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Puc. 2. HauanpHble cTaauu pa3BuTHsI MOP(HOTEeHHOTO MbUIBHMKOBOTO Kajulyca MILeHUIIbl Ha pereHepallMOHHOM cpese in vitro
(cBeToBasi MUKPOCKOITHSI). YCIOBHbIE 0003HaYeHUsT: M3 — MepucTteMaTndeckast 3oHa, 113 — nepudepudeckast 3oHa, On —

srmaepmuc. [Mosicienust B texcre. [1o: bateiruna u aop., 2010.

3¢ (POPMUPYIOIINXCS SMOPUOUIIOB TTIIEHUITEI MUKPO-
CITIOPUAJIBHOTO MpoucxoxneHus in vitro (CeapanuMu-
poBa u 1p., 20176).

OPI'AHOI'EHE3 B ITBIJIBHUKOBBIX
N 3APOJIBIIIIEBBIX KAJIJIYCAX 3JIAKOB
HA PETEHEPAIMOHHOW CPEAE IN VITRO

MopdoreHHble MBUIBHUKOBBIE M 3apOIbIIIEBhIC
KaJUIyChl 3J1aKOB IIEPEHOCST Ha pereHepallMOHHYIO
cpeny in vitro. B xole pa3BUTHS HA TaKOi cpele IIpo-
HUCXOIST IMMOCTETICHHOE YBEINUESHUE pa3MePOB KaJlTy-
COB, YCJIOXKHEHHME OpTaHM3alyd W IIPOIIeCChl Opra-
HOTeHe3a B HUX.

CTpyKTypHbIE OCOOCHHOCTU KaJIJTyCOreHe3a in Vitro
Ha pereHepallMoOHHON cpele MoaApoOHO M3ydYeHbl Ha
MpUMepe MbUILHUKOBOTO Kajljlyca MIIeHUIbl. YcTa-
HOBJIEHO, YTO B HayaJje KyJbTUuBUpoBaHUs (1—23 cyT)
MopdoreHeTUYECKU1 oUar Kajijiyca yBeJuunBaeTcs B
pa3Mepax 3a CYeT aKTUBHBIX JeJIEHU MeprucTeMaTh-
YECKHUX KJIETOK LEHTpaJbHOM 30HbI, IPU 3TOM KJIET-
KU PbIXJIOH Mepudeprudeckoii 30HbI TOABEPraloTCs Mo-
crerieHHoi nectpykuuu. Ilon mereHepupyroieil me-
pudepudeckoii 30HOI HabOmomaercs: odopMIIeHNE
SNUAEPMATIBHOTO CJIOSI, TapajiieIbHO TTOBEPXHOCTHU
KOTOPOIO M3 KJIETOK LEHTPaIbHOI 30HbI auddepeH-

LIMPYETCs MeEpUCTEMATUUECKas 30Ha, IIPeICTaBIeHHAS
KJIeTKaMU1 TaOIMTIaTOi (hOPMBI, CXOIHBIMU IO CTPOE-
HUIO C KJIeTKaMu Ipokamoust. [Tporcxonut maabHe-
1lIee MTHTEHCUBHOE HapacTaHMe MacChl Kajutyca U (pop-
MUpPOBaHME MHOTOYMCIICHHBIX MHBAarMHallWii Ha €ro
MoBepXHOCTHU (puc. 2, 1—3).

T'ucronornyeckMMM MeTomaMHu BBISIBJICHO, 4TO
MMEHHO C OeSTEJIbHOCThIO KJIETOK MOBEPXHOCTHOM
MEpUCTEeMaTHYEeCKOl 30HBI CBsI3aHA OaJibHEeMIas
peanu3alus pa3jIMuHbIX MyTeil MopdoreHesa in vitro
Kak B NbUIbHUKOBBIX (Kpyrinosa u np., 2005; baTei-
ruHa u np., 2010), Tak u 3apoasimeBsix (Kpyriosa,
Ceapagumupona, 2011; Ceapgumupona u ap., 2011)
KaJITycax MIIeHUIEI. BeIsgBlIeHO 3HaUeHIE U3MEHE-
HUSI CONEpP>KaHMS YITICBOIOB U OEJIKOB B CTAHOBJICHUU
MOpP(dOreHeTUYECKO KOMITETEHTHOCTU KJIETOK TIO-
BEPXHOCTHOM MEpHUCTEMATUIECKO 30HBI KaJITyCOB
3naka Brachypodium distachyon (Oliveira et al., 2017).

[IpyHUMIIMATBHO Ba>XKHBIM, HA HAIll B3TJISII, SIBJISI-
eTcsd TOT (pakT, YTO Y paCTeHUI W B YCIOBUSIX in Vivo
MHOTMe HayalbHbIe MOP(OTEeHETUUECKUE ITPOLIECCHI,
HaIpuMep, pa3MeTKa U 3aKJIa1Ka JUCTOBBIX IIPUMOP-
IVEeB, TaKXKe IIPOUCXOMST B IepuGeprIecKoil 30HE
anMKaJIbHOM MepucTeMbl, (PYHKLIMOHAJILHO OTIpaHM-
YEeHHOI OT LIEHTPaJbHOI 30HBI 1 MEPUCTEMBbI OXH1IA-
HUS; YCTAHOBJIEHA POJIb ITOTOKA ayKCUHOB 13 MOBEPX-
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HOCTHBIX CJI0€B K (hOPMUPYIOIIUMCS TIPUMOPIUSIM 1
WACHTU(DULIMPOBAHBI YYaCTBYIOIIE B 3TOM IpOlLiecce
reHsl (11o: Exxosa, 2003; beikosa u ap., 2016).

IlokazaHo, UTO B Ka4eCTBE MOJICKYJISIPHOTO MapKe-
pa MopdoreHesa in Vitro B 3apOIbIIIEBbIX KaJlTycax
TILIEHULIBI BO3MOXHO UCTOJIb30BaHUe NpoJudepaTB-
HOTro aHTUTeHa MHULIMaJIei, OOHAPYKEHHOTO TOJIKO B
MOP(OTeHHbIX Ka/ulycaX M XapaKTEepU3YIOIIEero Ipo-
1Ilecc nepexona KJIeTOK MOp(OreHeTUYeCKOro oJara K
MopdoreHesy (EsceeBa u np., 2007). ABTOpEI IelaloT
BBIBOJ O TOM, YTO KJIETKU MOP(OreHeTn4ecKoro
oyara BBITIOJIHSIIOT (PyHKIINIO, aHAJIOTUYHYIO MHULIV-
aJIbHBIM KJIETKaM B allMKaJIbHbIX MepUCTeMax CTe0JIst
Y KOPHS MILIEHULIBI i1 Vivo. DTOT BOITPOC UHTEPECEH U
C TO3ULIMM U3YYeHUSI MOKOSIIErocsl LeHTpa Mepu-
cTeMbl KOpHsI pacteHuii. M3BecTHO, 4TO Mom Biusi-
HYEM Pa3IMYHBIX TTOBPEXAAIONINX NeMCTBUIN MOXET
IIPOU3OUTH aKTUBALIMS ACJICHUA HUXKHETO CJI0S KJIe-
TOK (BO3MOXHO, CTBOJIOBBIX) TAKOTO LIEHTPA B CTOPO-
HY YeXJINKa, 9TO TPUBOIMUT K “OTKPBLIBAHUIO” MEpH-
creMbl (boicTpoBa u np., 2015). Bo3amoxHo, 1 B ciy-
yae MOp(OreHeTHUUECKOro oyara MpoOMCXOAUT TakKasi
JK€ aKTUBallUMs 4acTu €ro KJIETOK, Hampumep, Mo
JIeiicTBEM BK30TeHHBIX TOPMOHOB.

IIpenmosioxkeHO, YTO IIOCIENOBATEJILHOCTh pas3-
BUTHUSI MOP(OreHeTUYECKNX 09aroB OTpaXkaeT MeTa-
Mop(d03 KaJTyCcoB, a KaxKIbII 3Tan pa3BUTHSI MOPPO-
TeHEeTUYECKOro oyara IIpeiacTaBiisieT co00ii 0COOBIN
TUI KaJUTycHBIX TKaHell (bummm6aena, 2007). Mur,
OIHAKO, IojlaraeM, 4TO ATaIlbl pa3BUTUS Mopdore-
HETUYECKMX O4aroB MpeICTaBISIOT COO0M Iociaeno-
BaTeJIbHbIE COOBITUSI OJHOIO 1 TOTO Xe IIpoliecca, a
dopMHUpoBaHEe oyara M ero JajbHeiilIee mpeodpa-
30BaHUE B TOBEPXHOCTHYIO MEPUCTEMATUYECKYIO 30-
HYy — OOIIMI HaYaJbHBIM 3Tall, XapaKTEPHBIN IS
pa3HBIX yTei MopdoreHe3a in vitro B pa3IMIHBIX TH -
rax KaJyTyCOB. YHUBEPCAIbHOCTh TAaKOTO HavYaJIbHO-
ro sTamna JUIIHUKA pa3 IMOATBEepXHaeT KOHIEHIIAIO
YHUBEpPCAJILHOCTHU 1TyTeit MopdoreHesa in situ, in vivo
U in vitro B pa3JIMYHbIX CUCTEMAX Pa3MHOXEHUS pac-
TEHUIi, TIpeaIoXEHHYI0O U pa3padoTaHHyo T.b. ba-
teiruHOM (1987, 1999, 2014; Batygina, 2012). B 1e-
JIOM, cTaauio GopMUPOBaHUS U3 LEHTPATbHOMN 30HBI
MOpP¢OTeHETUIECKOTO OoYara NOBEpXHOCTHOM MepH-
CTEMATUYECKOM 30HBI, KJIETKHA KOTOPOM SIBIISIOTCS
WHUIIAJTbHBIMU TIPY PA3JIMYHBIX MYTSIX MOpdOoreHe-
3a in Vitro, MOXXHO OLIEHUBATh KaK TPETbIO KpUTHUE-
CKYIO CTaIMIO KaJUTyCOreHe3a.

Ha mrocnemyronnx starmax KyJIbTUBUPOBAHMS in Vitro
Ha pereHepalMoHHOM cpejie B MbUILHUKOBBIX U 3apO-
IBIIIEBBIX KaJUTycaxX 3JIAKOB BBISIBJIICHBI pa3IMYHbIC
myTu MopdoreHesa in vitro nx KJIeTOK/TPYIIIT KJIETOK:
HenpsiMoii sMbOpuongoreHe3 (¢hopMUpPOBaHUE BM-
OpuoMIa — 3apOabIIIEIIONO0HOM CTPYKTYPhI), OPTaHO-
reHe3 M0 TUIaM reMMoreHe3a ((hOpMUpPOBAHUE ITOYEK),
pusoreHes3a (popmMrpoBaHUE KOpPHEN), TeMMOpPHU30Tre-
He3a ((popMUpoBaHTE 1 IOYEK, X KOPHEI), a TAKXKE TH-
croreHes ((hpoOpMUpPOBaHME PA3TNYHBIX TKAHEI).
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Cragnio Mop(doreHHOro Kajyca, CIIOCOOHOTO K
peain3aliiy pa3IMdHbIX yTell MopdoreHesa in vitro,
MBI TpeajlaracM OTHECTH K YeTBEePTOM, 3aKIIOYM-
TEJIbHOM KPUTUYECKOM CTaguM KajurycoreHesa. He-
COMHEHHO, BCE€ YEeThIPE BbIACICHHbIE KPUTUUECKUE
CTayM B3aMOCBSI3aHbI.

[1pu ananu3se pazHooOpa3us myTeil MopdoreHesa
in vitro KJ1€TOK ITbUIBHUKOBOTO KaJUTyca, II0-BUANMO-
My, IPUMEHMMA KOHLETIYS SMUTeHETUIYEeCKON 13-
MeHuYMBoCcTH pacteHuit (Mensenes, Illaposa, 2010;
AlrankuvH u ap., 2016; Ikeuchi et al., 2015 u op.). Bno-
He BepOSITHO, YTO B pacCMaTpMBAeMOM cJIydae Ipouc-
XOIWUT peajin3alivisi SIUTeHOMHBIX MOAIIPOrpaMM pas3-
BUTUSI KOMIIETEHTHBIX K MOP(OTEHE3Y i# Vitro KIIETOK
Kajuryca. Cutyalust yCJIOKHSICTCSI TeM, YTO caMU KaJl-
JIYCHBIE KJIETKM, CLIOCOOHBIE K PAa3BUTHUIO II0 OIIpeIe-
JICHHOMY ITyTH MopdoreHesa in vitro ¢ GopMHUpOBaHU-
€M 3MOpUONIOB, OPraHOB WM TKaHel, OepyT Hayajio
OT ONHOM KJIETKM — MUKPOCIIOPHI, peaJn3ylolleil B
TaHHOM CJIy4ae CIIOpPO(MUTHYIO IIpOrpaMMy pa3BU-
tus1. bojiee Toro, B 3aBUCMMOCTH OT YCJIOBUI KYJIbTH-
BUpOBaHUS (TJIaBHBIM 00pa3oM, OT TOPMOHAJIBHOTO
COCTaBa MHIYKIIMOHHOM Cpeabl) MUKPOCIIOPA MOKET
pa3BUBATHCS 1O COPO(GUTHOMY MYTHU HE TOJIBKO Ye-
pe3 atan ¢GopMUpPOBaHUS Kajulyca, HO W ajJbTepHa-
TUBHO — 4Yepe3 3Tall popMUPOBAHUSI SMOPHUONIA,/TI0-
JuaMOpuouaa (IyTU IIPSIMOro 3MOpUOUIOTeHe3a U
MIPSIMOTO MOJIUAMOPUONIOTeHE3a).

CJ10XXHOCTh IIPOTEKAHMsI TAKOI'o IIyTH Mopgore-
HE3a B KaJUlyCcax, KaK OpraHOreHes in Vitro pa3and-
HBIX TUIIOB, BBI3BIBACT K HEMY OOJIbIIIOI MHTEPEC UC-
clienoBateieii. Tak, BbIsIBIeHa HECOMHEHHAsI CBSI3b
OPraHOIeHE3a in Vitro C MPEOIICCTBYIOLUMU ICJICHU -
SIMU KJIETOK KaJIlyca: Mepexo KJIeTKHU,/TPYIIIbI KJie-
TOK Kajutyca K (popMUpOBaHUIO TUPdepeHIIMPOBAH-
HOT'O OpraHa MOXET IIPOM30MTU TOJBKO ITOCJIE€ IPO-
XOXAEHMST 2—3 LIUKJIOB UX ICJICHUSI, KOHTPOJIUPYEMBIX
aykcuHamu (Rebilas, Rebilas, 2008). MHaue roBops,
IIJIsSI perporpaMMHUPOBaHUS KaJLTyCHOM KJIETKU HEO0-
XOOMMO HECKOJIbKO LMKI0B perumkauuu JJHK, kak
5TO MOKAa3aHO Ha IIpHUMepE 3apOAbIIIEBOTO KaJUIyca
MacamdHou maiabmbl (Jaligot et al., 2000). B 1ienomMm,
BOIIPOC PEIPOrpaMMUPOBaHUS KJIETOK KaJulyca pe-
IIaeTcsi B KOHTEKCTE OOIIeit ITpo6aeMBl U3MEHYNBO-
CTH reHoMa B Ipouecce aeandepeHIam 1 Kal-
Jycoobpa3zoBaHus in vitro (mo: Sugiyama, 2015).

MHayKimst KOHKPETHOTO THUIIAa OpraHOTeHe3a ix Vitro
B IIBUTBHUKOBBIX M 3apOJIBIIIEBBIX KaJUTycaX 31aKOB BO
MHOTOM JIETePMUHUPOBAHA KaK TEHOTUIIOM JOHOPHOMI
0cobU U (PUBUOJIOTMYECKUM CTaTyCOM DKCILIaHTa, TaK
¥ YCIOBUSIMU KYJIBTUBUPOBAHUS, TJIABHBIM 00pa3oM,
ONTUMAJIbHBIM 0aJlaHCOM DHIIOT€HHBIX M 3K30T€H-
HbIX (puToropmoHoB (Kpyriosa u np., 2005; baTteiru-
Ha u gp., 2010; Kpyrnosa, Cenpmumupona, 2010,
2011, 2013; Huang et al., 2012; Hisano et al., 2016).
OmHako Mop¢OreHeTHuYeCcKue IIOTeHILMU KJIETOK
KaJuIyca MOT'YT MEHSIThCSI B 3aBUCUMOCTHU OT XapaKTe-
pa CBsI3el MeXIy IpyMIlaMy KJI€TOK B KaJUTyCe, 4TO, B
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CBOIO ouepenb, 00ycIoBIeHO (GOpPMO M pa3sMepoM
(kpuTnyeckoil Maccoil) kamnyca (bateiruna, 1987;
barbiruHa u ap., 2010) u uabiMu pakTopamu. B pe-
3yJIbTaTe Jaxke coOomeHne 0amaHca SK30TeHHBIX 1
SHAOTEHHBIX (PUTOTOPMOHOB HE BCETrna MPUBOIUT K
¢opMUpoBaHUIO OpraHoB B Kajuiyce. IlepcrnekTus-
HBbIC HAIIPaBJICHHUS B STOM 00JaCTU WCCIICIOBaHMS,
Ha Halll B3DJISIO, — DKCIEPUMEHTAbHAS PETYIISIINS
aKTUBHOCTHU F€HOB Ha pa3jIMYHbIX 3Tarnax (opMupo-
BaHMSI OPTaHOB B KaJUTycax 3JIaKOB in Vitro, Kak 3TO
mokaszaHo Ha mpumepe apadbuporncuca (Che et al.,
2006; Tyagi et al., 2010), a TakKke M3y4eHHE IIPO-
CTPaHCTBEHHO-BPEMEHHOM KO-3KCITPECCUN TEHOB BO
BpeMsI GOpMO0OOPa30BaATEIBHBIX ITPOIIECCOB B KAJLITY-
cax (B pabore Kurdyukov et al., 2014 Takoit oaxon
MMPOIEMOHCTPHUPOBAH Ha IIPUMepPe paHHETO SMOPHO-
reHe3a JIoLePHHI).

Eute oguH BBISIBIEHHBIN (bakTOp, BAMSIONIMI Ha
CTaHOBJICHHE TUIIOB OpraHOTeHEe3a in Vitro B KaJlly-
cax, — OMOXMMMYECKNI, a UMEHHO METa0OIN3M yT-
JICBOJIOB. YCTAaHOBJICHO, YTO YPOBEHb META00OJIM3Ma
caxapo3bl UTPaeT BaXHYIO pojib B 3 HEeKTUBHOCTU
reMMOreHe3a B 3apOABIIIeBBIX KaJLUIycax puca, Oy-
Y91 CBSI3aHHBIM C CUTHAJIMHTOM 3HJIOT€HHbBIX TOp-
MOHOB, YTO, B CBOIO O4epe/lb, CIIY>KUT TPUITEPOM ITO-
cienylolero opraHoreHesa de novo (Lee, Huang, 2013).

B perynsiinm mopdoreHesa pacTeHU Kax in vivo,
TaK W in vitro BaxXHasi poJib IIPUHAJIEKUT BBITIOJIHS -
OIIMM (PYHKIIMY CUTHAJIBLHEBIX MOJIEKYJI apaOMHOra-
JTakTaHOBBIM OenkaM (AI'B), BoBJIeUeHHBIM B MEXK-
KJIETOUYHbIE B3aUMOIECHCTBUS M OU(HHEPEHIIUPOBKY
kiretok (Ellis et al., 2010). MeTogaMy UMMYHOTHMCTOXM -
mum srmutonsl AI'B, cBsI3aHHBIE ¢ CMHTE30M ITOBEPX-
HOCTHOI ceTu BHeKJIeTouHoro Matpukca (ITCBM), 00-
HapyXeHbl UMEHHO B IOBEPXHOCTHOII MepHCTeMaTH-
YeCKOil 30He MBUIBHMKOBBIX KaJIJTyCOB MIIEHUIIBI U
3ayaTKax arekCoB IMOO0eroB, (hOpMUPYIOIIUXCS Ha
IIOBEPXHOCTH TaKOil MEpPHCTEMAaTUYECKOM 30HBI
(Konieczny et al., 2007). ABTopamMu cIejlaH BBIBOI O
ToM, yTo [TICBM yuyacTByeT B MHTErpalluu U pacro-
3HABaHUM KaJUTyCHBIX KJIETOK Ha PaHHUX CTaIusIX
nuddepeHInanuy OpraHoB, a GopMUpPOBaHUE KaJl-
aycamu ITCBM paccMmaTpuBaeTcs Kak OOIIMiA TTpu-
3HAK pereHepallMOHHOM CITIOCOOHOCTU KaJLIyCOB.

BaxkeH BoIpoc 0 KJIETOYHBIX I TKAHEBBIX MEXaHU3-
Max IeCTBUS SHIOTCHHBIX (PUTOTOPMOHOB B IIPOLIEC-
ce opraHoreHesa in vitro B Kajutycax. MexaHU3Mbl BJIM-
STHMSI TOPMOHOB Ha MOp(OTeHe3 paCTECHUI HEIb3SI I10-
HSTH HE pacnosaras nH(popManueil o coaepKaHuu 1
pacnpeaeieHu TOPMOHOB B KjeTKax. OouH U3 Hau-
0oJIee pacIpoCTPaHEHHBIX CIIOCOOOB OLIEHKU COIEp-
>KaH1S TOPMOHOB B KJIETKax 0a31pyeTcsl Ha UCIIOJIb30-
BaHUU MCKYCCTBEHHBIX KOHCTPYKILIMI, B KOTOPBIX pe-
MOPTEPHBIIA TeH CTaBUTCS MO KOHTPOJIb IPOMOTOpA,
YyBCTBUTEIHLHOIO K TOMY MJIM MHOMY TOPMOHY. Y pac-
TeHUI (Kak IpaBUJIO, MpeacTaBUTeNIeil IBYIOIbHBIX),
TpaHC(HOPMUPOBAHHBIX C TOMOIIIBIO TAKO KOHCTPYK-
LMY, MCKOMbIE TOPMOHBI AKTUBUPYIOT 3KCIIPECCHIO

TPAHCT€HOB, KOIMPYIOLIUX WM OelKu (HDEepMEHTHI,
Wi daroopecuupylonue 6eJ1Ku, TPpUCyTCTBUE KOTO-
PBIX B KJIETKaX MOXHO OOHApyXXUTh BU3yaJibHO. Ta-
KOI TIOIXOI TIO3BOJIVJI BBISIBUTBL pacIipelnejieHue
B3aMMOCHCTBIE SHAOTEHHBIX IIMTOKUHUHOB U ayK-
CHHOB B KJIETKaX KaJLIyCOB apabuaoricrca B Ipoliec-
ce opraHoreHe3a (Cheng et al. 2013). OmHako mc-
MOJIb30BAaHUE ATOTO TMOMIXOAA MJISI KaJUTyCOB 3JIaKOB
OrpaHUYEHO U3-3a CJIOXHOCTU TpaHCc(hOopMaIu Of-
HOIOJIBLHBIX PaCTeHU. AJTbTepHATUBO UCITOIb30Ba-
HUSI PEIOPTEPHBIX KOHCTPYKIIWI JIsI OLIEHKU yPOB-
HSI TOPMOHOB B KJIETKax SIBJISIETCS] MPUMEHEHUE UM-
MYHOTHUCTOXMMHYECKOTO METOa C UCITOJIb30BaHIEM
crenMdUIECKNX aHTUTE K ayKCMHAM U IIUTOKUHU -
HaM. Tak, comocraBjeHHEe NaHHBIX MO UMMYHOTH-
CTOXMMUM SHIOTEHHBIX IIMTOKMHUHOB 1 ayKCMHOB B
KJIETKaX 3apOMABIIIEBBIX KaJUTyCOB MIIEHUIIBI C pe-
3yJibTaTaMU UX TMCTOJOTMYECKOTO aHajn3a MokKas3a-
JIO, YTO TOPMOHBI JTOKATU3YIOTCS TIPEUMYIIIECTBEHHO
B KJIETKaX aKTUBHO Pa3BUBAIOIIMXCS MOP(MOTEHETH -
yecknx odaroB (Seldimirova et al., 2016), mo-BuIK-
MOMY, Y9acCTBYS B CO3MaHWU MO3UIIMOHHBIX CHUTHA-
JIOB JUISI BOSHUKHOBEHUSI OPTAaHOB B OIpeIeICHHBIX
KJIETOYHBIX “HUIIIaX” KaJUTyCOB.

3aMeTUM, YTO KOHUEHLMS MO3UIUOHHOM MH(POP-
Manuu pu MopdoreHese (Wolpert, 1969) BocripuHu-
MaeTcsl HEOOHO3HAYHO, BIUIOTh O OLIEHKM €€ Kak
dopManbHOI, peayKIIMOHHO-MEXaHUCTUIEeCKOM (I10:
Jaeger et al., 2008). ITo-BuaumMoMy, 3TOT BOIIPOC CJie-
JIyeT OTHECTU K KaTerOpyuM AUCKYCCUOHHBIX. OIHAKO
HECOMHEHHA, Ha Halll B3IJIS, MOJOXUTEIbHAS POJIb
JMAaHHOU KOHIEIIIINHU B IIOIBITKAX IIOHATH IPOCTPaH-
CTBEHHO-BPEMEHHYIO OpraHu3aluio MopdoreHesa
(rmo: Yy6, 2010), T.e. Bompoca 0 TOM, U3 KaKuX UMeH-
HO KJIETOK/TPYMII KJIETOK, B KAKOM MECTe 1 B KaKOi
KOHKpETHO (hopMe obOpasyeTcsl TOT WU UHOM OpraH B
CHCTEME 1IeJIOCTHOTO OpraHM3Ma, TeM 00JjIee UTO IMyTU
MopdoreHesa Kak B 9KCIIEpUMEHTAX in situ U in vitro,
Tak Y IPU Pa3BUTUMU i ViVO MOTYT BApbUPOBATh.

B pesynbTaTe MHOTOUYMCIEHHBIX MCCIIeIOBaHUI
BBISIBJICHO, 4TO K (hOPMHPOBAHUIO pEereHEepaHTOB 13
MMBJIBHUKOBBIX M 3apOIBIIIEBHIX KAaJIyCOB 3JIaKOB
MIPUBOJIUT TeMMOPU30TeHE3, B Psilie ClydaeB — reM-
MOTEeHe3 TI0clie (PUTOrOPMOHAIBHOTO MHIYIIMPOBa-
HUsI pU30TeHe3a B TOM Xe caMOM KaJITyce, TOrma Kak
pu30reHe3 MpeAcTaBiaseT coboil “Tynmuk” Mopdore-
He3a (Kpyriosa u np., 2005; Kpyriosa, KatacoHosa,
2009; barpiruua u gp., 2010; Segui-Simarro, 2010;
Kpyrnosa, Censoumupona, 2011, 2013; Slesak et al.,
2013; Merks, Guravage, 2013 u ap.).

PaccMoTpuM nonpobHee CTPYKTYpHBIE OCOOEHHO-
CTHM TAKOI'O TUIIA OPTaHOICHE3a in Vitro, KaK FeMMOPHU-
3oreHes. JleTaJbHbIMU TUCTOJOTUYECKMMM WCCIIEN0-
BaHUSIMU TBUIBHUKOBBIX UM 3apOIbIIIEBLIX KaJLIyCOB
MIIIEHUIIBI YCTAHOBJICHO, YTO IMPOLIECC CKIIAIBIBACTCS
W3 IBYX 3TAIIOB: CHavayia BOJIM3Y ITOBEPXHOCTU KaJLTy-
ca 9K30reHHO (hOpMUPYETCS IT0YKa, 3aTeM B TOJIIIE
Kanyca sHnoreHHo — KopHu (Kpyriosa 1 np., 2005;
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I1u

Puc. 3. [TociaenoBarebHble CTAIMU TEMMOPHU30TeHE3a i Vitro B TbBUIBHUKOBOM KaJLTyce MIIIEHUIIbI HAa pereHepallMOHHOM cpee
in vitro (cBeTOBast MMKPOCKOITHST). YCI0BHBIe 0003HaueHUs: AnK — anBeHTUBHBII KopeHb, [1pT — npoBonsinas TkaHb, [Ta —

nouka. [TosicHeHus B Tekcte. [1o: Bateiruna u ap., 2010.

bateiruna u ap., 2010; Kpyrnosa, CenbauMUpoBa,
2011; Cenpaumupona, Kpyriosa, 2013). ITlepBooue-
peoHoe IO CpaBHEHMIO ¢ KOPHIMU (popMHUpPOBaHUE
IMOYKHU MPU TEMMOPHU3OTEHE3E in Vitro OTMEUYEHO TIPU
U3YYEHUU KaJUTyCOB Pa3JIMYHOTO TPOUCXOXKIECHUS,
MOJIYYEeHHBIX HE TOJBKO M3 KJIETOK IMbUILHUKA U 3a-
poaplia.

IMocnenoBaTeIbHOE MPOXOXKIACHUE TEMMOPU30TEe-
He3a in Vitro B TBUILHUKOBOM KaJIIyCe MIIEHUIIBI
TIpUBEIIEHO Ha puc. 3.

Ne 5 2018

OHTOI'EHE3  ToMm 49

I'eMMopu30reHe3 HauMHAETCsI C 3aJ0XKEHUSI Ha
MOBEPXHOCTU KaJllyca MEpUCTEMAaTUUECKHUX OYaros,
eI TeIbHOCTb KJIETOK KOTOPBIX IIPUBOIUT K 06pa3o-
BaHUIO arieKCOB ITOOETOB C 3aYyaTKaMU JIMCTLEB, T.€.
nouek (puc. 3, I—4). 3anoxeHue ariekKCoB KOpPHEii
MPOUCXOAUT MO3AHee, KaK MpaBuio, B 0a3aIbHOI 1
cpenHei yacTtu Kajyca (puc. 3, 1, 5), No-BUIUMOMY,
HE3aBHUCHMO OT 3aJI0KeHUs Touek. [1o Mepe pa3Bu-
THSI TIOYEK ¥ KOPHEM MeXIy HUMHU ITOCTEIIEHHO yCTa-
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HaBJIMBACTCS CB3b IIyTeM (hOPMHUPOBAHMS B TOJIIIIE
KaJlJyca 3JIeMEHTOB IIPOBOJIICH TKaHU (puc. 3, 6).

CrnemyeT OTMETUTh, YTO B 3amagHON JIMTepaType
TEPMHUH “TeMMOPHU30TeHE3 in Vitro” He IPUMEHSETCS
(BO3MOXHO, IIOTOMY, YTO PU UCTUHHOM T'€eMMOPU-
30reHe3e KOpeHb MHUIUMPYETCSI B OCHOBAaHUU I10Y-
KM HEIIOCPEICTBEHHO), a MCCIeI0BaTEI COOOIIAIOT
00 00pa3oBaHUU B KaJUTyce MOOETroB U KOpHeit de no-
vo (Elhiti, Stasolla, 2011; Ikeuchi et al., 2013; Delporte
et al., 2014 u op.). Kak ObI TO HI OBLITO, ITOTYEPKHEM,
yTO c(pOpMHUPOBABIIMECS B KaJIyCe in Vitro MOYKU U
KOPHU UMEIOT TUIIUYHOE JIJISI 371aKOB CTPOCHUE.

MMMyHOTUCTOXMMUYECKMMHY METOJIaMU BBISIBIIE-
HO, UTO DHAOTeHHBbIE TOPMOHBI — ILIMTOKWUHUHBI U
ayKCHHBI — JIOKAJIU3YIOTCS TIPEUMYILIECTBEHHO B KJIET-
Kax arekcoB (hOPMUPYIOIIUXCS B 3apOJBIIIEBbIX Kajl-
Jlycax IMIIEHUIIbI TToyek U KopHeill (Seldimirova et al.,
2016). Kak u B cayuyae MOp(OreHeTUYECKUX 04aroB B
KaJlJTyce, 9TO MOXHO paclieHUBaTh KakK MPOsIBJIEHUE
TMO3ULIMOHHOI MH(hOpMaLIUU.

Xopo1110 pa3BUTHIE TTOYKU, 00BETIMHEHHBIEC C KOP-
HSIMU 3JEMEHTAaMM COCYIMCTON CHUCTeMBI B €IWHOE
1ieJioe, Ha3BaHbl TeMOPU3OTC€HHBIMU CTPYKTYpaMHU
(Kpyrnosa, Cenpnumuposna, 2011).

HezaBucumo ot tmna Kamimyca (ITBIBHUKOBBII
WJIN 3apOJIbIIIEBBIi), TeMMOPU3OTE€HHBIE CTPYKTYPbI
B OINTUMAaJIbHBIX YCIIOBUSIX in Vitro N ex vitro (hopMu-
PYIOT MPOPOCTKU OOBIYHOTO JJIsI 3JIAKOB CTPOEHUS
(bateiruHa u ap., 2010; Kpyrinosa, CenpnuMuposa,
2011; Seldimirova et al., 2016 u ap.). @opMupoBaHUe
HOPMAaJIbHBIX TPOPOCTKOB M3 T'€MMOPU30TEHHBIX
CTPYKTYP MOXHO paccMaTpuBaThb KakK IpOsIBJICHUE
CUCTEeMbl HaJeKHOCTU OHTOTeHe3a C IOJIMBapUaHT-
HocThlo pemeHus 3amad (bareiruna, 2014; baTteiru-
Ha, Ocamuuii, 2015). B pe3yinbsTaTe reMMopur30TreHes3a
in vitro dopMupyetcsi HoBasi MOJHOLIEHHasI OCOOb,
YTO MO3BOJIMJIO BBIIEIUTh TEMMOPU30TEHUIO KaK OT-
JeJIbHYI0 KaTeropuio BereTaTUBHOTO Pa3MHOXKEHMUS
pactenuii (bateiruaa, 2000, 2014).

Takum obOpa3om, B pe3yabTaTe aHajJu3a JUTepa-
TYPHBIX YW OPUTMHAJILHBIX JaHHBIX IO TEHE3UCY
MBUJIbHUKOBBIX M 3apOIBIIIEBLIX KAJUIyCOB 3JIaKOB B
YCJIOBUSIX in Vitro 1 HA OCHOBAaHMU BBISIBJICHHBIX T'1-
CTOJIOTMYECKUX OCOOEHHOCTEI KaJUlycoreHe3a Ha-
MU IIPEIJIOKEHO BHIACIICHUE B 3TOM IIpoliecce He-
CKOJIBKMX KPUTUYECKUX cTamuii pa3dButus. [lepBas
cTagusl — WHUIUAJIbHbIE KIIETKU Kajutyca (CUIbHO-
BaKyOJIM3MPpOBaHHAsI MUKPOCIIOPA HE3PEJIOrO MbLIb-
HUKa/KJIETKM 3aJIOXKUBIINXCSI OPraHOB HE3PEeJIOTO
3apojbllla), BTOpasi cTagusi — BO3HUKHOBEHUE U3
HMCXOTHO OOHOPOIHBIX KJIETOK KaJuryca MopgoreHe-
TUYECKOI0 o4ara, TpeThsl cTaaus — (QOpMUPOBAHNUE B
KaJUTyce MOBEPXHOCTHOM MepUCTEMaTUYeCKOU 30-
HBI, 4eTBepTast cTagusi — MOpP(OIeHHBINA KaJllyc,
CIIOCOOHBIN K peajr3aliuy Pa3IndHbIX IIyTEe MOp-
doreHesa in vitro (B Xolie TIEPBBIX TPEX KPUTUUECKUX
CcTaauii BO3MOXHO MePeKII0YECHNE IIPOTpaMM pa3BU-
THSI KQJUTYCHBIX KJIETOK Ha aJIbTEepHATUBHBIC IIyTH).

KPYTJIOBA u np.

M3BecTHO, 9TO OI1aromaps 3BOJIIOLIMOHHO 00YCIIOB-
JICHHOM CITOCOOHOCTM PACTeHUiIl K pereHepaluu, B
YCJIOBUSIX KYJIbTUBUPOBAHMS in Vitro IPOSIBISICTCSI 3HA-
YUTEIbHO OoJjiee IMMPOKUIA KPyT X MOp¢OreHeTHnIe-
CKUX MOTEHLIMIA, YeM B IIPUPOIHBIX YCIIOBUSIX in vivo. B
3aBUCUMOCTH OT COOTHOIIEHUSI BHYTPEHHUX U BHEIII-
HUX (PaKTOPOB, ONPEAC/ISIOIINX HadaIbHbBIE YCIOBUS,
B XOIe KyJIbTMBHUPOBAHWSI BO3MOXKHA peau3alivs
pa3IMYHbBIX MopdoreHeTndeckux ciieHapueB (Ho-
coB, 1999; Kpyrnosa u np., 2005; XKypasies, OMenab-
Ko, 2008; bateiruna u ap., 2010; Batygina, 2011, 2012;
Wang et al., 2011;. Merks, Guravage, 2013; barbiruna,
2014; barbiruna, Ocamguuii, 2015 1 ap.), 9TO MOPOK-
JlaeT TPYAHOCTU UccienoBaHUsl MopdoreHesa pacre-
HUM in vitro. MOXHO T10J1araTh, YTO UMEHHO TMCTOJIO-
rmyecKue JaHHbIE M BbIIEJICHHBIE HAa OCHOBE TEOPUU
KpuTtndeckux mepuonoB T.b. BareirmHoill Kputnye-
CKMe CTaguM KaJUIycoreHe3a MOTYT ITOCIYXXUTh 0a30ii
TSI MaJIbHEHIIMX (bM3MO0JI0r0-0MOXUMUYECKIX U MO-
JIEKYJISIPHO-T€HETUYECKMX UCCIEIOBAaHUI KaJlJTyCOB
Kak Mozeseit MopdoreHesa in vitro. B yactHoCTH, UC-
IMOJIb30BaHME MPEIIOKEHHOTIO HaMM IOAX01a K U3Y-
YEeHMIO KaJJIyCOB MOXKET 0Ka3aThCsl MePCIIEKTUBHBIM
IIpU MCCICIOBAHUM BaXKHEMIIIETO CBOMCTBA MOP(O-
reHe3a pacTeHUM in Vitro — IIIOPpU- U TOTUIIOTEHTHO-
CTH KJIETOK KaK IPOSIBJICHUSI HaJe>XKHOCTU MX pa3BU-
TUS in Vitro MOCPEICTBOM “BKIIIOUEHUSI” HEBOCTPEOO-
BaHHEIX in vivo IporpaMMm MopgoreHesa, a TakKXe B
PETYJISLIMU Pa3IMYHbIX MOP(MHOreHETUYECKUX ClIeHa-
pueB B Hy>KHOM 3KCIIEPUMEHTATOPY HAIIpaBJICHUMN.

Ot npoObiieMbl OCOOEHHO HMHTEPECHO pellaTh
MMEHHO Ha IIpUMepe 3JIaKOB, OTHOCSIIIIAXCS K TPYIIIIe
TPYJIHO PETEHEPUPYIOLIUX U3 KaJUTyca in Vitro pacrte-
Huii. [IpUumHy Takux TPYOZHOCTEM cliemyeT MCKaTh,
TMO-BUIMMOMY, B KOHTEKCTE OOIIIE IMpOoOIeMBbl M3-
MEHUYUMBOCTH FeHOMA pacTeHMIi B Mpolecce Kalyco-
ob6paszoBaHud in vitro (no: Kynax, 1999; Jlyrosa u np.,
2010; Oyoposuas, basomn, 2011; Ikeuchi et al., 2013,
2015 u np.). e icTBUTEIbHO, MHAYKIIUS KaJLTyCO00-
pa3oBaHUS MpeanojaraeT IieperporpaMMUpOBaHUE
T€HOMa M €TO BO3BPAaT B COCTOSTHIE, XapaKTEPHOE IS
npoJindeprpyroImnx KJIETOK, T.e. “IOBEeHUIN3aLUI0”
reHomMa. IloaToMy, MCXOIsl M3 OOLICIIPUHSITHIX BO-
JIIOIIMOHHBIX TEPMMHOB, KAJUIyCOT€HE3 OTHOCUTCS K
pErpecCUBHEIM MYTSIM pa3BUTHS KJieToK. He Bce BU-
bl pPACTCHUI M HE BCE TUIIBI MX KJIIETOK CIIOCOOHBI K
PeTrpeCcCUBHOI ABOJIIOLUHU. Y 3JIAKOB, CUMTAIOIINXCS
SBOJIIOLIMOHHO IIPOABUHYTOM TPYIIIIOi OXHOHOIb-
HBIX, CITOCOOHOCTH K “IOBEHWJIM3allnN~’ TeHOMa BBI-
paxeHa ciabo (mo: Kynax, 1999), n uHayKims Kaji-
JIycooOpa3oBaHUSl in Vitro, BEpPOSITHO, BO3MOXHO
JIMIIIb M3 KJIETOK OHTOI€HETUYECKM MOJOOBIX Opra-
HOB (B paCCMOTPEHHBIX HAMHU CJIy4asiX 3TO He3peble
NBUIBHUKM W He3penable 3apodbliin. — Aeém.). Ele
TpydHEe y 371aKOB MHAYLIPYIOTCSI OpraHOTeHEe3 U pe-
TeHepauus pacTeHUi B Kajurycax in vitro. Ilo-Buon-
MOMY, 3TO CBSI3aHO UMEHHO C OTCYTCTBHEM T'€HETU-
YeCcKOil IeTepMUHALIMM IIPOLECCOB “IOBEHMIM3A-
o’ TeHOMa y 3JIaKOB, UTO B YCJIOBUS in Vitro He
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Bcerga cnocoO0CTBYeT IMOJTHOM peannu3alii TOTUIIO-
TeHTHOCTU. B 3TOM Kiltoue M3yyeHue pasiuyHBbIX ac-
TMEKTOB KaJUTyCOTeHe3a in vitro Ha KIICTOYHOM U TKaHe-
BOM YPOBHSIX C MCIIOJIb30BAHVEM B KAa4eCTBE MOIETb-
HBIX CHCTEM KaJLTyCOB 3JIaKOB, BBISIBJICHUE CBSI3ei
JIOKQJIBHBIX M WHTETPAbHBIX COOBITHII B CO3MaHUH
MPOCTPAHCTBEHHOI OpTraHM3allud U CMEHBI IIPO-
CTPAaHCTBEHHBIX NATTEPHOB BO BPEMEHMU ITPEICTABIISI-
JOTCS OCOOEHHO aKTyaJIbHBIMHU IPY pa3paboTKe PyH-
JTaMEHTAJIbHBIX U MPUKJIAOHBIX acIIeKTOB Mopdore-
He3a U OHTOTeHe3a.

ABTOpPBI UICKpEeHHE 0j1arojapHbl CBOEMY YIUTEIIIO —
yieHy-KoppecronaeHty PAH TaresaHe bBbopucoBHe
barbirmHoit  (1927—2015), BHeciueild 3HAYMTETbHbIN
BKJIaJ, B pellieHrE TTpo0JieM OMOJIOTUH pa3BUTHSI pacTe-
HUI1, B TOM 4ymciie MopdoreHe3a B yCIIOBUSIX ix Vitro.

PaGota BbINToJIHEHA B paMKax ITporpaMmsbl I1pe3u-
neHta PO “Benyimme HaydHbIe IKOJIBI PD” (mpoekT
HIII-5282.2014.4, nunep — T.b. bareiruna), a Takke
TeM TOoCydapCTBeHHbIX 3amaHuii No AAAA-AIlS-
118022190099-6 1 Ne 01201255606.
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Callusogenesis as an In Vitro Morphogenesis Pathway in Cereals
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Callus is an integrated system formed both exogenously (as a result of proliferation of surface cells of different
plant tissues) and endogenously (deep in tissues). Initially, callus consists of homogeneous cells gradually
transforming into a system of groups of heterogeneous cells with species-specific morphogenetic potencies,
which are realized via various pathways of morphogenesis. In this review, issues associated with studying the
formation of calli in in vitro cultures of immature anthers and embryos of cultivated cereals are analyzed. Dis-
tinguishing the critical stages of callusogenesis is proposed. The features of hemmorhizogenesis in vitro as a
type of organogenesis in calli are considered. The concept of the versatility of the processes of plant morpho-
genesis in vivo, in situ, and in vitro proposed by T.B. Batygina (1987, 1999, 2012, 2014) is confirmed. The
prospects of the approach to calli as model systems for studying various problems of plant developmental bi-

ology are discussed.
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