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COOCTBEHHBIX  pabOT, MOCBSIIEHHBIX OCOOCHHOCTSIM
CTAHOBJICHUSI MOJSIPHOCTH M CHUMMETPUHU IIPpU (POPMHUPO-
BaHUU CHEUU(PUIHON TPEXMEPHON CTPYKTYpBI 3apOjibl-
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yIEMAETCS aHAPOKIMHHOMY 3MOpHOHIOreHe3y in Vitro,
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The article provides a brief overview of the literature
and our own works devoted to the peculiarities of polarity
and symmetry establishment during the formation of
a specific three-dimensional structure of embryos in vivo
and embryoids in vitro. Particular attention is paid
to androclinic embryoidogenesis in vitro, as a promising
model system for studying various aspects of plant
morphogenesis. Cellular and cytophysiological factors
influencing the polarity and symmetry establishment
during the development of the embryo/embryoid are
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BBEJEHUE

OMOpHOUJIOTeHE3 — CBOMCTBEHHOE TOJBKO PACTEHUSIM aceKCyalbHOe (POpMUpOBaHHE B OTBET

Ha OK30T€HHblE W/WIM SHAOTEHHBbIE CHTHAJBI B €CTECTBEHHBIX YCIOBHMAX in  Vivo
U B OKCIIEPUMEHTAIBHBIX YCIOBHUSX KYJIBTYPBI in Vitro SMOPHOWIOB (CHHOHUM: COMAaTHYECKHE
3apOJBIIIN) U3 COMATUYECKOM KJIEeTKW/rpymnmbl kietok [bareiruna, 2014; In vitro embryogenesis,
2016; Somatic embryogenesis..., 2016].

Wupykuuss sMOpUOMIOTeHe3a in Vifro OAMH W3 BAKHEHIINX MOAXONOB, MPUMEHSIEMbIX
B OMOTEXHOJIOTUM  pacTeHuil. OMOpuoujoreHe3 in Vvitro TpelncTaBiasieT co0Oi  OCHOBY
KOMMEpPYECKOT0 IPOU3BOJICTBA PACTEHUH C XO3SMCTBEHHO-IIEHHBIMM MpH3HaKaMu [[In  vitro
embryogenesis..., 2016; Somatic embryogenesis..., 2016; Synthetic Seeds, 2019], a Taxxe sBnseTCs
MOJIETIBIO JIJISl MCCIIEIOBAHUS KJIETOUHOU auddepeHInaniy, TeHHOW dKCIIPECCUH, B3aUMOJICHCTBHS
¢utoropmonoB u MHorux Apyrux mnponeccoB [Elhiti et al., 2013; Joshi, Kumar, 2013; Somatic
embryogenesis..., 2016; Horstman et al., 2017; Duarte-Ake et al., 2019; Garcia et al., 2019;
Méndez-Hernandez et al., 2019; Tang et al., 2020 u MH. ap.].

dopmHpoBaHHE XOPOIIO PA3BUTHIX AU HEpPEHINPOBAHHBIX SMOPUOUA0B — KIIFOUEBOM (akTop

IpU  pa3pabOTKe paCTUTEIbHBIX OHOTEXHOJIOTHH, B TOM 4YHCIE HAa OCHOBE aHJIPOKIWHUU
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[Ot mukpocniopsr..., 2010]. Tlosromy K BaxkHEWImMM »>Tanam (HOPMUPOBAHHS SMOPHOUIOB
OTHOCSITCSL  CTAHOBJICHHE  AlMKAIBbHO-0a3aJIbHOM  TMONSPHOCTH, CTAHOBJICHHE pPaTUuaTbHON
CUMMETpUU U (OPMHpPOBAHHE OCHOBHBIX CJIOEB TKAHEH, MEpPEeXoa K OMIaTepaabHOU CHUMMETPUH
u opraHorenesy [Soriano et al., 2013].

B 11060M MHOTOKJIETOUHOM OpraHHU3Me AESTeNbHOCTh OTJEIbHBIX OPraHOB, TKAHEH U KJIETOK
JOJDKHA OBITh CKOOPAMHUPOBAaHA TakUM o00pa3oMm, 4TOObl obecrneyuTh (YHKIIMOHUPOBAHUE
opranm3ma, Kak 1eioro. OmHMM #3 HauOONee CYIIECTBCHHBIX DJJEMEHTOB IEIOCTHOCTH
PaCTHTENTHLHOTO OpraHU3Ma SIBJISICTCS CUMMETPHUS U TTOJIIPHOCTb.

TepMuH «CHUMMETpHUS» TMPOUCXOAUT OT JABYX TIPEUECKUX CJIOB: GOV (YTO O3HAYACT «C»)
U Pétpov  (4TO O3HAYaeT «Mepa») U MEepPBOHAYAIBHO KCIIOJNB30BAICS I ONpEIeNICHUS
COCTaBJISIONINX YacTel yero-inuoo [1uT. mo: Damerval et al., 2021].

[Ton TONSAPHOCTHIO y PACTCHHN MOHHMAKOT CHEIMU(PUICCKYI0 OPHEHTAIMI0 aKTUBHOCTH
1 MoporeHe3a pacTeHHWs] B TPOCTpPaHCTBE. POCT W pa3BUTHE BBICIIUX PACTCHUH MOXHO
OXapaKTepH30BaTh MPOIECCAMH KIIETOUYHBIX AeNeHUH, pocTa U nuddepeHranuu BIoib AByX oceil
— amnuKajgbHO-0a3anbHOM ocu U paguanbHoil ocu [Mensenes, 2012; Souter, Lindsey, 2000;
Damerval et al., 2021; Romalho et al., 2022].

OceBas (wnM akcualibHas) IMOJIIPHOCTb, MPEANONAracT HaJIUYUE XOPOIIO pPa3BUTOU
MPOJIOJILHOM OCH, HECYIICH JiarepaibHble OpraHbl — OOKOBBIE BETBUM U KOPHH, JIUCThSI U IIBETHI.
brnarogaps akcuanbHOM OpraHW3allid B MPOIECCE pOCTa HE MPOUCXOAUT O0Opa30BaHUS
6echopMeHHON Macchl KMBOTO BellecTBa. Bronb ocelt U CUMMETPUYHO MO OTHOIICHHUIO K HUM
MIPOMCXOUT 3aKJIaJIKa BCEX OPraHOB U TKaHeW pacTeHus. [loMuMO akcHalbHON BBIICNAIOT TaKXkKe
1 aApyrue GOPMBI MOISIPHOCTH — JOPCOBEHTPATBHYIO (0JJHA TUIOCKOCTh CHMMETPHH JISTTUT OPTaHU3M
WM CTPYKTYPY Ha JIBE 3€pPKAIbHBIC MTOJIOBUHBI) U PAAHAIIbHYIO (IOBTOPEHUE PACTIONONKCHUS OTHON
U TOW K€ CTPYKTYpPhl BOKPYT €IMHCTBEHHOW OCH CHMMETpHH (n-KpaTHas BpaliareibHas
cummeTtpus)). OHAKO Yalle BCEro TEPMHUH IOJISPHOCTH» UCIIONB3YeTCsl il 0003HAUEHUSI 0CEBOM
MONsIpHOCTU. brarofaps TONSPHONM OpraHuM3allMd  CO3[aeTcs cheruduyeckas TpexMmepHas
CTpYKTypa OpraHu3Ma, oOOEeCIIeYMBaeTCsS €ro IeJIOCTHOCTh W KoopauHarus ¢GyHkmwid. Ocu
MOJIIPHOCTH TIOSBJISIIOTCS HA CTAIUU 3WTOTHI, TPOCIICKUBAIOTCS Y 3apOJBINIa M «BEKTOPU3YIOT»
IIPOLIECCHl POCTa U Pa3BUTHS Ha MPOTSHKEHUHU AalibHeliero onroreHesa pacrenus [Hudson, 2000;
Mengsenes, 1996, 2012; Damerval et al., 2021].

B KuBBIX OpraHm3Max CUMMETPHUIO TEOPETHUECKH MOXKHO HCCIEN0BAaTh HAa KaXJIOM ypOBHE
OpraHM3ali — OT KJIETOK 0 TKaHed, OpraHoB WM LENbIX opraHu3MoB. OmHAako B OMOJIOTUU
CUMMETpUsI — JIOBOJBHO NpHONM3UTENbHOE ompeneneHue. Hanpumep, OwunarepanbHO-
CUMMETPUYHBIC Teja WM OpraHkl MOTYT HE HMMETh aOCONIOTHO OJWHAKOBBIX 3EPKAbHBIX
MOJIOBUHOK, a CTEMEHb pazluyusi MEXIy HUMH YacTO CUUTAIOT MOKa3aTelieM CTaOMIBHOCTH
pa3BuTHs opranu3ma [Hudson, 2000; Damerval et al., 2021].

B T0 xe Bpems, mpu MopdoreHese mporeccam MOISPU3aUN KIETOK U TKaHEeH TPUHAICKUT
OTIpeJICTIIONIee 3HAUYCHUE, MOCKOJIBKY BO3HUKAIONIUE TPU ATOM TPAJTUCHTH MOP(POTeHETHUECKHX
(aKkTOpPOB SIBIISIOTCS OCHOBOHM Ui Au(QepeHITnaibHON aKTHBHOCTH IeHOMa Ha Pa3HBIX JTarax
[Mensenes, 2012].

PaccmoTpum moapoOHee OCHOBHBIE (DAKTOPBI, BIUSIONIME HAa CTAHOBICHHE TOISPHOCTH
Y CUMMETPUU TIpU SMOPHOUIOTEHE3€ in Vifro B CpPaBHEHUU C aHAIOTMYHBIMU MPOILECCAMHU
IIpHu SMOpUOreHese in vivo.
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ITATTEPHbI KJIETOUHBIX JIEJIEHUI U TIO3UITMOHHBIN KOHTPOJIb

CraHOBJIeHHE alTMKAIbHO-0a3aIbHOIM OCH — KPUTHYECKOE COOBITHE B SMOPHUOTEHE3€ PACTCHHM.
XOpouIo U3BECTHO, YTO in Vivo alMKallbHO-0a3alibHasi OCh 3apojiblilla YCTaHABIMBACTCS PaHo, €llle
710 OIUIOIOTBOPEHUS M OOYCIIaBIMBACTCS MOJSPHON OpraHu3anueil SHIEKIeTKH U ee MOJI0KEHUEM
B 3apojsiieBoM Merike. [locie omnogorBopenus (OpMUpYETCsS 3UroTa, TakKe HMEoIas
noysipayto opranm3anuto [Russell, 1993; West, Harada, 1993; Souter, Lindsey, 2000; Ueda et al.,
2011; Zhang, Laux, 2011; Wendrich, Weijers, 2013; Hand et al., 2016; Wang et al., 2020].

3urorta — «TOoYka OTCUeTay HMOpHOreHeHe3a in Vivo, WHUIMAIbHAs KJIETKa 3apojbliia,
oOpasyromasicsi B pe3ylbTare OIUIOJOTBOPEHHS - CIHSHUS JKEHCKOM TaMeThl (SAWIEKICTKH)
¢ myxckoit (cnepmueMm) [Raghavan, 2006; Khanday, Sandaresan, 2021 u mH. ap.]. O6pa3oBanue
3UTOTHl MpEACTaBiseT coOol HadaibHyl0 (a3dy oHToreHeza. B mpoiecce peanuzauuu
3aMporpaMMHUPOBAHHON TOCIEI0BATEILHOCTH CIIOKHBIX MOP(OTreHEeTHYEeCKUX MpeoOpa3zoBaHU
3UroTa pa3BUBaeTCs CHayala B JIBYKJIETOYHBIM, 3aTeéM - MHOTOKJIETOYHBIH 3apOblll,
a BIOCIIEJICTBUM B BBICOKOCIEIIMATM3UPOBAHHBIN MHAUBHI — pacteHue [bareirmna, Bacunbesa,
2003].

Ocraercst mpeaMeToM IUCKYCCHM IIeNIbI s BOIPOCOB, CBSI3aHHBIX C YCTaHOBJICHUEM
anuKanbHO-0a3aJIbHOM OCH B 3MUIOTE: MEPUOAM3ALMS PA3BUTUS 3UIOTHI; CTAaus, Ha KOTOPOM
(dbopmupyeTCst 0Ch 3apojbliia (3pernasi SUIEKIeTKa, 3UroTa, paHHUNA YMOPHOTEHE3); CBA3b MOJISPHOM
OpraHM3aliy 3UroThl C AKCIpeccuell TeHOB B paHHeM 3MOpHorenese; (akropbl (rameTopuTHBIE,
ramMeTHble,  CHOpPO(UTHBIC),  BBI3BIBAIOIIME  W3MEHEHHWE  JIETEPMUHAIMU  SANULEKIETKU;
YHUBEPCAIBLHOCTh 3aKOHOMEPHOCTEH yCTAaHOBJICHHS alUKalbHO-0a3aJIbHOM OCH y BCEX I[BETKOBBIX
pacTeHMid, pa3INYaIONINXCS 110 CTPOCHHUIO 3UTOTHI; MEXaHU3MBbI, JIKAIINEe B OCHOBE 0Opa30BaHUS
3UTOTHl Y PACTEHWHA W >KUBOTHBIX. JIJIi pemieHust 3TUX BOMPOCOB pa3padaThIBAETCs] CHCTEMHBIN
KOMITJIEKCHBIN MOAXO/ C YYETOM HEPapXUUYECKOrO YPOBHSI OpraHu3anuu (KjIeTka — TKaHb — OpraH —
OpraHM3M — MOMYJISIKSA) U OHTO-(pUIIOreHeTnyeckoro acnekra [barsirnna, Bacunwsesa, 2003].

OcoOblif MHTEpEC BBI3BIBAET IMPOILIECC CTAHOBJIECHUS TOJISIPHOCTH 3UTOTHI - CHEUpUYecKas
OpUEHTAIMsl TMPOLIECCOB U CTPYKTYp B TMPOCTPAHCTBE, MPUBOIALIAS K BO3HUKHOBEHHIO
Mop(}ohr3HOTOTHUECKHUX pa3Inunii Ha TPOTUBOIIOIOKHBIX KOHIIaX ee. Ha ocHOBe 3TOro Bo3HUKAeT
Mopdonornueckas oOCh C JIBYMS pa3IMUYHBIMM TOJMIOCAMU: ANMUKAIbHBIM, OOpaIlIeHHBIM
K IEHTPAJIbHON KJIETKE 3apOABIIIEBOrO MeIIka, W 0a3aibHbIM. [lOMSPHOCTH 3UTOTHI OMpPENENseT
BIIOCJIEJICTBUU TUIOCKOCTh €€ JieNieHus (TepreHANKYIIpHas, HAKJIOHHAs, MPOJ0IbHAs TEPEropoIKH ),
pPa3IMYHBIN XapakTep MHUTOKWHE3a (AaCHMMETPHYHBIA M CUMMETPUYHBIA) W KaK CICICTBUE —
o0Opa3oBaHME JIByX HEpaBHBIX WJIM PABHBIX JOUYEPHUX KJIETOK, U, B KOHEUHOM CYETEe, MOISPHOCTh
3aponbiia [Mensenes, 1996; Zhang, Laux, 2011; Winkelmann, 2016; Li et al., 2021].

Paznuuaror MOP(OIIOTHUECKYIO u (U3HOTOTUYECKYIO MOJIIPHOCTH 3UTOTHI.
Mopdonorudeckasi MOISIPHOCTh 3TOW KIETKA OOHApyXHWBaeTcs BO BHemHeM ((opma 3UTOTHI)
Y BHYTPEHHEM CTPOEHHHM Kak pe3yJbTaTe IMepecTpoeK B KIETOYHOH 000JIouKe, IIa3MaieMMe,
[UTOIIa3Me U si7pe. Y HEKOTOPBIX 3JIaKOB, HAPUMEDP, KYKYpPY3bl, ISl 3UTOTHI XapaKTepHO HaJTH4ne
KPYITHOW BaKyOJIM, PacloJIOKEHHOH B 0a3ajbHOM 4acTH KIETKH M CMEINAouiel siipo ¢ Oosblien
4acThbI0 KJIETOYHBIX OpPraHeul B allMKaJbHYIO 30HY; MPU ATOM Mpolecc GOpMHUPOBAHUS BaKyoJld
COIPOBOXK/IAETCS 3HAYUTEIbHBIM YBEJIIMYEHHEM Pa3MEpPOB 3UTOTHI 10 CPABHEHUIO C SUIEKIETKON
[UeGoTaps, 1972]. V psmga npyrux 37aKOB, TaKUX KaK SYMEHb W TIICHUIA, KPYMHAs BaKyoJb
B 3UTOT€ OTCYTCTBYET, HO HAJIWYECTBYET MHOXKECTBO BaKyoJiell pa3HbIX pa3MepoB; KIETOYHbIE
OpraHesuibl Oojiee WM MEHEe PAaBHOMEPHO pacIpelleleHbl B IIUTOIUIa3Me KIETKH; AP0 3aHHMMAaeT
1100 LEHTpaJIbHOE IMOJIOKEHHE, TUO0 HECKOJIBKO CMEIIEHO K 0a3anbHO# yactu kieTku. Ilpu sTom
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MHTEHCUBHOTO POCTA 3UTOTHI B OOJIBIIMHCTBE CIy4YaeB HE MPOUCXOIUT, U TI0 JOCTHKEHUH 3PEIOCTH
0 pa3MepamM OHa ocTaeTcs OMu3Koii K siexnerke [Norstog, 1972; bareiruna, 1974].

®u3HoNI0rnYecKas MoIsIPHOCTb 3UTOTHI MPOSIBIISIETCS] B TPAIUEHTHOM PaCIpeeIeHU HOHHBIX
U DJIGKTPUYCCKUX TIOTOKOB, IIOJIUCAXapUIOB, OENKOB, (UTOTOPMOHOB M JIPYTHX BEIIECTB,
B Pa3JIMYHON MHTEHCHUBHOCTH OOMEHa BEILECTB M PA3IMYHOM TPOIMHU3ME €€ yacTed. AMMKaIbHBIN
MOJIFOC 3UTOTHI, a B JalbHEHIIEeM M 3apojblilia, OOJIAJaeT OTPUILATEIbHBIM T'€OTPOIMU3MOM,
a 6azanpHBIN - onoxkuTenbHBIM [[lomnyOoHas-ApHonsau, 1976]. Ilpu paccMoTpeHHH MOISIPHOCTH
3UroThl oOpaiaeTcss ocodoe BHUMAHUE HA YCTAHOBJICHHE BEPTHUKAIbHBIX TPAJUECHTOB, TAaKUX, KaK
cua TsKecTH, BenuunHa pH, cBoiicTBa 000JI0YKM 3UTOTHI B allMKaJIbHOW M 0a3albHON ee 4acTsXx.
[To maenuro Ch.Child [1941, uut. mo: Measenes, 2012], cucremMa rpaJleHTOB — INIABHBIN (QakTop
MPOUCXOXKIACHUSI  TMOJSPHOCTU. YCTAHOBJIEHUE OIPEACICHHBIX TPATUEHTOB U  IPUBOJIUT
K crieru(UIecKol OPUCHTAIMH SJIEMEHTOB 3UTOTBI, TO €CTh K €€ aKCHaIbHOCTH. 3aJI0KEHUE OCHU
MOJIIPHOCTA MOXET pacCMaTpPHUBAThCA Kak MepBbld mar auddepeHnuanuu ¥, ClIeI0BaTelIbHO,
MopdoreHesa.

Y 37aKOB HAKJIOHHOE TOJIOKEHHE TEepPBOM MEeperopoikd B 3UTOTE M IMOCIEAYIOLIUX
B ITPOSMOPUO MPUBOAUT K TOMY, UTO JOP30BEHTPAIBHOCTh CTPOSHUS 3apObIlIa MPOSIBIAETCS yiKe
Ha CTaJWH JABYXKJIETOYHOTO Mpo3MOpuo. Takas AOP30BEHTPAIBLHOCTh COXPAHSETCS BIIOCIEICTBUU
Ha BCEM MPOTSDKEHUU (GOPMHUPOBAHUS 3aPOJIBIIIA, TIOTydasi Ha CISAYIONINX €ro 3Tarax pa3BUTHS BCE
Oosiee omryTumMoe Mopdonorudeckoe BbIpakeHHe. OIHAKO €CM B TIPOIECCE PAa3BUTHS 3UTOTHI
Y TIPO3MOPHUO T0P30BEHTPATBHOCTH YCTAHABIMBACTCS B OCHOBHOM BCJICICTBHE PA3JIMUUN B CTETICHU
pacTsKEHUS KIIETOUHOM 00O0JIOUKH Ha JOP3aIbHOM UM BEHTPAIbHON CTOPOHAX 3UTOTHI U MTPOIMOPHO,
TO Ha CIEAYIOIIUX JTamax OpraHoreHe3a JOP30BEHTPAIbHOCTh 3apofbllia MPOSIBISETCS
B crielU(UYECKON OPUEHTHUPOBKE KJIETOUHBIX JENEHUM, paCTSDKEHUU KIETOYHBIX 000J0YeK
Y 4acTOTE KJIETOUHBIX AejeHuid [bateiruna, 1974, 1987].

Kpome Toro, in vivo xmoueBbiM ¢akTopoM (GOpMHpPOBAHHS amMKalbHO-0a3albHON OCH
3apobllla U TEM CaMbIM PaHHETO CTAHOBJIEHUS €T0 MOJSPHOCTH CIYKUT aCHMMETPUYHBIN MaTTEPH
MEPBOTO JICJICHUsI 3UTOTHI, MPUBOASAIINNA K OOpPa30BaHUIO JIBYX HEPABHBIX KJIETOK (amMKaIbHOU
1 0a3zanbHOM) NBYKJIeTouHOro 3apoxbima [bareirmna, 1987; Jiirgens, 1995; Zhang, Laux, 2011;
Wendrich, Weijers, 2013; Hand et al., 2016; Vaddepalli et al., 2021 u mMH. 1p.].

Y MHOTHX BHJIOB IIBETKOBBIX PACTCHHMM JIi PaHHETO 3MOpHOTEHE3a XapaKTEepPHBI JKECTKUE,
perynsipHble MaTTepHBI KIETOYHBIX neneHuil [bareirmHa, 1987; West, Harada, 1993; Ueda et al.,
2011; Zhang, Laux, 2011].

BaxxHOCTh MaTTepHOB KJIETOYHBIX JAENECHUM [UIsl pPa3BUTHSA 3apojbllla HILTIOCTPHPYETCS
OOJNBIIMM KOJIMYECTBOM MYTAHTOB Yy apaOUAOICHCAa C W3MEHEHHBIMH MaTTepHAMHU KJIETOYHBIX
JIEJICHUI BO BpPEMsI paHHETO SMOpHOTreHe3a, BeIyINX K HapyIIeHUI0 B (GOPMUPOBAHUU 3apOJIbIIIIa.
Hanpumep, npu wmyrtauuu knolle He dopMupyeTcss snuaepMalbHBIA CIOW W HapyllaeTcs
CTaHOBJICHHE amlMKalbHO-0a3aibHON ocu [Mayer et al., 1991]. ¥V myranTtoB fackel orcytcTByer
YKECTKasi OPUEHTAINS TUIOCKOCTEH KIETOYHBIX JEJICHHM, YTO BENET K HEMPABWIHBHOM JIOKATU3AIUN
MEpPUCTEM M K CEphe3HBIM HapYIIEHUSM B pa3BUTUU 3apoabima [Schrick et al., 2000]. ¥ kykypy3sl
CeMb U3 JECSATH MYTAaHTOB C HapYIICHHEM MEPBOT0 aCUMMETPUYHOTO JIeNIeHUsI OBLIIM HECTIOCOOHBI
(dbopmupoBaTh cOOCTBEHHO 3aponblil. ClenoBaTeNnbHO, JaXe y OJHOAONBHBIX, TAE MaTTePHBI
KJIETOYHBIX JIETICHUI B 3apOJbIIIe HE TaKue PEryIspHbIe, Kak, HapuMep, y apabuoncuca, paHHUuE
naTrTepHbl OPMUPOBAHUS 3aPOJIBIINIA MOTYT OBITh pENIAIONIUMU JJI OOJIee TMO3IHETO Pa3BUTHUS
3aponpima [Sheridan, Clark, 1993].

Opgnako y MyTaHTOB apaOujoricuca fass KIETOYHas Cyap0a OTHACIBHBIX KJIIETOK
JTETEPMUHUPYETCSI TTPABUIILHO, HO 3apOJIBIIIA UMEIOT HEMPABMWIBHYIO (OPMY M TIPOCTPAHCTBEHHOE
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pacnpezeneHue kieTok. Takue HaOMIOAEHNS TTO3BOISIOT MPEANOI0KHUTh, UTO B HEKOTOPBIX CITydasiX
s nuddepennuanuy TpedyroTCs HE TOIBKO PEryIsipHbIE MAaTTePHBI KJIETOUHBIX feneHuil [ Torres-
Ruiz, Jurgens, 1994].

Kpome Toro, y HEKOTOpBIX BHUIOB LBETKOBBIX PACTCHUM OPUEHTALUs IUIOCKOCTEH IEPBBIX
JeTICHUI TaK)Ke MOXKET BapbHpOBaTh. 1eM He MeHee, (POpMHUpPYeTCsl 3apOBIII C XapaKTePHBIM IS
JAHHOTO TakKcoHa cTpoeHueM. Hampumep, MukpocmopuanbHble 3MOpuounsl B. napus L.,
MOJIHOCTBIO TOBTOPSIIONIME PA3BUTHE 3UTOTUYECKUX 3apOJbIlIeii, (OpMUPYIOTCS M3 MHKPOCIIOP,
MOJICTIUBIIINXCSI KaK aCUMMETPUYHO, TaKk U cumMmeTpudHo [Tang et al., 2013]. Takyto ke KapTUHY
HaOIIONam NPy Pa3BUTHH SMOPHUOUAOB B CYCIIEH3MOHHOM KYJIBTYpe COMAaTUYECKUX KIIETOK
mopkoBH [Toonen et al., 1994]. 3To naeT BO3MOXHOCTH MPEAIOIOKHUTE, YTO CHEIM(PUKALIUS KIETOK
B 3apOJIBIIIE 3aBUCUT HE TOJBKO OT MX MPOUCXOXKIICHHUS OT ONpPEeNCHHBIX HHULMAIEH, HO ¥ OT MX
pacroyioKeHuss B 3apopbliie (KOHIEHIHSA «IO3UIMOHHOTO KOHTposs» [Jirgens, 1995; Kaplan,
Cooke, 1997; Zhang, Laux, 2011; Harnvanichvech et al., 2021]).

B cinydae aHOpOKIMHHOTO SMOpUOMAOTE€HE3a in Vifro &S MHOTHUX MpeacTaBUTeNel
[BETKOBBIX PACTEHUH, U OCOOEHHO MAJI 3J1aKOB, XOPOIIO YCTaHOBJIEHO, YTO MEPBOE CIOPOPUTHOE
JerneHne  MOP(OreHeTUYECKH KOMIIETEHTHOW MHKPOCIIOpPBI, Kak MpPaBHIIO, CUMMETPUYHOE,
npuBojsliee K (QopMupoBaHMIO JBYX paBHBIX 10 o0bemy kierok [Kpyrmoma, 2001;
DOMOpuonornueckre ocHOBHL..., 2005; Aionesei et al., 2005; Segui-Simarro, Nuez, 2008; Pulido
et al., 2009; Dubas et al., 2010, 2014; Dunwell, 2010; Uvakova et al., 2012; Rubtsova et al., 2013;
Soriano et al., 2013]. Xotss UMeIOTCSI CBEEHHSI M O TOJIHOM COBMAJCHHH TAaTTEPHOB Pa3BUTHS
[Supena et al., 2008; Prem et al., 2012]. YcraHoBieHHe MOISAPHOCTH U MEPBOE ACCUMETPUUHOE
JieNieHre KJIETOK HaONIofany MpU paHHEM Pa3BUTHUHM 3apojblllla B COMAaTHUYECKOM 3MOpHOreHe3e
in vitro y mopkoBu [Nomura, Komamine, 1985] u mouepnsi [Pasternak et al., 2002]

[To cpaBHEHUIO € KECTKUMHU, PETYISIPHBIMH MaTTEPHAMHU KJICTOYHBIX JICJICHU, XapaKTepHbIMU
JUIs paHHero sMmOpuoreHeza in vivo [barbiruna, 1987; Jiirgens, 1995; Zhang, Laux, 2011;
Harnvanichvech et al., 2021] y MHOTMX BHJOB IIBETKOBBIX PAaCTCHHI aHAPOKIUHHBIE IMOPHOUIBI
in vitro GOpMHUPYIOTCS B PE3yJbT€ CIy4yalHO OPHEHTHPOBAHHBIX TEpBbIX AeneHuit [Von Arnold
et al., 2002; Mathew, Philip, 2003; Hand et al., 2016]. [lanpHeiimme neneHus Takke HE UMEIOT
CTPOTO# OpUEHTAIMH ¥ IPUBOISIT K (DOPMUPOBAHUIO TPYIIITHI KJIECTOK, HMEIOIINX CXOIHBIE Pa3Mephl
U CTPYKTYpY, HE HWMEIOImeH KakoH-TMOO OpraHM3aluyd ¥ HaXOAANIMXCS B Tpeaenax
HEMOBPEXKIACHHOM  0000YKM  MHKpocmopbl. Bo MHoOrux uccieoBaHusX HaOI0AaiIoCh,
YTO pa3BUTHE IMOpHOUJA HAYMHAETCS C MIOOYISIPHON MHOTOKJIETOYHOW CTpyKTypbl [Dodeman
et al., 1997]. HekoTopble aBTOPBI CYUTAIOT, YTO TaKasi rpymnmna KJIETOK (MHOTOKJIETOUHAsl CTPYKTypa)
MOXET JaTh HayaJlo Kak Kamiycy, Tak u smOpuouay [Castillo et al., 2000; Kpyrmosa, 2001;
Massonneau et al., 2005; Soriano et al., 2013]. K Tomy ’xe, HanpuMep, MOKa3aHO 4TO B KYyJbType
in vitro W30JIMPOBAaHHBIX TBUIFHUKOB peaNn3alisi KOHKPETHOTO TYyTH MopdoreHesa 3aBHCHT
OT YCJIOBHI KYJIETUBUPOBAHUS, a UMEHHO — OT OajaHca cojiepaHus >HAoreHHoro aykcuHa YK
B IBUTPHUKAX TIE€pel] WHOKYISIHEW in Vitro W KOHIEHTpAIlMH OJK30TCHHOTO aykcuHa 2,4-]1
B MHAYKIIMOHHOW mMTarenbHOM cpene Potato I  [OmOpuonoruueckwe OCHOBHI..., 2005;
Ot muxpocnopsl..., 2010].

Cuntaercs, 4YT0 TaKyl0 MHOTOKJIETOYHYIO CTPYKTYpy MOKHO pacCMaTpUBAaTh Kak dYMOPHOUT
TOJMBKO TOcNe (QOPMHUPOBAHUS OSMOPHUONEPMBI, KOTOpas paccMaTpHBaeTcs Kak Mapkep
SMOpPHOHANILHOTO MYTH pa3BUTUA B ycnoBusx in vitro [Telmer et al., 1995; Yeung, 1995; Soriano
et al., 2013]. OTo moaTBEpKIaeTCA NaHHBIMU, TToJlydeHHBIME A.Massonneau c coast. [2005], o Tom,
9TO y KYKYpy3bl smujaepMaibHbIii Mapkep LTP2 skcrpeccupyercs TOJBKO B MHOTOKJICTOYHBIX
CTPYKTYypax, popMupyromux 3MOpHOUIbI, HO HE KaJUTyChl.
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B pasnuyHBIX SKCMEPUMEHTANBHBIX CHCTEMax KyJbTyphl IN VIr0 yCTaHOBJEHO, HYTO,
B OTJIMYHE OT 3UTOTHYECKUX 3aPOJBIIICH, XapaKTePU3yIOIMIMXCS TOISIPHON OpraHu3anueil ¢ caMbIxX
MIEPBBIX ITAIMOB PA3BUTHS, MOJSIPHOCTh SMOPHOUIOB YCTAHABIMBACTCS TIO3/IHO, TIOCIE TII00YISIPHON
cTaauu pa3ButTus. Takue JaHHBIC TOTYUYSHBI IPU H3YUYECHUH aHIPOKIMHHBIX YMOPHUOHIOB TIIIICHUIIBI
[OMOpuonoruveckue ocHOBHI..., 2005; Rubtsova et al., 2013, Turosa u ap., 2016], aHAPOKTUHHBIX
SMOPHOUIOB APYTUX MPEACTaBUTENCH IIBETKOBBIX pacTtenuii [Indrianto et al., 2001; Segui-Simarro,
Nuez, 2008; Supena et al., 2008; Dubas et al., 2011; Soriano et al., 2013], sMOprOHI0B pa3IUIHOTO
npoucxoxaeHuss  (003op: [Yeung, 1996]), 3apoaplimieii  OIICHUIBI,  (OPMUPYIOITUXCS
13 U30JIMPOBAHHBIX 3UTOT, KYJIBTUBUPYEMBIX iN Vitro [Bakos et al., 2009].

CnegyeT OTMETHTh, 4YTO CHMMETPUYHOE JICJICHWE 3HUTOThI, TIO3HEE CTAaHOBJICHUC
MOJIIPHOCTH 3apOJIbIIlIa M €ro MO3IHSS THCTOreHHas AuddQepeHnuanus OTMEYCHBI U 1IN VIVO
y LEJIOTO Psiia BUJIOB IIBETKOBBIX PACTEHUH, PACIIONATAIONINXCS MPEUMYIIECTBEHHO B OCHOBAaHUU
(UIOTEHETHYECKOTO  ApeBa, IMOITOMY  JaHHBIA TUN  AMOpUOreHe3a  paccMaTpUBACTCS
Kak mpuMuTUBHBIN [Hause et al., 1994].

Takue qaHHbBIC CBUCTEIBCTBYIOT O TOM, YTO ACHMMETPUYHBIH MMaTTEPH MEPBOTO JCICHUS HE
SBIISICTCS ~ HEOOXOJMMOW  NMPEINOCBUIKOM Ui JCTePMHUHAIMM  TOJIIPHOH  OpraHu3aluu
(bopMUPYIOIIUXCS 3aPOABIIICH/IMOPUOUIOB.

CormacHO  COBpEMEHHOW  KOHIENIMH  MOp(doreHesa  OKOHYATEIBHOE  CTPOCHHUE
pPa3BHBAIOIIECTOCS  3apOJBINIA/SMOpPHOUIA  YCTAHABIMBACTCS  3a  CYET  MEXKKJICTOYHBIX
B3aMMOJICHCTBUI BO BpeMs Pa3BUTHS, B COOTBETCTBHUU C MEXAaHU3MOM IO3UIIMOHHOTO KOHTPOJIS
[Jirgens, 1995; Zhang, Laux, 2011; Harnvanichvech et al., 2021].

[MUTOCKEJIET, PA3PBIB 5K3MHbI 1 ®OPMUPOBAHUE CYCIIEH30PA

Baxnenmen  noaapusyromed  CTPyKTYpOM,  OCYECTBILIIOUIEH  IPOCTPAHCTBEHHYIO
OPUEHTAIIMI0O W KOOPJAWHALWIO OOJBIIMHCTBA TIPOLIECCOB W B 3HAYUTEIHHOW CTENECHU
omnpezessroniei hopmy Kietku siBisercs urockener [Hable, Hart, 2010].

B unaykuuu sMOprorenesa in vivo u SMOPHOUJOTEHE3a i Vifro TUTOCKETIET WHUIIUATBHBIX
KJIETOK TaK)XKe UrpaeT KiIo4eByro poib (0030psl: [Kpyriosa, Kykco, 2006; Vaddepalli et al., 2021]).

Bo MHorux paboTax mMoOKa3aHO, YTO TMEPBBIM JTal pPa3BUTHSI WHUIMAIBHON KIETKU
AQHIPOKIIMHUM TO CHOPOPUTHOM MporpaMme in Vitro — CHUMMETPUYHBIH MHWTO3, BEIyIIUN
K GOpPMUPOBAHUIO JIByX PaBHBIX KJIETOK, ¥ HMEHHO ITUTOCKEJET YYacTBYeT B JIETEPMHUHAIIUU
cuMMeTpuun KierouHoro aenenusi (003o0pwl: [Kpyrnosa, Kykco, 2006; Vaddepalli et al., 2021]).
DTO IOCTUTAETCA 3a CUET MEPECTPOMKU ITUTOCKENeTa B CTPECC-MHAYLIHUPOBAHHBIX MHKPOCIIOPAX,
Beaymeil k  (GopMupoBaHuI0 TpernpodasHOro  TKa  MUKPOTPYyOOoueKk  (OTCYTCTBYIOIIETO
MIpH peaiu3ali TaMeTOPUTHOrO MyTH Pa3BUTHS MHKPOCIOP), JETEPMUHUPYIOMIETO MIOCKOCTh
nepBoro cuMMeTpudHoro naenenus [Simmonds, Keller, 1999; Dubas et al, 2010; 2011].
Takue sk MUKPOTpYOOUeK GOPMUPYIOTCS A0 Mpoda3bl MUTO3a TIOYTH BO BCEX TKAHIX [BETKOBBIX
pacTeHHUH, a UX TIOJIOKCHHWE SBISETCA MECTOM TPHUKPEIJICHUS KJICTOYHOW TUTACTUHKH.
[Ipenpodaszupie TSHKH MHUKPOTPYOOUEK OMPENENSIOT TUIOCKOCTh JEICHHUS KIETKH M TeM CaMbIM
WUTPAIOT BAXHYIO POJb B MOpdoreHe3e, Tak Kak (OPMHPOBAHUE KJIETOYHOM CTEHKH — OJIUH W3
KJIFOUEBBIX MOMEHTOB B Pa3BUTHHM MHOTOKJIETOUYHBIX opranu3moB [KpymmoBa, Kykco, 2006;
Mengsenes, 2012; Vaddepalli et al., 2021].

VYyactue mHMTOCKENEeTa B HMHAYKUWW AaHIPOKIWHUU TMOJITBEPKIACTCS MPUMEHEHHEM
Pa3TMYHBIX XUMUYECKUX BEIIECTB, TAKMX KaK KOomXuluH [Zamani et al., 2000; Chen et al., 2001;
Obert, Barnabas, 2004], uuroxanasun D [Gervais et al., 2000] unu n-Oytanon [Soriano et al., 2008],
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BBI3BIBAIOIINX NEPECTPONKY MUKPOTPYOOUEK U aKTUHOBBIX HUTEH U MEPEKIIIOYAIOIINX MUKPOCIIOPHI
Ha AMOPHOMIOTEHHBIN MyTh Pa3BUTHUS B OTCYTCTBHE CTPECCOBBIX MpenodpaboTok. Hampumep,
KOJIXUIMH YBEJIWYMBACT YaCTOTy HHAYKIMH SMOpPHOMIOB B MHUKpocmopax B. napus L. 3a cuer
YBEIUYEHUS YUCIa KIETOK, MOJeNUBIINXCA cuMMeTpuyHo [Zaki, Dickinson, 1995].

OpHako HY)XHO OTMETUTh, YTO M3MEHEHHE IUIOCKOCTU JEJIEHHMsI MUKpPOCIOpP HE BCernaa
MPUBOJUT K MHAYKLIUU 3MOpuoungorene3a. Hanpumep, o0paboTka KOJIXUIIMHOM MHUKpOCIHOp Tabaka
[Touraev et al., 1995] u panca [Cordewener et al., 1994] npuBoamIIa K CHMMETPUYHOMY MHUTO3Y,
ofHaKo (opMUpOBaHUS SMOPUONI0B He HabIonanochk. OOpaboTka MUKPOCIIOP STYUMEHS IKCTPAKTOM
MBUTBHUKA C BBICOKOHM YacTOTON MHIyIIMPOBaJIa UX CUMMETPUYHbIE JIEJICHUS C 00pa30BaHUEM JIBYyX
pPaBHBIX KJIETOK, OJHAKO IPU JaJbHEWUIIEM KYJIbTUBUPOBAHUU In Vitro TOJIBKO OJHA U3 KIIETOK
(bopMHpoOBaa MBUIBLIEBYIO TPYOKY, pa3BUBAsICh MOI00HO BETETATUBHON KIIETKE NMPH TaMETO(PUTHOM
nyta [Sunderland, Evans, 1980]. BBemenue nuTHS B MNHUTATEIbHYI0 CpeIy IPHUBOIMIO
K CHMMETPHUYHOMY [EJICHUI0 MHKpPOCIOp Tabaka, OJHAKO MJajbHeWIee WX KyJIbTUBUPOBaHHE
HE BeJIo K 00pazoBaHuio sMOpuouaoB [Zonia, Tupy, 1995]. Bo3aM0oXHO, B YCTOBHSX BBINOJIHEHHBIX
HKCHEPUMEHTOB MHUIIMAJIBHBIM KIIETKaM aHAPOKIMHUU TPEOOBAINUCH WHBIC YCIOBUS AJIS Pa3BUTHS
o crnopouTHOM porpamMme Mopdorenesa in vitro.

B kadecTBe ele OAHOrO KIIIOYEBOro (akTopa B Pa3BUTHH aHIPOKIUHHBIX 3MOPHOUIOB
paccMmarpuBaeTcs pa3pbiB SK3UHbI. Hanpumep, KiieTouHbIE AeeHus], He Beayliue K GOpMUPOBAHUIO
SMOPHOHJIOB, OCTAHABIUBAIOTCS TIEPE] Pa3pbIBOM 3K3uHBI [Maraschin et al., 2005]. B HekoTOpbIX
paboTax cooOImIaeTcsi, YTO MECTO pa3phlBa AK3WHBI WIPACT BAXKHYIO pPOJb B CTAHOBJICHHUU
MOJIIPHOCTU 3MOPUOMIOB. Y pa3HBIX BUJOB LIBETKOBBIX PACTEHMHM OCTAaTKU SK3MHBI OCTAKOTCS
MIPUKPETUICHHBIMUA K KOPHEBOMY TOJIOCY, YTO J1a€T BO3MOKHOCTH MPEIIOIOKUTh, YTO alluKaIbHbIN
JIOMEH 5MOpUOUa COBMAJaeT ¢ MECTOM pa3pbiBa 3k3uHbl [Hause et al., 1993; Ilic-Grubor et al.,
1998; Indrianto et al., 2001; Tang et al., 2013; Dubas et al., 2014], kotopoe ompenenseTcs
IUIOCKOCTRIO TiepBoro Aenenusd [Tang et al., 2013].

Kpome TOro, wucciaenoBaHusi, HpoBeleHHble Ha Oypoil Bomopocinu Fucus, TOKa3aiu,
YTO KJIETOYHAsl CTEHKa 3UTOThl 00ECIEUMBAET MO3UIIMOHHYIO MH(OPMAIUIO JIJIsl CTAHOBIIEHUS OCHU
MOJIIPHOCTH M OPUEHTAIMM IIJIOCKOCTH IMEPBOrO JEJIEHHsS] 3UIOThl, a W3MEHEHUS B COCTaBe
KJIETOUHBIX CTEHOK Ba)KHBI JJI IeTepMHUHAINU cynbObl kKieTok [Belanger, Quatrano, 2000].

Taxxe ObUIO TMOKa3aHO, YTO MPEKIEBPEMEHHBIN pPa3pblB 000JIOUKM MHKPOCIOpPHI BEAET
K (DOPMHUPOBAHUIO KaJIyca, a JUlsl HOpMalbHOro (opMupoBaHMs 3MOpHOMJIa 000JI0YKA JOKHA
OCTaBaThCs MHTAKTHOW B TEUEHHWE MEPBBIX ISTH AHEW KyJIbTUBHPOBaHUA in vitro. llemocTHOCTH
000JI0YKH BEJET K OrpaHUYEHUI0 00beMa, MPUBOS, TEM CaMbIM, K (POPMHUPOBAHUIO OIIPEICIIEHHOTO
KOJMYeCTBa HEOOJBIIMX IO pa3Mepy KIETOK (BO3MOXHO, JIOCTHraercs OmpeAeieHHas
«kpuTHUeckas Macca») [Hause et al., 1994].

M3MeHeHus: B KJIETOUHOH CTEHKE, KOTOpbIE XapaKTEePU3YIOT MEPEKIIOYEHHE MPOrpamMMbl
pa3BUTHS MHUKPOCIIOPbl Ha 3MOPHOWJOTEHHYIO, BKJIIOYAIOT B C€0sl yMEpPEHHBIH POCT MEKTO-
LEJUTFOJIO3HONW CcTeHKH W uHTUHBI [Bonet, Olmedilla, 2000; Solis et al., 2008], ycunenue
screpudukanuu nektuHa [Barany et al.,, 2010] u nuddepeHnanbHy0 JOKaIU3aUIO MUTONOB
apabunoranakranoB [El-Tantawy et al., 2013]. OTu unu apyrue u3MEHEHUsT MOTYT OBITh BaXKHbI
JUIsl CIOCOOHOCTH ~ MHAYLMPOBAHHBIX ~ MHKpocmop (opmupoBare 3>MOpuouabl Hu  TpeOyroT
JaNbHEHIIEro n3yueHus.

[TokazaHo, 4Tto moOCie pa3pbiBa O0OJOYKH MHUKPOCIOPHI MPOMCXOAUT ILIMTOJIOTHYECKAs
peopranuzanus KjIeToKk U UHIAYKIHS MOP(HOIOTHYECKON U CTPYKTYPHOU MOJSIPHOCTH 3MOPHOUIOB
[Hause et al., 1994; Tang et al., 2013].
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[IpexxneBpeMeHHbI pa3pblB  IK3UHBI, MO-BUAUMOMY, MOXKET HapyllaTh JajbHEWIIee
pasButue sMOpumounga [Hause et al., 1994]. Omnako y »mOpuounoB B. napus L., TOTHOCTBIO
MOBTOPSIIOIIMX PA3BUTHE 3UTOTUYECKHX 3apOIBIIICH, pPa3pblB SK3MHBI IMPOUCXOIUT IOCIE
HECKOJIBKMX KJIETOYHBIX JAeleHuid. OpueHTanus IUIOCKOCTH TEpBOrO JeleHus (IOomepeuyHoro
OTHOCHUTEJIBHO OCH) B TaKHX SMOPHOMIAX MAPKUPYET MECTO Pa3pbiBa SK3MHBI (UTO OMpPEICTSACTCS
10 OCTaTKaM SK3WHBI Ha OHOW M3 KieTokK) [Tian, Sun, 2003; Tang et al., 2006, 2013]. OTu paboTHI,
a taxxke pabora B.Hause c coaBT. [1994], yka3pIBalOT Ha Ba)XHYIO POJIb KJICTOYHOW CTEHKH
MHUKPOCIOPBI B OpraHU3aI[UU TPEXMEPHOU CTPYKTYpBI SMOpHOHIA.

OaHuM M3 TNPU3HAKOB MPOSBICHHUS MOJSPHOCTH B pPAaHHUX HMOpuounax B.napus L.—
aKKyMyJISIIUsT KpaXMaJbHBIX 3€peH B TOM YydYacTke »mOpuomzaa, rae B OyaymeMm Oyner
dbopmupoBaThcs KopHeBoi noiroc [Hause et al., 1994; Dubas et al., 2014]. B MukpocnopuaibHbIX
SMOpHOHNIaX MIIEHUIIBI KpaXMaJlbHbIE 3epHA aKKYMYJIHPOBAIUCH B 30HE, IPOTUBOIIOIOKHONH MECTY
pa3psiBa 3k3uHbI [Indrianto et al., 2001], To ecTh Takke B MecTe OyayIlIero KOPHEBOTO IOJIOCA.
OpnHako MMEIOTCS JAaHHBIE M O PAaBHOMEPHOM paclpeielieHuu Kpaxmala B PaHHHX SMOpUOHIaX
nmenunpl  [CenpaumupoBa, 2013]. B cBA3M € O3TUM  HCIHOJB30BAHME TaKOro MpU3HAKa,
KaK pacrmpefielieHusi Kpaxmalia B 3MOpHOMJaX Ha paHHUX dTamax pa3BUTHUS, B KauecTBE Mapkepa
MOJIIPHOCTHU BHI3BIBAET COMHEHHE.

Psnom aBropoB [Hause et al., 1994; Ilic-Grubor et al., 1998; Yeung, 2002; Supena et al.,
2008] B KauecTBEe €Il€ OJHOTO0 W3 IEPBBIX IPU3HAKOB CTPYKTYPHOIO NPOSIBICHUS MOJSIPHOCTU
B aHAPOKJIMHHBIX dMOpuonnax B. napus L. paccmarpuBaeTcs Hadajao GOPMHpPOBAHUS CyCIICH30pa.
Tak, K.Ilic-Grubor ¢ coasr. [1998] ¢ momoripio MeToAa CKaHUPYIOMIEH IEKTPOHHONH MUKPOCKOITNU
YCTaHOBUJIM (DaKT IUTETFHOTO MPUKPEIUICHUS OCTAaTKOB O0OJOYKH MHUKPOCIOPHI K MOBEPXHOCTHU
CyCIIEH30pa WM KOPHEBOTO MOJoca (B Ciiydae OTCYTCTBUS MOCIEAHEro) B aMOpuouaax B. napus L.

Cnopanudeckoe o0pa3oBaHHE CYCIIEH30pa OTMEUEHO TaKKe Y aHAPOKIMHHBIX SMOPHUOHUIOB
nmenunsl  [Rybezynski et al, 1991] u xykypy3el [Chung-Shen et al., 1986]. Opnnako
y MpeJCTaBUTENed CEeMEHCTBAa 3J1aKOB CYCIIEH30p MEHee OpraHu30BaH U MOpP(OJIOTHUECKU
pazHooOpazen [Bommert, Werr, 2001; Guillon et al.,, 2012], nanpumep, No CpaBHEHHIO
C CyCIIEH30pOM TAaKHX MOJEIBHBIX OOBEKTOB, KakK TMPEICTaBUTEIN CeMeHCTBa Brassicaceae,
YTO 3aTPyIAHSET €ro UACHTU(UKALINIO B YCIOBUAX in vitro [Soriano et al., 2013].

Crnemyer oTMeTHTB, YTO U y B. napus L. oOpa3oBaHue cycrieH30pa OTMEUYaeTcs He BCeraa
[Hause et al., 1994; Ilic-Grubor et al., 1998; Straatman et al., 2000; Yeung, 2002]. Omnaxo
U1 3TOTO MOJIETTLHOTO 00BEKTa pa3padoTaHbl MPOLEIYPHI, TO3BOJISIONINE OTY4aTh AHPOKINHHBIE
SMOPHOU/IBI, Yb€ PA3BUTHE MOJTHOCTHIO MOBTOPSET Pa3BUTHE 3UTOTHUECKUX 3apOAbIIIEH.

OcHOBHast poib CycleH3opa in vivo — (ukcanusi 3apojpllla B CEMEHM U olecredeHue
pa3BUBAIONIECTOCS  3apOIbIIa  MUTATEIBHBIMH  BEHIECTBAMH M PETYSTOpaMH  pOCTa,
MOCTaBIISIONIMMUCS W3 MaTepuHCKHX TKaHed |[Yeung, Meinke, 1993]. Jlng aHIpOKIMHHBIX
aMOpHoOnIoB B. napus L., UMEIOIUX CYCIIEH30p, XapaKTepHBI PETryspHBIC MAaTTEPHBI KIETOYHBIX
JeTICHAUH, TPOUCXOAAIINX B 3UTOTHYECKUX 3apOJBIIIAX, YTO TPEAINONaraeT ydJacTHe CyCIIeH30pa
TakkKe W B PETyIsAlMd TATTePHOB PaHHUX KIETOYHBIX JENCHUH, CTAHOBJICHHH AalWKalbHO-
6azanpHON cuMMeTpHH U ructoauddepenuunanu npu GopmupoBanuu smOpuonaa [Supena et al.,
2008; Dubas et al., 2011]

TIOJISIPHBIN TPAHCIIOPT AVKCHHA

AyKCI/IH SABJIACTCSA KIIFOYCBBIM PErYJIATOPOM IMPAKTHUICCKH BCEX MPOUCCCOB pOCTA U PA3BUTHUSA
paCTCHHﬁ. M3BeCTHO HECKOIBKO COCHHHCHHﬁ, 06Hapy)KI/IBaeMBIX B PpaCTCHUAX U HUMCHOIINUX
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AyKCHHOBYIO aKTUBHOCTh. JTO, MPEXKJIAE BCEro, MHA0I-3-yKcycHas kuciora (MYK), B 3HaunTe15HO
MEHBIIUX KOJIWYECTBAX BCTPEUAIOTCS MHAON-3-OyTHpoBas M (PEHUIYKCYCHasi KHCIOTBI, HUMEIOIINE
o4eHb cialyro akTuBHOCTh. Ho mmenno UYK sBisieTcss OCHOBHBIM M YHHUBEPCAIBHBIM ayKCHHOM
y Bcex pacrenuit [Mensenes, [llaposa, 2011; Po3os u np., 2013; Auxin..., 2014].

Jna MYK XxapakrepHO SpKO BBIPAXECHHOE MOJSIPHOE IEPEIBHIKEHHE 110 TKaHAM
pacTutenbHOrOo opranusMma. I'pagumentsl koHueHTpamuu WYK aedcTBylOT Kak  MOILIHbBIN
MopdoreHeTH4ecknii gakrop M obecrnednBaroT (HOPMUPOBAHUE OCEH CHMMETPUM Yy BBICIIUX
pacTeHHl Ha OPraHW3MEHHOM YpOBHE. lIONSApHBIN TPaHCHIOPT ayKCHHA PETYIMPYET IPAKTHYECKH
Bce nporecchl Mopdorenesa [Mensenes, 2012; Po3os u ap., 2013; Auxin..., 2014].

[TonsipHBIN TPaHCIOPT ayKCHHA OCYLIECTBIISIETCA MEXAY COCEIHUMU KJIETKaMH, HECYILIUMU
Ha CBOEW NMOBEPXHOCTU CHELUAJIbHBIE SHEPrO3aBUCUMBIE CTPYKTYPBI-IEPEHOCUUKHU ayKcuHa. OnHH
IIEPEHOCUYMKHU 3aXBaThIBAIOT AyKCMH WU BBOJAT €r0 BHYTPb KJETKH, IPYT'H€ BBIBOAST U3 KIETKU
Hapyxky. [lodasipHOCTE 3TOrO TpaHCIOpTa SIBISETCS PE3YIbTaTOM HEOONBIION  pa3HUIIBI
B KOHLIEHTpAIMM ayKCUHA B Pa3HBIX KOHIaX KJIETKH, U MOJSPHBIA TPAHCHIOPT MpeCTaBIIsAeT U3 ceds
AKTUBHYIO CEKPELMIO €r0 U3 KJIETKM C IOMOULIbIO CIIELMAIBHBIX CTPYKTyp-liepeHOoCcuukoB. [lanee
ayKCUH IU(QQYyHIUPYET yepe3 MEXKKJIETOYHOE MPOCTPAHCTBO M TAKXKE AKTMBHO 3aXBaThIBACTCS
coceHel kieTkod. OCHOBHas OCOOCHHOCTh MEXaHHM3Ma MOJSIPHOIO TPAHCIOpPTa 3aKJII0YAeTCs
BTOM, YTO [JBa TOJKOCAa KJIETKM HEMHOIO pa3M4yaloTcs [0 MX [POHHUIAEMOCTH
JUTSL IUCCOLMUPOBAHHBIX U HEUCCOIIMMPOBAHHBIX MOJIEKYN aykcuHa [Menasenes, 2012; Po3oB u np.,
2013].

Jns oObsCHEHHS MeXaHW3Ma MeMOPaHHOTO TPAHCIOPTa AayKCHHA YacTO HCIOIB3YIOT
xemuocMotuyeckyto runoresy P.Rubery u A.Sheldrake [1974, nut. mo: Mensenes, 2012].
B cootBetcTBUM € 3TOI MOnenbl0 MeMOpaHHbIi rpaaueHT pH, coznaBaemblii AT®-a3amu, IpuBOIUT
K HAaKOIUICHHIO B CIA0OKHUCIOW cpele MEKKJIETHUKOB HEAMCCOLMHUPOBaHHbIX Moiyekyn MVYK.
B nutoruiasme, mnpu Oonee BbICOKOM 3HadyeHMH pH, dYacTh MoneKyda, NPOHUKUIMX Tyza,
mucconuupyert. [lna3marnueckas MeMOpaHa OTHOCHUTENIBHO HEMpPOHMIIaeMa JUIsi aHHOHOB, KOTOpBIE
MOTYT BBIWTU WJIM BOWTH B KJIETKY TOJBKO C IMOMOIIBIO CIENU(PUUECKUX BBIXOAHBIX WJIM BXOJHBIX
CTPYKTYP-TIEpEHOCUUKOB. ACHMMETPHUSI B pacHpeleleHUH 3THX JBYX CTPYKTYp-TIEPEHOCUHKOB
MPUBOJAUT K BO3HMKHOBEHHIO TOJISIPHOCTH IE€peHOca aykcuHa uepe3 KieTky [Mensenes, 2012;
Po3zoB u ap., 2013]

[Toctynnenne UYK B kierky oGecneunBaror Genkn AUXI/LAX [Bennett et al., 1996].
B BeiBenennn MYK u3 kieTok NpuUHMMAOT ydacTue JBa Tuma nepeHocuukoB — PIN-Genku
1 HekoTophele pochormronporennsl, Hanpumep PGP1 u PGP19 [Blakeslee et al., 2007].

[maBHBIE MEPEHOCUUKH, KOTOpbIe (HDOPMHUPYIOT TOJSPHBIE NMOTOKM AayKCMHA B PacTEHUH
u obecrnieunBatoT BbIxon MYK u3 kierok — PIN-Genku. bnarogaps paznuuHoil MemMOpaHHOM
JoKanu3aluu OelKOB 3TOT0 CeMeWCTBa MOJIAPHBIM TPAHCHOPT ayKCMHA B PACTEHHUU BO3MOXKEH
B CaMbIX Pa3HbIX HAMIPABJICHUSX.

Pone GenxoB PIN B amOproreHne3e XopoIino u3y4eHa Yy TaKoro MOJCIBHOTO MPEICTAaBUTEIS
JBYIOJbHBIX, Kak apabuponcuc. Tak, Ha cTaJuu ABYXKJIETOYHOro 3apoabima, PIN7, Haxoasumiics
Ha anmuKaJIbHOW TMOBEPXHOCTH IJIa3MAaTHUYECKOW MEMOpaHbl KJIETOK CyCIeH30pa, OOecredrBaeT
noctymienne MYK u3 marepunckoro pactenust B 3aponsiml. IIpum stom PINI Ha narepanbpHOi
MOBEPXHOCTH IUIa3MaTHYECKOH MeMOpaHbl oOecreuuBaeT BblpaBHHBaHHME KoHIeHTpauuu WYK
B JIBYX KJIETKaX 3apO/bIIIa.

Ha rtnoGynsproii cramum passutust 3aponsima PIN1 Bmecte ¢ PIN4 oGecneunBator
noctymienne MYK u3 Mecra cuHTe3a B amuKadbHON YacTH 3apojsiimia B runodusy. Pasmmunoe
pacnionnoxxenrie PINI B KieTkax TyHHKM M KOpITyca OIIpPENEIsseT HAlpaBIEHUE IOTOKOB AyKCHHA
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B allMKaJIbHOW MepHUCTeMe Mobera K MecTaM 3alIOKEHHUs JIMCTOBBIX MpUMOpAHeB. B KoHuMKax
kopHe# PIN1, PIN4 u PIN7 nampasisaior aykcuH BHU3 1o ctenu, PIN3 nepepacnpenenser notoku
ayKCHHA B JIaTEpaJIbHOM HAIIPaBJICHUU, a JIOKAJU30BAaHHBIM B BEPXHEW YacTH KIETOK KOPBI U
snuaepmuca PIN2 HampaBisieT ayKCHH HaBepX, 3ajaBasi Oa3UIETaIbHOE HAIpaBJIEHUE TPAHCIOPTa
NYK [Friml et al., 2003; Mdller, Weijers, 2009].

Y oaHOAONBbHBIX OblIa HW3yueHa JIOKAJIH3alus TOJBKO OJHOTO IEePEHOCUYHKA ayKCHHA
ZmPINI1 y kykypy3bl [Forestan et al., 2010]. ABTopsl pa3paboTaiyd CBOIO MOJEIb TPAHCIIOPTA
ayKCMHa B 3apojblllle 3JIaKOB, COIVIACHO KOTOPOM TMepexoJ] OT pajauajibHOW CHMMETPUU K
OwnarepaibHOM CBS3aH ¢ MHBepcuel nossipuzanuu PIN1 u Tpancnopra aykcuHa, OCyIIeCTBISIEMOTO
3TUM MIEPEHOCUNKOM.

OTH JaHHBIE COTTIACYIOTCS C JaHHBIMU, noydeHHbIME paHee C.Fischer u G.Neuhaus [1996],
pa3paboTaBIIMMK THIIOTETHYECKYIO MOJENIb TPAHCIIOpTa ayKCHMHA B Pa3BUBAIOIIEMCS 3apOJbIIIe
nmeHuibl. CorlacHO 3TOM MOJAENU B paauajbHO CHUMMETPUYHBIX 3apOAbIIIaX HMEET MECTO
muddys3Hoe pacrpeneieHre aykKCMHA, a HE aKTUBHBIM TpaHcnopT. [lepexom or pamuanbHON
CUMMETpUU K OuWIaTrepadbHOM CBS3aH C IepepachpenesieHueM ayKCMHAa M OCYIIEeCTBICHUEM
JIBYHAIIPaBJIEHHOTO TPAHCIIOPTAa ayKCHHA B (POPMHUPYIOMIMECS IIUTOK M ANUKAIbHYIO MEpPUCTEMY
nmobera OT KOPHEBOTO TOJOCA 3apofbllia. JTa MOAENb NOJIy4YWsia OJKCIepUMEHTAIbHOE
MOATBEPXKACHUE B paboTax Mo MOJIYYCHHUIO 3aPOIBIIIEH MIIIEHUIIBI ¢ MHOKECTBEHHBIMU IIIUTKAMU U
anuKaibHBIMU MepucTteMamu mooeros [Fischer et al., 1997; Fischer-Iglesias et al., 2001]. Hamu nipu
KyJBTHBUPOBAHUH i1 Vitro TaKKe OBLIN IMOTYYCHBI CXOIHBIC JTAHHBIC 110 TIOTYYCHHUIO aHPOKIMHHBIX
nonmdMOpuonioB mieHunbl [Cenpaumuposa, Fammn, 2011,2013; CenpapumupoBa u ap., 2015;
2016; TutoBa u ap., 2016]. Tak, npu oNTUMAIBLHOM COACPKAHUU B MHAYKIIMOHHOW MUTATEIBHON
cpele HK30r€HHOI0 CHHTeTHYeckoro aykcuHa 2,4-J1 ¢dbopMupoBamuch SMOPUOHMIBI, CXOTHBIC
C 3UTOTHYECKMH 3apojbimamu (puc. 1).

[Ipu moBbllIeHMM B mNUTaTeNnbHOM cpene 2,4-J1 dbopMupoBainch MOTUIMOPHUOUIBI —
3apOJBIIIENONO0HBIE CTPYKTYphl C MHOXXECTBEHHBIMH IIUTKAMH U  afleKcamMHu IMO0eros,
00BETMHEHHBIX OOIIMM KOPHEBBIM IMOJIOCOM, B KOTOPBIX C 3UTOTHYECKUM 3apOJIbIIIeM ObUTH CXOXKHU
10 CTPOEHUIO OTJENbHBIE CTPYKTYpHBIC eNUHHIIBI (puc. 2). MHOTIa HaOMIOMamucey ciiydan KJIMBaXka
— KOTJja Ha EpBUYHOM TNoJInAdMOpuronie GopMupoOBajcs BTOPUUYHBINA aMOpuonn (puc. 2, a).

5 TIKp

X2 e
00 MKM 8§ o = 50 MKM

100 MKM

Puc. 1. ®opMupoBaHue aHAPOKIUHHBIX SMOPHONI0B MIIEHUIbI (@, ), CXOAHBIX MO0 CTPOEHHUIO € 3UTOTHYECKUMH
3apoabIIamu (8, 2). Ycenosuvie o6o3nauenus: All — anexc mo6era, Kim — xoneontuns, [TIKp — nepBUYHEIH KOpEeHbD,
C — cycnensop, 1] — mutok. Ilo: [Turosa u np., 2016] ¢ U3MEeHEHUAMHU. a, 6 — CKAHUPYIOLasl AEKTPOHHAsS
MHKPOCKOIIHSI, O, 2 — CBETOBasi MUKPOCKOIIHS.
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CTpyKTypHBIE MEXaHU3MBl (OPMUPOBAHUS TOJUIMOPHUOUIIOB TMOAPOOHO PACCMOTPEHBI
B pabore [TutoBa m ap., 2016]. HM3noxeHHble B BBIIIEYKa3aHHOW pabOTE pe3yJIbTaThI
cormacoBbiBatoTcst ¢ ganHeiMu  C.Fischer m G.Neuhaus [1996] o cymiecTBoBaHMHM BOKpYT
anmuKaJbHOH 4YacTH HeAUu(PPEepeHIUPOBAHHOTO 3UTOTUYECKOTO 3apoAblia KOJblla KIETOK,
MOp(OTeHETHYECKH KOMIIETEHTHBIX K ()OPMUPOBAHUIO allMKaJIbHOW MepucTeMbl nodera. Ilpu sTom
U1 peanu3aluyd MOpP(OreHeTUYECKONH KOMIIETEHLIMHM TaKMM KJIETKaM HEOOXOAMM ayKCHHOBBIN
UMIIYJIbC. DTa TOYKA 3pEHUs IOAJIEPKUBAECTCA MHEHUEM psijia aBTOPOB O TOM, 4TO 00OpaboTka
3apoAbIIlell CUHTETUYECKMMU ayKCMHAMHU BbI3bIBAET 3aJI0)KEHHUE HOBBIX SMOPHOHAJIBHBIX OYaroB
[AxoBneB, CHerupes, 1954] wim MmepuctemaTudeckux 30H [Ferguson et al., 1979] B 3apojsie.

200 MxM 100 MM

Puc. 2. ®opMupoBanue aHIAPOKJIMHHBIX MOJUIMOPUOUIOB MIEHUIIbL. YcrosHble 0bo3nauenus: BI1D — BropuaHbIN

nonaMOpron, Ki — koeontib, Kp3 — koneopusa, KU — kopuesoii uexmuk, [1J1 — nepssiit auct, 111D — nepBuyHbIi

nonmamMopronn, C — cycnensop, L — mmurok. CHHUME cTpeiKaMu yKka3aHbl aniekchl noderos. [1o: [Tutosa u ap., 2016]
C U3MEHEHISIMU. d — CKaHUPYIOIIast AEKTPOHHAS MUKPOCKOIIHS, 6 — CBETOBAas MUKPOCKOIIHSL.

OTH JJaHHBIE KOCBEHHO MOJATBEPKIAAIOTCA JAHHBIMU 110 MMMYHOJIOKAJIU3AlMKH SHIOT€HHON
NYK B dQopmupyromuxcs mnomudmoOpuonaax [[amun, Cenpaumupoa, 2019]. Apropamu
YCTaHOBJICHO, YTO MOJIUAIMOPUOUIBI in Vitro Ha CTaJIuu Tiepexoaa oT (a3sl OnacTomepusaiuu K dase
OpraHOTeHEe3a XapaKTepU30BAINCh PABHOMEPHON HWHTEHCHBHOCTHIO HWMMYHOTHCTOXHMMHYECKOTO
OKpalllMBaHUsl KIJIETOK anmuKaJIbHOMW dYacTH. Ha OCHOBaHHWM TIOMYyYEHHBIX JaHHBIX BBICKA3aHO
MPEIOIOKEHNE, YTO UMEHHO TOMOT€HHOE pachpeiesieHre dHA0reHHoro aykcuia YK B kiretkax
anmUKaJIbHOM YacTH TMOJIMAMOPUOUIOB in Vitro Ha CTaauu Tiepexoja oT (a3el OnmacTomepu3anuu
K (aze opraHoreHesa oOyciaBiuBaeT  (OpMHpPOBaHHE  MHOXKECTBEHHBIX  IIMTKOB U
COOTBETCTBYIOIIUX UM alIMKAJIbHBIX MEPHCTEM TTOOETOB.

N3BecTHO, 4TO ayKCHHBI MPEICTABISIOT COO0H crabble MUMOMUIbHBIE KUCIOTHI, KOTOpPHIE
JUCCOIIMUPYIOT B BOJAHBIX pacTBOpax. IJTO O3HA4YaeT, 4ro ¢ yMmeHbumieHueM pH pactBopa
YBEITUYUBACTCSA JOJI1 HEAWCCOIMUPOBAHHBIX MOJIEKYn aykcuHa. OObryHO pH 1uTomiasmsl
3HAYUTENBHO TIpeBbINIaeT pH BHEKIETOYHOTO pacTBOpa. B 3THX yCIOBHSIX HEAMCCOIMHPOBAHHBIE
MOJIEKYJIBI ayKcuHa TU(GOYHAUPYIOT Yepe3 IuIazMaieMMy BHYTPb KJIETOK M JUCCOIUUPYIOT Tam,

251



Okobuotex, 2023, Tom 6, Ne 4 C. 241-261 Cenbaumunposa O.A., ABpamos C.H. «K Bonpocy o cTaHOBNEHWM CUMMETPUM 1 MONSIPHOCTY B 3MBpuonaoreHese. .. »

B COOTBETCTBUU ¢ pH 1uTONIa3Mbl, MOAAEPKMUBas TEM CaMbIM I'PaJMEHT KOHLEHTPALUHA M MOTOK
HEUTPAJILHBIX MOJICKYJ B IIUTOIUIa3My. BcClieZcTBHE HU3KON MPOHHUIIAEMOCTH JIMCCOIMUPOBAHHBIX
MOJIEKYyJl ayKCHMHOB OHHM HakamuBaioTcs B kierke [[amOypr, 1993]. Bmomne BeposiTHO,
YTO TOBBIIICHUE B MUTATEIBHON Cpeie CUHTETUYECKOrO aykcuHa 2,4-J1 mpuBoAHUT K ero quddy3un
U3 cpelibl B KIIETKH (POPMHUPYIOIIUXCS SMOPHUOHJIOB, T1I€ OH JEHCTBYET KaK ayKCUHOBBIN CUTHAI.

O.Erdelska u Z.Vidovencova [1992, 1994], B cBow ouepenb, CUUTAIOT, YTO PA3TUIHbBIC
PEryasTOphl POCTAa WM MHTUOUTOPHI MOJSIPHOTO TPAHCIOPTa ayKCHHA MOTYT JEHCTBOBATH Kak
(bakTop ACKOppeNSHUK, HapyLWIAIOMIMM CBSI3M MEXIy KIETKaMH MpPO3MOPHO U  HHAYLUPYS
HKCIPECCUI0 TOTUIIOTEHTHOCTH B KAXKIOW KIIETKE PAHHEr0 MHOTOKJIETOYHOTO MIPOAIMOPHO YTO
MPUBOIUT K MHAYKLIUH TOJMAIMOPUOHHH in Vitro.

Ponbs monsipHOrO TpaHCIOpPTa ayKCMHA B CTAaHOBIICHWW alUKaIbHO-0a3albHOW OCH U
(hOpMUPOBAHUU TPEXMEPHOU CTPYKTYPBI 3UTOTHUYECKHUX 3apOJABIINICH U SMOPHUOHUIOB Pa3IUNIHOTO
MIPOUCXOXKICHHSI TIOATBEPIKIACTCS MHOTOYUCIICHHBIMH 3KCIIEPUMEHTAMH C  HCIIOJIb30BaHUEM
UHTHOUTOPOB  TONSPHOTO  TpPAHCHOpPTa  AyKCHHOB. Yame  Bcero  MCHONB3YIOTCA
2,3,5-tpuiionben3oiinas kuciora (THUBK) [Schiavone, Cooke, 1987; Liu et al., 1993; Fischer,
Neuhaus, 1996; Choi et al., 1997; Hadfi et al., 1998; Bronsema et al., 2001; Choi et al., 2001; Elhiti,
Stasolla, 2011], N-1-nadtundranamonas kucinora (HOK) [Schiavone, Cooke, 1987; Fischer et al.,
1997; Hakman et al., 2009], xBepuerun [Fischer et al., 1997], Tpanc-xopuunas kuciota [Liu et al.,
1993; Hadfi et al., 1998].

HauGonee yacteiMu MOP(}OIOTHUESCKUME TPOSIBICHUSMU BO3JACUCTBUS WHTHOUTOPOB
MOJISIPHOTO TPAHCIIOPTA ayKCHHOB SIBIISIIOTCS CpocIuecs TpyOkoBuaHbIe cemsinonu [Liu et al., 1993;
Choi et al., 1997; Hadfi et al., 1998; Hakman et al., 2009; Elhiti, Stasolla, 2011], napymenus
B Pa3BUTHH alMKAIbHBIX MepucTeM mobera u kopHs [Fischer, Neuhaus, 1996; Hadfi et al., 1998;
Bronsema et al., 2001; Choi et al., 2001; Hakman et al., 2009; Elhiti, Stasolla, 2011],
(dbopMupoBaHue MAPOBUIHBIX IMOPHOUIOB, HECTIOCOOHBIX K JalbHelemMy pa3BuTuio [Schiavone,
Cooke, 1987; Hadfi et al., 1998], ynBoenue mnu MynpTUIIIMKaLus SMOproHanbHbIX oceil [Fischer et
al., 1997; Hadfi et al., 1998].

Takum 00pa3oM, MOXKHO CAEJIaTh 3aKITFOUYEHUE, UYTO MOJIIPHOCTD CIYKHUT TEM UHCTPYMEHTOM,
C TIOMOIMIBIO KOTOPOTO OCYIIECTBISIETCS pa3MeTKa (POPMUPYIOMIUXCS OPraHOB W TKaHEW pacTEHUS U
co3iaercs cnenuduueckas TpexMepHas CTpyKTypa opraHusma [0030p: Mensenes, 2012 u ccpliku
u3 Hero|. He BbI3bIBaeT COMHEHHsI TOT (DaKT, YTO MOJSAPHBIA TPAHCIOPT AyKCHHA — KITFOUEBOM
(hakTOp B KOHEYHOM UTOT€ PETYIUPYIOLINI BCE MPOIecCchl pocTa U MopdoreHesa pactenuii. O1Hako
ClIeZlyeT OTMETHTbh, YTO MOJICKYISPHBbIE MEXaHU3MBbI, TTOCPEICTBOM KOTOPHIX ayKCUH JEHCTBYET Kak
MOp(OreH B OMpeIeIeHHbIX y4acTKaxX KakK 3apoJblilia in vivo, TaK U SMOPUOUIA in Vitro, 10 CUX TIOP
CJ1a00 M3YYCHBI M HYKJIAIOTCS B JAJbHEHIIIEM UCCIICTOBAHIH.

Paboma evinonnena no meme Ne 123020800002-2 6 pamkax 2ocyoapcmeeHHO20 3A0aHUS.
Munucmepcmea nayxku u evicuie2o oopazosanus PO Ne 075-01134-23-00.
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