbicTpo pactywas KybaHb 3 [5]. CeMeHa noBepx-
HOCTHO cTepunm3oBanu 50% pacTBopoM runoxsopuTa HaTpus
B TeyeHue 15 mMuH, 10 pa3 npombiBanu CTepUsIbHON BOLOW
1 3aMaumBanm B ropsadeii Boge (55°C) Ha 1 4. [lanee no 50 ce-
MSIH NPOpaLLMBaNM B TMAPONOHHbIX YCIIOBUAX HA CTEKIIAHHBIX
MOCTKaX (KOHTPOJSIbHbIE PacTeHWs) UM CO3[aBanu YCIoBUS
3aTonneHns B baHkax obbemoM 750 Mn, Kak onucaHo paHee
[5]. Wcnonb3oBanu 4% nutatensHblit pacteop Knona [18].
YpoBeHb M3MepsnM C MOMOLLbBIO aHanu3aTopa pacTBo-
peHHoro kucnopoga «3Jkcnept-009» (3KoHMKC-3KcnepT,
Poccus). CopepiaHve KUCnopofa B MMNOKCUYECKOM pacTBo-
pe He npesbiwano 0,5-0,6 mr/n. Mocyay v pacTBopbl Ans
paboTbl € pacTeHUsIMU NpeABapUTENIbHO CTEPUNIN30BANM.

[ins u3MepeHus LMHbI KONEONTWEH NPOPOCTKM pac-
KnagblBanu B Yallky [MeTpu, ckaHupoBam ¢ nomolubto HP
ScanJet 62710 v oundpoBbiBanM n30bpaxeHns B nporpaMMe
ImageJ (Bepcus 1.8.0_172) [5]. [ins aHanu3a ucnonb3oBanm
BCe mpopoclume pacteHns u3 50 nocesHHbIX.

MonyyeHne obwer MUKpPocOManbHOM chpaKLUM
KNETOK KoneonTuien puca

06Lyt0 MUKpocoManbHyo GpaKUMIo NoAYYanm U3 KINeTok
KoneonTunei npopocTkoB coptoB AMeTuct u KybaHb 3 npu
Temnepatype 4°C. HaBecky pacTutenbHoro Matepuana (oKo-
no 1) roMoreHnanpoBanu B cpese, coctosien u3 330 M ca-
xapo3bl, 50 MM Tris-HCl, 5 MM aTunenauamMuHTeTPayKCyCHOI
KucnoTel, 5 MM ackop6uHOBO# K1cnoThl U 5 MM auTuoTpen-
Tona (pH 7.8) [19]. MonyyeHHbI roMoreHar LeHTpudyrposa-
nm 10 muH npu 100 g Ha ueHTpudyre (MPW-350R, MonbLua),
nocrie Yero nocnefoBaTeNlbHO YBENMYMBANM CKOPOCTb
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1 uenTpudyruposanu 5 mux npu 3000 g ans otaeneHus Ta-
JKeNblX KNETOYHBIX 37IEMeHTOB (SApa, pparMeHTbl KNEeTOUHbIX
CTEHOK), 3aTeM B TedeHue 15 MuH npu 17 000 g ans ocaxae-
HWS MUTOXOHAPWI. [10NTy4eHHBIN 0CAfIOK FOMOTeHU3UPOBaITH
B cpefe, conepxaluen 300 MM pacteop caxapo3bl Ha 10 MM
bydepe Tris—Mes (pH 7,2). CynepHaTaHT LieHTpUyrupoBanu
npu 100000 g Ha ueHTpudyre Beckman Avanti J-301 (CLLA)
B TeyeHue 60 mMuH. Ocapok (oOLas MUKpocoMarbHas dpak-
LiMs1) rOMOreHM3MpoBanu B cpege, cogepxaleii 300 MM pac-
TBOp caxapo3bl Ha 10 MM bydepe Tris—Mes (pH 7,2).

JleHaTypupytowwumin anekTpocopes 6enkos
B NOSIMAKPUIaMUAHOM rene

Pasnenenve 6enkoB NpoBoAMIM METOAOM [EHaTypUpYHo-
wero anektpodopesa B 10% nonuakpunamuaHoM rene [20].
lNepen HaHeceHneM npob Ha 3neKTpodopesHbie rean Npobbl
BbIpaBHMBaNM Mo cofepxaHuto benka, KoTopoe onpeAensu
MeToaoM bpandopaa [21]. benok 13 obuieit MUKpocoManb-
HOM paKLmMK KITeTOYHbIX MeMbpaH ocaxpanu 20% Tpuxnop-
YKCYCHOW KUCIIOTOW W pacTBOpSNM B 3arpy304HoM bydepe.
Ha popoxky rens HaHocunm 20 MKr 6enka. [lns KoHTpons
pa3genenus OenKOB Ha renie MCMonb3oBanu MapKepbl Mo-
nekynspHoi Maccel PageRuler™ Prestained Protein Ladder
(Thermo Fisher Scientific, CLLA). InektpodopeTyeckoe pas-
Aenenve benkos nposoaunu B bydepe Tris—rnnumH (25 MM
Tris, 192 MM ranumH, 0,1% popeunncynbdat Hatpus, pH 8,3)
B cucteme Mini-PROTEAN (Bio-RAD, CLLA) npm 4°C.

OueHKa cogepxxanus cyobeaunuy, B u E H*-AT®a3bl
TOHOMMAcTa B cocTaBe o06werd MMKPOCOManbHOW
(pakuMM KNeToK KONeonTUIeW pUca C MOMOLLbH
UMMYHObN10T-aHanu3a

Mocne 3aBeplueHns 3nekTpodopesa resm NpoMbIBaNyU
TpaHchep-bydepom. [lanee npoBoaunu 6noT-nepeHoc Ha
HUTPOLLENNION03HY0 MeMbpaHy (Bio-RAD, 0,45 MKM) cucteMbl
Mini-PROTEAN (Bio-RAD) B TeueHuu 14 npu 100 B 1 250 MA
no npotoKony npousBoauTens. ocne nepeHoca MembpaHy
nomeLlanu B 6110KMpoBoyHbIN bydep Ha 1 u. [lanee B Te-
YeHWe HouM MeMbpaHy MHKYOMpoBanM B ONOKMPOBOYHOM

Tabnuua 1. lNpaiiMepbl K reHaM UHTepeca 1 CpaBHEHMUS
Table 1. Primers for genes of interest and comparison
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Oydbepe, comepalleM NepBUYHbIE KPOSMYbM aHTUTENa,
cneunduyHble ons cybbeanHuy B (AS09 503) n E (AS07 213)
H*-AT®a3bl ToHonnacta (Agrisera, LUeums). Mocne 3atoro
MPOBOAMIN OTMbIBKY MeMbOpaHbl 5 pa3 no 5 MuH B 25 Mn
BnokmpoBoyHoro bydepa. BropuuHble NoNMKIIOHaNbHbIE KO3-
JIUHbIE MPOTUBOKPO/INYLY aHTUTENA, MEYEHbIE MEPOKCUAA30M
xpeHa (AS09 602, Agrisera), pactBopsiv B 25 Mn brokupy-
towero bydepa ¢ MoniokoM. MeMbpaHy, NOMeLLEHHYt0 B pac-
TBOP CO BTOpPUYHbIMM aHTUTENaMK, aepxkanu npu 37°C 14 Ha
Kavarnke. llocne npoMbiBKM MeMbpaHbl, NsTHa cybbeauHuL
H*-AT®asbl ToHOMNacTa Ha HATPOLLENTIONO3HOW MeMbpaHe
NPOABNIA/M C noMoLbto 3,3-AnaMuHbeH3uUaNHA, pacTBOpeH-
Horo B docdaTHo-conesoM bydepe (pH 5,8). Mocne okpa-
LUMBaHMSA MeMbpaHy cKaHupoBanu. C NOMOLLbI0 KOMMbIOTEp-
Hol nporpamMMbl PhotoM 13Mepsanu onTUYecKyto MAOTHOCTb
W NNoLaab NATEH, OTPAKAIOLLYI0 MHTEHCMBHOCTb B3aUMOeli-
cTBusA cydbeamHuy, H*-ATda3bl ToHOMMacTa ¢ aHTUTENaMM.
Mocne yero aTM napaMeTpbl MEPEMHOXanMU M BblpaBHUBaNM
OTHOCHTEJTBHO KOHTPOJTbHBIX (HOPMOKCHMYECKMX) 3HAYEHMI Ha
3-1 cyTKM npopacTaHus, MPUHUMas UX 33 eAUHULY.

[lusaitH npaiiMepoB M npoBefeHUEe KOIMHECTBEHHOW
NUP c petekumnen B peanbHOM BpeMeHU

[na nopbopa npaiiMepoB Mcnonb3oBann 6asbl AaHHbIX
aHHoTUpoBaHHoro reHoMa puca (The Rice Annotation Project,
RAP, https://rapdb.dna.affrc.go.jp/) n nporpammHoe obe-
cneyenmne VectorNTl Advanced v.11. MpaiimMepbl noabupanu
B COOTBETCTBUM C ycrioBusMmM npoBegerus MLUP B peanbHoMm
BPEMEHU C MHTepKanupywwwmm Kpacutenem SYBR Green |
(EBporen, Poccus). lMapameTpbl npaiMepoB: Temnepatypa
nnaenexnsa 58-65°C; pnmHa 20-30 HykneoTnpos; obpaso-
BaHWe LUNWIEYHbIX CTPYKTYp U AMMEpOB B Nape npaiMepoB
¢ dG >-1 kkan/monb; GC-coctaB 40-60%. [lna Bcex nocne-
AoBaTenbHocTel MHTepeca 6blm mopobpaHbl cneumduy-
Hble npanMepbl. CneunduyHOCTL NpaiiMepoB NpOBEPS/M
npu noMolum anroputMa BLASTn NCBI (https://blast.ncbi.
nlm.nih.gov). MocnepoBatenbHoCT NpaliMepoB NpUBEAEHbI
BTabnuue 1. lpaiiMepbl CMHTE3MPOBaM B KOMNaHWM BioBeagle
(Poccus, https://biobeagle.com/).

TeH Tokyc Mpaiimepsl (5'-3") npo,uelfcl::,an. H.
s8I 0506410568200 CECHTAGATCAGGAGTIGOATOTS e
OsVHA-B2 050110711000 TCTOAGCAGCAATITCATIGGTGE 143
OSVHA-ET 050110659200 Reasvekackv ol o
OsvHA-E2 050510480700 EATCCTCCGCTETCEGACTE 152
osTUBS 050150805900  COGTACTGLTEBGAGCCACE. i
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Monyyenue kJHK

PHK Bbimensnu n3 KoneonTuseil MpoOpoCTKOB puca
(B KOHTPO/ILHOM BapuaHTe YOansiu NUCTbS, NPU TUMOKCUMN
JMCTbS BHYTPU KOJIEOMTUNS HE PacTyT) Ha COOTBETCTBYIOLLME
CpOKM npopacTanua (3, 5 u 7 AHel) ¢ NOMOLLbIO peareHTa
ExtractRNA (EBporeH, Poccus) B COOTBETCTBMM C MPOTOKO/IOM
npoussoautens. IHKasHyto obpaboTky npoBoaunu ¢ nomo-
wbto [IHKas3bl (Thermo Fisher Scientific, CLLA, 5 en./obpaseu)
no npotokony npoussogutens. Oumwwennyto PHK pactopsnm
B CTEpUNbHOW Bofie M XpaHunu npu Temnepatype —80°C mo
aHanmsa.

Peakuuio 06paTHOM TpaHCKPMNLMK MPOBOAMIN C UCTOMb-
30BaHMeM Habopa MMLV RT kit (EBporeH, Poccusl) B coot-
BETCTBWM C NPOTOKOJIOM npom3BoauTens. [Ing cuHtesa kAHK
6panu 2 mMrr PHK. Monyyennyto kHK pa3nuBanu Ha anukeo-
Tbl ¥ XpaHuiu npu TeMnepatype —80°C no aHanu3a.

AHanus 3kcnpeccum reHoB, KOAUPYIOLLMUX
cy6beauHmupl B n E H-AT®asbl ToHonnacta

[lns npoBeaeHus KonnyecteeHHow MUP ¢ petexkumein B pe-
anbHOM BpeMeHu ucnosb3oBanu Bio-Rad CFX96 REAL-TIME
System (CLLIA, B pecypcHoM LeHTpe «Pa3Butue Monekynsp-
HbIX 1 KNETOYHbIX TexHonoruii» CI6IY) u Habop aetekumm ans
MLP 5X gPCRmix-HS SYBR (EBporeH, Poccus). AMnamdmka-
LMo NpoBoAunM no cnepytoei nporpamMme: 95°C — 5 MuH;
95°C — 15 ¢; 60°C — 30 ¢; 72°C — 30 c; Bcero bbino
45 umknoB. Peructpaumio dnyopecueHUMM WHTEpKanupy-
towero Kpacutens SYBR Green npoBoamnm B KOHLE Ka-
A0ro uMknia. [Ins nomyyeHUs OTHOCUTENBbHOTO KOSIMYECTBA
TPaHCKPUNTOB U3 MOPOroBbIX LMKI0B amniandukaumm (Ct)
ucnonb3osanu Meton 2%, a ans nonydenna crenexu nsme-
HEHUS OTHOCMTESNIBHOTO KOJIMYECTBA TPAHCKPUNTOB KaXoro
reHa — Metop, 2722 [22]. [laHHble N0 KOAMYECTBEHHOM OLIeH-
Ke aHanu3vpyeMoro reHa npegctaBieHbl B OTHOCUTENbHbIX
e[MHNLAX, PacCUMUTaHHbIX MPWU CPaBHEHWUM C YPOBHEM 3KC-
npeccun reHa B-TybynuHa & (OsTub4). N3meHeHne ypoBHS
3KCMPECCUM FEHOB MHTEpECa PacCyYMTbiBaaM OTHOCUTEJIBHO
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KOHTPOJIbHBLIX (HOPMOKCUYECKMX) 3HAYEHUI Ha 3-M CYTKM
npopacTanus, NPUHUMas UX 3a eauHNLY.

CratucTUyeckas obpaboTka

Bce 3kcnepuMeHThl NpoBoamnmM B 4—8-kpaTHoi buono-
MMYECKON W 3-KpaTHOW aHaNMTMYecKoW NOBTOPHOCTM 3a UC-
KJI04YEHWEM UMMYHO610Ta, KOTOPbI NOBTOPSNN B 3-KpaTHOM
Bronoruyeckon nostopHocT. CTatucTuyeckylo obpaboTky
[aHHbIX NpoBoauAM ¢ noMolubto GraphPad Prism 8.0.1 ans
Windows. Ha puc. 1-3 npuBeeHbl cpefHMe 3HaYeHUs Beu-
UWH M UX CTaHLAPTHble OLIMBKKM. 3HaueHns ¢ pasHbIMU ByK-
BaMu [LoCTOBEpHO pasnnyatotcs npu p <0,05 (B3BeLueHHoe
cpeaHee TbiOKK).

PE3YJIbTATbI

Koneontunu npopoctkoB puca copta KybaHb 3 B ycno-
BMSX HOPMOKCUM OT/IMYANIUCb MHTEHCUBHBIM HayanoM pocTa
(Ha 3-u cytku gocturanm 10 MM), LBYKpaTHBLIM YBESIMYEHWEM
ANMHBI K 5-M CyTKaM 1 AanbHeNLIMM NPeKpaLLeHneM yanHe-
Hus Ha 7-e cyTku (puc. 1). Koneontunm puca BToporo uccne-
AyeMoro copta — AMeTUCT — XxapaKTepu30BauCh ropasao
MEHbLUMM YANMHEHWEM, KOTOpOEe COCTAaBWIIO0 B CPEAHEM OKO-
no 50% ot TakoBoro y copTta KybaHb 3 Kak Ha 3-u, TaK U Ha
5-e cyTku. lo3gHee pocT He KOMMeHcUpoBancs bonbluei
NPOAOIKUTENBHOCTBIO, @ TAKIKE 3aKaHYMBANCA K 7-M CyTKaM.
TeM cambIM y 060Mx COPTOB XapaKTep pocTa bbin UaeHTH-
YeH, HO aMNIUTyAa TakoBoro y AMeTucta bbina npaKTU4ecku
B 2 pasa MeHblueii. [popacTaHue B ycnoBUAX 3aTOMMeHNs
MPUBOLMIO K U3MEHEHWI0 AMHAMUKK pocTa. CnepyeT oTMe-
TUTb 3HauMTeNbHOE WHrMOMpOBaHME POCTOBbLIX MPOLLECCOB
Ha caMOM HayanbHOM 3Tane mpopacTaHus (K 3-M cyTKam)
Koneontunei copta KybaHb 3. Ewe bonee uHTepeceH dakt
nocnenytoLleil UHTEHCUBUKALMM YASIMHEHWS, B pe3yfbTa-
Te KOTOPOW Ha 5-e CYTKW MpopacTaHus B MMMNOKCUM [JIMHA
CPaBHAMAch C A€TEKTUPOBAHHO B KOHTpone. O0TMETUM Takke
NPOJOIKEHNE, XOTb U HE3HAUUTENbHOE, POCTa Ha 7-e CYTKM
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Puc 1. PocT Koneontunei npopocTkoB puca fByx coptoB (bbicTpo pacTywmit copt KybaHb 3; MeanieHHo pacTywumii copT AMeTucT)
B YC/IOBUSIX HOPMOKCUM W TUNOKCUW. 3HayeHUsi C pasHbiMM bykBammu (a—d) pocToBepHO pasnmnyalotcs (B3BelUeHHoe cpeaHee ThioKy,

p <0,05).

Fig 1. The growth of rice seedlings coleoptiles of two varieties (fast-growing variety Kuban 3; slow-growing variety Amethyst) under normoxia
and hypoxia. Values with different letters (a—d) are significantly different (Tukey's test, p <0.05).
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Puc 2. N3meHeHme copepikanus benkoB cybbeamHuy B u E H-AT®a3bl B cocTaBe MUKpOCOMasbHOI paKLmMmu KNeTOK KoneonTunei npo-
POCTKOB puca AByx copToB (BbicTpo pacTywmii copt KybaHb 3; MefJieHHO pacTyLmin copT AMETUCT) B YCIOBUAX HOPMOKCUM U TUMOKCHM:
a — BectepH-6510T rnbpmamsaums npob benka MUKpocoManbHoOM GpaKLmmM ¢ aHTUTeNnaMu npoTue cydbeanHmy B u E. 35 n 55 k[la — Map-
Kepbl MOJIEKYNIAAPHOTO BECa; HOP. — HOPMOKCHS, 1N, — runoKcus. OTCKaHMpoBaHHbIe M306paKeHns XxapaKTepHbIX 610ToB; b — oTHOCK-
TesbHOE U3MeHeHWe copepxaHus 6enKoB. 3HaueHus ¢ pasHbiMK bykamm (a—d) AOCTOBEPHO pasnuyaloTcs (B3BeLUEHHOe cpeaHee ThiokM,
p <0,05).

Fig 2. Alteration in the content of proteins of B and E subunits of H*-ATPase tonoplast in the microsomal fraction of coleoptile cells of rice
seedlings of two varieties (fast-growing variety Kuban 3; slow-growing variety Amethyst) under normoxia and hypoxia: a, western blot
hybridization of microsomal fraction protein samples with antibodies against B and E subunits. 35 and 55 kDa, molecular weight markers;
nor., normoxia, hyp., hypoxia; Scanned images of typical blots; b, relative change in protein content. Values with different letters (a—d) are

significantly different (Tukey's test, p <0.05).

Mpu HefocTaTke Kucnopoda. [ins KoneonTtunei NpopoCTKOB
copta AMeTUCT TakKe O0TMeyeHo boniee YeM [BYKpaTHOe
TOPMOJKEHUE POCTa MO CPaBHEHMIO C HOPMOKcUel. B panb-
HEeMLWW Nepuoga ¢ 3-X A0 5-X CYTOK POCT YCUAMBAnCA W Npo-
LOKaNca o 7-x cytok. TeM He MeHee duHanbHas [LIMHA
KoneonTtunen AMeTUCTa B KOHEYHOW BPEMEHHOW TOUKE 3KC-
nepuMeHTa bbina noytn Ha 40% MeHbLue.

[nsa nocnepyiowero aHanu3a NpefcTaBleHHOCTU ABYX
cyobeauuny, BakyonapHoit H-AT®asbl U3 KneToK Koneon-
TUNEeN NpOPOCTKOB puca Mmonyyanu obLuyo MUKpocoMasb-
Hylo dpaKumMio MembpaH, B KOTOPYH BXOAMT TOHOMMACT.
[ns [aHHOW Cepum 3KCNEPUMEHTOB 3a eAMHULY NPUHUMAaNK

DOl https://doiorg/1017816/ecogen641977

KonnuyecTBo Genka M30QopM MHTepeca, aHanM3MpyeMbix Mo
WHTEHCMBHOCTM B3aUMOZENCTBUS CO CNELMUYHBbIMU aHTU-
TeNnamu, Ha 3-u CyTKM pasBUTUS B YCNOBUSX HOPMOKCHM.
BbisiBNEeHHble 3aKOHOMEPHOCTM MpeAcTaBieHbl Ha puc. 2.
B koneonTunsx oboux coptoB puca bbina AeTeKTMpoBaHa
cybbeamHuua B V-H*-AT®asbl ¢ MonekynsaHoi Maccon 55 k[la
u cybbepmnmua E ¢ MonekynapHoi Maccon okono 31 kfla
(puc. 2, a). B ycnosusx HopManbHOM aspaumuu CopepaHue
cybbeamHuubl B pesko Bospactano (bonee yeM B 2,5 pasa)
K 5-M CyTKaM BblpaliMBaHus npopocTkoB copTa Ky-
baHb 3 (puc. 2, b). B xome nocneayloLLero pasBuTMS
(Ha 7-e CyTKW) OHO BO3BPALLANOCh K UCXOLHOMY 3HAYEHMIO.




[EHETWHECKIE OCHOBHI
3BOMOLAM IHOCKCTEM

[ina KoneonTunen NpopocTKoB copTa AMETUCT AeTEKTUPOBa-
Ha 6nM3Kan OMHaMWKa cofepxanus cybbeamHuupl B, Ho ee
amnauTyga bbina 3HaunTensHo crnabee, a K 7-M CyTKaM —
HUXKE WUCXOLHOW TOYKM (MeHblue enuHuMubl). CoBepLueHHo
WHBIMW OB M3MEHEHUS NMPU NpopaLLMBaHUM MPOPOCTKOB
B YC/I0BMSIX 3aToMNneHns. B MeMbpaHax KIeToK KoneonTuneli
puca copTa KybaHb 3 Ha 3-u cyTKmM cofepkaHue cybbeauHu-
Ubl B 6b110 CyLLECTBEHHO MEHbLUE KOHTPOJILHOrO BapuaHTa.

Ky6aub 3 OsVHA-B1

Tom23,Ne 17,2025
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[lanee bbina oTMeYeHa cnabas TeHEHLMSA K NOBbILLIEHUIO, HO
3HayeHMe TaK U He JOCTUrano eauHuubl. Hu3Kuii ypoBeHb
benka cybbeamHuubl B B cocTaBe 3HaoMeMbpaH bbin aeTek-
TMPOBaH U ANA KoNeonTuen copta AMeTUCT, NpuyeM Ha BCex
NMPOTECTUPOBAHHbIX CPOKAX OHM OblAM BNIN3KM K eAnHMLE.

B uenom cxogHas TeHaeHUMs Obina BbisiBSieHa M oA
cybbeannmubl E (puc. 2). B ycnoBusx AoctaToyHOro cHab-
YEHUsA KMUCIOpPOLOM B MeMbpaHax KoneonTunen puca copta

Ametuct OsVHA-B1
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Puc 3. /3MeHeHne oTHOCMTENIBHOTO YPOBHA HakomneHus TpaHckpunToB reHoB OsVHA-BI1, OsVHA-B2 w OsVHA-ET, OsVHA-E2 B kone-
ONTUNAX NPOPOCTKOB puca ABYX copToB (BbicTpo pacTywwmii copT KybaHb 3; MefneHHo pacTylumii copT AMeTUCT) B YCNOBUAX HOPMOKCUM
M TMNOKCMM. 3HaueHus ¢ pasHbiMM BykBaMm (a—d) AOCTOBEpPHO pasnnyaloTcs (B3BelLeHHoe cpeaHee Tbioku, p <0,05).

Fig 3. Changes in the relative level of accumulation of OsVHA-BI1, OsVHA-B2, OsVHA-ET, and OsVHA-E2 gene transcripts in coleoptiles
of rice seedlings of two varieties (fast-growing variety Kuban 3; slow-growing variety Amethyst) under normoxia and hypoxia conditions.
Values with different letters (a—d) are significantly different (Tukey's test, p <0.05).
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KybaHb 3 MakcuManbHoe cofepxaHue BeNKOB WMHTepeca
BbiNo BLISBNEHO HA 5-€ CYTKW pa3BUTMS, KOTOPOE MOTOM
CHWIKaIOCb, HO BCE PaBHO LUECTUKPATHO MPEeBbILLA0 TaKo-
Boe Ha 3-u cyTku. [ina copta AMeTUCT Takke bBbina 0TMeyeHa
CXOQHas HeNMHEWHas OMHaMWKa COLEpPIKaHWA, HO ropasfo
MeHee BblpaxKeHHas. 0HaKo Npu 3aTOMeHUM U3MEHeHUe
copepxaHua cyobeanHuupbl E 6bn0 0TMYHBIM OT TaKoBo-
ro nof LeWCTBMEM HOPMOKCMU, a TaKkXKe OT LaHHbIX, NOsy-
YeHHbIX Ans cydbeauHuubl B. OTMeTUM, uTo Ha 3-u CyTKM
pa3BUTWA HELOCTAaTOK KUC/OPOAA MOBbILWAN COAepIKaHue
n3odopMbl E B MeMbpaHax KIeToK KoneonTuien npopoct-
Ko copTa KybaHb 3. lpn 3TOM Ha 5-1 CyTKM coaepxaHue
He M3MEHSNOCh M [ae HEMHOr0 CHUXANOCh Ha 3aK/lioun-
TENbHOM BPeMEHHOM WHTepBane. bauskas TeHaeHUmMs bbina
MoKasaHa M AN KIETOK KONeoNTWeld NpoOpOCTKOB puca
copta AMeTucT. Takum 06pa3oM, nosyyeHHble JaHHble 06 13-
MeHeHWM 30(hepMEHTHOr0 cocTaBa BakyonspHon H*-ATDasbl
COOTBETCTBOBa/M AWMHAMUKE POCTa KONenTuien B YCIOBUSX
HOPMOKCWUM, OFHAKO 3HAYUTENTBHO OT/JIMYaNUCh OT BbISIBNEH-
HOM B YC/IOBUSIX 3aTOMNJIEHMS.

B 3aBepleHnn nNpoBefEHHOTr0 HaMK UCCNefoBaHuUs
Bbina nMpoaHanM3MpoBaHa 3KCMPEeCCUs TeHOB, KOAMPYHOLLMX
cybbenuHnubl B v E B aHanornyHbIx ycnoBusx npopacTaHus:
HOPMOKCMM 1 TUnokeuu (puc. 3). MoxHO BMAETb, YTO Ha-
Konnexue TpaHckpunTos reHa OsVHA-B1 y copta KybaHb 3
MMeNo HeSMHENHYI0 AMHAMUKY C AOCTUXKEHWEM MaKcuMyMa
Ha 5-e CYTKW, MpWYeM Npu 3aTOMIEHUN yBeNUYeHWe Bbino
Hanbonee 3HaUMMbIM MpU Nepexofe 0T 3-X K 5-M CyTKaM
pa3BuTms. B kneTkax koneonTtunen copta AMETUCT XapaKTep
M3MEHEHMIA Obln COBEPLUEHHO MHBIM: TPAHCKPUMTLI HaKamnIK-
BaJINCb MOCTEMNEHHO M MX YPOBEHb LOCTUran MaKCMMyMa Ha
7-e CYTKM He3aBMCMMO OT CHabxeHusa KucnopopoM. OaHako
BE/IMYMHA 3TUX U3MEHEHWI TakxKe Bbina Bhbille npu 3aTonne-
HWW. 3HauuTeNbHbIe OTIMYKA OblIK BbISBNIEHBI MPX aHanu3e
TpaHcKpunumn reHa OsVHA-BZ2. HakonneHne TpaHCKpUNTOB
CHUKanoCh € Bo3pacToM npopocTkoB copTa KybaHb 3, npu-
yeM OHo 6bino 6onee BbIpaXEHHBIM B YCIOBUAX HefocTaT-
Ka Kucnopoga. A y npopocTKoB copTa AMETUCT AMHaMUKa
Obina NpsMo MPOTMBOMOMOXHOM M JOCTUrana MakcuMyMma
Ha 7-e CYTKU 1 B YCNIOBUSIX HOPMOKCHM.

O6patumcs Tenepb K reHy OsVHA-ET. OTMeTuM, uTo Ccy-
LLECTBEHHBIX M3MEHEHWUN MpU HOpMaribHOW apauuu He Ha-
bnopanock y oboux mpoTecTMpoBaHHbIX copToB. OpHako
B YCNIOBMSAX TMMOKCUM B KJIETKaxX KONeoNTunei Haubonbluee
HaKOMMeHMe TPaHCKPUNTOB (MKCUPOBaNM Ha 5-e CyTKM
y npopocTkoB copta KybaHb 3 v Ha 7-e cyTKM y npopocT-
KoB copTa AMeTuct. OcobeHHo cnefyeT 0TMETUTb AUHAMUKY
aKcnpeccuu reHa OsVHA-EZ. OtcyTcTBUME M3MEHEHWS TPaHC-
KpWUNTOB B XOA€ pa3BuUTHS NpopocTKoB copTa KybaHb 3 B KOH-
Tposie MeHSNOCh KapanHanbHbIM 06pa3oM Npu 3aTomneHuu:
MaKCMMyM OTMeYeH Ha 3-W CYTKW, NpU4YeM OH noyTn B 9 pas
MpeBOCX0AWN TaKOBOW NPW HOPMOKCHK. Y MPOPOCTKOB copTa
AMeTucT 6bIN0 3aperncTpupoBaHo HebonbLLOe HeNWHENHoe
M3MeHeHWe (MaKCUMYM Ha 5-e CyTKW) HaKOMneHus TpaHc-
KPUNTOB B HOPMaJlbHbIX YCNOBUSX, @ B C/ly4ae 3aTornjeHus
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COfiepKaHne TaKOoBbIX MOCTENEHHO YBENMYMBaNoCh C Anu-
TeNbHOCTBI0 3KCMepuMeHTa M gocturano 70-kpaTtHoro no-
BbILIEHUS Y 7-CYTOYHBIX MPOPOCTKOB. [lofyyeHHble AaHHbIE
YKa3bIBalOT Ha TO, YTO BbISBJIEHHbIE 3MEHEHUS SKCMIPECCUM
TEeHOB, KOAMpYOLLMX M30(hopMbl cybbeamHuy, B u E Bakyo-
nsapHon H*-AT®asbl UMeNn OUHAMUKY OT/IMYHYIO OT pPe3yib-
TaTOB, NOJTyYEHHbIX B X0A€ 60T-aHanm3a.

OBCYXAEHWUE

BakyonspHas H*-AT®a3a npeacrtaBnset coboi Hambonee
pacnpoCTPaHeHHbIA MPOTOH-TPAHCMOPTUPYOLLMIA hepMeHT
BHYTPUKIETOYHbIX MeMBpaH pacTUTeNbHOW KneTku [23, 24].
Ee upeHTMdMUMpOBanM Ha MeMbpaHax 3HAoMnasMaTuue-
CKOro peTuKynyMa, annapata [onbaxu, 3HA0BE3NKYNSPHOV
CeTKH, HO 0CHOBHasA Ao nokanusaumm H-AT®a3bl — ToHO-
nnact. lNepeuncneHHble KOMNApTMEHTLI OT/IMYaloTCA bonee
KucnbIM pH, 4To enaeT He3aMeHUMON posib [aHHOM0 Npo-
TOHHOrO Hacoca B 0becneyeHnn Ux QyHKLMOHANBHON aKTHB-
HocTu. K uncny BaXKHeMLLMX NpOLLeccoB pacTUTENbHON KIeT-
KM, B peannsaLmm KoTopbix NpuHMMaeT yyactue V-H*-AT®Dasa
TOHOMJIACTa, MOXHO OTHECTU FeHEPaLI0 3NIEKTPOXUMUYECKO-
ro noTeHLMana MoHOB BOJOpPOLA Ha BaKyonsipHOM MeMbpa-
He W noanepXaHue uuTonnasMatuyeckoro pH-romeocrtasa
[17, 24].

XopoLuo M3BECTHO, YTO JEMCTBUE 3HAOrEHHBIX W 3K30-
TeHHbIX QAKTOPOB Ha pacTUTeNbHbIE OpPraHU3Mbl HaUMHaAETCS
¢ noHwxenus pH. [laHHas peakums CToMb YacTo AETEKTUpY-
eTCA Y pasHbIX BUAOB PacTeHWUH, B pa3HbIX TKAHAX W Creuu-
anu3NpOBaHHbIX KJETKax, YTO MO3BOMSET paccMaTpuBaTbh
M3MEHEHME LMTONa3MaT4eckoro ypoBHs H' 1 B Kauectse
CUrHana, U B Ka4ecTBe BTOPUYHOrO NOCPEHUKA B TPAHCAYK-
LM pa3HoobpasHbIX CUrHaMbHbIX Kackagos [25]. 3ToT deHo-
MeH HeOAHOKpPaTHO BbiN NPOAEMOHCTPMPOBAH W B YCNOBUSAX
HepocTaTKa Kucnopoaa [26, 27]. 3akucneHue LMT030518 Npu
TUNO- M aHOKCUM MPOMUCXOAMT MO HECKOMbKUM NpUYMHAM.
OcHoBHas NpUyMHa — HU3Kas KOHLeHTpauus ATO, cHukato-
LL|as aKTMBHOCTb MPOTOHHbIX HACOCOB N1a3MaTUYECKON MeM-
OpaHbl 1 ToHonnacTa [27]. YpoBeHb AT® B KNeTKe UCTOLLAETCS
B TeyeHne 1-2 MUH Noc/e NEePEKIIYEHNS Ha aHa3POBHBINA Me-
Tabonuam [28]. [pyrum BaxHbIM UCTOUHMKOM H' ABNsieTca rna-
porm3 AT® v apyrux Hykneosuatpudocdaros (HTD) [27, 28],
nockonbKy docdart, nupodocdat u HykneosuaMoHodochar
obnapatot bonbLueli aumaohuUMpyHoLLEel aKTUBHOCTbIO, YeM
HT®. Bo3MO3KHbIE MCTOYHMKM NMPOTOHOB — YyTEYKa M3 Ba-
KYo/su, a TaKXKe HaKOMMIeHUe MHTEpPMEAMaToB U NPOLYKTOB
aHaspobHoro MetabonM3ma, NpeMMYLLECTBEHHO MaKTaTa
[27, 29]. B TKaHAX yCTOMYMBbLIX pacTEHWUW auMAo3 pa3BuBa-
eTcs MefneHHee U MeHee uHTeHcuBeH [30, 311, uto mMoxet
ObITb CBSA3aHO C DOMbLUEN CTUMYNALMEN CNMPTOBOrO BpoXxe-
HWA BMECTO MOJI0YHOro [29] u ¢ HanuumeM anbTepHaTUBHBIX
MeTabonmueckux nyTei, 06ecneynBalOLLMX PEOKUCIEHHEe
HALL(D)H 6e3 akkyMynALMM TOKCMYHBIX aHa3pOOHbIX MeTabo-
nmtoB [1, 29]. B pesynbraTe rnnKonus, nepexoasLLnii B aHa-
nnepoTuyeckue nyTu, obecneumsaeT npoussoncTeo ATO,
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KoTopas 1cnonb3yeTcs Ans NOALEPIKaHUA aKTUBHOCTW npo-
TOHHBIX HaCcOCOB Nla3MaTMYecKoi MeMbpaHbl M TOHOMNAacTa.
Buoxummueckuii pH-cTat, cocToswmiA U3 YenHoKa Kapbok-
cUnupytoLmnx/fnekapboKcunmpyowmx GepMeHToB, TaKke
yyacteyeT B perynaumm pH [30]. 3akucnenve umtonnasmol
Mpu LLeNCTBUAM aHOKCUM DbINO CBOWCTBEHHO M KNETKaM Koe-
onTunen puca [32]. 3TOT HOBEHMbHBIA OpraH, y cnocobHoro
K NpopacTaHuio Npu 3aTOMSIEHUM pUCa, PE3KO YBEMYMBAETCS
B [UMHY, 4T0ObI 06€CNEYnTb «40CTaBKY» KUCIIOPOAA K 3aT0-
MEHHbIM TKaHAM NPOPOCTKa. TeM caMbiM MOAepIKUBaeTCs
JKU3HECNOCOBHOCTb pacTeHns puca, KOTOpOe NPy BOCCTaHOB-
NeHUM HOpMasTbHOM aspaumm MPOAOXKaeT cBoe pa3sutue [33].
[py 3aTONAEHUM POCT KONEONTUNSA CKBO3b TOMLLY BOAbLI bonee
MPOLOIKUTENEH, YEM Ha BO3AyXe, a CNefoBaTeNbHO, NPoMC-
X0guT ero bosbluiee yanamHeHue [34], uto cornacyetcs C Ha-
UMMM AaHHbIMM (puc. 1). MokasaHo, YTo BENMYMHA KONEONTUAA
MOXET YKa3biBaTb Ha BOSbLLYH M3HECTIOCOBHOCTb pacTeHuiA
puca u obecreynBaeTcs Ha reHeTUHeCcKoM ypoBHe [5, 35].

B HaweM uccnepoBaHuu 6bin BbINOMHEH CPaBHUTENb-
HbIli aHanM3 aByx copToB puca KybaHb 3 (BbicTpo pacTyLumi)
1 AMeTUCT (MeAIeHHO PacTyLLMIA) 0TEYECTBEHHON CENIEKLMM,
Pa3nMYaloOLLMXCA UCXOAHOW MHTEHCUMBHOCTBID pocTa Koeon-
TUNel Npu HOpMOKcUW. MakcuManbHas LMHa y 060mx copToB
3admKcMpoBaHa Ha 9-e CYTKM U Janee pocT 0CTaHaBAMBaCA
(puc. 1). MonyyeHHble B fanbHelLEM pe3ynbTaTbl yKasblBa-
I0T Ha TO, YTO Jaxe NpuU WHAYLMPOBAHHOM TMMOKCUEN W3-
MEHEeHUM OMHaMMKKM pocTa (Mpofo/KeHun pocta Ao 7 cyT),
UCXO[HbIE PA3NMuMsA MO UHTEHCUBHOCTU YANMHEHUS MEXOY
copTaMu coxpaHsnucb. Bosnukaet Bonpoc, byayt nm co-
XpaHeHbl U BCe MeXaHM3Mbl, 0becneumnBaloLLme pocT B CTOSb
KapAMHanbHO pasfMyaloLLMXca No COLEPKaHUI0 KUCIopoLa
ycnosusix. PocT pacTsikeHUeM COMpOBOXAAETCA WHTEHCUB-
HOI BaKyonu3auuei. CnefoBaTeNibHO, MOXHO 0XMAaATb, YTO
1 posib MapKepHOro [71S BaKyONIPHON CUCTEMbI MPOTOH-Tpa-
cropTupytoLLero GpepMeHTa MOXET AMHAMUYHO MEHSITbCS.

Mo cBoelt cybbeAMHUYHOW OpraHU3aLMn 1 Mo NpUHLMNY
poTaumoHHoro Katanmsa V H*-AT®asa ToHonnacta 3Bosio-
UMoHHO poacTBeHHa AT®-cuHTasaM F tmna [36]. B ee cocTas
BXoAAT 13 cybbeauHuL, opraHW3oBaHHbLIX B [Ba [OMeHa:
Vo n V, [24, 37]. B HacToALLee BpeMs HaKoM/eHbl cBefe-
HWS 0 YHKLIMOHANbHOM 3HAYeHWUW Pas3nMuHbIX CyObeanHULL
1 0 BO3MOXHBIX MexaHu3Max ux perynaumu [16, 24]. OpHa-
KO NPaKTUYECKU HNYEr0 HEM3BECTHO O BO3MOXKHOM Y4acTUM
cybbeanHmy, V-H*-ATDa3bl B 0becneyeHun pocta pacTske-
HWEM HU B YCIIOBUSX HOPMOKCHM, HU NPU 3aTOMJIEHUN.

Tem He MeHee ana usodopm cybbeauHuubl VHA-E,
WUrpaoLLen BaXKHeiLlyl pofb B accoumauun AomeHos V,
n V, BakyonapHon ATQasbl, onucaHo TKaHecneundmyHoe
HaKoMneHWe Ha 3Tane 3MbpuoreHe3a apabuponcuca [38].
Bbino BbiCKazaHo NpeanonoXeHue, 4To 0CHOBHas n3odopMa
VHA-E 1 otHocuTCs K rpynne 6esIKOB OMaLLHEero Xo3sicTBa
W, No-BUAMMOMY, yyacTByeT B obecneueHun pocta. Hanpo-
1B, u3opopMa VHA-E2 Obina uaeHTMdUUMPOBaHA UCKITIO-
UWTENIbHO B MbIbLLE M BO3MOXHO Y4acTBYeT B Perynsuum
pocTa nblbLeBon Tpybku [16, 39]. Pag oTpbIBOYHbIX AaHHBIX
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Mo3BONISIET 3aKM04MUTb, YTO CybbeamnHuua VHA-B, ussectHas
KaK HyK/1eoTUA-CBA3bIBalOLLas, HO yTpaTUBLLas KaTanutuye-
CKYH0 QYHKLMIO, UMeeT A0CTaTOYHO BbIPAXKEHHOE PerynsaTop-
Hoe 3HauyeHue bnarogaps cnocobHOCTM CBA3LIBATLCA C LU-
TOCKeNeToM U (hepMeHTOM FIMKoAM3a anbaonasoi [40, 41].
B 10 >Ke BpeMs NoKa3aHo, YTO 3KCMpPeCccus reHoB, KOAMpY-
IOLLMX 3Ty CyObEAMHULY NLIEHULbI, B apabuponcuce npuBeo-
JMNO K YLMHEHMIO KOpHel Ha doHe coneBoro cTpecca [42].
Ha ocHoBaHMM MpuBELEHHbIX Bbllle AaHHLIX MMEHHO 3TW
cybbeanHuLbl Obinn BbIbpaHbl ANs fanbHENMLLero aHanmsa.

MpuMeHeHne cneumdrIHbIX aHTUTEN NO3BOMIUIIO OLIEHNTb
OVHaMUKY COfiepXKaHus 0benx cybbeuHNUL, B MUKpOCoMarb-
HOW (paKumMK, MONYYEeHHOM U3 KNETOK Koneonunen puca
(puc. 2). MoxHo BMAETb, YTO B XOA€ a3pobHOro pasBuUTUS
nyn cyobeauHULbI B MEHANCA HENMHEHO U UMeN MaKCUMYM
Ha 5-e CyTKM pa3BUTMS, KOrLa YAJMHeHVe BbIN0 MaKcMManb-
HbIM. Vi3MeHeHus ansa copTta KybaHb 3 6biiv 3HauMTeNbHO
Bonee BbipaxeHbl Mo cpaBHeHUto ¢ copToM Ametuct. WHte-
PecHo OTMETUT, YTO U 518 cybbeanHuubl E bbina BhisBeHa
Ta e 3aKoHoMepHocTb. OcobeHHo cunbHo (noytv B 18 pas)
ycunuBanoch ee HakonseHue y copta KybaHb 3 Ha 5-e cyTku
pa3BuTKS.

HepocraToK Kucnopoza npy 3aTonieHny KapAMHanbHbIM
00pa3oM MeHAN BbISIBIEHHYK AMHaMUKY. B LenoM MoxHo
3aK/I04NTB, YTO CofiepiKaHue cybbeanHuLbl B npakTuuecku
0CTaBa/ioCh HEM3MEHHBIM, HE3aBUCUMO OT copTa puca. Pac-
cMmatpuBas cybbepunuuy E, cnegyer otMeTutb Hebonbluoe
YBENMYEHWe ee NpeSCTaBNEHHOCTY M0 CPABHEHMIO C TAKOBLIM
Ha HayanbHOM 3tane pa3BuTus (3-e cyTku). B panbHenwwem
M3MEHEHWU HE OTMEYEHO HW Yy KoneonTuen bbicTpo pacty-
wero copta KybaHb 3, HM y MeAneHHO pacTyLiero copra
AmMeTncT. U3 nonyyeHHbIX JaHHBIX MOXHO 3aKJIHOUMTb, YTO
BOB/IeYeHue BakyonspHon H*-AT®asbl B 0becneyeHue pocta
KIeTOK KOJIeonTuien Npu pasHOM YpoBHeE CHabeHus Kucno-
POAOM pa3nnyanoch. JHepreTMyecKoe rofoAaH1e MpMBOAMIIO
K OTCYTCTBMIO 03KMAAeMoro Hakonnenus cybbeavuuy B u E
He TOJbKO Ha 5-€, HO M Ha 7-e CYTKM pa3BuTUA Npu 3aTonne-
HWM, KOrAa POCT eLLle aKTMBHO NPOAOJIKANCA.

TeM caMbIM ocoboe 3HaueHWe NpuobpeTaeT aHanus us-
MEHEHMS IKCMPECCUM FEHOB, KOLMPYHOLLMX 3TU CyObe AUHNLbI.
Cnepnyet oTMeTuThb, 4To VHA-B 1 VHA-E KoaumpytoTca Manbim
ceMelicTBoM u3 2 reHoB (OsVHA-B2, OsVHA-B2 v OsVHA-ET,
0sVHA-E2). TokasaHo, 4T0 AMHaMMKa HaKOMIeHWs NpOAYyK-
TOB TPAHCKPUMLMM 3TUX T€HOB CWUIIbHO OTAMYaNack 0T AMUHA-
MUKM COLLepKaHus KogupyeMbix benkoB (puc. 3). B ycnosusx
HOPMOKCMM B abCoMIOTHOM BOJBLUMHCTBE CNyYaeB YPOBEHb
3KCMPECCUM NPaKTUYECKM He MEHANCA HE3aBUCUMO OT copTa
U nepuoja pasBuTUA Koneontuns. Vcknioyenne coctaeniset
n3meHeHme akcnpeccuu 0sVHA-E2 ¢ MakcMMyMOM Ha 5-e CyTKM
pa3sutus u OsVHA-B2 ¢ MaKcuMyMoM Ha 7-e cyTku. [pudem
06a WCKITI0YeHUs OTHOCATCA K NPOpOCTKaM puca copta Ame-
TucT. OfHaKo npu NOABOLHOM NpopacTaHuu Ans BosbLUMH-
CTBa reHOB bbIN0 MPOAEMOHCTPUPOBAHO YCUNEHWE 3KCNPECCUN
Ha 5-e U/vunm 7-e CyTKY, 4TO MOXKET YKa3blBaTb Ha UX y4acTue
B perynsuuu CTpecc-WHAYLUMpOBaHHOro pocta. B 3atom
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BapuaHTe UcKioyeHne coctaBuiu reHbl OsVHA-B2 v OsVHA-E2,
HO 4518 npopocTKoB puca copta KybaHb 3. BbisBneHHble
Pa3nMuMsA MOXHO OOBACHUTb HECKONBKUMW MpUYUHAMM.
Tak, HanpuMep, ansa usodopM VHA-E yxe 6bino nokasaHo
HecooTBeTCTBME Mexay HakonneHeM PHK-npoaykTa v KoH-
LeHTpauven Koaupyemoro benka [43]. OTMevanach Takxe
BO3MOXHOCTb HECKOOPAMHUPOBAHHOW perynsummn cybbeau-
HuL, A n B V-AT®a3bl Ha TpacHKpUNLMOHHOM YPOBHE NpH 3a-
conexuu [44]. BaxHoe 3HayeHWe MOXKET MUMETb U BpEMEHHOIA
dakTop. [lns reHos cybbeauHMLbI E, TpaHCKpMNLIMA KOTOPbIX
Bbina feTeKTMpOBaHa TONBKO CMyCTs 72 4 nocne Havana 3a-
conenus [45]. TeM He MeHee npeAcCTaBfeHHbIE pe3yNbTaThl
YKa3bIBalOT Ha pasfnuus B Perynsuuu 3KCMpeccuu reHos,
Kogmpylowwwmx cybbepmHuusl B v E B xope passutus aByx
COPTOB pMCa, Pa3fiMYaloOLLMXCA MO HATMBHOM CMocobHoCTy
K pOCTY, B YC/TOBUSIX HOPMOKCUM 1 TUMOKCUN.

3AKJIKYEHUE

MomBoas wTor, cnepyeT OTMETUTb, YTO Ha KONEONTUNAX
puca MoslyyeHbl pesynbTaThl, YKasbiBaloLMe Ha pasnuuus,
BO3HMKAIOLLME HA 3KCMPECCHOHHOM W MPOTEOMHOM YPOBHE
Oona AByx cyobeaunuy (B u E) BakyonspHon H*-ATQasbl
B X0/le pOCTa PacTAXKEHWUEM KIIETOK KONEONTUNEN puca B HOp-
Me 1 Npu 3aTonIeHNn. TeM He MeHee MOJIHOro COOTBETCTBMS
B XapaKTepe W3MeHeHUs pocTa, NpeACcTaBNeHHOCTU YKa3aH-
HbIX CybbeauHML, B cOCTaBe 3HAOMEeMOpaH 1 MHTEHCUMBHOCTb
3KCMPECCUM KOLMPYIOLLMX UX TEHOB He BbiSIBNEHO. [laHHbIN
(eHOMeH MOXeT BbITb 00yCNOBNEH pa3NUUMAMM B perynaumm
Ha TPaHCKPUMLMOHHOM W NOCT-TPAHCNALMOHHOM YPOBHSX.

Mony4yeHHble [OaHHble CBUAETENbCTBYHT 0 Lieneco-
06pa3HOCTV NPOAOIKEHNSA UCCNEA0BaHUSA QYHKUMOHAMBbHOM
3HaYNMOCTH pasnnyHbIX cybbeauHuy H*-AT®asbl Bakyonm
B peann3aLum pocTa pacTsKeHWeM, a TakKe M0 BbiSBNEHMIO
MeXaHU3MOB BPEMEHHOW KOOpAWHaUUM perynsuuu pabothbl
MPOTOH-TPAHCMOPTUPYHoLLEro hepMeHTa Ha TPAHCKPUMLMOH-
HOM U NPOTEOMHOM YPOBHSIX.
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