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AKBAITIOPHUHBI, ABCIIU30BASA KUCJIOTA (ABK) U AYKCHUHBI (MYK) B TIPOPACTAIOIIHUX
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Pesome

C moMompi0 MeToJja UMMYHOTHCTOXMMMYECKOHM JIOKaNIM3alluu OICHEHO paclpejielieHHe aKBallOpHHOB,
abcumzosoii kuciotsl 1 MYK B mpopacraromux cemenax nedumutaoro no ABK myranra stamenst (AZ34)
U ero ucxomHoro copra (Steptoe). OGHapyxeHO OoJblliee COACPKAHHE AKBAlIOPUHOB B KOPHSX
mpopacrarmIiux 3apojpiieii  Steptoe mo cpaBHeHuH0 ¢ AZ34. BbuiBieHo 0o0jiee  MHTEHCHBHOE
okpammBanne Ha ABK B konmeopuse mpopacraromux cemsiH 3apoasiniel Steptoe. He 3adukcuposano
oTnnunid no okpamuBanuio Ha MYK mexay Steptoe u AZ34 uu B KoJeopu3e, HU B KOPHSX PacTECHHH.
Ob6cyxnaercs Bimusiaue akBaropruHoB, ABK 1 MYK Ha mpopactanue ceMsH SIMCHS.
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Resume
Using the method of immunohistochemical localization the distribution of aquaporins, abscisic acid and
IAA in the germinating seeds of the ABA-deficient mutant of barley (AZ34) and its original variety
(Steptoe) was estimated. A high content of aquaporins in the roots of germinating embryos of Steptoe was
found in comparison with AZ34. Revealed more intense staining of coleorhiza on ABA in germinating
seeds embryo Steptoe. No documented differences in staining for 1AA between Steptoe and AZ34. The
effect of aquaporins, ABA and IAA on seed germination of barley was discussed.
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Beenenue

BonHble KaHANbl aKBallOPHHBI UTPAIOT BAXKHYIO
porms B auddy3mm BOABI Yepe3 MeMOpaHbl PacTCHUI
[Chaumont, Tyerman, 2014; Maurel et al., 2015]. Ux
MPUCYTCTBHE OCOOCHHO 3aMETHO B TeX KICTKax W
TKaHsX, 4epe3 KOTOpPBIE HJAeT OBICTPHIA MOTOK BOJIBI
(Hampumep, B 30HE MOTJIOIICHUST KOpHSIMHU Bobl [Hachez
et al., 2006; Sharipova et al., 2016; Veselov et al., 2018],
VIUTHHSIOIMXCSL KIIETKaX OOKOBBIX KOpHeW [AxusipoBa u
ap. (Akhiyarova et al.), 2017], obmactu cocymoB u
yerhuuHbIX KieTkax [BecemoB u mp. (Veselov et al.),
2019]). TocrymieHne BOABI B MPOPACTAIOIIHE CEMEHA
pacTeHuit BAXHBI Tporiecc, OOeCIIeUNBAFOIITII
aKTHUBALMIO METaboMM3Ma W POCT 3a CYUET YBEIMYCHHS
obbema kietok [O6pydesa (Obrucheva), 2012]. Tem wHe
MeHee, MyOJMKaliK, OCBSIICHHBIC POJIH aKBAIIOPHHOB
B IIpoLiecce IPOPACTaHUS CEMsSH, HEMHOTOYHCIICHHBI, O
4eM CBHCTEIBCTBYET ONYOIMKOBAHHBIA HEJaBHO 0030p
H.B. OO0pyueBoii ¢ coaBTOpaMH, IOCBSIICHHBIN
BOJHOMY OOMEHY ITpH Tipopactanuu ceMsH [O6pydesa u
ap. (Obrucheva et al.), 2017]. OcHoBHOE BHHMMaHHE
yaensieTcss MPUCYTCTBHIO B IIPOPACTAIOMIMX CeMEHaX
aKBAaIlOPUHOB, JIOKATM30BAHHBIX B Bakyolsx (Tak
HasbiBaeMbix TIP — tonoplast intrinsic proteins). TIP
aKBaNlOpPHHBI OBUTM OOHApY)KEHbl B MHPOPACTAOLIMX
cemenax apabuponcuca [Hunter et al., 2007], tabaka
[Zheng, Staehelin, 2011], sumens u ropoxa [Olbrich et
al, 2007]. AxBamopuHaMm, JIOKQJH30BaHHBIM B
wrasmoniemme (PIP) ymenmstock MeHbIle BHUMAHWS.
O0bexrom  uccnenoBanuit  PIP akBamopuHOB B
MpOpacTalolMX CeMeHax B  OOJILIIMHCTBE PaboT
CI)KWJIM  JBYIOJIbHBIE  pacTeHus  (apabuuomncuc
[Willigen et al., 2006], 60661 [Novikova et al., 2014],
TOpOX [Becenosa, Becenosckuii, (Veselova,
Veselovskii), 2006]). Enuncrsennas paGora 1o PIP
AKBallOPHHAM IIPOPACTAIOIINX CEMSH OIHOJOJIBHBIX
pacTeHHi, KOTOPYH0 HaM YHaloCh Ha#TH, Oblia
nocesimeHa pucy [Liu et al., 2013]. Ham Ttakxe He
ymaiock OOHApYKUTh COOOMICHWH 00 akBalmoOpHHAX B
MPOPACTAIONINX CeMEHaX, rjae Obl Uil HX H3ydCHHS
UCIIONB30BAIM  MMMYHOTHCTOXHMMHYECKHH  HOAXOT,
MO3BOJISIFOIINIA BBISBIISATH MPUCYTCTBHE aKBAllOPUHOB B
otnenbHbIX KieTkax [Hachez et al.,, 2006; Sharipova et
al., 2016]. Jedurur 3Hanuii B 0061aCTH U3y4EHUS] POJIH
AKBAaIlOPHHOB MPH IPOPACTAHUM CEMSH IPOSBIACTCS
TaKKe B OTCYTCTBHHU CBEICHUH 00 y4acTHH TOPMOHOB B
peryisinuy ux ypoBHs. Mexy TeM, poJjib TOPMOHOB IIPH
NpOpPAacTaHHH  XOPOLIO HW3BECTHA M  HMHTEHCHUBHO
usyuaercs (cM. 0030p OOpyueBoii u ap., 2017 u cchuIKu
B HeM / see review Obrucheva et al., 2017 and references
inside). Kpome Toro, nokasaHa cocoGHOCTb> TOPMOHOB
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BIUATh Ha YPOBEHB OJKCIpeccHu axBamopuHOB (ABK
[Mahdieh, Mostajeran, 2009] u aykcuunor [Péret et al.,
2012]).

B nanHO#t paboTe MBI IPOBENN CPABHUTEIHHOE

N3Y4YCHUC HMMYHOJIOKaJIN3alun TOPMOHOB u
akBarmopuHOB U3 Kiacca PIP2 B kieTkax 3apoIbIIIeBoro
KOpHST M KOJEOpW3bl B IpoOLecce IPOpacTaHHs

nepumutHOro mo ABK myranra sumenss Az34 m ero
POIMTENLCKOTO TeHOTUNa Steptoe ¢ IeNbI0 BBISBICHUS
BO3MOYKHOU CBSI3M YPOBHSI aKBaIlOPHHOB C COAEPIKAHUEM
NYK u ABK.

MarepuaJibl 1 METObI

Cemena pacteHuit ssumeHst copta Steptoe u ero
myranta Az34 crepunmzoBanu B 2%  pacTBope
runoxjiopura HaTpus B TedeHue 10 munyt. Ilocne storo
CeMEHa TIIATENBFHO MTPOMBIBAIN, IEPEHOCHUIIN B CTAKAHBI
C BOJIOH, CTaBMJIM B TEMHOTY M HHTEHCHBHO a3pHPOBAIIH.
OO0pa3ubl sl MMMYHOJIOKalIM3anuy Opanu uepe3 13
4acoB  MOCJIE 3aMauuBaHus  ceMsH.  DHKcaruro
pacTHTENBFHOTO MaTepuana npoBoauin 4% pacTBOpoM
kapbomuumuna (Sigma, SmoHWS), TPUTOTOBIEHHOM Ha
0,1 M d¢octharaom OGydepe pH 7,2-7,4 (4 w). Hdus
ManbHEHIIeH TMOCTGHUKCANINKH TKAHEH HCIOJIb30BAIN
cmech 4%  mapadopmanbaeruga  (Riedel-de-Haén,
I'epmanus) wu 0,1 % rmorapanpiaeruga  (Sigma,
I'epmanns) Ha 0,1 M dochatHOM Oydepe (B TeueHue
Houm). [locnme oramoB 00€3BOKMBAaHUS B CIHPTaXx,
0o0pa3mpl 3anMBaiu B TUAPO(GOOHYI0O METaKpUIATHYIO
cmonry JB4 (Electron Microscopy Sciences, CILIA).
I'ucronoruueckue cpessl TOMMUHONW 1,5 MKM momydanu
Ha yneTpamukporome (HM 325, MICROM Laborgerite,
I'epmanus) u momemanu Ha MpeaMeTHble cTekna. Jlms
MMMYHOJIOKAJIM3alA WCIIOJIb30BAIN  crienuduaeckue
aHTUTENa, KOTOPbIE YCHENIHO HCIIOJIB30BAIN paHee JUis
ummyHookaim3amm UYK [Beicortkas u ap., 2007,
Seldimirova et al., 2016], ABK [Sharipova et al., 2016;
Veselov et al., 2018] u akBanopusos [Sharipova et al.,
2016]. [MonmukroHaMBHBIE aHTHTENAa MIPOTHB
aKBarnopuHOB MmazManeMmbl HVPIP2S Obiin mosrydens
IPU  WMMYHHU3AIMd  KPOJMKOB  OJHMIONENTHIAMH,
cootercTByronMu N-o6mactu HVPIP2;1 [Katsuhara et
al., 2002], HvPIP2;2 [Horie et al., 2011], HVPIP2;3 u
HVPIP2;5 [Sharipova et al., 2016]. Pa3senenus anTuTen
k ropmoHaMm (1:50 mms MYK u 1:80 mna ABK) m x
akBarmopuHaMm (1:50) roroBmmm ma @0XT (0,1 M
dochatubiii Oydep, comepxkamuii 0,2% sxenatuHa U
0,05% Teuma 20). Jnsg oOuUeHKH CHEIUPIIHOCTH
OKpAaIIUBaHUS 4acTh Cpe3oB oOpabaTsIBAIIN
HEMMMYHHOH CHIBOPOTKOH (HE conepKalleid aHTHTeNa K
uccieayeMbIM TOPMOHAM U akBalopuHaMm). BropuuHbie
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aHTHUTENIa, MEYCHHBIC KOJUIOMIHBIM 30yi0ToM (Aurion,
USA) B passenenun 1:40 HAHOCHIIH MOCIIE TPEXKPATHON
npombiBkH B 0,1 M docharaom Oydepe ¢ 0,05%
Teunowm 20. JIs neTeKuruyu TOPMOHOB U aKBAllOPHUHOB Ha
THCTOJIOTHYECKHE Cpe3sl HaHOCWIIN mpenapar
cepebpsiHoro ycuiutens (Aurion, USA). 3a pazButrem
OKpaIIuBaHus HabJIr0Iann B cBeToBOM Mukpockom (Carl
Zeiss, T'epmanust), ocHamieHHbIH 1M(POBOH Kamepoi
AxioCam MRc5 (Carl Zeiss, I'epmanus).

Host KOJINYECTBEHHOU OILIEHKH
WMMYHOTUCTOXHMMHYECKOTO  OKpAIMBAHUS  M3MEPSUIN
CPElHIO HMHTCHCHUBHOCTb OKpAIIWBAHUS IIHKCEIECH B
MIPECTABISIONIEH HHTEpeC 001acTH U(PPOBBIX CHUIMKOB
aHAIM3UPYEMBIX CPE30B € IOMOUIBIO Iporpammel Image]
(v.1_48, National Institutes of Health, USA) mo mkase B
256 3nauyenuii ot 6enoro (0) g0 camoro yepHoro (255).

Bce ombiTel mpoBommnmchk Tpu pasa. Ha
pPHUCYHKaX MpPEJCTaBICHBI CPEAHUE BCEX 3HAUEHUM M HX
CTaHAApTHBIC  OTKIOHEHWs. Bce  crarucruueckue
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C IIOMOIIIBIO CTaHJAPTHBIX

Pe3yabTaThl U 00cy:KIeHHE

VIMMyHOTHCTOXMMHUYECKAs  JIOKQIN3alHs  C
MOMOILBIO crienu(UYecKuX  aHTHTEN  BbISIBHIA
MpUCyYTCTBUE akBamopuHoB kiacca HVPIP2, ABK wu
NVK B mepBUUYHBIX KOPHSAX M KOJEOPH3€E 3apOAbIILIEH
000MX T€HOTHUIIOB.

KonmuectBeHHass  OLEHKa  MHTCHCHBHOCTH
OKpAalllMBaHWSl HAa aKBalOPHMHBI BbISBHIA OOJbllee
conepxkanne HVPIP2;1, HVPIP2;2, HVPIP2;3, HVPIP2;5
B KOpHSX IIpopacTaioiux 3apoasimield Steptoe mo
cpaBHeHHIO ¢ Az34 (paznuyve MEXY TCHOTHIIAMH I10
aKBarmopuHaMm JoctoBepHsl npu p<0.5, mapHbiii t-test)
(Puc. 1). Ilo ypoBHIO aKBalmOpHMHOB B KOJEOpH3E
pa3nuuuii MeXIy TeHOTHIaMH He OBUIO OOHApyXEeHO
(TaHHBIC HE TIPUBOJSTCS).

50 :

Hv PIP 2:1 Hv PIP 2:2

Hv PIP 2:3 Hv PIP 2:5

Puc.1. KonnyectBeHHas OLICHKa UMMYHOTUCTOXUMHYCCKOT'O OKpAalllMBaHN Ha aKBAIIOPUHBI B KOPHAX
MPOpAaCTAIOIIUX 3apoIbliieii ssumeHs copta Steptoe u ero aedururaoro mo ABK myranra Az34.
Fig. 1. Quantification of immunohistochemical staining for aquaporins in the roots of germinating
embryos of barley variety Steptoe and ABA-deficient mutant Az34.

OxkpamBanne Ha ABK  Opuio  Oosee
WHTCHCUBHBIM B KOJEOPHU3€ MPOPACTAIONIUX CEMSIH
sapoaeiiieii Steptoe no cpaBHenuio ¢ Az34 (pasnuune
MEXY T'C€HOTHIIAMH [0 aKBAlOPUHAM [OCTOBEPHBI IMpU
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p<0.5, t-test) (Puc. 2). IHTEHCHBHOCTh OKpPALIHBAHHSI
mepBUYHBIX KopHei Ha ABK Opima ommHaKoBOW Yy
3apojpliiel  000MX ~ TEGHOTUIOB  (J@aHHBIE  HE
TIPUBOISATCS).
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Puc.2. KonvdectBeHHas orlieHKa MMM YHOTMCTOXUMHYECKOTO
okpamuBaHusa Ha ABK B kosieopu3se npopacraromux
3apopliieil suMeHs copta Steptoe u ero qeUIMTHOTO
1o abcm30BoH kucnore myranta Az34.

Fig. 2. Quantification of immunohistochemical staining
for abscisic acid in coleorhiza of germinating embryos of
barley variety Steptoe and ABA-deficient mutant Az34.
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Puc.3. KonnuecTBeHHas oLieHKa MMM YHOTUCTOXHUMHYIECKOTO
okpammBanus Ha UYK B koneopuse mpopacTaronmx
3apOJIBIIICH STIMEHS copTa Steptoe u ero
nedururHoro mo ABK myranra Az34.

Fig. 3. Quantification of immunohistochemical staining
for IAA in coleorhiza of germinating embryos of barley
variety Steptoe and ABA-deficient mutant Az34.
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[To okpammBanuio Ha MYK He ObUTH BBISBICHBI
paznuuus Mexnay Steptoe u Az34 Hu B Kosteopuse (pHc.
3), HU B KOpHSX (JTaHHBIC HE TIPHBOISITCS).

B Hammx omnbITax HMMMYHOTHMCTOXUMHYECKas
JOKaNM3alyss C UCIOJAb30BaHWEM aHtuted Kk PIP2
aKBAIllOpHHAaM BBISBHJIA TPHCYTCTBHE BOJAHBIX KaHAJIOB
9TOTO Kjjacca B KOJICOpH3E M IIEPBHYHBIX KOPHSX
MPOpPACTAIOIINX 3apOJBIIICH sUMeHs. B HHUX ypoBeHB
okpammuBaHusa Ha HVPIP2 akxBamopuHbI ObUT HE HHIKE,
geM B KopHsx [Sharipova et al., 2016; Veselov et al.,
2018] wmmm amCTRIX TPOPOCTKOB [BecemoB u ap.
(Veselov et al.), 2019]. B nauane mpopacTaHusi CEMSH
apabupmonicuca ObUI  IPOJIEMOHCTPHUPOBAH — HU3KUH
YPOBEHB 3KCIPECCHUH I'€HOB, KOJIMPYIOIIUX aKBaropUHbBI
wiasmonemmbl  [Willigen et al., 2006]. OueBuaHo,
aKBAIlOPUHBI MOTJIM OBITh CHHTE3HMPOBaHbI paHee B
nporiecce co3peBanus cemsiH. C momomipro Western blot
aHajJM3a B HadaJle MMpopacTaHus CeMsH apalujorcuca
OBLT MMOKa3aH AOBOJIBHO HU3KUI ypoBeHb PIP2 Genkos,
TOJBKO  TpU  TOSIBICHUM  KOpHEH  coJepkaHue
aKBAIlOPUHOB 3TOro Kiacca Bospactano [Willigen et al.,
2006]. D10 mpoTHBOpEYHE, MO CPABHEHHIO C HAIIUMH
pe3ysibTataMH,  MOXXHO  OOBSICHUTH  T€M,  YTO
CTaHNApTH3AIMIO Tpemapara Uil dIeKTpodopesa
MPOBOAMIIA MO CYMMAapHOH KOHIIGHTpaluu OENKOB,
3HAYUTEIBHYIO JOJI0 KOTOPHIX B Hadaje MpOpPACcTaHUS
cocraBimsuin  3amacHele  Oenku.  Ilo  Mepe  ux
pacxo/IoBaHUsI U POCTa KOpPHEW MdO0Jis aKBAIllOPUHOB B
npenapare J0JDKHa ObuIa BO3PACTH, YTO W MOTJIO OBITh
IIPUYHMHON YBEIMYEHUS YPOBHS UX UMMYyHoJeTekuuu. B
HAIIAX OTIBITax MBI aHATN3UPOBAIA
NMMYHOTUCTOXHMMHYECKOE OKpal1BaHue
HETIOCPEICTBEHHO KOPHEH W KOJIEOPHU3HI, UYTO TTO3BOIIUIIO
BBISIBUTH €r0 BBICOKHI YpOBEHb Yke uepe3 13 yacos
rocJjie Havyaia mpopacTaHusl.

Copepxanue BCEX H3Y4EHHBIX PIP2
aKBAllOPDUHOB  sYMEHS  OBLJIO  HIDKE B KOPHAX
mpopacraromux 3aponpimei  gepunuraoro mo ABK
MyrtaHTa ssumeHs Az34 no cpaBuenuto co Steptoe (Puc.
2). Bimusune ABK Ha akTHBHOCTH BOJHBIX KaHAJIOB
WHTEHCHBHO Hu3ydaercs [Hampumep, Wan et al., 2004;
Mahdieh, Mostajeran, 2009]. H3BecTHO, 4YTO 3TOT
TOPMOH CHOCOOCH TIOBBHIIIATE YPOBCHH AaKBAIIOPHHOB B
c(OpMUPOBAHHBIX KOPHSIX, YTO MPOSIBISUIOCH B OTBITaxX C
00pabOTKOH  pacTeHWH  JK30TCHHBIM  TOPMOHOM
[Sharipova et al, 2016]. B oskcmepumeHTax c
MOBBIIIEHUEM TEMIIEpaTypbl Takke OBUIO IOKa3aHO
Bo3pacranue ypoBHs PIP2;2 Ha ¢pone nHakoruienus ABK
B KOpDHSX WM OTCYTCTBHE H3MEHEHHH B COICpP)KaHUHU
akBarmopuHOB y nedumutHoro mo ABK myranTa, He
CHOCOOHOTO HaKarulMBaTh 3TOT TOPMOH IpU CTpecce
[Veselov et al, 2018]. Ilpu mnpopacTaHWu CeEMSH,
MOHIMKCHHASL CIIOCOOHOCTh MyTaHTa K HakotuieHHI0 ABK
TaKkKe IMPOSABIUIACH B Oojiee CllaboM OKpalIuBaHHUU
KOJICOpHU3bl MyTaHTa stuMeHs Az34 1o cpaBHEHHIO CO
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Steptoe. Bmecre ¢ TeM, CII0KHOCTh HHTEPIPETAIMN 3THX
pe3y/IbTaToOB 3akKjroyajach B TOM, YTO IOBBIIICHHBIN
YpOBEHb  aKBalmopWHOB y Steptoe ©Obul  Hamu
3aperucTpupoBaH B KopHsax, a ABK — B koneopuze. Msl
1oJIlaraeM, 4TO0 3TO MOIJIO OBITH CBSI3aHO C TEM, YTO
CHHTE3 aKBAaIlOPHHOB NPOUCXOJMJI TOpa3ll0 paHbIIe
(BeposiTHO B KOHIE (OPMHPOBAaHHUS CEMsSH), KOTIa
ypoBenb ABK 'y pacremmit Steptoe wmor ObITH
MOBBILICHHBIM HE TOJIBKO B KOJICOPH3E, HO U B KOPHSIX.

Bimsiane ayKCHHOB Ha HaKoILJICHHE
aKBAllOPUHOB M3Y4EHO B MEHBILIEH CTENeHH MO
cpaHeHuto ¢ ABK. Tem He MeHee, €cTb HaHHBIE O
CHOCOOHOCTH 3THUX TOPMOHOB BIMSTH Ha YpPOBEHb
9KCIIPECCHU TCHOB, KOJUPYIONIMX akBamopusbl [Peret et
al.,, 2012]. Opnako B HAIIMX DKCIEPUMEHTAX Mbl HE
OOHapYKWIH KOppeIsuH Mexay ypoBHem PIP2
aKBallOPHHOB B  KOPHSAX  IPOPACTAIOIIMX  CEMSH
M3YYEHHBIX TEHOTHIIOB U cojiep>kaHreM B HUX MYK.

Panee Hamu OBIIO MOKA3aHO, YTO Ha IO3THHUX
CTagusAX mpopacTaHus Ooisiee BbIcOKMi ypoBeHb ABK B
KOHYMKax KOpHeW pacteHuid Steptoe cmocoOcTBoOBaI
CHW)KCHHIO YPOBHS AayKCHHOB [AXuspoBa ©  Jp.
(Akhiyarova et al.), 2017]. TIpu mpopactanuu ceMsH HaM
HE yIaloCh BBIBUTH 3TOW cBsA3W. OYEBUIHO, BIMSHUE
ABK Ha ypoBeHb ayKCHHOB HpOSBISETCS HE Ha BCEX
CTaaUsX Pa3BUTHA.

Taxke xopomo wu3BectHa criocoOHocTh ABK
WHrUOMpOBaTh MpopacTaHue CeMsiH, W mpu padore co
CBE)KECOOpPaHHBIMM CEMEHAMH HaMH ObLIo OOHapyskeHa
3aJiepKKa B MPOPACTAHUHU ceMsiH Steptoe mo cpaBHEHUIO
¢ cemenamu Az34 [Axusposa u ap. (Akhiyarova et al.),
2017a). Cemena Steptoe Hyxmanuch B CTpaTH(PUKALHH
IUISL CTUMYJISIIUY TIPOPACTaHuUs, YTO CBHICTEIbCTBOBAJIO
0 TOM, YTO CBE&XKECOOpaHHBIC CEMEHa PACTCHHH SUMEHS
HaXOJATCSA B cocTosiHMU mokos [Barrero et al., 2009]. B
JaHHBIX OIBITAX MBI paboTajid C CeMEHaMH, KOTOpbIC
XPaHWIIUCh B TEUCHHUE JIBYX JIET, U 32 ITOT MEPUOJ OHH
BBIIJIM W3 COCTOSHUS TOKos. Tem He MeHee, ceMeHa
Steptoe He omepexanu cemena Az34 1o CKOpPOCTH
[pOpacTaHHs, HECMOTPs Ha MOBBILICHHBIA YPOBEHb
aKBAIlOPUHOB B UX KOpHsX. Co3/1aeTcsl BIIEYATIICHUE, YTO
aKBAIlOPMHBI HE WIPAIOT pellalolieil poJid B Hauale
NPOPAacTaHHsl CEMSH, YTO COOTBETCTBYET HEKOTOPHIM
naHHbIM JuTepatypsl [O6pyueBa u ap. (Obrucheva et
al.), 2017]. W3BecTHO, YTO TMPOpACTAHHE CEMSIH CBI3aHO
¢ o0pa3oBaHMEM aKTUBHBIX (OpPM  KHCIOpPOJa,
CIIOCOOCTBYIOIIMX PA3PBIXJICHHIO ITOKPOBHBIX TKaHEH U
npopactanuss kopHedr [Zhang et al., 2014]. Aykcunsl
crumynupyrot oopazosanne ADK B kopusx [Schopfer et
al., 2002]. Takum oO0pa3om, OJUHAKOBBIH YPOBEHb
ayKCUHOB, BBISBIICHHBIH HAMH B KOPHSX M KOJICOPH3E B
Hayaye IpopacTaHus 3apoplieil 000X IeHOTHIIOB, MOT
CHOCOOCTBOBATh BHIPAaBHUBAHUIO CKOPOCTH IIPOPACTAHUS
ux ceMsH. TeM He MeHee, Mbl BBIBHJIM IOHM)KCHHBIH
ypoBenb PIP2 y nepunutHoro mo ABK MyranTa sumeHs,
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YTO YKa3bIBaCT HA y9acCTHE TOTO TOPMOHA B PETYIAIIUU
YPOBHSI ~ aKBAallOPMHOB B  KOPHSAX  MPOPACTAIOIIUX
3apOIBIIICH. TpebytoTcs Oonee JeTaJIbHEIE
UCCIICIOBAHUS Ui OOHAPYKEHHUS 3HAYMMOCTH 3TOTO
a¢dexTa mpu MpopacTaHuu.

PabGora BBINOJIHEHA npu
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