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BaxHeiiast mpobieMa B UCCIIeIOBAHNM KaJUTYCOB PACTeHM in Vitro — B3aMMOOTHOIIIEHWE SHAOTEHHBIX U
5K30TreHHBIX (PaKTOPOB, BIMSIONIMX Ha (DOPMUPOBAHUE KaJUTyCOB (“Kajurycoobpa3oBaHue™) U UX pa3BUTHE
Ha MHOYKIIMOHHOM cpene (“KaurycoreHes”). OcoOBIii MTHTepeC BBI3BIBAET TaKOI SHIOTeHHBI (paKTOp, Kak
HUTOGU3NOIOTUYECKMIA CTaTyC 9KCIUIAHTOB i1 Vivo U KaJlJTyCOB B IMHAMMKE KyJIbTUBUPOBAHUS in vitro. B
0030pe Ha TTpUMepe XITEOHBIX 371aKOB ITPOBEACH aHAJIN3 JINTEPATYPHBIX U COOCTBEHHBIX JAHHBIX 110 BBISIBICHUIO
TUCTOJIOTUYECKUX U TOPMOHAJIBHBIX OCOOEHHOCTE MHUIIMATBHBIX KJIETOK KaJUTYCOB B OKCITJIAHTaX — HE3PEJIbIX
3apofbIlIax in vivo, a Takxke (OpMUPYIOIINXCS U3 HUX MOP(OTEHHBIX KaJJTyCOB B XOIEe Pa3BUTHS in Vitro.
PaccMmoTpeHbl mpeAcTaBlIeHHbBIE B JIMTEPAType OTBEThl HA HEKOTOPBIE JUCKYCCUOHHBIE BOTMIPOCHI, CBSI3aH-
HbIE€ C THAYIIMPOBAaHUEM MOP(MOTEHETUIECKOI KOMIIETEHTHOCTH W PEITPOrPaMMUPOBAHMST Pa3BUTHSI MHU -
LIMAJIBHBIX KJIETOK KayutycoB. [TpoBeneHHOEe cpaBHEHUE KaJulycOOOpa3oBaHMsI U KaJlJIycoreHesa in vitro ¢
HEKOTOPHIMU aHAJIOTUYHBIMU COOBITUSIMM i1 Vivo TIOATBEPXKIaeT MTPaBOMOYHOCTh MPUHITNATA YHUBEPCATb-
HOCTH IIpolieccoB MopdoreHesa in vivo u in vitro (bareirunaa, 2014 u panee). O6cyXXnaeTcst IepCHeKTHB-
HOCTh MCITOJTb30BaHMS €NMHOM (MHTETPUPOBAHHOI) SKCIIEPUMEHTAILHONW CUCTEMBI “3apOIbIll in vivo —
KaJUTYC in vitro” B Ka4eCTBE MOJICJIU JJIsI U3yUYEeHUSI CII0XKHe111ero Orosornueckoro eHomeHa — Mmopdore-
He3a pacTeHUIA.

Karouesvie caoea: 3apomablll in vivo, KaJUIyC in vitro, IUTOMOU3NOIOTHsI, MOp(MOTreHe3 pacTeHui, XJIeOHbIe

3J1aKU
DOI: 10.31857/50475145021040042

BBEIJEHUWE

[lepBBie pabOTHI, TOCBSIIEHHBIE ITOIYIYCHUIO Ka-
JIyca M3 M30JIMPOBAHHBIX YYaCTKOB Me30(hIIa JINCTA U
M3YYECHUIO KAJUTyCOT€HEe3a in Vitro, TIOSBUINCH €lle B
koH1ie XIX—naugaire XX BB. (110: Ikeuchi et al., 2013;
Sugiyama, 2015; Kruglova et al., 2018a), omHako oj-
HO3HAYHOU Je(PUHULINU 3TOU CTPYKTYPHI HE MTPEIJIO-
xeHo. HauboJtee neranbHOE oIpeacieHre IIpuBeae-
Ho B paborte T.b. bareiruHoit (2014): kamutyc — uHTe-
TpUpPOBaHHAsI CUCTEMa, 00pa3yIoIIasics KaK 9K30T€HHO
(B pe3ynbTaTe Ipoardepanny IMOBEepXHOCTHEIX KJIe-
TOK pa3JIUYHbIX TKAaHEH pacTUTEIbHOIO OpraHu3Ma),
TaK ¥ DHIOTEHHO (B TJIyOMHE 3THX TKaHEii); M3Ha-
YaJIbHO COCTOUT W3 OJHOPOIHBIX KJIETOK, KOTOpbIE
MOCTEIIEHHO MMPeo0pa3yloTcsl B CUCTEMY T'PYIIT IreTe-
POTEHHBIX KJIETOK, MMEIOIINX MOP(OTreHETUICCKIE
MOTEHIIMY, KOTOPbIE PeATM3YIOTCS Pa3IUUYHbIMU My-
TIMHU MopdoreHe3a (mo0aBUM: IIPU 3TOM HEKOTOPbIE
myTy MopdoreHe3a B YCIOBUSIX ik Vitro IIPUBOLAT K
¢GOpPMUPOBAHUIO TIOJHOLIEHHBIX PAaCTeHUIi-pereHe-
paHTOB. — Aém.).
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IpennpuHSTH MOIBITKM pa3padoTaTh MEPUOIM-
3anuio (G opMHUPOBaHUS U PA3BUTUS KAJIITyCOB in Vitro.
B 3Trx B3anMOCBsI3aHHBIX IIPOLIECCaX BBIACIISIOT, Ha-
npumep, Kpurudeckue crtaguu (Kruglova et al.,
2018a), dasel mHoykum u skcmnpeccun (Yu et al.,
2019). B 11e10M k€ 3TOT BOIIPOC OCTAETCS OTKPHITHIM.
ITo-BunmMoMy, MOXXHO TOBOPUTH O (POPMUPOBAHUU
KajutycoB (“KajurycooOpa3oBaHue”) M YCIOXHCHUU
UX CTPYKTYpHI (“Ka/ulycoreHe3”) Ha MHIYKIITMOHHOM
Cpele in vitro 1 O pa3BUTUM TPYIII KIIETOK KaJLIyCOB
10 pa3JIMYHBIM ITyTSIM MOpdOoTeHe3a Ha pereHepal-
OHHOW cpene in vitro.

PazHoobpa3ue KautycoB, TTOJy4YeHHbIX Ha MHIYK-
LIMOHHBIX Cpenax in Vvitro, CBOIUTCI K JIBYM KOH-
TPACTHBIM TPYyIINaM: CIIOCOOHbIE U HE CITOCOOHBIE K
MopdoreHe3y Ha pereHepallMOHHbIX cpeiax in vitro,
WHa4de roBopst — MOp@POTreHHbIE U HEMOP(MOTSHHBIC
(mogpobHee: 3uHatyiummHa, 2020). OgHako Kpome
TepMHUHA “MOpP(OreHHbII” B JUTEpaType MO OTHO-
LIEHUIO K 00pa30oBaBIIMMCS KaJlJIycaM MCIOJb3YIOT-
CsI TAKKE TEPMUHEBIL “OpraHOTeHHbIN”, “3aMOpPHUOTreH-
HBII”, “pereHepallMOHHBINA (pereHepallMOHHO CITO-



238

COOHBII)” KaJUTIyC, XOTS IIpU 3TOM (PaKTUISCKU pPedb
UIIeT O Kajiayce, B KOTOPOM TOJIbKO B JajibHeuIleM
OyayT oTMedeHBI MyTH MopdoreHesa in vitro, B TOM
yucje TMpUuBoAsine K (GOpMUPOBAHUIO pereHepaH-
ToB. Ha Hain B3risia, ynmorpebiieHrue TSpMUHOB “Op-
TaHOTSHHEIN”, “3MOPUOTeHHBIN”, “pereHepaloH-
HBII” TIO OTHOHIEHWIO K MOpP(OTeHHBIM KaJLTycam
METOINYECKHN He COBCEM KOPPEKTHO, TTIO3TOMY B TaH-
HOIi cTaTbe MbI OylaeM MPUMEHSITb TOJIbKO TEPMUH
“MopdoreHHbIN Kautyc” (majiee — KaJUIyC, €CJIM He
OTOBOPEHO CITeIINAJIBHO).

CnocoO0HOCTh K 00pa30BaHUIO KAJLIyCOB in Vitro
OTMEUEeHa y OJKCIUJIAHTOB IIPEeACTaBUTENIEd MHOTUX
CeMeNCTB pacTeHMIA. bobIoil MpakKTUYeCKU1 NHTE-
pec B 3TOM OTHOIIEHUH BBI3bIBAIOT 3JIJAKU — KOMMEP-
YeCKM ILIeHHas TpyIIia pacTeHMid, y KOTOPBIX C TPY-
JIoM 1 (hopMUPYIOTCS KaJUTYCHI in Vitro, i pereHepu-
PYIOT U3 HUX PacTeHUs in vitro N ex vitro. Bompocsl
KaJUTyCcOOOpa30BaHUs U3 Pa3IUYHBLIX SKCIIAHTOB
3J1aKOB M KaJUTyCOreHe3a Ha MHAYKIIMOHHBIX/pereHe-
palIMOHHBIX Cpelax in vitro IIpoaHaJIN3UPOBaHEI aB-
TopaMH paHee B 0030pHOIi padore (Kruglova et al.,
2018a). OmHaKO CTPEeMUTEIBHBINA POCT IO IUKAIIIA B
00JTacTy OMOTEXHOJOTUYECKUX aCIEKTOB MCHOIb30-
BaHUSI KaJUTyCOB 3JIaKOB 3acTaBJjiseT ellie pa3 oOpa-
TUTBCS K 3TUM BompocaM. BaxkHo, Ha Hail B3IJISI,
J1aTh OoJiee MMPOKYIO OLIEHKY HE3PEJIbIX 3apObIIIeit
3J1aKOB in vivo KaK MEPCIIEKTUBHBIX 9KCIUIAHTOB JIJIST
MOJTy4YEeHUS KaJJTyCOB in vitro, 00paTuB 0cO00€ BHU-
MaHWe Ha TUTO(MU3NOIOTTIECKIM CTATyC 3TUX DKC-
IUIAHTOB BO BpeMsI MHOKYJISIIUY Ha MHAYKIIMOHHYIO
cpeny in vitro. DTOT CTaTyC, COIPSIKEHHBIN ¢ MOpdO-
TCHETUYECKOM KOMIIETEHTHOCTBIO KJIETOK 3apOAbIlla,
OTpaXkaeT B3auMOJIEUCTBUE CTPYKTYPHBIX (LIUTOTMCTO-
JIOTHYECKNX) Y (PyHKIIMOHAIBHBIX ((PU3MOJIOTMIECKIUX,
IJTaBHBIM 00Pa30M TOPMOHAJIbHbBIX) CBOMCTB 3KCITJIaH-
ToB. KpoMe Toro, BaskHO ¢ TaKMX XXKe IIMTO(MU3NOJIOTH-
YeCKMX MMO3ULIMIA 1aTh OLIEHKY 1 C(pOpMUPOBaBIIEMY-
¢Sl KaJIIyCy B AMHAMUKE Pa3BUTUSI HA MHAYKITMOHHOM
cpene in vitro. MeTog0JIOTMYECKIM TIOIXOA0M aBTO-
pOB JAaHHOTO 0030pa CIAYyXXUT 0a30BbIIA TIPUHILIUII
YHUBEPCAJIbHOCTH IPOLIECCOB MOp(OreHe3a B pacTe-
HUSX in vivo U in vitro (batbiruna, 2014).

enp naHHOI OO30pHOI CTaTbM, SIBJSIOLLIEHCS
MPOIOJKEHEM ITyOJIMKAIlMii aBTOPOB IO pa3iand-
HBIM IpobjeMaM MCCedoBaHMsI Kalycoobpa3oBa-
HMS 1 KaJlycoreHesa pacTeHul in vitro, — IpOBECTU
aHaIN3 JIMTEPaTypHBIX U COOCTBEHHBIX HAHHBIX IIO
LHUTO(MU3NOJIOTUYSCKUM OCOOCHHOCTSIM HE3pebIX
3apoabIlIeii 3JJaKOB KaK 3KCIJIAHTOB IJIs ITOJy4EeHUS
KaJUIyCOB, a TAKXXKE paCCMOTPETh HUTO(DU3UOIOTYC-
CKHE acNeKThl MHUIIMALIMY (DOPMUPOBAHUS 3aPOJIbI-
IIEBbIX KAJIYyCOB HAa MHAYKIIMOHHOM cpene in vitro, B
CpaBHEHUU C HEKOTOPBIMU aHAJIOTUYHBIMU COOBITU-
MU in vivo.

KPYTJIOBA u ap.

MHULHAJIBHBIE KIIETKU KAJJIYCOB
B HE3PEJIBIX 3APOABIIIAX 3JIAKOB

IIpobrema mopgoeenemuueckoii KomnemeHmMHOCMU
KAemoK 3KCNAAHMO8 in ViVo KaK UHUUUAABHBIX KAeMOK
Kaanycos in vitro

IIpoGiema KOMITIETEHTHOCTHU KJIETOK DKCIIJIAHTOB
K KaJlTycoOoOpa30BaHUIO in Vifro OblIa MOCTaBJEHA
ellle B CaMBIX paHHUX UCCJIEIOBAHUSIX 3TUX IPOLEC-
coB B paborax XabepysiaHATa, BHIABUHYBIIETO THUTIO-
Te3y TOTUIIOTEHTHOCTH JIIOOOW XXWBOM KJIETKU
(Haberlandt, 1902, mo: byrenko, 1999). Bonbinoe
3HAYCHME PEILICHUIO 3TOI MPOoOJIEeMbl IPUAAETCS U B
COBPEMEHHBIX UCCIIENOBAHUSIX, CBI3aHHBIX C aHAIU-
30M pa3JIMYHBIX aCIIEKTOB pereHepalii pacTeHUIA B
KaJUTYCHBIX KYJIbTYpax in vitro (Harmpumep, IUKJT 00-
30pHbIX padort Ikeuchi et al., 2013—2019).

K HacrosiiieMy BpeMeH MHOTOYUCIEHHBIMU UC-
C/IeIOBAaHUSIMU YCTAHOBJIEHO, YTO B KauyecTBE IKC-
TJIAHTOB AJIsI TTOJIyYSeHUSI KAJITyCOB BO3MOXHO HUCTIOJIb-
30BaHME PaA3IMUHBIX BEreTaTUBHbBIX, TEHEPATUBHBIX 1
SMOPMOHAIBHBIX CTPYKTYp. KJeTKM 3KCIJIaHTOB B
aJICKBAaTHBIX YCJIOBUSIX N Vitro TIPOSIBJISIIOT KOMIIE-
TEHTHOCTb K 00pa30BaHUIO HE TOJIbKO Pa3HbIX TUIIOB
TKaHei 1 OpraHoB (CBOMCTBO ILUTIOPUIIOTEHTHOCTH),
HO 1 HOBOTO OpraHM3Ma 3a CYeT Pa3IMYHbIX ITyTei
MopdoreHesza (CBOMCTBO TOTHUIOTEHTHOCTU) (Tep-
MUHBI TpuBeAeHbI Mo: baTteirnna, 2014).

Ycnex B popMUPOBAaHUHU KAJUTyCOB OIIPEIEISIETCS
KOMILUIEKCOM B3aMIMOCBSI3aHHBIX HIOTCHHBIX U 3K-
30reHHbIX (hakTopoB (0030phl: Ikeuchi et al., 2013;
Galillochet, Lohmann, 2015; Sugiyama, 2015; Kruglo-
va et al., 2018a; Rocha et al., 2018; Feher, 2019; 3una-
tyanuHa, 2020 u gp.). C no3uuu TEpMUHOJIOTUHN B
obyiacT 6MOJI0TUH pa3BUTUS pacTeHU (1mo: Mense-
neB, IllapoBa, 2014) sHmoreHHbIe (haKTOPHI (OPMU-
pOBaHUSI KaJLUIyCOB MOXHO paclieHMBaThb KakK IpH-
CYTCTBHE B BKCIUIAHTaX CIIOCOOHBIX K BOCHPUSITUIO
MHIYKTOpPa TapTeTHBHIX MOP(MOTeHETUIECKN KOMIIE-
TEHTHBIX KJIETOK (KOTOpbIe MOXKHO OTPEASIUTh KaK
“MHMLaTbHBIEC KJIETKU KaJTyCOB™), TOrma Kak 9K30-
reHHbIe (haKTOphl — KaK MHAYKTOP KaJLIycooOpa3o-
BaHUSA in Vitro U3 TaKUX KJIETOK.

I[IpyHLMIIMaTEeH BOIPOC: MHULIMATbHbBIE KJIETKU
yKe 00J1agaroT MOop@POreHeTUIECKO KOMIIETEHTHO-
CTbIO B YCJIOBUSIX in ViVO WJIU UMEHHO YCJIOBUS TTpe-
BapUTEJILHOTO CTpecca in situ /Wi KyJIbTUBUPOBa-
HUS in vitro (B 3aBUCUMOCTHU OT UCTIOJIb3YEMOM METO-
JIVKW) UHIYLIUPYIOT TIpUoOpeTeHne MHUIIMATbHBIMUA
KJIETKAMM CBOIMCTBA TaKOIl KOMIIETEHTHOCTH?

Psan uccienoBareseii monaraioT, 9To 00pa3oBaHUE
KaJUIyCOB CBSI3aHO C (PYHKIIMOHUPOBAHUEM in Vitro
yKe CYILLIECTBYIOIIUX B 9KCIUIAHTE iM ViVo KIIETOK, 00-
JIaalolvx orpeae/ieHHbIMU cBoiicTBaMu. Tak, 3Ha-
YUTEIbHAS POJIb CTaTyCca MHUILMAIBHBIX KJIIETOK B UX
KOMIIETEHTHOCTH K (hDOPMUPOBAHUIO KAJIJTYCOB IIPO-
JIEeMOHCTPUPOBaHA B LIMKJIE pabOT, MOCBSILEHHBIX
KYJIBTYpe in vitro He3pellbIX MbUIbHUKOB ITIICHUIIEL.
YcraHoBIEHO, UTO (OpMUpOBaHME KaJUTyCOB MpPU
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STOM IIPOUCXOAUT U3 TAKUX KJIETOK ITBIBHUKOB ix ViVo,
Kak mMukpocniopsl (bateiriaa u ap., 2010), a crmoco6-
HOCTb MUKPOCIIOP K MHAYKIIMY 00pa30BaHUS KAJIJTyCOB
oIpefiesisieTCsl TIaBHBIM 00pa30M UX HeCTaOUIbHBIM
MPEAMUTOTUYECKUM COCTOSTHUEM, CTPYKTYPHBIMU
cBolicTBaMM (MEPUCTEMAaTUYHOCTBIO), a B LICJIOM —
UX CTATyCOM CTBOJIOBBIX KJIETOK, COTJIACHO OPUTH-
HanpHOM KoHuenuuu T.b. Bateirnnoit (baTeirnna,
2014 u paHee).

BoabIIMHCTBO XXe uccaeaoBaTeieid CYUTaIoT, YTO
¢dopmMuUpoBaHUe KaJulyca — 3TO pe3yabTaT UHAYLIUPO-
BaHHOTO penporpaMMUPOBaHUSI U3HAYATIBHO “HOp-
MaJbHBIX” KJIETOK 3KCIUIAaHTa B ILUIIOPU-/TOTUIIO-
TEHTHOE COCTOSTHUE B YCJIOBUSIX TpeaBapUTEIbHOM
CTpeccoOBOi OOpaOOTKM in sifu VIA Ha HaYaJIbHOM
aTamne KyJabTuBUpoBaHus in vitro (Ikeuchi et al., 2016,
2018, 2019; Feher, 2019; Liet al., 2019). B pa6ote, mo-
CBSIIIIEHHOI 0030py MCCeOBAaHUM TeHHOU perysi-
TOPHOM CeTU NPU pereHepaluuu pacTeHUl, Mpoje-
MOHCTPUpPOBaHa pOJib Psda TPAHCKPUIILIMOHHBIX
¢$akTOpoB B KJIETOUHOM peNpoOrpaMMUPOBAHUU TIPU
0o0pa3oBaHUU Kajulyca, MpeaBapsiolleM pereHepa-
uuto (Ikeuchi et al., 2018). ¥ HekOTOpbIX MyTaHTOB
Arabidopsis B ycnoBuUsIX in vivo UIeHTUDULINPOBAHBI
reHbl U TPAHCKPUIIIMOHHBbIE (DAKTOPBI, Y4acCTBYIO-
e B obpaszoBaHuu Kasnyca in vitro (Cheng et al.,
2015). AHaornyHbIe pe3yJIbTaThl IIOTYyYeHbI IIPY MH-
IyuupoBaHuu (HOPMUPOBAHUSL Kajljlyca U3 MapeH-
XUMHOI TKaHu Populus trichocarpa (Tuskan et al.,
2018) u u3 mpopoctKoB Nicotiana sp. (Li et al., 2019),
MPU BTOM TaK>Ke BbISIBJIEHO yYacCTUE CUCTEM psiia Te-
HOB. Bomnpoc penporpaMMHUpOBaHUs WHULIMAIbHBIX
KJIETOK KaJlJlyca pelllaeTcsl MU B KOHTEKCTe oOlieit
npo6JieMbl U3MEHUYMBOCTU T€HOMA PACTEHUM B KYJIb-
Type in vitro (Ikeuchi et al., 2015; Pykalo, Dubrovna,
2018), 1 B CBSI3M ¢ UBMEHEHMUSIMMN TPAHCKPUIIILIMOH-
HBIX mpodmieit atux kietok (Pasternak, Dudits,
2019). B uHULMAIBHBIX KJIETKAX KaJUTyCOB OTMEYEHBI
BbICOKME ypoBHU HakoruieHnss MUKpoPHK (Chu et al.,
2016; Alejandri-Ramirez et al., 2018; Juarez-Gonza-
lezetal., 2019; Lopez-Ruiz et al., 2019) — KJ1104eBBIX pe-
TYJISTOPOB MPOSIBJIEHUSI TOTUTIOTEHTHOCTU KJIETOK pac-
TeHuit u nuddepeHmanmy ux passuTtus (Singh et al.,
2018).

besycioBHO, MOp(OreHeTUIECKN KOMITETEHTHEBIC
KJIETKM 3KCIIJIAaHTOB CMIOCOOHBI BOCIIPUHUMATh BO3-
JIEJACTBME CUTHajla WHIOYKTOpa K IIPUOOPETEHUIO
TUTIOPY-/TOTUIIOTEHTHOCTH OJiaromapsi COOTBETCTBY-
IOLIEMY MOAU(PUIIMPOBAHHOMY COCTOSHUIO XpOMa-
tuHa (Maury et al., 2019), KoTopoe accolMupyeTcs ¢
OTIEJIbHBIMU IIpOrpaMMaMM 3KCIIPECCUM T€HOB
(Ojolo et al., 2018; Hajheidari et al., 2019). Ha nmpume-
p€ MHUIIMAJBHBIX KJIETOK KaJIJTyca 3TO HaIlpaBJICHUE
HCCJIENOBaHUI, OMHAKO, HE MPEACTABICHO B TOCTYII-
HOI JMTeparype, XOTsl BaxkKHasl pojb MOIU(UKAIIMI
XpoMaTHHa IIPOAEMOHCTPUPOBAHA TSI pa3/IMYHBIX pac-
TeHWI B MHAYKIIMHM TAKOTO IyTh MopdoreHesa in vitro,
Kak coMarunyeckuii amopuoreHe3 (Duarte-Ake et al.,
2019; Mendez-Hernandez et al., 2019).
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UpesBbluaiiHO BaxKHBIM SIBJISIETCSI BOIIPOC O Jie-
muddepeHIManN CHSHUAIN3NPOBAHHBIX WHUIIM-
aJIbHBIX KJIETOK BKCIUIAHTA — UX MepeXoay K MpoJu-
depanu npu (popMUpPOBAHUU Kajuyca in vitro. Ele
Ckyr u Mutep (Skoog, Miller, 1957) BbicKa3bIBaIu
MHEHME, 4TO MOoHATHE “neamddepeHInanus Kie-
TOK” TECHEHWIIUM 00pa3oM CBSI3aHO C ITIOHSTUEM
“Kayutycoobpa3oBaHue”; 6ojiee TOro, caMa CTpyKTy-
pa ObUIa Ha3BaHA “KaJUIycoM” M3-3a CXOJICTBA C MO-
307b10 (nart. callus — M030JIb) — HEOPraHM30BAHHO
pactyuieii Maccoil neanddepeHIMPOBAaHHBIX KJe-
ToK. Kamryc ¢ aTux mo3mnuii TpagullMOHHO pac-
cMaTpuBaeTcs Kak mnpojmdepupylolias Macca Ie-
nmnuddepeHupoBanHbix Kietok (Bbyrenko, 1999;
Wang et al., 2011; Motte et al., 2014; Gaillochet,
Lohmann, 2015; Iwase et al., 2015; Raizada et al.,
2017; Lopez-Ruiz et al., 2019; Popielarska-Konieczna
et al., 2020). 3ameTuM, 4TO O BaxXHOCTU neaudde-
peHIIMaly cOoOOIIaeTCs U B paboTax Mo CUTHAJIUHTY
B KJIETKAX 9KCIUIAHTOB COMAaTUYECKOTO SYMOpHOTeHe -
3a in vitro (Mendez-Hernandez et al., 2019). Bricka-
3aHO, OJHAKO, MHEHHUE O TOM, 4To AeauddepeHina-
LI1SI B CTPOTOM CMBEICIIE SIBIISIETCS peBepcueii nudde-
peHIMaluu, o3TOMYy O0pa3oBaHUE Kajiyca — 3TO
pe3yabTaT TpaHcauddepeHIalul KJIeTOK, IMTPUBO-
Jsileil K TOBBILIEHUIO TTOTEHLIMM Pa3BUTUS U/WIU
npoandepanmu Kietok (Sugimoto et al., 2011). B ka-
YyecTBe aJlbTepPHATUBLI TepMHUHY “‘memmuddepenima-
s’ TIpeJIoKeH yOayHbIN, Ha Halll B3IJIsSIA, TEPMUH
“krnetouHoe nepernporpammupoBanue” (Ikeuchi et al.,
2018). B emom, HecMOTpsI Ha IIUTEIBHYIO NCTOPUIO
U3y4deHUsI, BOIIPOC O AeauddepeHInalui KJIETOK 10
HaCTOSIIIIETO BpEMEHU TaKKe OCTaeTCsl TUCKYCCUOH-
HBIM (IIOIPOOGHO 3TOT BOIIPOC U MCIIOJIb3yeMasl Tep-
MUHOJIOTUS TIpOoaHaJIM3upOBaHBI B padote: Feher,
2019).

CrienyeT NMOAYEPKHYThb, 4YTO AajleKO He Kaxias
KJIeTKa 3KCIUIaHTa, Jaxe obyiagarouias in vivo CBO-
CTBaMM ILTIOPU- ¥ TOTUIIOTEHTHOCTH, CTAHET MHULIY-
aTbHOM M JACT Hadajio KaJuIycy in vitro. BeickaszaHo
MHEHME, YTO K M3BECTHOM Mepe HeNpeacKa3yeMOCTH
MopdoreHesa (IIpu JI000M IIyTH, HE TOJBKO IIpU
KaJuycoreHesze. — Aém.) MHUIIAAIBbHON KJIETKU B
YCJIOBUSIX in Vitro, B OTJIMYKE OT BITOJIHE MpeacKa3ye-
MoOro MopgoreHe3a 3UroTsl B YCIOBUSIX in Vivo, TIPU-
BOJSIT SIIUTCHETUIECKUI XapaKTep €€ KOMIIETEHTHO-
cTU, “Hemonxoasiias’” ¢a3a KJISTOUHOT'O IIMKJIa, ITPU
KOTOPOM XpOMAaTHH HE CIIOCOOEH K BOCIIPUSITUIO CUT-
HaJla-UHAYKTOpa, a TaKKe HU3KUU YPOBEHb CIICILIM-
¢uyHOCTU caMoro curHana-uHaykropa (XKypaBnes,
Owmenpko, 2008). C 3TMM MHEHHMEM CJIEAyeT corja-
CUThCSI.

B uenom, Bormpoc 0 Mop(oreHeTu4eCKoii KoMmIe-
TEHTHOCTH U CBSI3aHHBIE C 3TUM BOIIPOCHI pEIIporpaM-
MmupoBaHusl u auddepeHuManmy/aenuddepeHma-
LU WHULMAJIbHBIX KJIETOK 3KCIUIAHTOB i1 Vivo, Naro-
IIUX Hadajao KaJUIycy in Vitro, CIeoyeT OTHECTU K
JIMCKYCCHUOHHBIM.
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Ha npumepe npencraBuTesieii MHOTUX ceMeCTB
pacTeHuii, KaK MOKPBITOCEMEHHBIX, TaK U TOJIOCE-
MEHHBIX, YCTAHOBJICHO, YTO 3KCIJIAHTHI, (DOPMUPY-
IolMe KaJlIyC in Vitro, NOJKHBI HAaXOOUTBhCS, Kak
MpaBUJIO, Ha PaHHUX CTaausx pa3BuTus. Tak, naH-
HbIE€ O TIPEUMYIIECTBE B MHAYKIIMU KaJTycoOOpa3o-
BaHUSI 3KCIIAHTOB OoJjiee paHHUX CTaIWii pa3BUTUS
MOJTyYeHbI MPU UCCIENOBAHUM HE3PEbIX MbUIbHUKOB
mueHuisl (Kpyrinosa u ap., 2005; bareiruHa u np.,
2010; CenpoumMupoBa u ap., 2016) u puca (Sahoo et al.,
2019), cemsanoneii Arabidopsis (Raizada et al., 2017),
TKaHeW “MoJIoAabIX” KOpHEW M HaA3eMHBIX OPraHOB
Arabidopsis (Sugimoto et al., 2010), “momoapIx” M-
ctbeB Boea hygrometrica (Sun et al., 2019), a Takxe
anyuKaJdbHBIX MEPUCTEM MMOOETOB MHOTUX PACTEHUIA.
OTHU pe3yabTaTbl MOXKHO OOBSICHUTD TEM, YTO UHAYK-
Mg o0pa3oBaHUs Kajulyca MpeariojiaraeT pernpo-
rpaMMUpPOBaHUE MHUILIMAJIbHBIX KJIETOK, K YeMy, T0-
BUAUMOMY, OoJiee MpeapaciooXeHbl KJIETKU MOJIO-
IBIX opraHoB. Takue KJIEeTKHA, BO3MOXKHO, CITOCOOHBI
K 0oJiee JIerkoMy CTUMYJIMpPOBaHUIO AeauddepeHmn-
alyu B TUIIOPU-/TOTUIIOTEHTHOE COCTOSIHUE MyTeM
srmureHeTndecko momudukanu JHK v crienndmn-
yecKux (akTOpOB TPAHCKPUIILIUU.

Lumogu3zuonoeuueckuii cmamyc He3peavix 3apoobiuieli
31aK08 6 cmaduu SmMopuoeenesa in vivo, OnmumatbHou
0151 UHOYKUUU hopMuposarnus Kaiiycos in vitro

He3spenple 3apoablii 37aKOB KaK IEPCIEKTUB-
HbI€ 9KCTIJIAHTHI IJTSI TIOJyYeHUs] KaJlyca U3y4aloTcs
yKe JOCTAaTOYHO JUTHTeNIbHOe BpeMst (byTeHko u mp.,
1986 u np.). UccremoBaHUSIMY, CHIELAATBLHO TTOCBS -
IIEHHBIMU CPAaBHUTEIBHOM OLIEHKE B MHAYKLIMHN KaJLTy-
CO00Pa30BaAHUSI in Vitro 3peJTbIX U HE3PEBIX 3aPOJIbIIIEHA
muenuibl (Kpyrmosa, Karaconosa, 2009; Dagustu,
2014; BerukoBa u ap., 2016; Kpyriosa u ap., 2019a) u Ky-
Kypy3bl (Ali et al., 2014; Juarez-Gonzalez et al., 2019),
ITOKa3aHo, YTO TP MPOYMX PABHBIX YCIOBMSIX HaU-
OOJIBIIMM KaJLLIyCOT€HHBIM MOTEHILIMAJIOM 00JIanaroT
WMEHHO He3peJIble 3aPOIbIIIN.

J11s1 BBISIBJIEHUSI TMTO(MU3MOJIOTMIYECKOTO cTaTyca
He3peabIX 3apoAbllieil 3J1aKOB, ONTUMAJIBHBIX IS
dopMUPOBAHUS KaJJIyCoOB in Vitro, HEOOXOINMO
3HaTh, HA KAKOW CTaauy dMOpHOreHe3a OHU HaXo-
JIATCS.

XOpOILIIO U3BECTHO, UTO 3UTOTUYECKUI 3MOpHOTE-
HE3 pacTeHUH in vivo MIpencTaBasieT cOO0M emUHBIN
MPOLIECC, B pe3yJIbTaTe KOTOPOI'O U3 UCXOIHOM KITeT-
KW — 3UTOTHI — (DOPMUPYETCS 3peblid 3apOAbILI, 00-
JIamaroumuin BceMu MOp¢GOreHeTUIeCKUMHU MTOTCHIIN -
SIMA B3pOCJIOTO pacTeHUsI. 3apOAbIIl pa3BUBAETCS
COIJIaCHO oNpeAeeHHBIM NAaTTePHAM KJIETOYHBIX Je-
JICHWIi, a BBISIBJICHHbIE SMOpUOreHETUUECKIE 3aKO-
HBI (3aKOH MPOMCXOXACHWSI, 3aKOH 4YHCEJI, 3aKOH
PACIIOJIOXEHUSI, 3aKOH 5KOHOMUHU ) OTPAXKAIOT CIIOXK-
HOCTb 3TOro mpoiecca (OMOPHUONOrUs IIBETKOBBIX,
1997, 2000; bareiruna, 2014; De Vries, Weijers, 2017
u 1p.). B To xe BpeMsi, B cBoeM Mop¢oreHese 3apo-
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JBIII TIPOXOIMUT PSIi B3aMMOCBSI3aHHBIX CTaauil (B
TEPMUHOJIOTUM Pa3IUYHbIX aBTOPOB, NEPUOIOB, a3,
3TAIoB), pa3jIMYalolIUXcs KaK 1o Mopdodu3noao-
FMYeCKUM mpolieccaM, GyHKIIMOHAILHOI Harpyske,
MPOIOJKUTEIBHOCTU, TaK U 3HAYEHUIO 1151 NaJIbHEe i -
mrero pa3putus. Kaxnas U3 craauii sMOpuoreHesa,
HECMOTpsI Ha BCe pa3HOOoOpa3ue MPOUCXOISIINX B
9TO BpeMs TPOLIECCOB, HalpaBjieHa Ha peaiu3alivio
MOp(hOTeHETUYECKOro TTOoTeHIaIa 3apOIbIIIa U OH-
TOT€HETUYECKOM MporpaMMbl pa3BUTHsI OCOOU B 1ie-
JIOM, a 3apofibllll IEMOHCTPUPYET CBOMCTBA TUHAMMY-
HOM CUCTEMBI C MYJIbCUPYIOLINM XapaKTepoM hyHKIIY-
OHUpPOBaHUsI cBouX 3ieMeHTOB (baTbirnHa, 2014).

BrisBiieHue ctanmuy pa3BUTHSI HE3PEJIOTO 3apOIbI-
1Ia 3JaKOB in Vivo, ONTUMAJIbHOM Ojsl MOJYy4YeHUS
KaJlIyca in vitro, OCJI0XKHEHO TeM, YTO IIPU OMOTEXHO-
JIOTMYECKMX MCCIEOOBAHUSX MPEICTaBUTEICH 3TOro
CeMeliCTBa HE HCIIOJb3YeTCsS eauHas YHU(DUIIMPO-
BaHHas Tiepuoau3alust amMoOpuoreHesa. OTcyTcTBHE
TaKOM IIepUOAMN3aLIMKY BO MHOTOM OOYCJIOBJIEHO OCO-
OEHHOCTIMHM KaK IIpolecca 3MOpuoreHes3a, Tak M
CTPOEHUSI 3peJioro 3apoipbliiia 3j1akoB. CBoeobOpas-
HBI TOPCOBEHTPAJIbHBINM CITIOCOO pa3BUTUSI 3apOIbI-
Il1a HaYMHasl C 3UTr0Thl, CIieln(uKa opraHoreHe3a 1
YHUKaJIbHOE CTpOE€HUE BBICOKOAU(pPEpEeHIIMPOBAH-
HBIX OPraHOB 3peJIOro 3apoiblllla Aaji OCHOBaHUE
BBIIEIATh OCOOBIN THIT 3MOpHoOTeHe3a MIISHUIBI —
Graminad (bateiruna, 2014 u panee). IIpaBomou-
HOCTb BbIOelieHusT Graminad-tuma sMOpHOreHe3a
MOATBEPKIAECTCS HCCIENOBAaHUSIMM 3MOpHOreHe3a
pa3InYHbBIX BUIOB 371aK0B (1mo: Kruglova et al., 2020).
YHUMKAJIbHOCTh 3MOpPHOreHe3a 3J1aKOB YCJIOXHSIET
BBIACICHUE YETKUX MOP(POJIOTrMUYECKUX KPUTEPHEB
cTaauii ux pa3BUTHs. B mpakThke KyJIbTUBUPOBAHMS
in vifro HE3peJbIX 3apOMBIIICH 31aKOB OOJBIIUHCTBO
aBTOPOB B KA4eCTBE 3KCIUIAHTA YKa3bIBAIOT “He3pe-
JIBIN 3aponbIln”, 0e3 JeTaTu3aluu.

st pelieHUs1 3Toit MpoOJieMbl TIpeaIoXeHa Tie-
puomm3anusi SMOpHOTeHe3a 3J1aKOB, IOCTAaTOYHO
ynoOHast B OmotexHojiorndeckoin mpaktuke (Kpyr-
JoBa, 2012). ABTOp Ha OCHOBaHWM BPEeMEHU MOCJIe
HMCKYCCTBEHHOTI'O ONBLICHMS IIpemiaraeT BbIICISITh B
SMOpHOreHe3e 3JIaKOB 3Tan HemmuddepeHIInpoOBaH-
HOTO 3apojpbliia (CTaguu: 3UroTa, AByKJIETOYHBIN 3a-
POIBIII, YETHIPEXKICTOUHBII 3aPOIBIII, MHOTOKJIETOY-
HBII 3apopIiil), 3Tar MopgoIorudecKoit nugdepeH-
LMalMy 3apojbliia (CTaAMy Hadvajla opraHoreHesa,
aKTMBHOT'O OpraHoOIreHe3a, 3aBepIIeHIsI OpraHoTeHe3a)
u atan auddepeHIIMPOBAaHHOTO 3apobliia (CTaguu
¢hOpMHUPOBAHHOIO 3apOJIBIIIIA U 3PEJIOTO 3apO/IbIIIA).

DTa nepuoausaiys Oblia UCIOJb30BaHa TIPU Je-
TaJIbHBIX CPAaBHUTENbHBIX MCCIENOBaHUSIX (hOPMUPO-
BaHUSI KaJUTyCa HE3PEJbIMU 3apOIbILIAMUA MHOTOUYUC-
JICHHOU TPYIIbI TEHOTUMOB MIITeHUIIbl. MHOKYyIMpoBa-
HUE B YCJIIOBUS KYJIBTYPBI i71 Vitro HE3PEJIbIX 3apPOAbILIEN
B BbIJIEJIECHHBIX CTaIUSIX SMOPUOTeHe3a BbISIBUIIO, YTO Y
BCEX W3YYEHHBIX TE€HOTUIIOB MPU MPOYUX PABHBIX
yCca0BUAX (COCTaB MHIAYKIIMOHHON cpeibl, husuye-
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Puc. 1. He3pesnblii 3apoablil MIIEHUIBI B CTAAMM aKTUBHOTO OpraHOreHe3a o JaHHBIM CBETOBO (a) U TPaHCMUCCUOHHOM
3JIEKTPOHHOM (6—1) MUKPOCKOTINU. Y CIOBHBIE 0003HauYeHUsT: Am — amuioruiact, Ch — xioporuiact, Cl — koneontwibs, CW
— kireroyHast cteHKa, EPR — sHmorutasmaruyeckmit petukymom, Gr — rpaHa, L — nmunmmnHas karuist, M — mutoxoHapusi, N —
sinpo, Pl — mmasmonecma, RM — Mepurctema kopHs, S — cycnieH3op, SG — KpaxMaJabHOe 3epHO, SC — IIUTOK, SM — Mepuctema
noGera. LlIkana: (a) — 100 MxM, (6) — 500 HM, (B) — 400 HM, (T, 1) — 200 HM. (a—T) — opUT. AaHHbIE; (1) — 11o: Seldimirova et al.,

2017. TTosiICHEHUS B TEKCTE.

CKUe€ YCIOBUS KyJIbTUBUPOBAHMS in Vitro W Ap.) Ha4a-
JJ0 MOp(dOreHHBIM KajurycaM naBaiu 12— 14-cyTou-
HBI€ 3apOIBIIIN, HAXOAUBIIKUECS in Vivo B CTaIUU aK-
TUBHOI'O OpraHOI'eHE3a.

l'uctonornueckuit aHaau3 roxkasaji, 4To JJIs Ta-
KUX 3apOoAbIlIeit XapaKTepHO 000CO0JIeHNE 3a9aTKOB
OpraHoB (CeMsIIOJISI-IIUTOK, O0ET), IPeACTaBISHHbBIX
aKTUBHO JIEJISIIIINMICS MEPUCTEMATUICCKIMM KJICTKA-
MU. BaxkXHO MOMYEpPKHYThb, UTO 3TU KJIETKU TOKPHITHI
TOHKUMU obojoukamMu (puc. la) (Seldimirova et al.,
2017; Kpyriosa u np., 2019a). Kinetku xapaktepusy-
FOTCS BBICOKOI MeTaboMMUeCKO aKTUBHOCTBIO, UTO
MOATBEPKAACTCS UX YJAbTPACTPYKTYPHBIMU MOKa3a-
tenssMu (puc. 10—11): 3HaAUUTEIILHBIM KOJIMYECTBOM
CBOOOMHBIX PUOOCOM, AMUJIOILUIACTOB, €IMHUYHBIX
Pa3BUTBIX XJIOPOIUIACTOB, MUTOXOHIAPUIA C XOPOIIIO
Pa3BUTHLIMU BHYTPEHHUMHU MeMOpaHaMM, aKTUBHBIMU
KOMIUTIEKCOM [OJTBIKU M TpaHyJISIPHBIM 3HIOIIIa3Ma-
TUYECKUM peTUKyIyMoM (Seldimirova et al., 2017).

B psne paboTt npuBoOmsTCS CBEIEHUS O HEMHOTO
MHBIX BpeMEHHBIX MHTEpBaiaX, MPOIIEAIINX CO Bpe-
MEHU OTBIJICHUS 3JTAKOB, He3peJIble 3apOIbIIIN KOTO-
pBIX (hopMUPOBAIIN KAJUTIYCHI in vitro. Tak, y mimeHu-
IIbI 3TOT MHTepBaj cocTaBlisu1 10—16 cyt (MupourHu-
yeHko u gap., 2014; Dagustu, 2014; Khlebova,
Nikitina, 2016), kykypy3sl — 9—18 cyT (Ali et al., 2014;
Hong et al., 2017; Juarez-Gonzalez et al., 2019), stu-
MeHsT — 14—16 cyt (UepHoB, [Tenaunen, 2011). dan-
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HBbIE O CTaTyCe 3apOIbIILICi aBTOPHI HE IIPUBOIST, O~
HaKO B 3TOT MHTEPBaJI BpeMEHU HE3PEJIble 3aPOAbIIIN
3J1aKOB Takxke, MO-BUIMMOMY, HaXOISATCS B CTaaiuM
aKTUBHOTO OpraHoreHe3a, COMIaCHO MEePUOaN3aIn
(Kpyrnona, 2012). MoxHo mojaratb, YTO U B 3TUX
cllydasix HayaJlo KajulycaM JalT MepucTeMaruye-
CKHE€ KJIETKUA 3a4aTKOB OPraHOB 3apojbilna. Takoe
CXOACTBO Pe3yJbTaTOB MOXET CBUIETEIbCTBOBATH 00
ornpeaesieHHOM YHMBEPCAJIbHOCTU CTaauu 3MOpPUO-
reHesa 3/1aKoB (2 UMEHHO — OpraHoreHe3), BO BpeMs
KOTOPOI 3apObIIIM KOMIIETEHTHBI K (hOopMHUpOBa-
HUIO KaJllyca in vitro.

Yro KacaeTcst KOHKPETHBIX OPTaHOB HE3peJIbIX 3a-
ponbiiieit, GOPMUPYIOLIUX KAJLTYChI in Vitro, TO BbISIB-
neHo, yro y mmenunsl (Kpyrmosa, Cenpoumuposna,
2011; MupomtHudeHkKo u np., 2014; Seldimirova et al.,
2016), kykypy3sl (Rakshit et al., 2010; Sun et al., 2013;
Lowe et al., 2018; Lopez-Ruiz et al., 2019), ssumeHs
(Slesak et al., 2013) kayurychl OepyT Ha4yajio OT CeMsi-
JIOJIU — IIUTKA. DTO XOPOIIO OTpakeHo, Halprumep,
Ha MHUKpodoTorpadusx, MpeacTaBIeHHBIX B CTaThe
Jlone3-Pyn3 ¢ coaBt. (Lopez-Ruiz et al., 2019), roe
MPUBEAEHBI JaHHbIE U3yUYeHUsI 001acTu (hopMUpPOBa-
HUS KaJlJTyca M3 HE3PeJIoTo 3apoIbIia KYKypy3bl Me-
TOAOM CKaAHUPYIOIIEH 3JIEKTPOHHOW MUKPOCKOIIUU.

CBelneHMI 0 Ipyrux opraHax 3apojblilia 3J1aKOB,
YYaCTBYIOIINX B 00pa3oBaHMU KaJTyCOB, B MTOCTYI-
HO TUTepaType HaMu He oOHapykeHo. [1o-BruaumMo-
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My, TOJBbKO ONpeNecICHHBIE OpraHbl HE3PEIOro 3apo-
JIBIIIA KOMIIETEHTHBI K KaJLTyCOOOpa30BaHUIO in Vitro,
Mo KpaiiHEW Mepe y M3Yy4YEHHBIX B 3TOM OTHOILUEHUU
3J1aKOB.

l'icTonornyecku BBISIBIIEHO, YTO KaJUTyChl (pop-
MUPYIOTCS U3 KJIETOK 3MUJIepPMUCA IIIUTKA HE3PETbIX
3aponpllieii 371akoB (ImogpodHee cM Huke). Takue
HaOJIIOAEHMUSI COOTBETCTBYIOT CBEICHUSIM OO0 aKTHB-
HOM poiu 3MuaepMuca BO BpeMsl pa3BUTUSI pacTe-
HUM, KaK 3TO MOKa3aHO, HallpUMep, MOJIEKYJISIPHO-
TCHETUYECKUMM HCCIIENOBAaHUSIMM 3TOW TKAHU IIPU
¢dopmupoBaHum KopHeit (Short et al., 2018) u moderon
(lida et al., 2019) Arabidopsis B ycnoBusix in vivo. Cneny-
€T TIOMYEPKHYTh, YTO KJIETKM SIMUACPMICA IIIUTKA He-
3peNIbIX 3apoIblllieii 371aKOB IIPU COOTBETCTBYIOIIUX
YCJIOBUSIX in Vitro CTIOCOOHBI K Pa3BUTHUIO U MO ITyTU
¢dhopMHUpOBaHMS COMAaTUYECKNX 3aPOIBIIIEH, KaK 3TO
BBISIBJIEHO Y KyKypy3hl (Lowe et al., 2018).

M3BecTHO, UTO 3MMUASPMUC IIIUTKA MO CBOEMY I'e-
HEe3WUCYy MPEeACTaBIISIET CO0O0I IIPOTOASPMY, WU DM-
OpuoaepMy — HOKPOBHYIO TKaHb 3apOJbIila, Y 00Ib-
IIIMHCTBA BUIOB, B TOM YMCJIE 3J1aKOB, (POPMUPYIOIILY-
IOCS Ha JOCTAaTOYHO PaHHUX CTAaUsIX SMOpHOreHesa,
IIPY 3TOM CTaIMSI BEIJICHEHUSI IIPOTOAEPMBI CYUTACTCS
KpUTUYECKO B pas3BuUTUM 3apoapiia (bareirmHa,
2014 v paHee). B KoHTeKCTe TaHHOI CTaThU OCOOEH-
HO BaXXHbI JaHHBIE O BBICOKOI MpoJimdepaTuBHOM
aKTUBHOCTHU KJIETOK MPOTOAEPMBI in Vvitro (mo: AH-
poHoBa, 1997), a TakxXe CBeeHUS O KJIeTKaX MPOTO-
JIepMbl KaK MHUIIMAJBHBIX KJIETKAaX COMaTHMYeCKUX
3aponpiiieit 31akoB in vitro (Joshi, Kumar, 2013).
BnioiHe BO3MOXHO y4yacTue mpoTOAepMbl U B (hop-
MUPOBAaHUM KAJUTYCOB in Vitro, XOTSI TAKOT'O polia CBe-
JIEHUS B IOCTYITHOM JIMTepaType OTCYTCTBYIOT.

be3ycioBHO, Ba)KHO OXapaKTeprU30BaThb CTPYKTY-
pbI, OKpyKarolllue He3pesblii 3apojblill 37akoB. B
YCIIOBUSIX [M ViVO TOKPBITbIE TOHKOM OO0OJIOYKOIt
KJIETKM DIUJIEpMUCA LIMTKA HE3PEJIbIX 3apoibliiieit
rpaHUyaT ¢ 3HAOCIEPMOM — IeTepOreHHOI TKaHbIO,
clTy>Kallleil He TOJIbKO MCTOYHMKOM IMUTaHUS 3apo-
JIblllIa, HO, YEPE3 TOPMOHAJIbHbIE CUTHAJIbHBIE TYTU U
MOCPEACTBO OMOXMMUUYECKUX, TPAHCKPUILIMOHHBIX
U 3MUTEHETUUECKUX (DAKTOPOB, — OMHUM M3 PETyJIsi-
TOPOB pa3BUTHUS 3apOoAbINIa B eNUHON cucTemMe “3a-
ponbi—aHaocnepm” (Lafon-Placette, Kohler, 2014;
Doll et al., 2017; Duarte-Ake et al., 2019). [To-Buau-
MOMY, MMEHHO IOTPAHUYHOE IOJIOXKEHUE KJIETOK
3MUIEPMHUCA IIMTKA BO MHOTOM CIIOCOOCTBYET UHIY-
LIMPOBAHMIO B HUX KaJlJTycooOpa3oBaHus in vitro. He-
cllydyaliHO BO MHOTUX OMOTEXHOJOTMYECKUX MPOTO-
KoOJlax JJis YCIEUIHOIo MOJy4YeHHUsl KaJllyca peKo-
MEHJIyeTCsl pa3MelllaTh OTAeJIEeHHbIE OT SHIO0CIIepMa
WHOKYJIMPYEMbI€ HE3peJble 3apoiblllid 371aKOB Ha
arapM3oBaHHYIO Cpely UMEHHO IIMTKOM BHU3, IS
UX HEMOCPEJICTBEHHOTO KOHTAKTa C BELIECTBAMU M-
TaTeJIbHOI Cpelbl, 3aMEHSIIOIIME HI0CTIepM (IJ1aB-
HbIM 00pa3oM, UHIYKTOpaMU-TOPMOHAaMU, CM. HU-
Ke), 4yeMy CHOCOOCTBYeT IPOHUIIAEMOCTb TOHKOM

KPYTJIOBA u ap.

000JI0YKM KJIETOK 3nuaepmuca. B To xe BpeMsi B
KOHTEKCTE TaHHOU CTaTbU BasKHO MOMYEPKHYTh, UTO
1 KJEeTKU CaMOro 3HAOCIepMa MOTYT CIYXKUTh UC-
TOYHUKOM (pOPMUPOBAHMSI OPraHOTEHHOTO KaJjliyca,
KakK 3TO mokazaHo st Actinidia arguta (Popielarska-
Konieczna et al., 2020).

Bce T naHHBIE CBUIETEIBCTBYIOT O BBICOKOM
MopdoreHeTUYECKOM MOTEHIIMAJIE KJIETOK HE TOJIbKO
OMpPENEIEHHBIX OPTAaHOB HE3PEIBIX 3aPOMIBIIIECH pac-
TEHUI, HO U OKPYKAIOLIUX UX TKAHEH.

HemanoBaxxHoe 3HaYeHUE, 1MO-BUIMMOMY, UMEET
1 MO3UIIMOHHOE PACITOJIOXKEHUE MHULIMATBHBIX KJle-
TOK KaJIIyca B CUCTeMe KJIETOK 1 TKaHel 3KCIUIaHTa.
Konuemnuus mosunmoHHoi nHpopmaiuu (Wolpert,
2016 u paHee) ObLIa MpPeMIOXKEHA IS ITOHUMAHUS
IIPOCTPAaHCTBEHHO-BPEMEHHOM OpraHu3aluyd MOp-
doreHe3a B cICTeMe 1IeJJOCTHOTO oprann3ma. C maH-
HOI KOHLIETILMEN TECHO CBSI3aHA KOHLIENLIMS TapreT-
HBIX KJ1eToK (Osborne, McManus, 2009), cBouM UH-
IUBUIYaJbHBIM IIO3UIIUOHHBIM  PACIIOJIOXEHUEM
yepes crietnduyeckre 6eJIKOBbIe MapKephbl 1eTEPMU-
HUPOBAHHBIX PAacIoO3HABaTh CHEUUOUUSCKUIA SHIO0-
TEHHBII WM 3K30TeHHBI CUTHaI K (DOPMHUPOBAHUIO
opraHa (B KOHTEKCTe JTAHHOTO 0030pa — Kaymyca. —
Asm.). KoH1lenms no3nuiMoHHONM MH(GOpMAalNi, KaK
Y KOHIENIS TAPTeTHBIX KJIETOK PaClleHUBAETCS 1C-
cliefoBaTeIIMU HEOJHO3HAYHO — OT aKTUBHOTO
NpUMEHEHUSI MpPU aHaIW3e pPa3IUIHBIX aCIeKTOB
pa3BUTUS KJIETOK, TKAaHEW 1 OPraHOB pacTeHUii in vivo,
in vitro n de novo (4y6, 2010; Perilli et al., 2012;
Chavez-Hernandez et al., 2015; Gaillochet et al.,
2015; Janocha, Lohmann, 2018; Lopez-Ruiz et al.,
2019), BkiIOYas U3y4yeHUE BIUSHUST MO3UIIMOHHO-
3aBUCHMOI PeryJIsiiuyd T€HOB Ha HEKOTOPBIE IIPO-
eccel MopdoreHesa (lida et al., 2019), mo ux oleHKHU
Kak (hopMaJIbHbIX, peAyKIIMOHHO-MEXaHUCTUYECKUX
(Jaeger et al., 2008). DTOT BOIIpOC TaKXKe CIIEIYET OT-
HECTHU K KaTeropuu JUCKYCCUOHHBIX. OMHAKO MOJI0-
KUTEJIbHOM, Ha Halll B3MISIA, Oblla Obl pOJib 3THUX
KOHIIETIIWI B HIOHUMaHUM TOTO, B KAKOM MECTE 9KC-
IUIaHTa 1 TI0YeMY MMEHHO 31eCh HaXOAsITCS KJIETKHU,
crocoOHbIe c(hOPMUPOBATH KAJLTYC.

BaxxHo nmaTh OlLIEHKY 3HIOT€HHBLIM TOPMOHAM B
He3peJIbIX 3apOoAbIIIax 3JJaKOB Ha ONTUMAaIbHONI IS
VMHIYKOUA (POPMHUPOBAHUS KaAJUIYyCOB CTaguM SM-
OpuoreHesa in vivo.

XOpollIo U3BECTHO, YTO B XOJ€ 3UTOTUYECKOTO
sMOpHroreHe3a pacTeHUI in vivo IOCTeNeHHO ¢Gop-
MUpYeTCSd COOCTBEHHasi MHOTOKOMITIOHEHTHasl Cu-
cTeMa TOPMOHOB, AKTUBHO YYaCTBYIOILIIUX B PETYJISI-
IIAU BCEX MPOIIECCOB POCTA U Pa3BUTUS 3aPOJIBINICIA.
OCHOBHYIO pOJib B TaKO# Peryasiiiii UTparoT KiItoue-
Bble TOPMOHBI MOpdoOTreHe3a pacCTeHUit — ayKCUHBbI,
YCKOPAIOIIKE POCT KIIETOK, [IUTOKUHUHBI, YCKOPSIO-
1I1e NeJieHUs KJIETOK, a TakKe aOCIU3UHbBI, TOPMO-
3q1me oba mpoiecca. DTOT BOIIPOC, KaK M CBSI3aH-
HBI C HUM BOMIPOC TEHETUYECKOTO KOHTPOJISI TOPMO-
HAJIbHOW PETYJSLIUU PA3BUTHUS 3apOMBIIIA, AKTUBHO
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U3ydaeTcd MNpU aHaIu3e BCeX IOCIeAOBATEIbHBIX
CTaguii 3MOpHOTeHe3a IBYIOJIbHBIX, OCOOEHHO —
MopeabHOTO pacteHust Arabidopsis thaliana (TBopo-
rosa, JIyrosa, 2018; Radoeva et al., 2019; Smit et al.,
2020; Tian et al., 2020). CTumyaupyroliasi pojab 3H-
JIOTeHHBIX TOPMOHOB IT0OKa3aHa U IIPY COMaTU4eCKOM
SMOpHUOTeHese in vitro IByAONbHBIX, HaIIpuMep, Ara-
bidopsis (Radoeva et al., 2020).

B otnuume ot ABYIOJBHBIX, UCCIAESAOBAHUS POIU
TOPMOHOB M KOHTPOJIMPYIOIIHNX MX (PYHKIIMOHUPO-
BaHME I'eHOB B ®BMOpHoOTeHe3e 3J1aKOB He TaK MHOTO-
YUCJICHHBI, JOCTATOYHO OTPBLIBOUHBI M KacaloTcs
IJIaBHBIM 00pa30M BBISIBJIEHUS POJIU OTAEIbHBIX TOP-
MOHOB Ha OTAEIbHBIX CTAAUSIX PA3BUTHS 3apOIbILIeit
(mo: Kruglova et al., 2020). OcHOBHOe BHUMaHUE UC-
cliefoBaTe Iy yaS S IOT U3yUeHUIO y4aCTUS TOPMOHOB B
¢dOopMHUPOBAHUM TIOKOSI Y MIPOPACTAHUU 3PEbIX 3ep-
HOBOK 351akoB (Zhang et al., 2016; Czajkowska et al.,
2019; Seldimirova et al., 2019a; Wang et al., 2019).

Kak 1 y 1By#OIbHBIX, Y 3JIaKOB BBISIBJIEHA 3aBUCH -
MOCTb (hOPMHMPOBAHMS W Pa3BUTUSI 3apOIbIIICii OT
ayKCMHOB M IIUTOKMHWHOB IIPEMMYILIECTBEHHO Ha
HavyaJIbHBIX CTAIUSIX SMOpHOreHe3a. Y CTaHOBJICHO, YTO
5TU TOPMOHBI TIPUCYTCTBYIOT HA PAHHMX CTadUsIX BM-
opuorenesa meHulibl (Hess et al., 2002; Fan et al.,
2007; Ceapaumupona u ap., 2017), kykypyssl (For-
estan et al., 2010; Doll et al., 2017), puca (Zhao et al.,
2019). Ha ontumanbHOI 111 popMUPOBaHUS KaJLIy-
ca CTaIuM OpraHoreHes3a BbISIBJIeHA MMMYHOTHUCTO-
XUMHUYecKas Jiokanuzanusa aykcnHa MYK B kieTkax
anyuKaJIbHOM YaCTH 3apOobIllia U Pa3BUBAIOIINUXCS Op-
raHoB 3apojpiieit nieHuubl (CelpauMuUpoBa U Op.,
2017) u staumens (Cenpoumupona u ap., 20186). AHa-
JIOTUYHBIC NaHHBbIE MO ayKCHMHAM TOJy4YeHBl MpU
OLIEHKE TOPMOHAJILHOI'O CTaTyca HEe3peJIbIX 3apOIbl-
IIEii, Tal0IIMX HA4aJI0 COMaTUUYECKOMY SMOpHOTeHe-
3y in vitro psima 31akoB (Seldimirova et al., 2016,
2019b; Dziurka et al., 2019). IUTOKMHUHBI TAKXKE BbI-
SIBJICHBI B HaUaJIe SMOpHUOreHe3a, HallpuMep, KyKypy3bl
(Chen et al., 2014) u sumens (CenpbauMupoBa u Jp.,
20180), a Takke B Hayajie COMaTUYE€CKOI0 IMOpuore-
He3a in vitro meHunbl (Seldimirova et al., 2016; T'a-
JuH n ap., 2018). B memoMm, riaBeHCTBYIOIIAsT POIb
ayKCUHOB U LIMTOKMHUHOB HAa PaHHMX CTAIUSIX pa3-
BUTHS 3aPOJIBILIENA 3JIAKOB, KaK 3UTOTUYECKMX N Vivo,
TaK ¥ COMaTUYECKUX in Vitro, BIIOJIHE OOBSICHUMA, €C-
JIM YYUTBIBATh aKTUBHbIE MOP(MOTreHETUYECKIE IIPO-
LIECCHI B TAKMX 3apObIIIIaXx.

Yro kacaercs ABK, To y 371aK0B, KaK 1 IBYIOJIb-
HBIX, TTOBBIIIIEHHOE COIEePXKaHWE 3TOTO TOPMOHA BBI-
SIBJICHO TPEUMYIIECTBEHHO B 3apojbllllax Ha MO3/-
HUX CTaIMsIX dMOpUOTeHe3a U B 3pebIX 3¢pHOBKaX
(Hess et al., 2002; Fan et al., 2007; An, Lin, 2011;
Wu et al., 2011; CenbanumupoBa u 1p., 2018a). UMmy-
HOTUCTOXUMHWYECKUMHU MCCIACIOBAHUSIMU ITOOTBEP-
XneHo, 4yto sHporeHHas ADBK orTkmanpiBaeTcsa B
KJIeTKax 3apofpliia mieHulbl (CeabauMupoBa U ap.,
2017) u stamens (CenpaumupoBa u ap., 2018a) yxe B
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c(opMUPOBaHHBIX OopraHax. Takue TaHHbIE MOXHO
OOBSCHUTH TEM, YTO 3TOT FOPMOH MPEAOTBpAIlAET
MpeXaeBpeMeHHOe IpopacTaHue ceMsiH (Miransaria,
Smithc, 2014), a Takxke akTUBUPYET (DEPMEHTHI, Ka-
TaJIM3MpYIOIMe pactal HIMTOKUHUHOB, U UHTUOUPY-
€T DKCIIPECCUI0 T€HOB OMOCUHTE3a HUTOKMHUHOB,
YTO, B CBOIO OUepe/ib, MPUBOAUT K CHUXKEHUIO aKTUB-
HOCTU KJIETOYHbBIX JEJI€HUI U TOPMOXKEHUIO POCTO-
Bbix mnpoueccoB (BecemoB m np., 2017). BeickazaHo
MHeHue (CenpaumupoBa u ap., 2018a), yuro ABK B
MO3IHEM AMOpHOTeHe3e 3JIaKOB YJYacTBYET B CUHTE3€
aKTHMBHBIX (pOpM KUCI0pOaa, pa3phIXJISIONIMX KIETKA
KOJICOPU3bI, TEM CaMbIM CITOCOOCTBYSI IPOPACTAHUIO
3apOIBIIIEBOrO KOPHsI/KOpHEi. B 11e1oM, royyeHHbIe
JIaHHbIE MOATBEPXKIAI0T BaxKHY10 pojib ABK B co3peBa-
HUU 3apOIbIIIEHi 3JIaKOB 1 MEPEXOJIe CEMSH K TTOKOIO,
OIHAKO, COMIAaCHO MpoaHaJU3UPOBAaHHBIM JIMTEpa-
TYPHBIM TaHHBIM, 3TOT TOPMOH HE MPOSIBISET BHICO-
KO aKTUBHOCTH B CTaIUM OpraHOreHe3a 3apoablieii
3J71aKOB.

HccnenoBanusi reHOB, KOHTPOJIUPYIOIIUX TOPMO-
HaJIBHYIO PETYIISIIINI0 SMOpHUOTeHe3a 3J1aKOB, TaKXkKe
HE CTOJIb MHOTOYMCIICHHBI ¥ OTPHIBOYHBI B CpaBHE-
HUU C aHAJIOTUYHBIMU HCCIEAOBAHUSIMU IBYIOTb-
HbIx. Tak, y meHuisl (Zhao et al., 2014) u Aegilops
tauschii (Zhao et al., 2015) n3oamupoBaHbI 1 OXapaKTe-
pu30BaHbI TeHbl ceMelicTBa WOX, urparmoouiye poJib
KOOPAWHATOPOB TPAHCKPUITLIMY B XOA€ PAHHETO M-
OpuoreHe3a 3TUX 371aKOB. B mo3gHeM sMOpuoreHese
puca BeigBiaeHa nHaypyeMas ABK skcripeccns re-
Ha OSGH3-2 u3 cemeiictBa GH3, MOIyIUpyOIIETO
ypoBHU aykcuHOB 1 ABK (Du et al., 2012).

Takum obpaszom, ucciaenoBaHUsi UUTO(GU3NOIO-
TAYECKOTO CTAaTyca HE3PENbIX 3apOABIIIENA 371aKOB B
cTaguu >MOpHOTreHe3a, ONTUMAJILHON TSI MHUIIMA-
1 (opMHUPOBAHUSI KaJUTyCOB HAa WHIYKIIMOHHOW
cpene, B LIEJIOM CPaBHUTEJIBHO HEMHOTOYWCIEHHBI.
OmHako Takoro poja MccjieqoBaHMsI, Oe3yCJIOBHO,
BaXKHBI U TIEPCIEKTUBHBI, TOCKOJBKY CTaTyC KJIETOK
3apOJIbIIIA KaK MTHUIIAATBHBIX KJIETOK KaJlyca Urpa-
€T BAXHEUIIYIO, €CIIM HE OMPENECISIONIYIO, POJb B
WHULMAU (POPMUPOBAHUS KAJLUTYCOB 3JTAKOB in Vi-
tro. KpoMme Toro, nuddepeHiimanms He3peabix 3apo-
JBIIIEH 3]IAKOB CIIYXXWUT MOKa3aTeJIeM KOMITETEHTHO-
CTU X KJIETOK U K AaJIbHEMIIE pereHepaluuu pacTe-
HUI B KAJUTYCHBIX KYJIbTYpPaXx in Vitro, Kak 3TO TIOKa3aHO
g ssameHst (YepHos, IlenouneH, 2011), KyKypysbl
(Ali et al., 2014), murenuns (Dagustu, 2014).

OOPMUPOBAHUE 1N PASBBUTUE
3APOIBIIIEBDBIX KAJIJTYCOB 3JIAKOB
HA UHAYKIUMOHHOUW CPEAE IN VITRO
U UX HUTOPU3UOJOTMYECKHUN CTATYC

Hespenbie 3apoaplliy 3JTaKOB B CTaIUM aKTUBHO-
ro OpraHoreHesa pasMellaloT Ha cpele, Moa00paHHOIM
JIJISI UHIYKIIMYA (DOPMUPOBAHMS KAJITyCOB i Vitro.
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OnHa U3 TPUHUUITMATIbHBIX TPOOJIEM B aHATU3U -
pyeMoii 00J1aCTH UCCIeIOBAaHUM — OIIEHKA BEIlleCTB-
CTUMYJISITOPOB (MHIYKTOPOB), BBI3bIBAIOLIUX (hop-
MMPOBAHUE KAJLTYCOB in Vitro VYHULIUAJIbHOU IpyNIOM
KJIETOK He3peJibix 3apojbliiieii. CornacHo pe3ysibTa-
TaM MHOTOYMCJIEHHBIX MCCIEAOBAaHUM, Pa3TMUHBIX
9KCIUIAaHTOB Pa3HbIX BUIOB pacTeHUIi, B TOM UMCIIe
He3peabIX 3apoblllIeii 31aKOB, TJIaBHEUIIINE UHIYK-
TOPBI KAJITyCOOOpa30BaHUs in Vitro, — TOPMOHBI MHIYK-
LIMOHHO MUTATeIbHOM Cpelibl, NIaBHBIM 00pa3oM ayK-
CHMHBI, B TOM uncie cuHTetudyeckue (Motte et al., 2014;
Yu et al., 2017; Kruglova et al., 2018a; Shin, Seo,
2018). BrickazaHo MHEHHE, YTO B IIPOLIECCE TOPMO-
HaJIbHOW MHIYKIIMY KJIETKU 9KCIUJIAHTOB UCTIBIThIBA-
IOT 3HAUYMTEIbHBIN CTpecc, KOTOPBINA 3aITycKaeT Ieii-
CTBUE TPAHCKPUITIIMOHHBIX (haKTOPOB, CIIOCOOCTBYIO-
LIMX MIEPEXOAY ITUX KIETOK K UBMEHEHUIO TTPOTpaMMbl
pa3Butus in vitro (Duarte-Ake et al., 2019).

MexaHU3M UHOYHUPYIOIIEro ASMCTBUSI ayKCHMHa
JIETAJIbHO BBISIBJIEH B XOJI€ SKCIEPUMEHTOB IO KYyJIb-
TUBUPOBAHUIO in Vitro KOPHEBBIX 3KCIIJIAaHTOB Arabi-
dopsis Ha UHAYKIIMOHHOM Cpeie C MTOBBIIIIeHHO KOH-
LIEHTpallMeil 3TOrO0 TOPMOHA. YCTaHOBJICHO, YTO C
MMOMOIIIBIO TpaHCMeMOpaHHBIX PIN-0enkoB ayKcuH
MPOHUKAET B HEKOTOPbIE KIETKU IePULIMKIIAa KOPHS
(aBTOpPBI HE YKa3bIBAIOT, 10 KAKOMY MPUHLIUITY “BbI-
OmparoTcst” KIIETKHU, CKOpee BCETo, TIPU 3TOM TTPOSIB-
JIsIeTCs TIO3ULIMOHHAsST MH(MOpMAaLS 1/UIIU JeCTBYE
SHAOTeHHBIX CUTHAJIOB. — A6ém.) U HaKaIlJIMBacTCs B
Hux. UMeHHO Takue KIETKH C JIOKAJIbHBIM MaKCUMY-
MOM ayKCWHA Y COMYTCTBYIOLIEN JTOKAUTbHOU aKTUBA-
1I1eii ayKCMHOBBIX OTBETOB, KOHTPOJIUPYEMbIX HOCH-
TeJISIMU TIPUTOKA/OTTOKA ayKCMHA, HAYMHAIOT [Ie-
JUThcs (opMHpoBaHMEM Kajuryca. Iloka3aHo, 4TO
addhexkTrBHEE MCMOIb30BaTh MMEHHO CUHTETUYE-
CKH€ ayKCUHBI, KOTOPbIE HE TPAHCIIOPTUPYIOTCS U3
kietok PIN-Genkamm m, B OTJIMYME OT MPUPOTHBIX
ayKCUHOB, OYE€Hb CJIab0 METa0OJM3UPYIOTCS U CITO-
COOHBI BXOOUTH B KJIeTKU He3aBucuMo oT AUX/LAX-
Hocuteneii aykcuHoB (Kawochar et al., 2017). 3ame-
TUM, YTO TIOCTYIUIEHUE 3HIOTEHHOIro ayKCHhHa B
KJIETKU IIPOKaMOWUSsI BBISIBJIEHO W B YCIIOBUSIX in Vivo
Mpu opraHoreHese KopHs1 Arabidopsis thaliana, ipu
3TOM F'OPMOH aKTUBUPOBAJI IeMICTBHUE TPAHCKPUIILI-
oHHoro ¢akropa WUS11, yaactByiomiero B (popMu-
pPOBaHUU MHULIMAJILHBIX KJIeTOK KopHeii (Chen et al.,
2016). Y 3TOro ke pacTeHUs in vivo OTMEYEHO, UTO
MHTUOUTOP MOJISIPHOTO TPAHCIIOPTa ayKCUHA BIIMSIET
Ha MopdoreHe3 JUCTa W T€HEPATUBHBIX CTPYKTYP
pu pa3nnyHbIX pacumanusx (Bykova et al., 2016).

HccnenoBareny IpUBOAAT TaHHBIE O TIOJYICHUU
KaJJTyCOB M3 He3peJibIX 3apoibllleil 31aKoB Ha WH-
OYKIIMOHHBIX cpefax, COmepKallnux, KakK IIpaBUIIo,
SMITMPUYECKN TTOT0OpaHHBIC KOHIICHTPAIIUN TOPMO-
HoB. OmHaKO MPUBOASATCS CBEIEHUS U O OanaHce
MEXITy COmep>KaHNeM SHIOTeHHBIX W KOHIIEHTpaIeit
9K30T€HHBIX TOPMOHOB, ONTUMAJBHOM TSI MHIYK-
LUK (POPMUPOBAHUS KAJLTIYCOB in Vitro, U3 HE3pebIX
3aponpieit mmeHulbl (Kpyrimosa, CeapauMuposna,

KPYTJIOBA u ap.

2011; Miroshnichenko et al., 2017; Seldimirova et al.,
2019b), stumens (Hisano et al., 2016), KyKypy3bl
(Rakshit et al., 2010; Hong et al., 2017). [TonuepkHeM,
YTO OaJlaHC SHAOTNCHHBIX/9K30I€HHBIX TOPMOHOB pac-
LeHUBAETCS KaK BasKHEHIINMI (paKTOP, OTIPENEIISTIOIIIIN
WHOYKLMWIO MHBIX, IOMUMO KaJJIyCOTeHe3a, MyTei MOp-
doreHesa in vitro, HampuMep, MHKPOCIIOPUAILHOTO
sMmbpuoreHesa (Zur et al., 2016) 1 ero MogudUKaLIMU —
nosmamMopuorenesa (Titova et al., 2016).

®opMHUpoBaHUE KaJUIyCOB — IIOCTATOYHO IJIH-
TeJIbHBIN Mpolecc. Tak, y MIIeHULIbI KaJLTyChl 0Opa-
gytotcs Ha 5 (Kpyrnosa, CenbnumupoBa, 2011, 2018;
Seldimirova et al., 2016), y KyKypy3bl — Ha 7 (Lopez-
Ruiz et al., 2019) cyTKu KyJIbTUBUPOBAHUST HE3PEJIBIX
3apopbllleil Ha MHIYKLIIMOHHO cpefe.

B cpaBHUTEIbHO HEMHOTIOYMCJICHHBIX padoTax
aHAJIM3UPYETCS TUCTOJOTUYECKUII cTaTyc o00pa3o-
BaBILIMXCS 3apOJbIIIEBBIX KAJIyCOB 3JIaKOB U U3ME-
HEHMe 3TOro craTyca o Mepe KyJbTUBUPOBAHUS Ha
WHIYKLIMOHHOM Cpelie in Vitro.

JetanbHbIMU ucciaenoBaHusiMu (Seldimirova et al.,
2016) ycTaHOBIIEHO, UTO Yy MIIIEHUIIBI KaJLTyC 00pas3y-
€TCsl U3 BMUIAEPMaIbHbIX KJIETOK IIUTKA HE3PEesbIX
3apoAblllieil WM U3 KIETOK, pacrnojaraloliuxcs
BIOJIb IPOKaMOMAIbHOIO TsiKa IMUTKa (puc. 2a, 20).
Kanycbl MHTEHCMBHO HapalllMBalOT Maccy IyTeM
MHOTOKPATHBIX MUTOTUYECKUX JejdeHuit (puc. 2B).
(3aMeTuM, YTO aHAJIOTUYHBIE SIBJIEHUSI OTMEUEHBbI B
YCIIOBUSIX in vivo TIDM pOCTE MEePUCTEMEBI KOpHS Arabi-
dopsis, IpoaHATM3UPOBAH U TeHETUUECKUiIT KOHTPOJIb
9TuX npoiieccoB: Moubayidin et al., 2010.)

Hanee HabGmogaeTcsl MOCTETIEHHOE CTAHOBJICHUE
TUCTOJIOTUYECKOM 30HATBHOCTH KAJIJTyCOB U reTepo-
TeHHOCTHU MX KJIETOK 1o opMe, pa3MepaM U CTpOe-
HUto. [Tpu 3TOM B TOJIIIIE KAJUTyCOB BBIIEJISIIOTCS TaK
Ha3pIBaeMble MOp(OTreHeTUIYeCcKe odaru (puc. 2r),
LIEHTPaJIbHbIE 30HBI KOTOPBIX TIPEICTABICHBI KOM-
MaKTHO PacHoOJOXEeHHBIMU MPOJuGepUupyrIuMu
MEpHUCTEMAaTUIECKMMHU KieTKaMu (puc. 2m1). AHAJIO-
TUYHBIE CBEACHUS TIOJNyYeHBI [JIsI 3apOIbIIICBBIX
kannycoB puca (Ijaz et al., 2019) u kykypy3sl (Lopez-
Ruiz et al., 2019).

Psin aBTOpOB HE MarOT OTAEIBHOTO Ha3BaHUS Ta-
KM IIEeHTPaTLHBIM 30HaM KJIETOK (hOpPMUPYIOIIMXCS
KaJUTyCOB, COOOIIIAasi O HAUTMIMU aKTUBHO JCISIINXCS
MepHuCcTEMaTUUEeCKUX KJIETOK B Kajulycax in Vitro
(Dakshayini et al., 2016). B HekoTOpbIX paboTax gaeT-
csl ompenesieHWe Kajayca KakK IUTIOPUITIOTEHTHOM
kieTouHoi macchl (Liu et al., 2014 1 ap.); MOXKHO MO-
JIaraTh, 4TO pe9b B JTaHHOM CJIydae UaeT UMEHHO O 30-
He MepUCTeMaTUYeCKUX KJIETOK, a He BCero Kajuryca.

BrickazaHO TIpenIrojiokeHne, 9TO KIETKH MOp-
doreHeTnyeckoro ovara 3apoHBIINIEBOTO Kajuryca
MMIIIEHUIIBI BBITTOIHSIOT (DYHKIWIO, aHAJOTHYIHYIO
WHUIIMATHHBIM KJIETKaM B alTUKaJIBHBIX MepUCTEeMax
cTe0sa U KOpHs meHulsl in vivo (EBceeBa u mp.,
2007). I1o HamreMy MHEHUIO, 3TOT BOIIPOC MHTEPECECH
W C TOYKHU 3peHUs U3y4eHUs TOKOSIIerocs IeHTpa
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Puc. 2. ®opmMupoBaHue 3apoabIIeBOro Kajutyca MIIICHMIIbI IT0 JaHHBIM CBETOBO MUKPOCKOMUU. YCIIOBHBIE 0603HaYeHus: C —
kanyc, CZ — HeHTpalibHas 30Ha, DSc — aereHepupylolnme KieTku mutka, MC — MepucteMarndyeckue Kiaetku, MCs — Mop-
doreHernueckue oyaru, PS — ripokamouanbHblil TsK, PZ — nepudepudeckas 3o0Ha, Sc — muTok. [llkana: (a, 6) — 200 MKM,
(B) — 500 mMxM, (1, €) — 100 MM, (1) — 50 MmxM. (a—B) — 110: Seldimirova et al., 2016 ¢ U3BMeHEeHUSIMU; (T—€) — OPUT. JaHHbIE.

TTosicHeHUsI B TEKCTe.

MepUCTEMBI KOpHS pacTeHuil in vivo. Ilon BaustHuEM
Pa3IMYHBIX (PAKTOPOB MOXET MPOU30NTH aKTUBALIUSI
JIeJIEHHIT HYKHETO CJTOST KIIETOK TaKOTO LIEHTpa (Kak Mo-
sararoT Paxau ¢ coasr. (Rahni et al., 2016), BO3MOXHO,
3TO CTBOJIOBBIE KJIIETKH ) B CTOPOHY YEXJIVKA, YTO TIPUBO-
JIAT K “OTKpbIBaHWI0” MepucTeMbl (Bystrova et al., 2015;
Basile et al., 2017). BeposiTHO, 1 B citydae Mopgore-
HETWYECKOTO oJara KaJiryca in vitro TIpOMCXOINUT Ta-
Kasl 3Ke aKTUBAlIUsI YaCTU ero KJIETOK IO IeiiCTBUEM
TOPMOHOB MHAYKLIMOHHOM Cpe/bl.

OHTOIEHE3 TtomM 52 Ne4 2021

ComnocraBjieHre ITaHHBIX WMMYHOIMCTOXMMMYE-
CKOTO MCCIIEN0BAaHMS DHIOTEHHBIX ayKCUHOB U LINTO-
KAUHUHOB B KJIETKAX 3apOALILIEBLIX KAJIJIYCOB ITIIE-
HULBI ¢ PE3YJAbTaTAMU UX TUCTOJIOMMYECKOrO aHAINA-
3a II0Ka3ajlo, YTO 3T TOPMOHBI JIOKAIM3YIOTCS
MPEUMYIIECTBEHHO B MEPUCTEMATUYECKUX KIIETKAX
AKTUBHO Pa3BUBAIOIIMXCS MOP(HOreHETUYECKMX OYa-
roB (Seldimirova et al., 2016).

Boxpyr 1ieHTpanbHO#l 30HbI MEPUCTEMATUUYECKUX
KJIeTOK (W1 MEpUCTeMaTUYECKOTO 0dYara/30HBbI)
KaJUTyCOB IMIIEHUIBI (hopMUpYyeTcs nepudepuiiHas
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30HA PBIXJIO PACITOJIOKEHHBIX NAPEHXUMHBIX KJIETOK
(puc. 2e). B Takux KjieTKax oTMedeHa BhICOKasl CTe-
MeHb BaKyoJM3alluu — IoKas3aTejlb 3aMeIJICHUsT MX
pocTa, a B LIEJIOM cTapeHus (mo: XaauiyeB W Ap.,
2014). AHanornyHbIe JaHHBIC TTOJTYISHBI U IJIsI 3apO-
neleBoro Kajinyca puca (Ijaz et al., 2019).

BaxHo 3ameTuTh, yTO (hopMUpPOBaHKE LIEHTPaAb-
HOI 30HBI M OKpYyXKarollleil ee nmepmudepruieckoi 30-
HbI KJIETOK BBISIBJIEHO W B YCJIOBUSX in Vivo B anu-
KalbHOM Mepucteme mobera Arabidopsis (Galvan-
Ampudia et al., 2016). B 3T0M MOXHO BHIETH OOIII-
HOCTb KJIETOYHBIX M TKAHEBBIX MEXaHU3MOB PAaHHUX
3TArlOB OPraHOTeHE3A N VIVo U Iin Vitro.

OnuH u3 penialomux (GakTopoB (HOpPMUPOBAHUS
KaJUIyCOB Ha MHAYKLIMOHHOM Cpele in vitro — MeX-
KJIeTOYHBIE B3auMOIeCTBUS. [1eliCTBUTENbHO, CUM-
IUTaCTUYECKME B3aUMOACUCTBUS TIOCPEACTBOM IIj1a3-
MOJECM B LICHTpaJIbHOII MepucTeMaTU4YeCKOil 30HE
MOpP(OTeHETUIECKOTO OYara KaJuIyCOB OTJIMYAIOTCS
OT TAaKOBBIX B OKpyXKalolleil mapeHXMMaTO3HOM Ie-
pudepruIecKoil 30He, TJe KOJIUYECTBO ILIa3MOIECM
CWJIBHO yMeHbllIeHO. CUMIIJIaCTUYECKUIT TPAaHCIIOPT
obecrieynBaeT HaASXKHBIM OOMEH KJIETOK HEeHTPAIb-
HOM 30HBI MOP(POTeHETUYSCKOTO 0Yara ropMOHaMU U
WHBIMM BellleCTBaMM, HEOOXOOUMBIMM KaK IS
(GYHKIIMOHMPOBAaHMS KJIETOK, TaK U JJIsI KOOpAMHA-
LI OeSITSJIbHOCTU KJIETOK B COCTaBE TaKMX 30H. DTO
MO3BOJISIET PAacCMaTpPUBaTh LICHTPAJIILHYIO 30HY Me-
PUCTEMATUYECKMX KJIETOK KaK WHTETPUPOBAHHYIO

CTPYKTYDY.

MHorue aBTOphI COOOIIAIOT O BaXKHOCTH CUMILIA-
CTMUYECKUX B3aUMOEHCTBUI U B paCTEHUSIX in Vivo, B
YAaCTHOCTH, B UX allMKaJbHBIX U JIaTepajbHbIX MEPU-
cremax (no: donyesa u ap., 2014). BaxxHocTb cumILIa-
CTUYECKMX B3aMOIICHCTBUI BBISIBJIEHA U HA pa3JIny-
HBIX CTaIMSIX COMAaTUYECKOro SMOpUOreHe3a in vitro 'y
Arabidopsis (Godel-Jedrychowska et al., 2020).

OTtnenbHas TIpobjieMa B 00JIAaCTHU MCCIIEHOBAHUS
dopMUpOBaHUS KAJUTyCOB in Vitro — BBISIBICHUE MO-
JIEKYJISIPHO-TEHETUUECKUX  OCOOEHHOCTEil  3TOro
npoiiecca. AHaJIM3 TaKUX ITyOJIMKAIlMii He BXOIWUT B
3a7a4M JaHHOM CTAaThW, OMHAKO MOXKHO PEKOMEHIO-
BaTh paboThI (Ikeuchi et al., 2018; Xu et al., 2018; Fe-
her, 2019; Li et al., 2019; Lopez-Ruiz et al., 2019).

CoracHO JaHHBIM MHOTMX HcCcleaoBaTenei,
copMHupoBaHHBIE MOP(MOTEHHBIE KaJLUTyChl 3JIaKOB
KaK 3apOJIBIIIIeBOTO, TAK 1 THOTO IMPOUCXOKICHUST —
9TO IUIOTHbIE KOMITAKTHbIE 00pa3oBaHUsI, MOP(HOJIO-
TUYECKU YETKO OTIUYAIOIINECST OT PBIXJIBIX HEMOpP-
¢doreHHBIX KaIycoB (IompoOHee: 3MHATYJUIMHA,
2020). Paznuuusi B MOpOJIOTUUYECKUX MTOKa3aTessIX
THUITOB KaJUTyCOB MONTBEPXKIAIOTCS TaHHBIMU, TIOJTY-
YEHHBIMM C TTOMOIIbIO CKAHUPYIOIIETO JIEKTPOHHO-
ro Mukpockoria (CenpauMupoBa u ap., 2016). OmxHa-
KO TOCJIe TIepeHOoca Ha CBEXYI0 MHAYKIIMOHHYIO Cpe-
Iy TOTO X€e COCTaBa KaJUIyChl, HAIIPUMED, TIIIIeHUITHI,
paHee 1o MOP(OJIOrMYeCKUM ToKazaTesIsIM oXapaKTe-
pU30BaHHBIE KaK HeMOP(OTeHHBIE, OKA3aJ1Ch CITO-
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COOHBI K mpeobpaszoBaHuio B MopdoreHHbie (Kpyrio-
Ba, Cenpnumupona, 2018). Takue Tpanchopmalum
BHOCSIT JTOMOJHUTEIbHBIE TPYAHOCTU B ITOHUMaHUE
KaJUTyCOOOpa30BaHUs 1 KAJUTYCOTE€HE3A in Vitro.

VYABTpacTPYKTypHbIE XapaKTEPUCTUKU KIIETOK
Cc(OPMUPOBAHHBIX 3apPOJBIIIECBBIX KaJJIyCOB CBUIE-
TEJIbCTBYIOT O HAJIMYUM B HUX MPEANOCHUIOK IS
SHEePTeTUYECKUX 3aTpaT B XOJe JAJbHEUIINX aKTUB-
HBIX KJICTOYHBIX [LCHGHVIﬁ. ﬂﬂﬂ I[MIISEHMUIIbI OTO ITOI-
TBEPKOAETCS YBeJIWUEHHEM B KJIETKAaX KOJIMYECTBA
MMOJIMCOM, TUKTHUOCOM U JIMIUIHBIX BKIIFOUSHUI Ha-
pAany ¢ HAJIM4YMEM B MUTOXOHAPHUAX Pa3BUTHIX KPUCT,
a B IUIACTUIAX — KpaXMaJIbHbIX 3epeH (CelbIuMupo-
Ba, Kpyrioa, 2013). OTMeTuM, 4TO aHAJIOTUYHBIC
JNAHHBIE TIOJYYEHBI U TIPU YJIBTPACTPYKTYPHOM aHa-
Jm3e (POPMUPYIOIIMXCSI COMATUYECKUX 3apOAbIIICi
miIeHunsl in vitro (Seldimirova et al., 2017).

B uesniom, B 3aponbIlieBbIX KaJLTycax 371aKOB B XO-
Jie KYJIbTUBUPOBAHUS HA UHOYKIIMOHHOM Cpele in vi-
fro CO3MAI0TCS TUCTOJIOTUYECKUE TIPEATTOCHUTKA IS
Oynylieil peaiM3allud pa3IMyHbIX MyTeil Mopdore-
HE3a Ha PEreHEPALIMOHHOM Cpelie in Vitro.

TaknMm oOpa3zoM, HeECMOTpPSI Ha M3BECTHYIO CTE-
IeHb M3YYEHHOCTHU CTPYKTYPHBIX (LIUTOTMCTOJIOIM-
YeCKMX) OCOOEHHOCTEM (DOPMUPOBAHUS U PA3BUTUSI
3apOIBILIEBbIX KAJUTyCOB 3JIAKOB i Vitro, 1€TaJIbHbIC
MMO3TAIHbIE CBEACHUS 0 (PU3MOJIOTUYECKUX (TOpPMO-
HaJIbHBIX) aCIIeKTaX MX Pa3BUTHUS OT pa3MEIleHUS He-
3peJIOr0 3apoblllla Ha MHAYKIIMOHHYIO Cpeay 10
dopMUpoBaHUS “3peoro” Kajuryca OTCYTCTBYIOT.
OCHOBHOE BHMMaHHE B 3TOIl 00JIACTH, KaK U IIpU
W3YYCHUU KaJUTyCOB MHOI'O MPOMCXOXIECHMS Yy pa3-
JIMYHBIX paCTeHUi1, oOpalliaeTcsl Ha aHAINU3 SHIOTeH-
HOrO TOPMOHAJILHOIO CTaryca “3pejioro” Kajuryca
HEMOCPEACTBEHHO MepeJI ero MepeHoCoOM Ha pereHe-
pPalLIMOHHYIO CPeny in vitro. DTo 00YCIOBIEHO MpaK-
TUYECKON HEeOOXOOUMOCTBIO aIeKBAaTHOW 3K30rCH-
HOM TOPMOHAJIbHOM WHAYKLUMWHW Pas3IMYHbIX NyTeid
MmopdoreHesa B Kautycax (Cenpaumupona, Kpyrio-
Ba, 2015; Hisano et al., 2016; Yu et al., 2017, 2019;
Awan et al., 2019 u np.).

SAKJTIOYEHUE

Kannycoobpa3zoBaHue u KajutycoreHe3 in vitro Ha
MpuMepe pasIudHbIX PacTeHUII M3ydaloTCs B Teue-
HUE JOCTATOYHO JJIMTEILHOTO BpeMeHU. B 3Toi1 00-
JIaCTH MCCIEOOBAaHUI IIOMMMO HAKOIUIEHUST OOIIMpP-
HOT'0 AMIMPUIECKOI0 MaTepualia CaeJIaHbl U BaxKHbIE
TeopeTHyeckue ob6oOieHus. Hampumep, cmoco0-
HOCTbB K (pOpMUPOBAHUIO KAJUTYCOB in Vitro N pereHe-
palliy U3 HUX TTOJIHOLIEHHBIX PACTEHUM paclieHUBa-
€TCsI KaK OJHO U3 IPOSIBICHUN ITUIACTUYHOCTHU (I10-
JIMBapMAaHTHOCTH ) OHTOTeHEe3a paCTeHMI, BO MHOTOM
OOYCJIOBJIEHHOM NPUKpPEIJIECHHBIM 00pa3oM KU3HU
(Gaillochet, Lohmann, 2015; Ikeuchi et al., 2016,
2019; Feher, 2019; Maury et al., 2019).
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Baxwneiias mpo6iemMa B 3TOi 00J1aCTU UCCIEI0-
BaHU — XapaKTe€pUCTUKaA CBOMCTB Te€X 3KCILJIAHTOB
in vivo, KOTOpbIE JAaIyT HAYJIO KaJUlycaM Ha UHIYK-
LUOHHOI cpene in vitro. Ocodoe BHUMaHME B JaHHOM
0030pe yaeseHo HUTOPU3NOTOTUISCKUM 0COOEHHO-
CTSIM TaKMX 3KCIUIAHTOB, KaK He3pejble 3apOoAbIIu
371aKOB B CTaJuM OpraHOreHe3a, ONTUMAJIbHBIX IJIS
dopMUPOBAHUS KaJIJIyCOB in vitro. AHaIu3 auTepa-
TYPHBIX U COOCTBEHHBIX JAHHBIX ITO3BOJISICT TIPSO~
JIOXHUTH, YTO KOMIIETEHTHOCTD KJIETOK HE3PEJIBIX 3a-
ponblieii 31aKoB K (POPMHUPOBAHUIO KaJIJTyCOB in Vi-
fro 3aBUCUT HE CTOJIBKO OT BHEIIHUX CTUMYJIOB,
CKOJIBKO OT CTaTyca KJIETOK 3apOAbIlIeii B MOMEHT
WHOKYJISIIMY, @ UMEHHO — UX MEPUCTEeMaTUYHOCTH,
4TO OOYCJIOBJIMBAET MX CIIOCOOHOCTh K perporpam-
MHUPOBAHUIO B IUTIOPUITOTEHTHOE COCTOSIHUE B Haya-
Jie KyJIbTUBUPOBAHUS in vitro. JIJis1 371aKOB, O-BUIM -
MOMY, UMEHHO IIpUpoJa dKCIUIaHTa (B JaHHOM CJIy-
yae — HE3pPEJOoro 3apoJbIllia) SBISETCSI OCHOBHBLIM
dakTOpOM, ONpeAcHIIONINM MOP(POreHETUYECKYIO
CITOCOOHOCTh KJIETOK K (hOPMUPOBAHUIO KaJLTYCOB.
Kpome Toro, MeprucreMarndyecKue KJIETKM TaKUX 3a-
pOIBIIIE HE TOJbKO MOP(OreHeTUYEeCKH KOMIIe-
TCHTHBI W IUIIOPUIIOTCHTHBLI, HO M, IO-BUIUMOMY,
TOTUIIOTEHTHBI, MOCKOJBKY SIBIISIIOTCSI MCXOIHBIMU
JUIST KJIETOK/TPYII KJIE€TOK KaJIyCOB, peaJu3yIoIInX
pa3iu4yHble NyTU MOp@OreHe3a in vitro Ha pereHepa-
LIMOHHOM cpene.

B Guonoruu pa3BuTHs pacCTeHUA AETAILHO pa3pa-
0OTaHO MOHATHE “KpUTUIECKasl CTaaus”’ IS OLIEHKU
COIPSIKEHHOCTU MOPGOTeHETUIECKNX U MOpdodhu-
3MOJIOTUYECKUX MPOLIECCOB B PasBUTUU 3MOpPUO-
HaJIbHBIX CTPYKTYyp (Batygina, Vasilyeva, 2003; I1lam-
pos, 2008; bareirnHa, 2014). IToHsaTre “KpuTHYecKast
cTagusl aMOpuoreHe3a” MPUMEHEHO, HapuMep, Mpu
BbISIBJIEHUM OTHOCUTEJIbHOM aBTOHOMHOCTH 3UTOTUY e~
ckux 3aponsiieii in vivo (Kruglova et al., 2020b) u
MPpeJIOKeHO K MTPUMEHEHMIO MPU aHaJIM3e cCoOMaTH-
yeckoro amMopuoreHesa in vitro (Guo et al., 2020) pac-
TeHUl. BBIJIO OBI MepCIeKTUBHBIM ITPOAHATU3UPO-
BaTb W CTaAuW PA3BUTHUS HE3PEJIbIX 3apOJbIIICii,
KJIETKM KOTOPBIX CIy>KaT MHULIMAJIbHBIMU KJIETKAMU
KaJslycoB. MOXHO mosaraTb, YTO UMEHHO CTENEHb
nuddepeHIMany KJIeTOK B 3apOJIbIIIe, COMPSIKEeH-
Hasg C KPUTUUYECKMMHU CTaausIMU BSMOpUOTeHe3a,
OIpeNesieT UX BOCIMPUUMUMBOCTb K 3K30T€HHbBIM
ropMOHaM U Tiepexoi Ha MHAYLIMPOBAHHbII abTep-
HATUBHBIN MyTh KAJUIycOOOpa30BaHUSI in Vitro.

Elle onHO mepcreKTUBHOE HaMpaBlIEHUE UCCIe-
JIOBAaHWIT, KOTOPOMY IO HACTOSIIIIETO BpEMEHMU yaeisi -
eTCcsl HENOCTAaTOYHO MHOIO BHMMAHUSI, — aHalu3
KJIETOK MPOTOAEPMbI HE3PEJIOrO 3apoabliia, 001aga-
IOIIMX MOIIHBIM pereHepallMOHHBIM MOTEHIIMAIOM.
CpaBHeHUE KJIETOK IIPOTOAEPMBI C IPYTUMHU KJIeTKA-
MU 3apOJblilia 0 TAKUM ITOKa3aTessIM, KaK, Hallpu-
Mep, JIOKaIn3alys TOPMOHOB, YJIbTPACTPYKTYpPHEIE
XapaKTepUCTUKU, MOXET CIOCOOCTBOBATb BHISIBIIC-
HUIO LUUTO(MU3NOJIOIMYECKUX MEXaHU3MOB PEIpo-
rpaMMUPOBAaHUSI KIIETOK.
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K »Tum BaxkHBIM BOMIpocaM cJleayeT JOOABUTh U
BOIPOC 0 GYHKIIMOHAJILHOM B3aUMOJIEUCTBUM IHIO-
T€HHBbIX TOPMOHOB Ha CTaaWX Pa3BUTUS HE3PEJIOrO
3apoibllia in vivo, oTUMalabHON 1151 hopMUpOBa-
HUS Kajutyca in vitro. JIeiCTBUTEIILHO, CITOCOOHOCTD
FOPMOHOB BJIMATH APYr Jpyra — OJHA M3 BAaXXHbIX
OCOOEHHOCTEl TOPMOHAJIBHOW CHUCTEMBI pPACTEHUN
Ha pa3HBIX BTalax OHTOTEHE3a YW MPU PaA3TUYHBIX
yclioBUsIX IpouspactaHus (Maury et al., 2019; Ro-
manenko et al., 2020; Jogawat et al., 2021 u ap.). XoTts
TaKWe B3aUMONECUCTBUSI HE BBI3BIBAIOT COMHEHWIA,
nHbopMaIUs O BAUSHUM OJHUX TOPMOHOB Ha ApY-
TH€ B pa3BUBAIOIIUXCS 3apOIbIIIAX JOBOJIBHO MTPOTH-
BopeunBa. OTCYTCTBYIOT M 0000IIIAIOIIE CBEACHMS O
COJIep>KaHUM Pa3JIMYHBIX DHIOTEHHBIX TOPMOHOB B
KaJuTycax 3JIJaKOB B JMHAMUKE UX PA3BUTHUS OT pa3Me-
IICHUSI HE3PEJOro 3apolblllla HAa WHIYKIIMOHHYIO
cpeny in vitro 1o hopMupoBaHUS “3pesioro” Kajiyca.

Bce 3t Bonpockl, 1o HallleMy MHEHMIO, CJIeIyeT
pelIaTh UCXOIs U3 MOAX0Aa K HE3PEJIOMY 3apOIbIIILy
in vivo 1 3apoblllIeBOMY KaJJyCy Ha MHOAYKLIMOHHOM
cpene in vitro Kak equHON (MHTerpUPOBAHHOI) 3KC-
nepruMeHTalIbHOII cuctemMe. B maHHOII cTaThe Ha
ONpuMEpPEe 3JIaKOB Mbl MOCTApaJiMCh MOKa3aTb, 4TO
MopdoreHeTudyeckre coObITHSI, 3a7I0KEHHbIE B KJle-
TOYHBIX MpOrpamMMax pPa3sBUTHUSI HE3PENbIX 3apONbl-
el B yCIOBUSIX in Vivo, HaXOIST CBOIO pealn3alnio
MpY aJeKBaTHBIX YCIOBUSIX MHAYKUIUU (hOpMUpOBa-
HUS U pa3BUTHUS Kajutyca in vitro. OCHOBaHUEM LISl
WCIIOBb30BaHUSI WHTETPUPOBAHHON CHUCTEMBI “He-
3peJIblid 3apOAdbILI in Vivo — 3apOIbIIIEBbIi KaIyC
in vitro” cIy>kuT 6a30BBII IIPUHIUIT YHUBEPCAJIbHO-
CTHU TIpoliecCOB Mop(doreHe3a B pacTeHUSX in vivo N
in vitro (batbeiruna, 2014).

OTOT 0a30BBINA MIPUHLIMIT IPUMEHUM U IIPU OLICH-
K€ MOAHSITBIX B JAHHOM 0030p€ IUCKYCCHUOHHBIX BO-
IIPOCOB B CBSI3U C UCCIIeI0BaHUEM KaTycooOpa3oBa-
HMSI U KaJUIyCOreHe3a in vivo (TaK Ha3bIBaeMBbIi paHe-
BOI KaJITyC), a TAKKEe OpraHoreHe3a in vivo U in vitro.
Bo3MoXXHO, BO BCeX 3TUX CTydasix IeACTBYIOT CXOXUE
MexaHu3Mbl. bojiee Toro, BbICKa3aHO MHEHUE, UTO
KaJUTyCOTe€HEe3 in Vvitro cliemyeT OLleHMBaTh KaK OT-
JIebHBIN THUIT OpraHoreHesa de novo, CXOIHBIN ¢ TPO-
HeccoM (opMUpoBaHUsSI OOKOBBIX KOpHel in vivo
(Liu et al., 2014).

B nutepatype He pa3 momHHUMAanach poodjieMa uc-
MOJIb30BaHUSI KYJIbTUBUPYEMBIX N Vitro SKCIUIAHTOB
(byrenko, 1999; HocoB, 1999; Mashkina, Tabatskaya,
2020 u gp.) u ocobenHo kamrycoB (Ikeuchi et al.,
2016, 2019; Kruglova et al., 2018a, 2018b, 2020b;
Kpyrnosa u ap., 20196; Feher, 2019 u np.) B Kaue-
CTBE MOJIEJIBHBIX CUCTEM MPU UCCIEI0OBAaHUN MOP(DO-
TeHe3a pacTeHUl in vivo. J1efiCTBUTEIBHO, HECMOTPSI
Ha TO, 4YTO MOp(dOreHe3 in vitro He MEHee CJIOKEH, UeM
in vivo, XaJnychbl, KyJIbTUBUPYEMbIE B CTPOTO KOHTPO-
JUPYEMBIX 3KCIIEPUMEHTATOPOM YCJIOBUSX In Vitro,
MOXHO pacleHUBaTh KaK MEPCIEKTUBHBIE MOJETb-
HbIE CUCTEMBI JJIsI OLIEHKW Pa3]IMYHBIX B3aUMOJIEii-
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CTBYIOIINX MOP(MOTEeHETUIECKIX IIPOLIECCOB M MeXa-
HU3MOB uX peryiastiuuu. OCHOBaHUEM JIJISI UCTIOJIb30-
BaHUSI KaJUTyCHBIX MOJEJIeil CIIy>KaT KaK CBOMCTBA UX
MEpUCTEMATUUECKUX KIJIETOK (IUTIOpU- W TOTUIIO-
TEHTHOCTh), TaK W MOpP(OTeHEeTUUYECKNE COOBITHUS,
MpOUCXOIsIIMe B Kajtycax in vitro (muddepeHiia-
nus/nenuddepeHInaLg, perporpaMMHUpPOBaHUE
pa3Butus, tnddepeHInaIbHAS SKCIIPECCHS TEHOB).

DKcnepruMeHTalbHasd cCUCTeMa “He3peblit 3apo-
JIBIIII i1 Vivo — 3apOIbIIIEBHIN KAJUTYC in Vitro” MOXET
MOCIYXUTh al€KBAaTHOU MOJEIbI0 MPU U3YYECHUU
Ppa3INYHBIX aCMIEKTOB CJIOXHEHIIIero OMOJIOrn4ecKo-
ro ¢oeHomeHa MopdoreHesa pacTeHUIl Kak in vitro,
Tak M in vivo.
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Cytophysiological Features of the Experimental System
“Embryo in vivo — Callus in vitro” of Cereals

N. N. Kruglova'- *, G. E. Titova2, O. A. Seldimirova', and A. E. Zinatullina'
"Ufa Institute of Biology, UFRC of RAS, pr. Oktyabrya 69, Ufa, 450054 Russia
2Komarov Botanical Institute of RAS, ul. Professor Popov 2, St. Petersburg, 197376 Russia
*e-mail: kruglova@anrb.ru

The most important problem in the study of plant calli in vitro is the relationship between endogenous and
exogenous factors that affect the formation of calli (“callus formation”) and their development in induction
medium (“callus genesis”). Of particular interest is such an endogenous factor as the cytophysiological status
of explants in vivo and calli in vitro at the dynamics of culture. In the review uses the example of cereals are
analyzed the literature and own data on the identification of histological and hormonal features of initial cal-
lus cells in explants — immature embryos in vivo, as well as morphogenic calli formed from them during de-
velopment in vitro. The answers to some discussion questions related to the induction of morphogenetic com-
petence and development reprogramming of initial callus cells presented in the literature are considered. The
comparison of callus formation and callus genesis in vifro with some similar events in vivo confirms the valid-
ity of the principle of morphogenesis universality in vivo and in vitro (Batygina, 2014 and earlier). The per-
spective of using the single (integrated) experimental system “embryo in vivo — callus in vitro” as a model for
studying the most complex biological phenomenon — plant morphogenesis is discussed.

Keywords: embryo in vivo, callus in vitro, cytophysiology, plant morphogenesis, cereals
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