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BzauMopeiicTBue pa3sTnuHbIX CUTHATBHBIX ITyTei TPU pa3BUTUU KOPHEBOM CUCTEMbI MCCJIEIOBAI Ha TIPU-
Mepe BiausiHus 3ddexTopoB CaZ -CUrHANMHTA ¥ CTHMY/INDYIOLLEro pu3oreHes onurocaxaputa (OSRG)
Ha MYK-unnyumnpyemoe (hpopMrupoBaHUe aiBEeHTUBHBIX KOpHei. OTipeaeseHre YyBCTBUTEIbHOCTH CTaIN i
KopHeo6paszosanus Kk UYK, Ca’t u onurocaxaputy Ha KyJbTUBUPYEMBIX SKCILUIAHTAX TMITOKOTHIICH Ipe-
uyuxu (Fagopyrum esculentum Moench) nokasano, uto aeiicteue Ca”", kak 1 OSRG oTHOCUTCS K PaHHUM
cTagusM Tipoliecca hOPMUPOBAHUS KOPHEI U TIPEAIIecTBYeT AeiiCTBUIO TOPMOHA. AYyKCUH MOXET ObITh
BHECEH B Cpelly C 3aIcpXXKOIi, HO He TI03/IHee, YeM UYepe3 yac 1ocjie Havyaia KyJIbTUBUPOBAHUSI SKCIUJIAHTOB,
a Ca?" 1oKeH HaXOMMTBCS B Cpele C CaMOro Havasia KyabTusuposanus. Kommuectso MYK-nHaoyimpo-
BaHHBIX aIBEHTUBHBIX KOPHE Ha CErMEHTaX I'MITOKOTUJIEH TPEYNXY YMEHBIIAIIOCH TIPU IeCTBUM OJIOKa-
topoB Ca’"-kaHaJoB (BepamaMmi, IMITHA3eM), COSIMHEHHH, BIMSIOLIMX Ha BbIcBoGoxaeHne Ca?t u3
BHYTPUKJIETOUHBIX XpaHWIHII (PyTeHUEBbII KPacHBIM, HEOMUIIMH), a TAKXKE aHTATOHUCTOB KaJTbMOIYJIH -
Ha (xJ1opnpoMasuH, ¢iaydeHasuH). C UCIoab30BaHueM 0JI0KaTopa KaJIbLMEBbIX KAHAJIOB (IUJITHA3EM) MO~
Ka3aHo, u4To 3(pdeKT ourocaxaprHa He 3aBrces OT PYHKIIMOHUPOBAHMSI TOTEHIMAJI-3aBUCUMbBIX KAHAJIOB
I1a3MajeMMbl. AHaJIM3 TaHHBIX MTPODUINPOBAHUS TPAHCKPUIITOMA KYJIbTUBUPYEMBIX SKCIUIAHTOB BBI-
SIBIUT B aHAJIM3UPYEMBIX 00pasiax sKkcrpeccuio 149 reHos (TGR > 5), mMetonux otHoureHue K Ca’t-curHa-
suHry. [Ipodnib s3KcIpeccuu 3TUX TeHOB CYIIECTBEHHO MeHsUICs B xoae MY K-uHaympoBaHHOT0 KOpHE00-
pa3oBaHusi, 1ipu 3ToM BHeceHne OSRG okasbiBanio ahdeKT Ha 3KCIPECCUIO JIUIITb HEKOTOPBIX U3 HUX.

KmioueBble cioBa: Fagopyrum esculentum, aiBeHTUBHOe KopHeoOpasosaHue, Ca>"-curnamnr, UYK, omu-

rocaxapuHbl
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BBEJEHUWE

AIBEHTUBHbIE KOPHU — B3TO KOpPHHU, MMeEIOIINE
MMOCTAMOPHOHAIBLHOE IIPOUCXOXIEHUE 1 (POPMUPYIO-
III1eCs Ha IIOBEPXHOCTU CTeOJIeit, TMCTheB, TMIIOKOTH -
seit [1]. Ux obpazoBaHMe peryIupyeTcst 0OIbIINM KO-
JIMYECTBOM BK30T€HHBIX M 3SHIOTeHHBIX (DaKTOPOB,
Cpenn KOTOPBIX IJIaBEHCTBYIOIIEE MECTO OTBOOUTCS
ayKCMHY — OCHOBHOMY UHIYKTOPY Y KJIFOUEBOMY 3JIe-
MEHTY, OOBECIMHSIONIEMY pa3IUNYHbIe CUTHAJIbHBIC
IyTH, BOBJICYEHHBIE B IIpoliecC (DOPMUPOBAHMUS KOP-
Heii [1]. IToka3aHo ero B3auMoJelCTBUE MpaKTHUUe-
CKH CO BceMU (DpMTOTOPMOHAMM, KOTOPOE MOXKET HO-
CUTH TNOO CHMHEPIWYeCKUid, TMOO aHTarOHUCTUYE-
CKMIi XapaKTep B 3aBUCUMOCTHU OT CTaAuU Pa3BUTHUS
KopHs [2]. U3BecTHO, YTO ayKCUH CIIOCOOCTBYET aj-
BEHTMBHOMY KOpHeoOpa3zoBaHuio depe3 NO-omo-

cpenyembrii myTb ¢ MAPK-kackamamMu B KadecTBe
HUCXofs1ero curHania [3]. B poiu curHajJbHbIX MO-
JIEKYyJI B ayKCHUH-MHIYLAPOBAaHHOM aJBEHTUBHOM
KOpHeoOpa3oBaHuM Takxke (pyHkimonupyot H,O, u
ulM® [4].

JpyruM yHUBEpCajJbHBIM CUTHAJIOM SIBJISIETCS
Ca?*, KOTOpBIi CIIYyXHT B KAYECTBE OCHOBHOTO BTO-
PUYHOTO MECCEHIXKepa BO MHOTMX KJIETOUHBIX ITPO-
Heccax [5]. IToBelllleHHe KOHLEHTPALMU LIATO30JIb-
Horo Ca’" HabGiogaercs B Te4eHUE HECKOJIbKUX MU-
HYT MOCJIe NIPUMEHEHHUSI ayKCHHA, IIOKa3biBasi, YTO
ayKCHUH SIBJISIETCSI MOLIHBIM WHAYKTOPOM KaJlblIMe-
Boro curHaia [6]. B cBoio odepenb, KpaTKOBpEeMeH-
Hoe u3MeHeHune KoHueHTpauun Ca’" B uuTorniasme
BOBJIEYCHO KaK B IIPOIIECC BHIXO/Ia ayKCHHA U3 KJIe-
TOK depe3 penokannsannio PIN-0enkos [7], Tak n B
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MPUTOK ayKCWHa, ormocpenoBaHHbI AUX-niepeHoc-
yrkami [8]. UHrMOUTOpHI TpaHCIIOpPTa ayKCUHA CITO-
COOHBI BJOKMpPOBaTh TaKXe M nepeasuxkeHue Ca’'
[9], a xemaTophl KaJbLKs U OJ10KATOPHI KATbLIMEBbIX
KaHaJIOB IIONABIISIIOT ayKCHMH-3aBUCHUMYIO BJIOHTA-
LU0 CeTMEHTOB 3nuKoTuieii ropoxa [10]. HecmoTtps
Ha TO, YTO He MOKa3aHO NPSMOIro B3aMMOIEHCTBUS
MexXIy nByms 3¢d@deKTopaMy, UMEIONIUecs] JaHHEIe
YKa3bIBalOT Ha CYIIECTBOBAHUE CJIOXKHON CHCTEMbI
MPSIMBIX U OOPATHBIX cBs13eil Mexay Ca%t 1 ayKCUHO-
BOI CUTHAJIU3ALIMEHA.

C npyMeHeHHeM UHT'MOUTOPHOTO aHaJIu3a Ha To-
Oerax TOIoJIsI, IPOPOCTKAX OrypIa M Mallia, ObIJIO O~
Ka3aHo, YTO BEIECTBA, BIUSIOIINE HA BHYTPUKIIETOU-
Hoe conepxanue Ca?' wim mepemady KaJlbLMEBOIO
CUTHaJa, BbI3bIBaIOT CHIKeHe MY K-uHnynupyemo-
ro (¢popMHUpoOBaHMUS agBeHTUBHBIX KopHei [4, 11, 12].
Ipu ocywecTBaeHnu 3roro npotecca Ca?" Haxogurcst
Bo B3anMocBsa3u ¢ NO-, ul M®- u MAP-kuHa3zHOI
cucremami |3, 4]. OueBUAHO, YTO TIPUBEAECHHBII MIEpe-
YeHb PETYJISITOPOB Mpollecca KOpHEOOpa30BaHUS fajie-
KO HE TIOJIHBIN, MOCKOJbKY M3-3a BOBJIEYEHHOCTH
kak MYK, Tak u Ca?" B 60JIbLIOE KOJUYECTBO MPO-
1IECCOB HEOOXOAUMBI TOMOJIHUTEIbHBIC YYACTHUKU,
oOJamaroniye 00Jee «TOYSYHBIM yIapOM» 1 IIO3BOJISI-
fo11re od6ecrneyruTh TOUHOCTD Mepeaayr CUrHaia.

HauwuHas ¢ 80-x ronos, NOsSIBUJINCH JaHHBIE O HO-
BBIX PETYJIITOPHBIX MOJIEKYJIaX — OJIUTOCaXxapuHax —
dparMeHTax KJIETOUHOM CTEHKH, 00JIaIalolInX O1o-
JIOTMYecKoit akTUBHOCTHIO [13, 14]. Pa3pbixieHue Kiie-
TOYHOI CTEHKHM (B TOM UYuCIIe, PU IeMCTBUU ayKCUHA),
CBSI3aHHOE C POCTOM, Pa3BUTUEM U OOpa30BaHUEM HO-
BbIX OPraHOB, BKJIIOYAET Psii TMIPOJIUTUUECKUX IPO-
1IECCOB, UTO CIIOCOOCTBYET BHICBOOOXKIEHUIO U3 MOJIM -
MEPOB KJIETOYHOI CTEHKW PacTBOPUMBIX (pparMeH-
TOB — OJIMTOCaxXapulioB, KOTOpbIe MOTYT 00JaaaThb
3HAYUTEJIbHBIM MOp(hOreHHbIM IoTeHImamoM [13, 14].
PaznuyHble onurocaxapvHbl B OCHOBHOM OKAa3bIBaIOT
UHTUOUpYIOIIMi 3(pdeKT Ha Tpouecchl, UHAYLIUpYe-
MbI€ ayKCUHOM, TaK1e KakK yIJIMHEHUE CETMEHTOB CTe0-
neit ropoxa [15] wmu ¢dopmupoBaHNEe aTBEHTUBHBIX
KopHeii [ 13]. MexaHu3M peryisiliiuy oJiIMrocaxapuHa-
MU MOpP(MOreHHbIX peaklUil pacTUTEJIBHOTO opra-
HH3Ma Bce ellle HeNMOoHsITeH. BMecTe ¢ TeM 1oka3aHo,
YTO OJHOI M3 TMEPBbIX peaKlMii Ha HEKOTOPbIE OJIU-
rocaxapuibl (OJUTOrajJakTypOHUAbI) CIYXXUT MOBbI-
LIeHVE YPOBHS LUTo30abH0ro Ca’' [16].

B namieit maboparopum mojiydeHa (ppakiiisl or-
rocaxapuaoB, KOTopasi 00J1aaeT CIIOCOOHOCTBIO YBe-
JIMYuBaTh KoandectBo MY K-MHayLmpyeMbIX KOpHEH
Ha pa3IMYHBIX MoaeIbHEIX crucTeMax (OSRG — oligo-
saccharin that stimulates rhizogenesis) [17]. YuuTbi-
Basi TECHYIO CBSI3b MEXIy Iepeaadyeili ayKCMHOBOTO
curnana u Ca’"-curnanusanueii, a Takxe Mexmny a¢-
¢eKTOM ayKCMHOB U OJIMrocaxapyuHaMu, U JOKa3aH-
HYIO B3aUMOCBSI3b 3TUX COCIUHEHUI C TIpolieccaMu
pocta u pas3Butus [17, 18], Lenbl0 HACTOSIIETO HC-
C/IeIOBaHUS SIBUJIOCh W3Yy4Y€HUE B3aUMOJEUCTBUS
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MeXIy 3TUMU 3P deKTopaMu B mpoliecce popMrpo-
BaHUSI aABEHTUBHBIX KOpPHEW Ha 3KCIUIAHTaxX I'MIIO-
KOTWJICI TPEYMXU.

MATEPHAIJIBI 1 METO/IbI

OOBEKTOM MCCAEOOBAaHUN CIYXWIN CETMEHTHI
TUITOKOTWIEH rpeumnxu. Jjas ux IoxydeHusl ceMeHa
rpeuuxu (Fagopyrum esculentum Moench) crepuin-
3o0Bann 10 MuH B 2% pacTBOpE TUIIOXJIOpHUTA HATPUS,
a 3aTeM IIpopalIuBaiu B TedeHne 4 CyToK Ha 1/2 Hop-
MBI arapu3oBaHHoOI1 cpeabl Mypacure-Ckyra (MS/2)
[19]. U3 cpenHeli YacTU TMIIOKOTWIISI BbIPE3aJIU Cer-
MEHTHI IUIMHOI 1 CM, KOTOpBIE pa3fesisiiii BOOJIb Ha
JIBE YacTU, ITOMEIIaIM cpe3oM BHM3 B uaiku Iletpu
¢ Xuakoi cpenoit MS/2 1 KyJbTUBUPOBAIU B TeUe-
HUe 5 cyTok B TeMHoTe npu 25°C. Cpena MS/2 co-
nepxaia 2% caxaposbl, IS arapu30BaHHOM CpeIbl
BHOCcwuM 0.8 % arapa. Bce paGoThI 110 BEIpallliBaHUIO
TUITOKOTWJIEH, IIPUTOTOBJICHUIO M KYyJIBTUBUPOBA-
HUIO 9KCIIJIAHTOB BBITIOJHSUIN CTEPUIBHO.

DKcrpakuuio oaurocaxapuaa OSRG u3 rmpopoct-
KoB ropoxa (Pisum sativum L.) n TOCIEIyIONIYIO
OYNCTKY BBITIOJIHSIJIA COIIAaCHO pa3paboTaHHOM pa-
Hee MeTonuke [14], B oCHOBE KOTOPOM JIEKMUT TIO-
3TaITHasl OYMCTKa 3KCTparupoBaHHBIX OydepoM co-
eIUHEeHUI C HCIIOJIb30BAHUEM MOCIeA0BaTEIbHBIX
cTanuii xpomaTtorpaduu, BKIOYAIOIIMX KATUOHHYIO,
aHMOHOOOMEHHYIO XpoMaTorpaduio M rejib-(puiib-
TpalMio. YCJIOBUS MOAOUPAIMCH C YYETOM BBICOKOI
TUAPOMUILHOCTA HEUTPAIbHBIX OJIMTOCaxXapuioB U
OTCYTCTBUS y HUX 3apsiZIOB, a TAaKXe C 1IeIblo obecre-
YUTh yaajJeHue TpuMeceit, obamamimmnx ouosoruye-
CKOM aKTUBHOCTBIO (OelIKM, (DeHOJbI) U COXPaHUTh
OJIMTOCaxapu/ibl B MPOLIECCEe U3BJICUEHUST UX U3 PACTU-
TeJbHOM TKaHU. JleTanbHOe onrcaHnue METOIUKH MpU-
BelleHO B HemaBHeil padote [20]. B mpoiiecce ouncTku
TECTUPOBAIM aKTUBHOCTb Pa3IMYHBIX (ppakiuii Ha
pa3paboTaHHON paHee TeCT-CUCTeMe — CerMeHTax
TUMOKOTUJIEH Tpeuuxu, Ha KOTOPBIX C TTOMOIIbIO
MNYK 6pu10 MEAYIIMPOBAHO 00pa30BaHME aIBEHTUB-
HbIX KopHeit [14]. [Toacuer KopHeit (I1nHOI He Me-
Hee 2 MM) TIPOBOAMJIU BU3YaJIbHO Ha TISIThblE CYTKU
nHKyOanmu. OtoOpaHHas yriieBogHAsA (paKiIus,
CTUMYJIMpYIOIliasi pu3oreHes, Obljla 0003HaUYeHa KakK
OSRG (oligosaccharin that stimulates rhizogenesis).
Monocaxapugnabrit anamm3 OSRG BBIIBUII OCTaTKA
rajakTo3bl, apabMHO3bI, ITIOKO3bl 1 PAMHO3BI (COOT-
BETCTBEHHO, 37, 29, 23 u 9 Mon.%); Cyns 1O CIeKTPY
MorJjoleHus, Gpakiius He colepxajia HEyrjaeBOJ-
HBIX TpuMeceit [20].

Ucnonn3yemble 3(p@PEeKTUBHBIE KOHIIEHTPAILIN
sk3ore”HHoro Ca?", YK, a Takxke Ipyrux ucciemsye-
MBIX UHTUOUTOPOB U 3¢ (HEeKTOpOB OBLIN BHEIOpAHHI,
OCHOBBIBAsICb Ha pe3yjbTaTax HpeaBapUTEIbHBIX
sKcnepuMeHTOB. Bo Bcex akcIiepuMeHTax IIpUMeHSI-
au 3 MM Ca?", 4To COOTBETCTBYET €r0 KOHLIEHTPa-
muu B cpene Mypacure-Ckyra [19], 3 MkM NYK u



380 JIAPCKAA u np.

5 mxr/mi1 OSRG. KoHueHTpalmy ocTanbHbIX 3 deK-
TOpOB: auaTuaseM — 12.5 MkM, BepamamMui — 25 MKM,
HeoMuLIMH — 12.5 MKM, pyTeHUEeBbIii KpacHbI —
2.5MKM, xsopnpoMasuH — 25 MKM, ¢aydeHasnH —
50 MxM (“Sigma-Aldrich”, USA). Ilpu uzydyeHuu
neiictusa sddexropo Ca2t-cUrHaNIbHOM cUCTEMBI
OHU BHOCWJIMCH ogHoBpeMeHHO ¢ MYK B Hauare
KYJIBTUBMPOBAHUS 3KCIUIAHTOB Ha BECh €0 MEPUO/.
Ilpu ananuse 3¢p@HEKTOB pa3IMIHBIX KOMOWHALIUIA
MNYK, onurocaxapumHa (OSRG) u muntuaszeMa Ha
¢dopMupoBaHNEe KOPHEN COIMOCTABIISLIIOCH ASHCTBUE:
(a) kaxmoro 13 3Tux 3¢¢HEeKTOPOB I10 OTACIBHOCTH B TE-
YeHUe BCero rneproia KyJIbTUBUPOBaHUS, (0) BO3MOX-
HbIX KomMOmHamii 3tnx 3¢pdexkropoB (MYK + OSRG
nmn UYK + ogunrtnazem, nam OSRG + muntmasem,
nin UYK + OSRG + puntuasemM) B TeUeHUE BCEro
rneproga KyJIbTUBUPOBaHUS, (B) mpemoOpabOTKu B
TedeHNe OTHOTo Yaca OTHNMM 3 PEeKTOpaMu C ITOCIIe-
JYIOLLIUM TIepeHOCOoM B cpeny ¢ ApyrumMu (¢ OSRG Ha
NYK; ¢ OSRG + gnatnazem Ha UYK; ¢ OSRG Ha
MNYK + muntunazem). Kaxnmblii 3KCIIEpUMEHT OBLT
BBITIOJIHEH B TpeX MOBTOPHOCTAX. JIJ1s Kaxkaoro Ba-
puaHTa MCIIONb30Baiu He MeHee 10 SKCIUIAHTOB.
CraTucTn4eckylo o0paboOTKy HJAaHHBIX MPOBOIWIN C
HCIIOJIb30BaHUEM TporpaMmbl Microsoft Office Ex-
cel 2010. B ta6n. 1 u Ha puc. 2, 3 IpuBeaeHbBI CPEeTHNIE
3HAYCHMS 1 MX CTaHIAPTHHIEC OIIUOKU.

st aHamM3a 9KCIpecCruy TeHOB, aKTUBHBIX B XO-
Jle MHAYKIIMM KOpHeoOpa3oBaHUs Mon NedcTBUEM
osimrocaxapruHa OSRG, ObUIM UCIIOAb30BaHBI TPaH-
CKPUIITOMBI CEIrMEHTOB TMIIOKOTWJIell TIpedynxu,
KyJTbTUBUPYEMBIX Ha cpele ¢ godaBiaeHueM MYK
(IAA) nmu MYK+onurocaxapuH (IAA + OS) B Teue-
Hue 6 u 24 gacoB [20]. CooTBETCTBYIOIINE BAPUAHTHI
66T 0603HaueHbI Kak: IAA (6 h), IAA + OS (6 h),
IAA (24 h) u IAA + OS (24 h). BDKcTpaKI1io TOTalb-
"ot PHK mpoBommnu m3 10 3KCIUIAaHTOB KaxKIOTO
obpasna myreM KOMOMHMPOBAaHHOTO METoda JIM3Kca
pacTUTENIbHBIX TKaHell ¢ MCIOJb30BaHUEM aHaliora
pearenta TRIzol (“EBporen”, Poccus) m RNeasy
Plant Mini Kit (“Qiagen”, I'epmanwus). as Makcu-
MaJIbHOTO YIAJICHUSI WHTUOUTOPOB (MOJU(EHOJIBI,
MoJincaxapuibl) TIOCAENyOIUX (epMeHTaTUBHBIX
peakumii, B xone 3kcTpakunn PHK 6pL1 mMcmmonb3o-
BaH Habop Plant RNA Isolation Aid (“Ambion”,
CIIA). ITogroroBky 6ubimorexk KJIHK u rmociaeayio-
11le€ CEKBEHUPOBaHUE MTPOBOAMUIN C UCTIOIb30BaHU-
eMm TruSeq Sample Prep Kit v3 (“Illumina”, CIIA) u
Illumina HiSeq2500. OueHKy KadyecTBa CEKBEHUPO-
BaHUS M OUMCTKY MPOUTEHUT OT aanTEPOB U KOHTAMU-
Haimii pPHK B OubimoTtekax pumoB, TOJYYEHHBIX B
Bune aitioB fastq, MPOBOAWIM C HCHOJB30BAHUEM
nporpamm FastQC (http://www.bioinformatics.babra-
ham.ac.uk/projects/fastqc/) u bbtools (https://
jgi.doe.gov/data-and-tools/bbtools/). Pacuer mud-
depeHLIManbHO-2KcnpeccupyeMbix TeHoB  ([I3I)
OCYIIECTBJIsLIU ¢ moMolbio nmaketa R “DEseq2” [21].
3HayeHus1 SKCIpeccCUum MpeacTaBieHbl B BUIE HOP-
manuzoBaHHbIX TGR (total gene reads). B xauectBe

rmopora Wit muddepeHINaTbHO-3KCITPEeCCUPYEeMBbIX
reHoB cuutanu sHayenusa FC (fold change) = |2| npu
P<0.05. Volcano plot, otoopaxkatoruii ninddepeH1m-
ATBHYIO SKCIIPECCHUIO MEXIY oOpasiiaMu, ITOCTPOEH C
ncnonb3oBanueM naketa R “Enhanced Volcano” [22].

PE3VJIBTATDBI

Dopmuposarie a08eHMUBHbIX KOPHEIl 8 3A8UCUMOCMU
om épemenu u nopsoka enecernus YK u Ca**
8 cpedy KyabmueupoeaHus

OnHUM W3 TMOIXOMOB JUISI U3YYEHUsI XapakKTepa
B3aMMOEICTBYSI Pa3HbIX (DU3NOJIOTUYECKU aKTUBHBIX
COSIMHEHMI CITY>KUT aHAIM3 N3MeHeHMi 2 deKkTa B 3a-
BUCUMOCTH OT BPEMEHU U TOpsiIKa MX J0OABJICHUS K
pacTUTeNIbHbIM Oo0beKTaM. TaKoii Mmoaxosa, HalpuMep,
MO3BOJIMJI BBIIBUTH, 4TO oyurocaxapnH OSRG >¢-
(eKTUBEH TOJILKO Ha PaHHUX CTaAusIX WHAYKIIAU
ayKCHMHOM O0pa30BaHUS aABEHTUBHBIX KOpHeit [17].
YToOBI MCcHenoBaTh MOSBIIEHNE KOpPHEH Ha B3KC-
IJIaHTaX IPEYMXU B 3aBUCUMOCTU OT BpeMEHU U TI0-
psIKa BHECEHMS B cpeny KyabTuBUpoBaHUsSI MYK u
Ca’", sKcruIaHTBl CHavalla MOMEILAIN B CPELy € 000-
umu 3¢deKTopaMu, a 3aTeM, o UCTEYEHUU YKa3aH-
HOTO TIPpOMEXYTKa BpeMeH! (nuara3oH oT 30 MUHYT
o 48 4yacoB), MEPEeHOCUIN Ha Cpeldy, COoAepXKallylo
6o UYK, mu6o Ca’*, rme oHM ocTaBaIuCh 10 KOH-
a KyabTuBupoBaHus (puc. 1, Bapuanrts 1, 11). Man,
HA00O0OpOT, 3KCIUIAHTHI CHadaja WHKYOMpPOBaIN B
cpene, coaepxaieid onuH u3 addekTopoB (MYK
win Ca?"), ucrnonb3ys Te Xe BpeMEHHbIE MHTEPBAJIbI,
a 3aTeM MEepPeHOCWIN B Cpeldy, coaepxkalilyto oda 3c-
dexropa (puc. 1, sBapuantsl 111, IV). [Insa cpaBHeHU:
B Ka4yeCTBe KOHTPOJBLHOTO BapHaHTa KCIIOJb30BaIU
9KCIUIaHTbI, KyJbTUBUPYEMbIE BO BpeMsl BCEro IKC-
nepuMenTta B nipucyrctsuu MYK u Ca?*; konuue-
CTBO KOpHEM, (popMupyemMoe B TaKUX YCIOBUSX, CO-
crapisio 12.0 = 0.8 kopHeit Ha 3KCIUIaHT.

Ipu nepeHoce u3 cpeasl, conepxaiueit u Ca>*, u
NYK B cpeny, conepxauiyto Toiabko Ca?t win Tonb-
kKo MYK, akcrutaHThl HE00X0AMMO OBLIIO BbIIEPXKATh
Ha cpene ¢ obonMu 3dpdexkTopamMn He MeHee 24 Ja-
COB, YTOOBI JOCTHUYh TAKOTO K€ KOJIUYECTBA KOPHEM,
KOTOpOe HaOJI0dajIoch B KOHTPOJIBHOM BapHaHTE
(tabm. 1, komounku I, 1I). ITo ncreueHNM 3TOTO MEPU-
o7la BpeMEeHU ynajJieHhe OJHOro u3 3¢@MeKTOpoB U3
cpenbl KyJIbTUBHUPOBAHUS YK€ HE OKa3bIBajO BIIUSI-
HUS HA MX KOJIMYECTBO.

IIpu o6GpaTHOIT ITOCTAHOBKE 3KCIEPUMEHTa, KO-
ra 3KCIUIAaHTHI IIEPEHOCWIN U3 CPeabl, CodepKallleid
160 Toneko UYK, nmubo tonsko Ca’*, B cpeny, co-
nepxainyro oba 3ddexropa, KOIUMYECTBO KOPHEM
CUJIBHO 3aBUCEJIO OT TOTO, KaKOU 3¢h(eKTOp MPUCYT-
CTBOBAJI Ha IIepPBOIi cTaaum 3KcIiepuMeHTa (Tadi. 1,
kosonku 111, IV). Tak, nHKyOa1us B cpeie ¢ Kaably-
€M, HO 0e3 ropMOHa B TeueHUe 1—2 yacoB He OKa3bIBa-
JIa HETaTUBHOTO BO3ICHCTBUS Ha KOJIMYECTBO KOPHEI,
U TIpU TIOCJEAYIOIIEeM IIEPEHOCe Ha Cpely, ComepKa-
®U3UOJIOTUI PACTEHUN Ne 4
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Puc. 1. Cxema OKCIIEPUMEHTA 110 YCTAHOBJICHUIO IMEPUOJOB KYJIbTUBUPOBaHUA B Cpeaax ¢ pa3indHbIMU KOMOWHAIIMSMU

NYKnu Ca2+, TpeOyeMbIX ISt (pOpMUPOBaHUSI KOPHEI Ha 3KCIIAHTaX TUITOKOTUJIEH TPEYNXH.

uryio u Ca?", u UYK, sKkcraanTsl (poOpMUPOBAINA TO
K€ KOJIMYECTBO KOPHEH, KaK U B KOHTPOJIbHOM Bapu-
anre (tabn. 1, xonmonka III). Bomee mmurensHOE
KyJIbTUBUpOBaHue B cpee ¢ Ca’’, HO B OTCYTCTBUU
TOpMOHAa MMEJIO HeraTUBHBIN 3D deKT, 1 YeM To3Ke
OCYIIECTBJISIJICS ITePEHOC Ha cpeay ¢ o0onmMu 3 dek-
TOpaMU, TeM MeHbIlIe ObUIO KOJWYECTBO KOpPHEH.
I1pu nobaBiaeHUU ropMOHa Yepe3 48 4 1ocie Havana
KYJBTUBUPOBAHUSA ero 3P@PEeKT OTCYTCTBOBaJI IOJI-
HOCTBIO, M KOJIMYECTBO KOPHE#l Ha 9KCIUIaHTaX ObLIO
TaKUM 3Ke, KaK ITpU UX KyJbTUBUPOBAHUM B cpelie 6e3
TOpMOHa B TEUEHHME BCEro MCCeAyeMOro nepuona, u
COCTaBJIsLI0 3—4 KOPHS Ha SKCILJIAHT.

Ecnu npu uHKy6auuu B cpeae ¢ Ca?*, Ho 6e3
MNYK nomyckaics, 1o KpaiiHeil mepe, 1—2 gacoBoit
Jlar-nepuo 10 BHECEHUSI TOpMOHa, 6€3 HeraTUBHO-
ro BIUSIHUSI HA KOJMYECTBO KopHeu (Taba. 1, Ko-
nonka I1I), To uaky6anus B cpene 6e3 Ca’* gaxe B Te-
yeHue 30 MUHYT OTpULIATEILHO CKa3bIBaIaCh HA KOJIM-

YeCcTBe KOPHEM, HECMOTPS Ha TIPUCYTCTBAE TOPMOHA B
cpene KynTbTUBMpoBaHUs (Tabi. 1, komonka IV).

Jeiicmeue 3¢ppexmopoe Ca’"-cuenanvHoil cucmemet
Ha opmMuUposanue a08eHMUBHbIX KOPHEll

Jlna panbHeimei xapakrepuctuku ponmu Ca’t B
npotiecce (hOpMUPOBAHUS AIBEHTUBHBIX KOPHEH ObLIO
HccienoBaHo aeiictere uHruouropos Ca?" KaHaloB U
AHTArOHUCTOB KaJIbMOMY/IMHA — KitoueBoro Ca?*-ceH-
COpHOTO OenKa.

O0OpaboTKa 3KCIUIAHTOB OJI0KAaTOpaMM KaabIHe-
BBIX KaHAJOB, TMOMABJISIONINX JUOO BXOI HOHOB
KaJIbliUsI U3BHE — BepanaMuioM (25 MKM) u TuinTu-
azemoMm (12.5 MkM), ym60 Boixon Ca’" us BHYTpU-
KJIETOYHBIX XpaHWINILI — HeoMuIMHOM (12.5 MKM) n
pPYTEHUEBBIM KpacHbIM (2.5 MKM), mpuBoamia K
CHUXXEHUIO KOJIMYeCTBa KOpHEM Ha 3KCIUIaHTax
(puc. 2). AHTarOHUCTHI KaAbMOAYJIMHA — XJIOPIIPO-

Ta6auna 1. KonnyecTBo KopHeit, 00pa3ylolInXcs Ha CErMEHTaX TMIOKOTUIICH TPeUYrXU, B 3aBUCMMOCTHU OT Pa3IMYHbIX

kombuHatmit UYK 1 Ca®' B cpelne Ky/lIbTHBIPOBAHUSI.

KonuuectBo KopHeit, popMUpyeMbIX Ha 3KCIUIAHTAX,
Bpews IIIT./3KCIUIAaHT
KYJIbTUBUPOBAHUSI 1 11 111 v
B [IEpBOIi cpene, U VK + o | VK 4 a2t . \ o NYK —
a”" = Ca a”m > NUYK | Ca”" > UYK + Ca UVK + Ca2*
0.5 — 3.0+04 114+ 14 6.0+0.3
43103 3.0+0.3 119+ 1.5 —
2 3.5+0.8 — 11.0 £ 1.6 —
3 3.3+0.3 2.0x0.1 9.7+0.7 4.0+0.2
5 2.5%+0.5 45105 85+t 1.6 2.0+0.1
12 20x04 8.0+£0.3 6.0+0.9 2.5+0.2
24 12.7 £ 1.1 120+ 1.2 43+0.5 2.0 +£0.1
48 123+ 1.3 — 3.7+0.9 —

TIpumeuaHue: MogCcYeT KOPHEM OCYIECTBIISLTN Ha TISIThIE CYyTKU KYJILTUBMPOBAHHSI, HAMHAS OT MOMEHTA MOMELIUCHUS SKCIUIAHTOB Ha
nepByto cpeny. Ucnonb3yeMble KoHeHTpauuu: YK — 3 MmxM; Ca“"— 3 MM.

®U3HUOJOTUA PACTEHUM  tom 67 Ned 2020
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KoandecTBO KOpHEN Ha 9KCITJIAHT, IIT.
o
T

1 2 3 4 5 6 7
Puc. 2. [eiictBue 3¢heKTOpOoB Ca?" -curnanbHoii cucre-
Mbl Ha MYK-uHnynmupoBaHHoe (popMHUpOBaHUE amaBEeH-
TUBHBIX KOpHEl Ha CerMeHTaX TMIOKOTUJIEH I'peyuxu.
MHruéuropsl BHOCHIMCh ogHOBpeMeHHO ¢ YK B Haua-
Jie KyJIbTUBUPOBAHMS 9KCIUIAHTOB Ha BeCh MEPUOJT MHKY-
GaLuu.

1 —NYK (3 MkM); 2 — nuntuaszem (12.5 MxM); 3 — Bepa-
namui (25 MkM); 4 — HeomunuH (12.5 MmxM); 5 — pyte-

HUEBBIM KpacHbIi (2.5 MKM); 6 — XjIopnpoMasuH
(25 MkM); 7 — dpaydenasuH (50 MkM).

Ma3uH U paydeHasruH — B KOHIEHTpalusx 25 MKM u
50 MKM, COOTBETCTBEHHO, TaKK€ OKa3bIBaJId MHIM-
oupyromuii 3¢p@PeKT Ha mpoliiecc GopMHUPOBaAHUSI
KopHeii (puc. 2).

Ueticmeue dunrmuazema u orueocaxapuna (OSRG)
Ha opmuposanue a08eHMUBHbIX KOPHEL

J1st n3ydeHusl CONpSKEHHOCTH B 3 deKTax oim-
rocaxapuHa 1 9K30reHHoro Kaiablnsg Ha UYK-nHny-

JIAPCKAA u np.

nupyemMoe o0pa3oBaHMe adBEHTUBHBIX KOPHEIi COITO-
CTaBJIeHO JEMCTBHME Ha 3TOT MPOLIECC Pa3JTIUYHBIX
komOnHatmii YK, omurocaxapvHa u Oiokaropa
KaJIbLIMEBBIX KaHAJIOB muiiThnasemMa (puc. 3). OoHapy-
XeHo, uto eci MY K noBsIlIana KoamdecTBo KOpHei
(12.0 £ 0.8 kopHeit Ha BKCIJIAHT), 10 CPAaBHEHUIO C
0e3ropMoHaIbHBIM BapuaHTOM (3.4 * 0.5 KopHeit Ha
9KCIUIAHT), TO KYJIbTUBUPOBAHNE SKCIJIAHTOB B CpeJie
6e3 ropmMoHa TojibKo ¢ OSRG uim TOIBKO ¢ TUJITHA-
3€MOM, He OKa3bIBaIO 3 (deKTa, 1 KOIUIECTBO KOP-
Hell B 9TUX BapraHTaxX He TIPEeBBIIIaNo 3-4 KopHEN Ha
aKcIuiaHT (puc. 3). Ilpu onHOBpeMeHHOM nobaBJie-
o MYK 1 OSRG B cpeny KyIbTUBUPOBAHWS KOJIM-
YeCTBO KOPHEN yBeIMunBaaoch 10 16.2 + 0.8 xkopHeit
Ha 3KCIUIAHT, 4YTO IIpuMepHO Ha 30% BbIllle KOIUYE-
CTBa KOpHEW, HHIYLUMPYEMBIX OIHHM TOPMOHOM
(puc. 3). O0paboTKa IKCIJIAHTOB IUJITUA3€MOM BMe-
cte ¢ YK npuBoamiaa K CHMKEHUIO KOJIMUYECTBa
KOpHei nmpuban3uteabHo Ha 25% (9.1 = 0.4 xopHeii
Ha 3KcIUI1aHT). KyJIbTUBUpOBaHUE 3KCILUIAHTOB B Cpe-
Ie ¢ mobasiaeHueM omHoBpeMeHHO 1 OSRG, u T~
aseMa, HO 0e3 TOpMOHA 1aBajlo KOJIUYECTBO KOPHEM,
COITIOCTaBUMOE C 0€3ropMOHaIBHBIM BapuaHToM. [1pn
OTHOBPEMEHHOM BHECEHHMHU B Cpely KYJIbTUBHPOBA-
Hus Beex Tpex apdexropoB (MYK, OSRG u npuinrtua-
3eM) KOJIMYECTBO KOPHEH OBIJIO COITOCTABUMO C JICii-
ctBueM ogHoit UYK (puc. 3).

IIpenobpadoTka skcrmranToB OSRG B TeueHMe
yaca C IToCJIeAYIOLIYM IIEPEHOCOM B Cpely, ColepKa-
myto MYK, Bei3biBasia JOMOJIHUTEIbHOE YBEIMUECHIE
KOJIMYECTBA KOPHEI IT0 CPaBHEHUIO C TEM, UTO ObLIO
TOJIYYEHO IIPY MHKYOAlMU KaK C OTHUM FTOPMOHOM,
Tak U IIpu ogHOBpeMeHHOM gobasieHnu OSRG u
MNYK B cpeny KynbtuBupoBanus (puc. 3). Takoii xe
3¢ dekT Habmomajacs U B TOM ciIydae, eClIi BMeCTe C
OSRG BHOCcuIM nuntuaseM. OIHaKO mpenodpadoT-
Ka skcrmanToB OSRG He nmena addekra, eciim 3Kc-

j‘z‘f (a) ©) (B)
L m
T8
3516— {—
224t
28 12ty T
52
o 9 10
= M
= 0 g+
g g
v 6 r
4,
- R ]
1 2 3 4 5 6 7 S 9 10

Puc. 3. HdeiictBue MYK, onurocaxaprHa u OuiTuaseMa Ha (h)OpMUPOBaHME KOPHEH Ha 9KCIUIAHTAX TMIIOKOTUIICH TPeUYrXMU.
Konuenrpamumn: UYK — 3 MmxM, onurocaxapun (OSRG) — 5 Mxr/mi, nuntuaszem — 12.5 MmkM. (a) — [leiictBrue oqHOTO 3¢h-
dekropa: I — UYK; 2 — OSRG; 3 — nuntnasem; (0) — neiicTBUE pa3imdHbIX KoMOnHamii acddekropos: 4 — MYK + OSRG;
5— NYK + nuntnazem; 6 — OSRG + guntuasem; 7— UYK + OSRG + guntuasem; (B) — rpeaodbpadborka omHUMU 3 GHEKTO-
pamu ¢ TIOCTIEAYIONIMM TMIEPEHOCOM B cpeny ¢ npyrumu. Bpems nmpeno6pabotku — 1 gac: § — ¢ OSRG Ha UYK; 9 — c OSRG +

+ nmuntuazem Ha UYK; 10 — ¢ OSRG na UYK + nuntuazem.
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TIJTAHTHI TIOTOM TIEPEHOCUIIM B Cpedy, COIEpKalllyio
NYK u nuntuasem.

Ananu3s sxcnpeccuu eeHo8, UMEIOUUX
omnowenue k Ca’*-cuenanuney

C 1uenblo BbISIBJIEHUS BO3MOXHbBIX MEXaHU3MOB
yuactust Ca’* B MYK-uHayumpyemom nporecce 06-
pa30BaHUs aABEHTUBHBIX KOPHEU MTPU CTUMYJIUPYIO-
meM neiictBunm OSRG, Mbl 0xapakTepu30BaIvd U3Me-
HEHUS B KCITPECCUU FeHOB, UMEIOIINX OTHOIIEHUE K
Ca?"-curnanunry ripu nobasnennu OSRG. s 310-
ro ObUIM MPOAHATIU3UPOBAHbBI U COTTOCTABJIEHbI OMYy0-
JIMKOBaHHbIE paHee IMOJIHbIE TPAHCKPUITOMBI Cer-
MEHTOB TMITIOKOTUJICH TPeUnXU, KyJIbTUBUPYEMBIX Ha
cpene MS/2 ¢ 3 MM Ca?' B npuUCyTCTBUM TOJIBKO
MNYK mmu UYK + OSRG [20].

VuursBas, yto 1 OSRG, u Ca?" BoBile4eHHI B
paHHUE 3TAllbl Pa3BUTUS PU3OTCHHOM IPOrpaMMbl,
OBUIM BBIOpaHbBI JBE BPEMEHHBIC TOUKH, OTPAKAIOIINE
HavaJIbHBIE CTAINU MPOLIecca KOPHEOOPpa30BaHUSI: TIep-
Bag (6 YacoB OT Hayaj1a KyJIbTUBUPOBAHIs ), Ha KOTOPOIt
HE MPOUCXOAUT 3HAUYUTEIIBHBIX MOP(OJIOrMYECKIX U3~
MEHEHWI1, OXBAThIBAET Pa3IMYHBIC TIPOLIECCHI, CBSI3aH-
HbIE ¢ TPeooICHEeM MOCISACTBUIN Hape3aHUsI 9KC-
IUIAHTaTOB, cIlenuKalreil KJIeTOK-OCHOBaTeJIel 1
AHTUKJIMHAJIBHBIMU/TICPUKJINHAJIBHBIMUA ~ ACJICHUS -
mu. Bropoii atanm (24 4 oT Hayajia KyJbTUBUPOBa-
HUSI), KOTOPBI B OCHOBHOM BKJIIOYACT AeJICHUE KJTe-
TOK M POCT 3ayaTKa KOpPHSI BHYTPU POIUTEIBCKOIA
TKaHH, 3aKaHIMBaeTCs (POPMUPOBAHUEM KYITOJIOO0-
pa3HOTO IPUMOPAUSL.

Cpenu TeHOB, UMEIOIINX TOCTOBEPHBI YPOBEHD
akcnpeccuu (TGR > 5) xorst 661 B OMHOM U3 aHAIU-
3UpyeMbIX 00Pa31oB, ObUIO BBISIBIEHO 149 reHOB, KO-
IUPYIOIINX OENKHU, KOTOphble JUOO YYaCTBYIOT B
tpancnioptupoBke Ca?t (Ca?*-AT®daspl, Na*/Ca?*-
obMmeHHuku, Ca’"-xaHaibl), 1MOO OTHOCATCA K O€JI-
kaM-ceHcopaM (Ca?'/KalbMOIyJIMH-TTPOTEMHKMHA-
361, Ca?*-cBa3bIBaOLIE OEJIKU U I1P. ), TUOO ABJISIFOTCS
apyrumu Ca?*-perynupyeMbiMu Oenkamu ((pakTophbI
TPaHCKPUIILINY, aHHeKCUHBI). Y neHTndruKaimoHHbIe
HOMepa 3THUX T'eHOB 0003HAYEHBI TTPSIMOYTOJIbHBIMU
paMKaMM Ha pUCYHKe 4, TIe TTpeACTaBIICHO IToITapHoe
CpaBHEHHUE JKCIIPECCHUM B HMCCIEIyeMbIX oOpa3max
Bcex 24929 reHoB, 1J1s1 KOTOPBIX BBISIBJIEHA COOTBET-
crBywoiasi MPHK (normalized TGR > 5).

I1pu nodasnennu OSRG B cpeny KyJabTUBHUPOBa-
HUS TIoJaBsitoliee 00JbITMHCTBO T€HOB, UMEIOIINX
otHouieHne K Ca’"-CUTHaIMHTY, HE U3MEHSIU Cy-
IIECTBEHHO YPOBEHb aKcIpeccun (puc. 4a, 6). Bae-
ceane OSRG oka3pIBanio, B 1I€JIOM, CYIIIECTBEHHO
MeHbIINH 3(h(HEeKT Ha TPAaHCKPUTITOMHBIN MPODUIIb,
yeM, HarpuMep, BpeMsl MTHKYOMPOBAaHUS IKCIJIAHTOB,
COOTBETCTBYIOILIEE OIPEACTEHHBIM CTAIUSIM Pa3BUTUS
npouecca (puc. 48). Cpeay reHoB, SKCIPECCUST KOTO-
pbix B orcyrctBur OSRG cyliecTBEHHO pa3inyajiach
Ha OBYX IpOaHAIM3UPOBAHHBIX CTAIMSIX (puUC. 4B), OT-
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MeUeHbl HECKOJIbKO T€HOB KalbMOAYJIUHOB (tr 21189,
tr_867, tr_12457, tr_19028) u KaJbMOIyIMH-CBSI3bIBA-
fo1ux 6enkoB (tr 5154, tr 21407, tr_9191), conepxka-
e MPHK koTopbpIX cHIKajochk Ha 0ojee ITo3mHen
cTanuu. B mepedyHe reHOB, TTOBBIIIABIINX SKCITPECCUIO
CO BpeMeHeM KYJIbTHUBUPOBAaHUSI, HANOOJIee 3aMETHEI
T€HBI, TOMOJIOTY KOTOPBIX aHHOTUPOBAHBI KaK KOIUPY-
IoIIMe OETKN KaIbIIMEBbIX KAHAIIOB SHAOIIa3MaTHye-
CKOTO peTHKyayMa (Harpumep, tr 16172, tr 18839,
tr_28421) (puc. 4B).

I1pu cpaBHEeHNN 00pa3OB, 0OPAOOTAHHBIX TOJIb-
ko MYK nniu MYK + OSRG, nuddepeHnanbHas
akcmpeccus (Jlog,FC| > 1, P < 0.05) Gblia BBISIBIIEHA
st 11 reHoB (puc. 4a, 6), mepeYnCcIeHHBIX B TA0IM -
e 2. Tak, noBeIlIeHWE SKCIIPECCUN MPU HAJIMYUU B
cpene OSRG ormeuanoch Ay reHa, KOTUPYIOIIETO
MOHHBINA KaHaJI, OTHOCSILIUICS K CEMEMCTBY KaHa-
JIOB, PETYJIMPYEMBIX LHUKINUYECKUMU HYKJICOTUIAMU
(cemeitctBo GNGC) (tr_8498 romoior AT4G30560),
a cHXeHue — g reHoB Na'/Ca’"-o6MeHHUKA
(tr_16099 romonor AT1G53210), nByx Ca?*-TpaHcriop-
tupytormx AT®a3 (tr 19146 romomor AT1G27770 u
tr 12459 romomnor AT3G22910), n 6enka LIFEGUARD 4,
OoTHocsIerocs K cemeiictsy BAX inhibitor 1 (tr_3641
romonor AT1G03070). Okchopeccusi IOByX TI€HOB
(tr_17386 u tr_2000), roMOJIOTOM KOTODPBIX SIBJIIETCS
AT5G54490, xomupylolux KajbLii-CBI3bIBAIOIII
6enok PBP1 (PID-BINDING PROTEIN 1), moBbiia-
J1ach Ha 24 yac KyJIbTUBUPOBAaHMS SKCIIaHTOB. Cpenn
IuddepeHInaTbHO KCOPECCUPYIOIIUXCS B OTBET
Ha OSRG reHoB oTMeYeHBI TaKX€ JIBa KaJIbLIUii-
CBSI3BIBAIOIIMX O€JIKa, OTHOCSIIMXCSI K CEeMEHCTBY
KabMonyinHoB  (tr_18960 rtomomor AT1G76650 u
tr_22324 romonor AT1G18210), u nee Ca®>*/Kam-3aBu-
cuMble TipoTemHKrHa3bI (tr 24012 romomnor AT1G01140
n tr_5287 romonor AT2G31500) ¢ MOHMKEHHOM 9KC-
npeccueil B aKcIuIaHTax npu oopadotke OSRG.

OBCYXIEHUE

Kanpiuii siBisieTcs: HEIIPEeMEHHBIM WHTPEINeH-
TOM Cpell, MCIOJb3YEeMbIX IJIs KYJIbTUBUPOBAHUS
KJIEeTOK M TKaHel, HEOOXOAMMBIM 3JIEMEHTOM LISl
OCYILECTBJICHUS MOP(MOreHETUYSCKUX IIPOIIECCOB.
Xapakrepructuka 3@(GeKTUBHOCTH (HOPMUPOBAHUS
aJBEeHTUBHBIX KOPHEil Ha 9KCIUIaHTaX TMIIOKOTUJIeH
rPEYMXU B 3aBUCUMOCTH OT BpeMEHU U ITOPsIIKa BHE-
ceHHUsd B cpeny Kyabtusuposanusg MYK u Ca?t nmoka-
3aia, 9ro eciau mist BHeceHust MYK cymecTByeT Bpe-
MEHHOIi MHTepBaJl B 1—2 wyaca, Korma OTCYTCTBUE
TOpMOHA HE CKa3bIBACTCSI HETATUBHO HA KOJIUYECTBE
KOpHeii, To mra Ca?* Takoii J1ar-nepuo oTCyTCTBYET,
¥ MOH JIOJDKEH HAaXOMUThCS B Cpelie ¢ caMOro Havajia
KyJabTUBUpOBaHu (Ta6a. 1). Jaxe 30-MUHYTHOE OT-
cyrctBue Ca?’ BBHI3BIBAJIO CHIDKEHME KOJUYECTBA
KOpHEI BIBOE, HECMOTPSI HAa 9K30T€HHO JO0aBJICH-
HBII ayKcuH. BeposiTHO, ITOBBIIIEHHE BHYTPHUKIIC-
TOYHOI KOHIIEHTPALIMM KaJIbIIMS 32 CUET €ro BHICBO-



384

JIAPCKAA u np.

IAA + OS (6 h) versus IAA (6 h) IAA + OS (24 h) versus 1AA (24 h)
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Puc. 4. AHanu3 pa3ianuuii B 9KCIpeccuu reHoB (B Bue volcano plot [Blighe]) Mexay runmoKOTUISIMU TPeUYnXu, KyJIbTUBHADYE-
meiMi Ha Ca®*-conepiaineii cpesie B TeueHne 6 u 24 yacos B npucyrersun Toabko MYK mm MYK + OSRG. TpuseneHst mmo-
napHble cpaBHeHUMsI, wutiocTpupyolue aeiictsue OSRG (a, 6), Wi BpeMeHU KyJIbTUBUPOBAHUSI 9KCILIAHTOB (B, T).
IIpumeuanue: NpencTaBieHbl TEHBI, 11 KOTOPLIX pasnnuus qoctoBepHsl (Jfold change| > 2, P < 0.05). Ilo 2opuzonmanshoii ocu
yKazaHa BeJuunHa N-KpaTHBIX pa3nyuii YpOBHSI 9KCIIPECCUU, HO 8ePMUKANbHOLU OCU — TOCTUTAEMBbIil YPOBEHb 3HAUMMOCTHU
YCTAaHOBJICHHBIX Pa3M4uii aKcrpeccuu. BepTukanbHasi 1 TOPU3OHTAJbHASI JIMHUM Ha rpadUKe COOTBETCTBYIOT MCITOIb3ye-
MBIM ITOPOTaM JOCTOBEPHOCTH: 2-KpaTHOe U3MeHeHMe aKcnpeccuu mpu 3HadeHuu P<0.05. B pamkax 0603Ha4YeHbI Te€HbI, UME-
onme otHoleHue K Ca“’ -CUrHaJIMHTY, 1OCTOBEPHO 9KCIIPECCUPYEMbIE B pAMKaXx MCITOJIb3YeMbIX ITOPOTOB.
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Ta6:mua 2. Tensl, nMeromye otHomenue K Ca?"-curHanuHry 1 nuddepeHINaTbHO SKCIIpeccupyeMble Yepes 6 /Wi
24 yaca KyJIbTUBUPOBAHUS 9KCIUTAHTOB TMIIOKOTHIIEH rpeunxu B ipucytctBuu OSRG (Jlog,FC| > 1, P < 0.05).

0 100 500
Name i’gﬁ) . I(‘)*SA(gh) é’ﬁ) . (I)’;‘?ZZ | Al AGI define
tr_24012 118 52 190 177 AT1G01140 | CBL-interacting serine/threonine-protein kinase 9
tr_18960 172 AT1G76650 | Calcium-binding protein CML38
tr_12459 AT3G22910 Il;lét;;ti;z rSfe:};illll)lgl—transporting ATPase 13, plasma
tr_19146 AT1G27770 | Calcium-transporting ATPase 1
tr_16099 AT1G53210 | Sodium/calcium exchanger NCL
AT1G03070 Protein LIF EGUARD 4; Bax inhibitor-1 family
protein

tr_8498 AT4G30560 | Putative cyclic nucleotide-gated ion channel 9
tr_17386 125 110 31 145 AT5G54490 | Calcium-binding protein PBP1
tr 22324 133 84 57 132 AT1G18210 | Probable calcium-binding protein CML27
tr_2000 174 74 41 97 AT5G54490 | Calcium-binding protein PBP1
tr_5287 37 15 18 2 AT2G31500 | Calcium-dependent protein kinase 24

OOXIEeHUS U3 BHYTPUKIETOUHBIX XPAHUJIUIILL, BbI3bI-
BaeMoe aykKCMHOM [12], B OTCYTCTBUM 3K30T€HHO
nob6asienHoro Ca?t He dABIsSETCA NOCTATOYHBIM
yCJIOBUEM IJIs 3allycka mpoliecca o0pa3oBaHUs ai-
BEHTUBHBIX KOPHEN HA cCeTMEHTaX TMITOKOTUJIEN rpe-
yuxu (Tabi. 1, konoHka VI). Hekoropsle ncciaenona-
tenu [11, 23] cuuTaloT, YTO 9K30T€HHBIM KaJbLU UT-
paeT BaxXHYIO0 pPOJb MPEUMYIIECTBEHHO Ha OoJee
MO3IHEeM 3Tare, a UMEHHO B Mpoliecce YIITMHEHUs
KopHs. OnHaKO BO BCEX MPEABIAYIINX pabOoTax Kajlb-
LUMiA BHOCUJIM TOJbKO B ABYX WJIU JaXKe OJHOM Bpe-
MEHHOI Touke. [lymMTenpHass IMHaAMUKa ¢ 0oJiee y3-
KUMHU BPEMEHHBIMM MHTEpBajlaMu MpU IIepeHoce
9KCIJIAHTOB U3 cpedbl 6€3 KaablUsl B Cpeay, Coaep-
JKallylo MOH M HaobopoT (Tabna. 1), majaum Ham BO3-
MOXHOCTb BBIICIUTH OoJiee Y3KHWe Nuarna3oHbl IT10
4yBCTBUTENLHOCTU 3KcIanToB K Ca?t u UYK, uro
MO3BOJIWJIO CAENATh 3aKioueHne, uto addext Ca?t
CBsI3aH, B MEPBYIO OYepedb, C PAHHUMHU STaraMu
dopMUpOBaHUS KOPHEHA.

YT100OBI 0CO3HATh POJIb IK30TSHHOTO M 3HIOTCH-
HOTO TTYJIOB KaJIbLIMsI B Ka4eCTBe BTOPUYHOIO MeC-
CEeHIKepa B Ipoliecce GopMUPOBaHUST KOPpHEH, ObI-
JIO WCCJIeIOBAHO NEWCTBUE BEIIECTB, BIUSIOIIMX Ha
ypOBeHb BHYTpUKIIeTouHOro Ca?* u ero cBs3biBaHUE
C KaJblIM-CEHCOPHbIMU Oenkamu (puc. 2). CHUXe-
HUE KOJIWYeCTBa KOpHEl Tpu MPpUMEHEHUU TUJITUA-
3eMa M BepallaMujia — OpPraHu4YecKuXx OJ0KaTOpPOB
noreHuMan-3aBucuMbix Ca>" KaHaJIOB B IJIa3MajeM-
Me [24] — Ha 23% u 31%, COOTBETCTBEHHO, yKa3bIBa-
€T Ha TO, 4To NpuTOK Ca’" U3 BHEKJIETOUYHOIO IPO-
CTpaHCTBa SBJSIETCS YacTblO, HO MPU 3TOM HE €lu-
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HUYHBIM MYyTEeM MepeJadyd CUTHajla B UCCIEeIyeMOM
HaMW Tipoliecce. 3HaUYUTEJIbHOE CHUXKEHUE KOJIMYe-
CTBa KOpHEM 1o 1eiCTBUEM HEOMUIIMHA U PYyTEHUE-
BOTro KpacHoro, Ha 58% u 50%, COOTBETCTBEHHO, T10-
Ka3bIBaeT ydyacTHe B IIpoliecce KOpHeoOpa3oBaHUS
KaJIbLIMSI, BLICBOOOXKIAeMOTO M3 BHYTPUKJIETOYHBIX
xpaHwiuil. IlepBbIii MHIMOUTOP HapyllaeT OCBO-
6oxnenne Ca’>" u3 BakyoJeil 4yepe3 MHO3UTOJIbHBIIA
MyTh, TIPEISITCTBYS CBsI3bIBaHUIO pochonaurmasel C ¢
docharuauanHo3nuTon-4,5-oudocdarom, u mogaB-
JISIET TeM CaMbIM 00Opa30BaHME BTOPUYHOIO MECCEH-
IDKepa — mHo3uTox- 1,4, 5—tpndocdara [12]. Bropoit
onokupyer nAJIDP/puaHomuH—4YyBCTBUTEILHEIC
Ca?*-kaHanbl Bakyojeil [25], Takxke NpPensITCTBYS
BBIXOIY KaJIbLISI B LIMTOILIA3My. Takum oOpa3oMm,
¢dopMUIpOBaHME afBEHTUBHEBIX KOpHEI HAa 9KCILIaH-
TaX TUIOKOTHUJICIT IrpedrnXy MPOXOIUT MPU y4aCTUU
KaK BHEIITHETO, TaK U BHYTPEHHETO ITyJI0B KaJbIIHs.
bonee 3HauuTenbHBIN 3 HEKT MHTMOUTOPOB, Aeii-
CTBYIOIIIMX HA BBIXOM KAJIbIIMS 13 BHYTPUKIIETOUHBIX
XPpaHWINII, BO3MOXHO, CBsI3aH C UX 00ojiee HU3KOM
CNeUM(PUIHOCTBIO, TIOCKOJIBKY MOKa3aHO, YTO 3TU
WHTUOUTOPHI MOTYT OKa3bIBaTh BIUSHUE U Ha IPY-
rue Ca’" xanansl, Harpumep, B DI1P u Ha rasma-
Jemme [24].

INoBbIIIeHNE KOHLEHTPALUM KaJblUs B KJIETKE
BOCHPMHUMAETCS pa3IUnYHLIMU OeIKaMU-CeHCOpa-
MU (HarpuMep, KaabMOMYJIUHBI U KaTbMOIYJIUH-TIO-
IOOHBIE OEJIKK), KOTOpbIEe, cBA3bIBas Ca’t, uHuLuu-
PYIOT CUTHAJIbHBIE KaCKabl IJIsl PETYJISLAN MHOTUX
KJIETOYHBIX MTPOLIECCOB. AHTATOHUCTHI KaJIbMOMYJIV-
Ha (peHOTHA3MHOBOTO psina — iy eHa3nH 1 XJI0PITPO-
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Ma3uH, IUISI KOTOPBIX XapaKTepHO CJILHOE B3aMOICi-
CTBUE C KaJIbMOIYJIMHOM, MPUBOSIIIEEe K MOAABICHUIO
€ro CIIOCOOHOCTU aKTUBUPOBATh (hepMEHTHI [24], UH-
rMOMPOBAIM KOJMYECTBO KOPHEM, (POPMUPYIOIIIXCS
Ha 3KCIUIaHTax Tunokotuieit rpeuuxu (puc. 2). IMo-
JIOOHBINA 3 (EeKT aHTarOHUCTOB KaJabMOIYJIMHA Ha-
OJromascs y IMIIEHHBIX KOPHE IpOpOCTKOB Oapxar-
1eB [26] u runokoTHiIEN moacoaHeyHuka [27]. Cuu-
TaeTCs, YTO MUIIEHBIO AaHTAaTOHUCTOB KaJIbMOIYJIMHA
MOTYT BBICTYIAThb aKTHMBHO ACJISIINECS KIIETKH, TIe
9TW MHTUOUTOPHI OKa3bIBAlOT BAMSIHME HAa MUTO3 U
LUATOKWHE3, IIPUBOIS, TAKUM 00pa30M, K UHTUOUPO-
BaHWIO MHAYKIINU afBEHTUBHBIX KOpHeit [27].

Panee Hamu OBIJTO MOKa3aHO, YTO B mpoliecc hop-
MUPOBAHUS KOPHEM BOBJICYEH BJIMCUTOP YIJIEBOI-
HoiT mpuponbl — oxmrocaxapud OSRG, KoTopsrit
ctumyupyetr MYK-mHayLmpyeMslil mpomecc Kop-
HeoOpa30BaHUS, IIPUYEM HAMOOJILIINI CTUMYJIUPY-
o1l 3¢EeKT TOCTUTAJICS IIPU A00ABISHUU €TO B
HavyaJIbHbIM Mepuoj KyJbTUBUPOBAHMUS SKCILJIAHTOB
Ha 1—2 4aca go moGasiieHusT TopMoHa. BHeceHue
OSRG mnocie TopMOHa He 0Ka3bIBAJIO CTUMYITNPYIO-
mero a¢dexra [17]. YuuteiBasgs maHHBIE, TTOJIyYEH-
HEBIC B IIpEeAbIAYIICH paboTe U B HACTOSIIIEM UCCIIEIO-
BaHMUUM, MOXXHO 3aKJTIOYUTh, YTO IS ITIOJIYYSHMS MaK-
cuManbHOro oreeta Ha a(dpdexktopsl Ca?t momkeH
MPUCYTCTBOBaTh BECh IIEPUOI KyJIbTHUBUPOBAHUS,
w11 YK HeoOxoguM BpeMEHHOI MHTEpBaa OT 2 10
24 gacos, a mi1st OSRG mocratoyHo 2-4acoBoit 06pa-
6otku. TakuM o6pazom u Ca?*, u OSRG BoBieueHbI
B paHHME 3TAIIbl IIpolecca GopMUPOBAHUST KOPHEIA.
s oboux 3¢pdeKTopoB 3amepkKKa C BHECEHUEM
MNYK Ha 2—3 4yaca He sIBIISIeTCSI KPpUTUYHOM, OTHAKO
OHM HE OKa3bIBAIOT BIMSHUS Ha IIPOLIeCC KOPHEO0-
pa3oBaHMs IIPU ITOJIHOM OTCYTCTBUM TOPMOHA B Cpe-
Jle KyJabTUBUpoOBaHus (Tadi. 1, [17]).

H3BectHO, uTo Kak MYK [6], Tak 1 onuroraiak-
TYPOHUIHBIE (parMeHThl KJIETOYHOU cTeHKu |[18]
BBI3BIBAIOT ITOBHIIICHNUE YPOBHSI BHYTPHUKIICTOYHOTO
KaJIbLMS Yepe3 aKTUBAILMIO KaHAJIOB, JJOKAIN30BaH-
HBIX Ha Tu1a3MajieMme. [1oCKobKY BbIIeIeHHBIN Ha-
mu oymrocaxapud OSRG 3ameiicTBoBaH B Hadajlb-
HBIX CTaIMSIX Mpollecca KopHeoOpazoBaHusa [17], a
Bxox Ca’" B KJIETKY ABJISIETCS CAMBIM PAHHUM CUTHA-
JIOM B OTBET Ha JII00bIe BO3IEUCTBUS, U 00a 3(pPeK-
Topa BoBjeueHbl B MY K-UHIynIMpyeMblii CUTHaIb-
HBI ITyTh, BO3HUKJIO IIPEIIIOJIOXKEHUE, YTO TaKOM
paHHM oTBeT 3KcIuiaHToB Ha OSRG, moyrydeHHBII
B HaIIUX HMCCJECIOBAHMUSIX, MOT OBITH OIIOCpPEIOBaH
axtupauueii Ca’t kananos rmasmaneMmbl. OQHAKO
IIpUMeHEeHHEe 0JI0OKaTOpa KaJIbLIMEeBbIX KAHAJIOB — -
JITUa3zeMa OKa3blBaJl0o WHTUOUpYIOllee IelCTBUE
TOJBKO Ha 3¢ @deKT, BoI3biBaeMblit YK, cHuxXast Ha
25% KOIM4YECTBO KOPHEM, UHAYLIMPYeMOE TOPMOHOM
(puc. 3), a OSRG cHuMaI HETaTUBHOE BIMSHUE WH-
rubuTopa Mpu OTHOBPEMEHHOM BHECEHUHM BCEX TPeX
apdexTopoB. Ilpenobpadorka skcrurantoB OSRG
BCerJa BBI3BIBAET 3HAUYMTEJBHYIO CTUMYJISILIMIO KO-

JIMYeCcTBa KOpPHEM, Jaxe eCId OJUIocaXxapyuH BHO-
CUTCSI BMECTE C IWJITUA3eMOM, CBUACTEIbCTBYSI, YTO
osokupoBka Ca?* KaHaJOB, JIOKAJIM30BAaHHBIX Ha
Ma3MaTU4YecKoil MeMOpaHe, 1o KpaiiHell Mepe, TeX,
KOTOpEIE OJIOKUPYIOTCSI IUITHA3EMOM, He BIUSIET Ha
HayvaJibHbIE 3Tarbl Mpoliecca KOpHEOOpa3oBaHusl, 3a-
nmyckaemble OSRG. OnHako Ha 6oJiee mo3aHeM JTarle,
OYEBUIHO, BO3HMKAET HEOOXOOMMOCTb aKTHBAILIMU
Ca’"-kaHaJIoB IIa3MaJIEMMBI B IIpoLecce (POPMUPO-
BaHWS aABEHTUBHBIX KOpHel, nanyumpyeMoM MVYK,
MMOCKOJIBKY TIPU MEpeHOCce SKCIJIAHTOB U3 CPedbl, CO-
nepxameit OSRG, B cpeny, conepxainyto UYK u
IUJITHA3eM, KOJUYECTBO KOPHEI CHIKAIOCh MOYTU
BnBoe (puc. 3). Takum ob6pa3zoM, MOXKHO MPEAToio-
KUTb, UTO MOTEHLIMAI-3aBUCUMbIE KaHaJIbl TJIa3Ma-
neMMBl yaacTByioT B MYK-mHIyImmpyeMoMm mpoiiec-
ce aJIBEHTUBHOTO KOPHEOOpa3oBaHUsI Ha 9KCIUIaHTaX
TUITOKOTWIEH Tpeunxu, omHako 3¢dekr OSRG,
npenmectBytomuii aeiicteuio MUYK, BepositHO, He
OIOCPeAYyeTCsT Yepe3 PEryIsILUIO 3TUX KaHAJIOB.

TpaHCKpUNITOMHBIN aHaau3 BBHIIBAI 3P PEKT
OSRG Ha 3KCIIpeccuIo HEKOTOPBIX TEHOB, UMEIOIINX
otHouieHne K Ca’'-curHaausanuu, KOTOPBIHA, Kak
o yuciy auddepeHInaIbHO 3KCIIPECCUPYIOIUXCS
TeHOB, TaK M MO (PYyHKIIMOHAIBHOMY Pa3HOOOPa3NIo
KOIUPYEMBIX OEJTKOB, ObUT B OOJIBIIIE CTeNEHU BbIpa-
JKEeH Ha paHHUX CTaJMsIX KYJIbTUBUPOBAHMS 9KCIUIAHTOB
(tabn. 2). Eciu yepe3 6 yac KyJIbTUBUPOBAHUSI U3MeE-
Hsiicst ypoBeHb MPHK reHoB 6e/1koB, IMEIOIIX OTHO-
1eHue Kak K tpaHcropry Ca?" (Na*/Ca?"-00MeHHUK,
Ca?"-AT®a3bl, KaHAIbI, PErYJIUpYeMbIE LIAKINYECKU-
MM HYKJIEOTMJIaMM, OEJIOK, OTHOCSIILIEICST K CEMENCTBY
BAX inhibitor 1), Tak u pasmuunble Ca?"-ceHcopHbIE
6enkn (Ca?* /kabMOLy/ IMH-3aBUCUMbIE TIPOTEMHKMHA-
3bl, KaJIbMOMYJUH-CBSI3bIBAIOILIME OEJIK), TO uepes
24 gac kynpTuBupoBaHnst OSRG okaspIBaj BIMSTHIIE
TOJILKO Ha 3KcIpecchio reHoB Ca?* -ceHCOpHBIX 6el-
KOoB. C MOMOIIbIO MHTMOUTOPHOTO aHaIMU3a MBI T1O-
kazanu, 4yTo 3 dekT OSRG, BeposiTHO, HE peaTu3y-
eTcsl uepe3 MOCTYIJIEHUE BHEIIHEro Kajiblivs yepes
MOTeHIIMAT-3aBUCUMbIE€ KaHaJIbl TJIa3MaJieMMBbl, Ofl-
HaKoO TO, YTO Ha 6 yac KynpruBupoBanus OSRG oka-
3bIBAET BJIMSHUE HA 9KCIIPECCUIO Psiia TEHOB TPaHC-
MOPTEPOB KLU, OTJIUYAIOLIMXCS U T10 JIOKAIU3a-
LIMM, U TI0 HaIpaBJICHUIO MEPEIBUKEHUST KablIUs,
TOBOPUT O TOM, UYTO HEJIb3sl TTOJTHOCTbIO NUCKIIOUUTD
BO3MOXXHOCTb €0 YYacTUsl B UBMEHEHUU BHYTPUKJIE-
TOYHOTO COJCPXKAHUSI KaTbLIMSI.

OSRG oka3bIBaeT BIMSHUE HAa SKCIPECCUIO He-
ckonbknx Ca’"-3aBUCHMBIX ITPOTEMHKMHA3, OJHA W3
KOTOPBIX OTHOCHUTCS K KJIACCY TIPOTEMHKIHA3, CITOCO0-
HBIX 00pa30BbIBaTh KOMIUIEKC C KaJIbIIMHEBpUH B-110-
JIo0HBIM OesikoM (tr 24012 romosior AT1G01140). DTot
croco® cI0KHOI U TMHaMudeckoii perynsauuu Cat-
CUTHAJIbHBIX MyTeil IoKa3aH TOJbKO Y Ha3eMHbBIX
pactenuii. C HOMOIIBIO MNONAPHBIX KOMOWHAIIMIA
Pa3JIMYHBIX KaJbIIMHEBPUHOB U CITELIU(DUUECKU CBSI-
3piBaroImxcd ¢ HuMu Ca?*-3aBUCUMBIX IPOTENHKM -
Ne 4 2020
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Ha3 co3daeTcs pa3BeTBICHHAS CUTHaAIBbHAs ceTh [28].
ITokaszaHo, 4TO OTHEBbHBIE TIPEICTABUTEIN 3TOTO Ce-
MeiiCTBa TIPOTEMHKWHA3 PETYIUPYIOT apXUTEKTYpPY
KOPHEBOII CHCTEMbl B OTBET Ha BHEIIHee BO3Ieii-
ctBHe [29], HO y4acTre 3TOTo KjIacca IPOTeMHKNHA3
B Tiponecce GOpMUPOBAHUSI aNBEHTUBHBIX KOpHE
HE U3y4aJioCh.

Ha 24 gac xynstiBrpoBannsts OSRG TToBBITIIA 3KC-
npeccuro AByX reHoB (tr_17386 u tr_2000), romoyioroMm
KoTopbIX sBiseTcsa AT5G54490, komupyrolnmii Kajib-
muii-cBsasbiBaoiuii  6ejok PBP1  (PID-BINDING
PROTEIN 1) (ta6n. 2). U3BeCcTHO, 4YTO B OTBET HA U3~
MEHEHME YPOBHSI IIMTO30JIbHOTO Kaablins 6esku PBP1
peryaupyloT aktuBHOCTh PID-kuHa3b! (cepuH/Tpeo-
HuH nporenHknHa3za PINOID), koTopast yaacTByeT B
TOHKOI HACTpOIKe MOJIIPHOIO TPaHCIOPTAa ayKCUHAa
BO BpeMs1 (GOpMUPOBAHMUSI OPTaHOB PACTEHUI, B TOM
YMCJIe U JIaTepaJIbHbIX KOPHEI B OTBET Ha JIOKAJIbHbBIE
KOHIIeHTpaluu aykcuHa [30].

TakuMm obpaszom, OSRG, kak u Ca’*, BoBicueH B
PETYJISILIMIO OTBETOB Ha ayKCHH B mpoiecce (popMu-
pOBaHMS aABEHTUBHBIX KOPHE 1 HAIll Pe3yJIbTAaThl
MIPEACTABIISIIOT COOOM MOMBITKY CBSI3aTh OBE CUT-
HaJIbHBIE CUCTEMBbI: YHUBEPCAJIbHYIO, OIIOCPENYEMYIO
Ca’", u MajJo M3YYEHHYIO CUTHAJIBHYIO CHUCTEMY C
yJacTueM OMOJIOTMYEeCKHM aKTUBHBIX (DparMeHTOB IO~
JiucaxapulioB KJIETOYHOW cTeHKM. Ha ocHoBaHuM
TOJIYYEHHBIX TAaHHBIX Mbl MOXKEM 3aK/IIOUUTh, YTO Ha
HavyaJIbHbIX CTaIMUsIX allBEHTMBHOIO KOpHEOOpa3oBa-
HUusA OSRG MoxXeT ObITh 3a€iiCTBOBAH B CO30aHUU
omnpeNelIeHHbIX Tpoduiaeit KonedaHusT BHYTPUKIIE-
TOYHOTO KaJIblMsI, KOTOpbIE SIBJSIIOTCSI UHIWBUIY-
AJIbHBIMU TIpU ASHCTBUU Pa3IUYHBIX 3(hEPEKTOPOB,
BKJIIOYasi TOPMOHaJbHBIN curHaa [5]. A Ha Oosee
TO3IHEM 3Tarle, yepe3 MOBBIIIeHUE SKCIIPECCUHN Te-
HoB OesnikoB PBP1, OSRG cnoco0cTByeT yCUIEHUIO
TOJISIPHOTO TpaHCIOPTa ayKCMHA U U3MEHEHUIO TIPO-
rpaMMbl Pa3BUTHUS, CBSI3AHHOM CO CJICAYIOIIMM 3Ta-
oM (hopMUpPOBaHUSI KOPHS. B 11e710M, MOXKHO 3aKJTIO-
4uTh, 4YTO ojimrocaxapuH OSRG MmoxeT BbICTyNaTh B
POJIM TOHKOTO PETYJIITOpa aiBEHTUBHOIO KOpHEOOpa-
30BaHMsI, TTpoTekatolero npu yuactuu MYK, u ono-
CPENOBAaHHOIO MHOTOIUIAaHOBBIM ydactuem Ca’t B
Pa3HOOOPAa3HBIX KIETOYHBIX IIPOIIeCcaXx.

ABTOpPHI BBIpAXXalOT O6JIarOJapHOCTb CTapIIEeMy
HAay4YHOMY COTPYOHUKY OTHesa (PU3NOJIOTUH U MOJIe-
KynsapHoii ouosorun pactreHnuin KMbb ®UII Kas-
HII PAH Moxkmmnoit Hatanne EBrenneBHe 3a 1mo-
MOIIb B OOCYXXIEHUU Pe3yJIbTATOB.

duHaHcoBoe obecrneueHWEe MCCIEIOBAaHUI OCy-
IIECTBIISIIIOCHh M3 CPEeACTB deaepaJbHOro OIOIKeTa B
paMKax TeMbl TOocydapCTBeHHOTo 3amaHust KazaH-
CKOI'0 MHCTUTYTa OMoxumuu u ouodpusuku DPUIL
KasHII PAH n npu momnepxke Poccuiickoro ¢porma
dyHIaMeHTaJbHbIX MccienoBaHuii (rmpoekt No 17-
04-01539).
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ABTOpPBI 3asIBIISTIOT 00 OTCYTCTBUU KOHMIIMKTOB
uHTepecoB. JlaHHas cTaThsl HE CONEPKUT KaKUX-TU00
HCCJIENOBAaHUIL C y9aCTUEM JTIONCH Y XKMBOTHBIX.
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