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ITpoBeneH neTaibHBIN aHAJIM3 FreHe31ca MUKPOCIIOpUAIbHBIX TTOJTMIMOPHUOMIOB MIIEHUIIEI i1 Vitro N NIEH-
TUIULIMPOBAHA TPUPOJA PASTIUYHBIX (PeHOTUMOB MTOJIUMEPHBIX 3apOAbIIIEi 371aKOB 13 Kilacca “MHoxe-
CTBEHHBIE MEPUCTEMEI TT00eTa” — pe3yJIbTaT KJIMBAXKHOM ITOJIMAMOPUOHNHN, COTTPOBOXKIAIONIENCS (daciim-
alUsIMU OPraHOB BCEX TPEX U3BECTHBIX TUIIOB (paauaibHas, IUIOCKasl, KojblieBas). BHeceHO yTouHeHue B
MOpdOJIOTUYECKYIO TPUPOAY OPraHOB 3apOojblilia 3JIJaKOB: MEpHCcTeMa mobera — 0CeBOi OpraH, IUTOK —
JIaTepaibHbIil BEIPOCT 3TOM OCH, KOJIEONTWIb — MPOU3BOIHBIA MEPUCTEMBI OGera, HO CPOCILIMIACS CO
IIVMTKOM; TEPMUHAIBHOCTD IIIMTKA — pe3yabTaT JIUHEWHOM dacaliiy ¥ UCKPUBJICHUSI OCH 3apOJIbIIa,
MPOMU3OIIEAIIel B UCTOPUIECKOM MPOLLIOM. JJaHO 0ObsSICHEHME CTPYKTYPHOIO MEXaHKM3Ma pean3aluu
MOJIEJIM MTOJIIPHOTO TPaHCIIOPTa ayKCHHA IPU CTAHOBJICHUN OUJIaTepabHOM CUMMETPUHM B 3apPOJIbIIIIE 3/1a-
KOB, CBSI3aHHOTO ¢ MHBepCcUell mojsspu3almnn oenka-nepeHocynka PIN1 Ha MemMOpaHax ero KJIETOK U, CO-
OTBETCTBEHHO, TPAHCIIOPTa ayKCUHa, ocylecTBisieMoro 3TuM nepeHocurkoM (Fischer-Iglesias et al., 2001;
Forestan et al., 2010).

Karoueswie croea: annporeHes in vitro, Triticum aestivum L., 5MOpUOreHe3, CMaMCKUE 3aPOABIIIN, KINBAXK-

Hasl IMMoJIMAMOpHOHMSI, (hacliiallii, MUKPOCTIOPUAIbHBINA SMOpHON, ITOJTUIMOPHUONI.

DOI: 10.7868/S047514501603006X

BBEAEHUE

DdeHoMeH aHIporeHe3a in vitro (AHIPOKIIMHUN)
COCTOUT B TIEPEKIIOUEHUM MOP(POreHETUYECKOM
MIpOrpaMMBbl pa3BUTHSI TaIUIOUIHBIX KJIETOK ITbLILHU -
Ka I1oJ1 IeACTBMEM BHEIITHETO CTPECCOBOTO (haKTOopa ¢
OOBIYHOTO TaMETO(PUTHOTO IIYyTH, CBSI3aHHOIO C 00-
pa3oBaHUEM MBUIBLIEBOTO 3€pHA, HA MHOM IyTh —
CIIOpoUTHBIN, BeoylIuii K GOpMUPOBAHUIO TaIlIO-
WIHOTO pacTeHMsI-pereHepaHTa; IIpU 3TOM KJIIETKU
peanu3yloT CBOI IIOTEHLIMAN Pa3IMYHBIMU ITYyTSIMU
MopdoreHesa in vitro (0030pbl 1 MOHOTrpauM II0-
cnennux Jet: Kpyrinosa u ap., 2005; Segui-Simarro,
Nuez, 2008; barbiruna u ap., 2010; Segui-Simarro,
2010; Batygina, 2011; bareiruna, 2014 n op.). OnuH
U3 IIyTeil CIIOPO(PUTHOIO pPas3BUTUS TaIJIOUTHBIX
KJIETOK ITbUIbHUKA — IIPSIMOiIl SMOPMOMIOIeHE3, CO-
CTOSIIINI B (pOpMUPOBAaHUY SMOPHONIA — OUIIOJISIP-
HOM 3apOJbIIIEeITON00HOI CTPYKTYPhl — HEIOCPE-
CTBEHHO M3 WHMIIUAJIBbHOI KIIETKU MBUIbHUKA, KaK
MpaBWIO, MUKPOCTIOPbl. MUKpPOCHOPHAIBHBINA SM-
OpuouaoreHe3 MHTEHCUBHO Huccieayercsi (0030phI:
Segui-Simarro, 2010; Soriano et al., 2013; CenpoumMu-
poBa, Kpyriosa, 2014).
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B psime paboT, MOCBAIIIEHHBIX PA3JIMIHBIM acIieK-
TaM MUKPOCIIOPUAJIbHOTO 3MOPHUOUI0TeHe3a 3J1aKOB
in vitro, ymoMuHaeTcst 0 GOpMUPOBAHUU OCOOOTO TH-
rna 3MOpPMOUIOB C MHOXECTBEHHBIMU, YaCTO CJINB-
IIMMHUCS B TOM WJIM WHOW CTENEHU, OpraHaMu —
IIUTKAMU, TT00EeTaMU C JUCThIMM, MTHOTAA KOPHSIMU,
WJIM IPUBOASITCS WLTIOCTPALMU SKCIIEPUMEHTATBHO
MOJYYEHHBIX CTPYKTYP, BBITVISASIINX KAaK CPOCIIME-
Cs B pa3Hoii cTerieHu 3apoabiiu (0030p: CeapauMu-
poBa, Kpyriona, 2014). O6pa3oBaHue 3apOobIlIeii ¢
MHOXECTBEHHBIMU OpraHaMiu (ITOJUMEPHBIX 3apo-
IBIIIC) Y pasaUYHBIX MPEACTABUTENE IIBETKOBBIX
pacTeHU MOXKET MPOUCXOAUTH CIIOHTAHHO in Vivo
(Nishimura, 1922; Haccius, 1955; Erdelska, Vidoven-
cova, 1992) unu ObITh MHAYLIMPOBAHO Pa3IUYHBIMU
00paboTKaMHU in Situ: CUHTETUYECKMMU ayKCUHAMU
(“IxoBneB, CHerupeB, 1954; Haccius, 1955; Fergu-
son, McEwan, 1970; Ferguson et al., 1979; Erdelska,
Vidovencova, 1992, 1994), peHTTeHOBCKUM OOJTyue-
HueM (Morgan, Rappleye, 1951; Osone, Oono, 1970),
WHTUOUTOpPAMU TIOJISIPHOTO TpaHCIOpPTa ayKCUHOB
(Fischer et al., 1997; Fischer-Iglesias et al., 2001;
Rober-Kleber et al., 2003).
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CyllecTBEHHbIN BKJag B MOHUMaHUE CTPOEHUS
MOJIMMEPHBIX 3apOoAbIlIeit U (PU3UOJIOTUUYECKOTO Me-
XaHU3Ma UX BO3SHMKHOBEHUS Y OJHOMIOJBHBIX PacTe-
Huit BHecau K. @uiep ¢ coanr. (Fischeret al., 1997),
WHIYyLUMPOBaBIlIMe WX 0Opa3oBaHUE BO3IEUCTBHEM
Ha M30JIMPOBAHHbBIC 3apOABIIIHN TIIEHUIIBI in Vitro (B
JIOOYJISIPHOM CTaluy U CTaauu Tiepexoaa K opraHo-
reHe3y) UHTMOUTOpaMU MOJISIPHOTO TpaHCTIOpTa ayK-
cuHa — HapTWIPTaIaMOBON KUCIOTOM U KBEPLIETU-
HOM. ABTOPHI JAJIM OTIMCAaHWE YKMCca U Tonorpadun
MHOXECTBEHHBIX OpraHOB B C(DOPMUPOBAHHBIX TTO-
JIMMEPHBIX 3apOIbIIIIax, BbIAEAUB 2 Kjlacca UX (hpeHo-
TUIOB — KJlacc “MHOXECTBEHHbIE IIIUTKU U KJacc
“MHOXeCTBEeHHbIE MEPUCTEMBI IT00eroB” (BKJIIOYa-
oMl rpynnbl GeHoTunoB “CepaeuyKOBUIHBIE CU-
aMckue 3aponsimu” u “CuaMcKue 3apOAbIIIi CITH-
Ha-K-crmmHe”). OHM YCTaHOBWJIM YETKYIO 3aBHCH-
MOCTb YaCTOThl BOBHUKHOBEHUSI KaXX10ro (peHOTUmna
OT TUMA Y KOHILIEHTPAlUY MPUMEHEHHBIX UHTUOUTO-
POB, a TAaK>Xe OT CTa VY pa3BUTHUS 3apobliiieii. ABTO-
pBl MPEANOIOXWIN, YTO (PU3MOJTOTMYECKUN Mexa-
HU3M (DOPMUPOBAHUS MOJIUMEPHBIX 3apOAbIIIE CO-
CTOUT B HapYILLIEHUU MOJSIPHBIX TOTOKOB ayKCUHOB B
Mpoliecce CTaHOBJIEHUS UX OuaTepaibHONH CUMMET-
pUU Y OPEIOXUIN MOJEIbh CUHTE3a U TpaHCIopTa
ayKCHHa TIpM Tiepexoje 3apoiblllia OJHOMOJbHBIX
(Poaceae) ot 1y100y/ISIpHOM CTaAUU K OpraHOTeHe3y.

Crenyer OTMETUTb, YTO CIIELIMAIbHBIN TEPMUH IS
orpeneseH’s TTOJIMMEPHBIX 3apPOABIIIEBBIX CTPYKTYP B
JIUTEpaType OTCYTCTBYET, UTO OOYCJIOBJIEHO TJIaBHBIM
00pa3oM HENOCTaTOYHbIMU 3HAHUSIMU O MPUPOAE MX
BO3HUKHOBEHUsI (reHe3uce M crelnduke 3aI0KEeHUS
opraHoB). HecMoTpst Ha HaIW4re orpeneeHHbIX TaH-
HBIX O PA3BUTHM 3TUX CTPYKTYP X VIVO U in Vitro, a TAKXKE
GbU3NOJOTNYECKOM MEXaHU3Me UX 00pa30oBaHUSsI, UH-
TeprnpeTalusi uX NpUpoabl OcTaeTcs criopHoil. OnHu
aBTOPbI pacCMaTPUBAJIM UX KaK TIPOSIBIEHUE K-
BaxxHoi monusamMmopuonuu (Haccius, 1955; Erdelska,
Vidovencova, 1992, 1994), npyrue cumTaiu mpume-
HEHVE K TaKUM CTPYKTypaM T€pMUHA “KJIMBa*KHbIE
3apOoAbIIIN”~ HEMPaBOMEPHBIM, TaK KaK COCTaBJISIIO-
1IM€ UX KOMITOHEHTBI HE SIBJSIOTCS MOJHOCTBIO Ca-
moctosTeapHbIMU (Ferguson et al., 1979). Brickasbi-
BaJIOCh Jaxke MHEHME O TOM, UTO TToJIMMepHbIe 0Opa-
30BaHUsI CJieAyeT OTHOCUTh K paspsiay SIBJACHUS
“BereTaTMBHOM ITOINAMOPUOHNN” — CBOEOOPa3HOTO
pacTutenbHOTo “memoreHe3a” (“AETCKOro pa3MHO-
JKEHUS1”), BO3HUKAIOIIETo IMapTeHOTeHEeTUYECKHU IO,
JIeIICTBEM POCTOBBIX BemiecTB (AAkoBneB, CHErupes,
1954). B cBoux uccienoBaHUsIX TTOJUMEPHBIX 3apO-
JBILIEBBIX CTPYKTYP, IMOJYYEHHBIX B KYJIBTYPE in Vitro
OBUIBHUKOB TneHuIsl (CenpaumupoBa u ap., 2013,
2015), MBI mpuaepkUBaeMcsI HanboJjee KOPPEKTHOTO
(c Hamreit TOuKY 3peHus ) TepMUHA “TToMaMOpuounsn”
(110: Brisibe et al., 2000), COOTBETCTBYIOIIETO TEPMU-
HY “polyembryo”, mprUMeHSIIOIIEMYCsI IJIsI XapaKTe-
PUCTUKU aHAJIOTUYHBIX SIBJICHUI B YCIOBUSX in Vivo
(Erdelska, Vidovencova, 1992, 1994).

OHTOTEHE3 Ne 3

TOM 47 2016

Lenp HacTOsAIIEH pabOTHI COCTOSIIIA B MIEHTU (M-
KallMi MOp@OJIOTMYECKO IPUPOIbI MOJTMMEPHBIX
3apoAbIlIeil 3]TaKOB C MCIIOJIb30BAaHMEM B KauyeCTBe
MOAENN MUKPOCIIOPUAIBHBIX  I[OIUIMOPUOUIOB
MIIEHUIBI Y AeTAJILHOTO aHa/IM3a 3aJ0KEeHUS U pa3-
BUTHSI UX OPTAaHOB METOJAMHU CBETOBOI U CKAHUPYIO-
1Ie i 3IeKTPOHHOI MUKPOCKOITNH (B CpaBHEHWH C aHA-
JIOTUYHBIMM TOKA3aTeJIIMU MUKPOCITOPHAIBLHBIX 3M-
OpPUOUIOB U 3UTOTUYECKIX 3apOABIIICH ITIIICHUIIH]).

MATEPUAII 1 METOINKA

OOBEKTOM MCCIIETOBAHMS TIOCITYKIIA SIPOBast MSITKAst
mueHuua ( 7Triticum aestivum 1.) copra 2ZKHUILIa C BEICOKOM
YacTOTOI 00pa3oBaHUsI TIONMAIMOPUOWNIOB ik vitro. Jlo-
HOPHbBIE pAaCTeHMSI BHIPAIIIBATH B ITOJIEBBIX YCIOBUSIX HA-
yuHoro craimoHapa YWUb PAH (Ydumckuii p-H).

DOMOpPUONIBI Y MOJIMAIMOPHONIEI TTOTYyJa I METO-
JIOM KYJBTYDHI in Vitro TBITBHUKOB MieHubl (Kpyr-
noBa, barteirmua, 2002) ¢ MCHOJIb30BaHUEM CpEIbI
Potato II (Chuang, Quyang, 1978), momojHEeHHOI1
0.2 mr/n kuHetuHa u 0.5 u 1 mr/n 2,4-J1, cooTBeT-
CTBEHHO. B TeueHue nepBbIX 9 CyT KyJIbTUBUPOBAHUS
SMOpPHOUIBI M MOJUAMOPUOUALI M3yYaId METOIOM
ceetoBoit Mukpockornuu (CM) (Kpyrmiosa u ap.,
2013), a HaunHag ¢ 10 cyT — METOIOM CKaHUPYIOLIEi
9JIEKTpOHHOIT MuKpockonuu (COM) c¢ mociemyio-
LM aHaJIU30M TeX XKe oopa3uoB metogoM CM (ba-
TeiTMHA U Ap., 2010). 3uroTyeckue 3apoabIlIn I0-
JIy4aJii ITyTeM MCKYCCTBEHHOI'O ONBUICHUS 1 U3yda-
1 MmetonoM COM ¢ rocaeayonmM aHaIUu30M TeX Ke
oOpaszuoB MeTogoM CM.

Hnss uccnengoBanusi meromoM COM  ob6pasibl
dukcupoBanmu B cMecu FAA (Berlin, Miksche, 1976)
¥ IPOMBIBAJIK B Tpex nopuusx 70%-ro staHona (1o
15 MmuH B Kaxxaoit nopuyn). O6e3BoXXKMBaHUE MTPOBOIM-
JIW: a) B CEpUU BOIHBIX paCTBOPOB 3TaHOJIa BO3pacTaro-
et konuentpaumu: 80, 90, 96, 100% (1) u 100% (11) —
o 30 MUH B KaXJIOM pacTBope; 0) B 2-X MOPLIUSIX CMECU
arretoHa co 100%-m sTaHosI0M (B cooTHOIIeHNN 1 : 1),
3-X MopuLMsIX alleToHa, CMECH alleToHa U U30aMuialie-
Tara (1 : 1) 1 HECKOJIBKUX MOPLUSIX YUCTOTO N30aMUII-
anerara — o 15 MuH B KaxxaoM pactBope. OOpa3iibl BbI-
CYIIMBaJIU ¢ MOMOIIIbIo mpubopa “Critical point” (Hita-
chi, Japan, ¢ HambUleHWEM 30JI0TOM B BakKyyMe) U
U3yvyajiid Ha CKaHUPYIOIIIEM 3JIEKTPOHHOM MUKPOCKOIIE
(JSM 35, JSM-6390, Jeol, Japan) Ha 6a3e LleHnTpa koJi-
JICKTUBHOTO TOJIb30BaHUSI HayYHBIM OO0OpYyIOBaHUEM
“KJieTouHble U MOJIEKYJISIPHbIE TEXHOJIOTUU U3ydeHUs
pactenuii u rpuoos” BUUH PAH.

Jisi TpUroTOBJIEHUs TIOCTOSIHHBIX TTpernapaTroB
obpasnpl 1mocie ux aHanansa metogomM COM BbeIIEp-
xuBanu B 70%-M pacTBOpe 3TaHOJa U 3aKII0YaI B
rucropesnny TexxHoBut 7100 (Heraeus Kulzer GmbH,
Germany) corjiacCHO peKOMEHIAIMSIM ITIPOU3BOIUTE~
qs1. TMonmyToHkMe cpe3bl (2—5 MKM) Modydaivd Ha
mukporome HM 325 (Microm, Germany) 1 oOKpaIim-
Bai 1%-HBIM TOIyMAMHOBBIM cuHUM (Lynn, 1965).
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Puc. 1. HavajabHble cTaguu pa3BUTHUS MTOJIMAMOPUOUIOB. a — MHULIMATIbHAS KJIETKA MOJIMAMOpHonIa — CUIbHOBAKYOJIU3UPO-
BaHHAasi MUKPOCIIOpa € BBIPaXK€HHOH MOJISIPHOCTBIO; O — NETOIsIpU30BaHHAsi MUKPOCTIOPa; B—J1 — BAPUAHTbI PABHOTO JIeJIEHUSI
OTHOCUTEJIbHO OCU MUKPOCIIOPHI: TToIepeyHoe (B), MpoaoabHOe (T), HAKJIIOHHOE (II); € — MHOTOKJIETOUYHBIM ITOJIMIMOPUONI,
OKPYXXEHHBIII 000JI0YKOI MUKPOCIIOPHI; 3K — MOJIM3MOpHUOU co chOPMUPOBAHHOM almMKaIbHO-0a3aJIbHOM OChIO U HAYaJIOM
OTIEJIEHUSI KJIETOK MpoTonepMbl. a—1 — CM, naBneHble penapatsl; e, )X — CM, MOCTOsIHHbIE Mpernaparhl, MPOIoJIbHbIE Cpe-
3bl. H — HOXxKa, O — onepkymioM, OM — o6osiouka Mukpocmnopsl, I1x — nporoaepma, I19 — nmoausmbpuoun, CIT — creHka

neutbHMKA. [kama: a—x — 10 MM, e, 3k — 50 MKM.

[Ipenapatbl aHATU3UPOBAIY C TTOMOIIBIO CBETOBOTO
Mukpockomna Axio Imager Al, Zeiss (Germany) u ¢po-
TorpadupoBaIu ¢ IpUMeHeHeM LIM(PPOBOIT KaMephl
AxioCam MRc 5, Zeiss (Germany) Ha 6a3e Llentpa
KOJUJIEKTUBHOTO Moib3oBaHusg YU b PAH.

PE3VJIBTATBI

B yc1oBUsIX BBINMOHEHHBIX 3KCIIEPUMEHTOB OTMeUe-
HO TIPENMYITIECTBEHHOE (DOPMHUPOBAHHE TIOTTMIMOPUO -
JTOB TIIIEHUIIBI, KOTOPbIE, B COOTBETCTBUHU C KiTacCUDH-
Karueii K. @urrep ¢ coast. (1997), oTHOCATCS K KJ1accy
¢eHoTUIIOB “MHOXECTBEHHBIE MEPUCTEMBI ITOOEroB”,
TorJa Kak MoJIM3MOpHUOnIbI Kitacca (peHOTUIIOB “MHO-
JKeCTBEHHbIC IIIUTKU BBISIRIEHBI B €AMHUYHBIX CITydasix
(rronpobnee cMm. Cenpammupona u ap., 2015). ITostomy
HaMM OBUTO TIPOBENIEHO MCCIIENOBAHNE PA3BUTHS TIOTH-
SMOPHOMIOB JINIIH Kj1acca (heHOTUIOB “MHOXECTBEH-
HBIE MEPUCTEMBI TT00ETOB” .

HavanbHple cTaguM pa3BUTHS TOJHIMOPUONIOB
BCEX BBISIBJIEHHBIX (DEHOTUIIOB KJ1acca “MHOXeCTBEH-
HBIE MEPUCTEMBI TTOOETOB” OTpaxkeHbl Ha puc. 1. B Te-

yeHue 1—9 cyT KyJIbTUBUPOBAHMUS TTOCIEN0BaTEIHHO
MMPOUCXOMSAT: MPOIEeCC NeNOaIpU3alui WHULIMATb-
HOI KJIETKU MOJU3MOPUONIOB — CUJIbHOBAKYOJIU3-
poBaHHOII MUKpocTiopbl (puc. la, 10); ee paBHOe
(cumMeTpudHoOe) neieHue (puc. 1B—1m); Heynmopsi-
JIOYEHHBIE TIepBbIE JEJIEHUST TOYEPHUX KJIETOK C 00pa-
30BaHMEM MHOTOKJIETOUHBIX CTPYKTYP, COCTOSIIIX U3
MEpUCTEMATUIECKUX KJIETOK 1 PACIOJIOXKEHHBIX B TTpe-
Jenax 000JI0YKU MMKPOCIIOPBI; TTOCTENIEHHOE CTaHOB-
JIEHUE TIOJIIPHOI OpraHu3alluy TakKuX CTPYKTYp (KOH-
LEHTpaLMS KJIETOYHbIX JEJIECHUNA B UX allUKaJIbHOMN Ya-
CTU U BaKyoJM3alMsl KJIETOK B 0a3ajlbHOW 4YacTu C
o0pa3zoBaHNEM CBOEOOPA3HOTO CyCceH30pa — “HOX-
ku”) (puc. le). K 9 cyr KynsTuBUpOoBaHUS anuKaaIbHas
YacThb TOJIMAMOPUOUIOB TIPUOOpETaeT paauaibHYIO
CUMMETPUIO, a B €€ MOBEPXHOCTHOM CJIO€ HAUMHAIOTCS
MEePUKIMHANIbHbBIC IeJIEHNS] KJIETOK, CBSI3aHHBIE C OT/e-
JIEHHEM IIpoToaepMsbl (puc. 1:k). Bce aTu mpoliecchl, Be-
POSITHO, TIPOTEKAIOT CXOAHO U B COOTBETCTBUU C TaKO-
BbIMU y paHee M3Y4YEHHBIX SMOPHOMWIOB TIICHULIbI (B
KOHTEKCTe HaHHOII pabOThl KOpPpeKTHee — “MOHO3M-
opuounos”) (Kpyrmosa u np., 2005).
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Puc. 2. PanHe-1100y/sipHast CTaaysi pa3BUTHS MOJIM3MOPUOMIOB, MOHOSMOPHOUIOB U 3apOIBIIIECH. a—B, K, JI1 — ITIOJIUIMOPUO-
WII; T—1 — MOHO®MOPHMOUI, M—p — 3apObIIL. a, T, 3k — COM; 6, 0, 3 — CM, ITIOCTOSTHHBIE IIpeHapaThl, IIPOIOJbHbBIE CPE3HI; B,
€, U — KJIETOYHBIE PSIIBI B CTPYKTYpaX, MPeACTaBIEeHHBIX Ha (hoTorpadusix cpe3os (a, T, K), COOTBETCTBEHHO, CXeMaTU3MPOBa-
HO; K, J — CTPOEHME NOJIM3MOPUON/IA M0 3aBEPILICHNH PaHHE-TJI00Y/ISIpPHOM cTaauu pa3BUTHUs (K) U (DparMeHT ero almmKaabHO
YaCcTHU C paauaabHBIMU PSIIAMU TTEPUKITMHAIBHO IEJISIIMXCS KJIETOK (YepHBIE CTPEIKN) yBeJIUYeHO (J1); M—p — (hOpMUpOBaHUE
paIvabHBIX PSIIOB KJIETOK B 3apOJBIIIE MIPU MEPEXOAe OT CTAAUU ITPO3MOPHO K paHHE-IJIOOYJISIPHOM cTaquu pa3BUTHUs (110:
Batbirnna, 1974 ¢ usmenenusimu). KpacHoie cTpeliku: Ha (B, K) — [IepBUYHAsI M BTOPUYHBIE OCH TTOJIMAaMOpurona (TyHKTUpPHAs U
CILIOIIHAS JIMHUU, COOTBETCTBEHHO); Ha (€, U, I1, P) — UICKPUBJIEHHAsT OCh 3apO/IbIiiia/MOHOIMOpHonaa. MO — MOHO3MOpHONI,
IJ1 — nepukimmHanbHbIe AeneHus, C — cycnensop, TK — tabimraarsie kitetku, 11, pco — murok, m, n, n', 0, p, g — 61actoMmepbl
3apobiiia. OctajabHble 0003HAYEHUS Te Ke, 4To U Ha puc. 1. [llkana: a—e, 1 — 50 MkM, )k—K — 100 MKM, M—p — 25 MKM.

Ha 10—12 cyT KyJabTMBUpPOBaHUS amMKaJbHas
YacThb MOJMIMOPUOUTIOB CYIIECTBEHHO YBEJIWYMBaA-
eTcsl B pazMepax (ITpu COXpaHeHUH paaualbHON CUM-
METpUM), a B UX OaszaibHOM 4yacTU (Ha T'paHUIIE C
“HOXKOI1”’) oTMedaeTcsl Hadajao guddepeHIalnmn
30HBI OCOOBIX TaOJUTYATBIX MEPUCTEMATUYECKUX
KJIeToK (puc. 2a—2B), COOTBETCTBYIOLIMX WHUIIMA-
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JISIM KOJIEOPU3BI U YeXJTMKA ITEPBUYHOTO KOPHS 3UT0-
TUYECKOTo 3aponabima mueHulb! (bateirnna, 1974).
OmHOBpPEeMEHHO B IIEHTPaIbHOM YaCTH ITOJIMIMOPIO-
WIIOB CTAHOBSITCS 3aMETHBIMM PSIIBbI KJIETOK, paau-
aJTbHO pacXosIIyecs OT 6a3aIbHOM 30HBI TAOTUTIATBIX
MEpPUCTEMaTUYECKNX KJIETOK B HAIIpaBICHHH TTOBEPX-
HOCTH aIllMKaJIbHOTO JoMeHa (puc. 2B). [Tpu aToM psiabt
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Puc. 3. INepexon oT No3aHe-MIOOYJISIPHON CTaAuM pa3BUTHS K CTAAUU 3aJI0XKEHUSI OPTaHOB Y TTOJIU3IMOPUOUIOB (heHOTUTIOB
“CuaMcKue 3apOAbIlI CIIMHA-K CIIMHEe” (ITeHTaMepHbIe BapUAHTHI). a, 0, 1—J1 — IMOJMAMOPUOUIILI; B, T — 3apOAbIII. a—B, I,
3—51— CBOM, e, Xk — CM, MoCTOSTHHBIE TIpETTapaThl, T ¥ €, K — CTPOEHUE 3apOIbIllia,/TTOIMIMOpHonIa, N300pakeHHBIX Ha (hOTO
(B) u (1) HA TIPOMIOJILHBIX CpPe3ax, COOTBETCTBEHHO; U — BUI MOJUAIMOpHOUIA, U300paKeHHOTO Ha (hOTO 3, CBEPXY, J — BUJ
MOJMAIMOpPUONIA, TIPEICTAaBICHHOTO Ha (hoTo K, CHU3Y. KpacHble XXUPHBIE CTPEJIKN — 30Ha BEPXYIIKU 3aTyxalollleil mepBuy-
HOI OCY TTIOJTMAMOpUONIIa, CHHUE CTPEJIKM — MEpUCTeMa Mobera, KeJIThle CTPEJIKA — IPaHUIIBI IIMTKOB. 3A — 30Ha (hopMupo-
BaHUs OyAyIIMX aHACTOMO30B MPOBOISILEH TKAHW COCTABJISIIOLIUX eAMHULL TOIUAIMOpHonnoB. OcTajibHble 0003HAUYCHUs Te
Xe, 9yto 1 Ha puc. 1 u 2. llIkama: a—6, 1—1 — 100 mxMm, B — 10 MKM, T — 25 MKM.

MEPUKIMHAJIEHO JIENISIINUXCS KIIETOK OKaHUMBAIOTCS
HEMoCpeACTBEHHO B MOBEPXHOCTHOM CJIOE KJIETOK T10-
JIM3MOPUONTIA, KOTOPKIE TIPOIOIKAIOT JEIUThC TIEpU-
KJIMHAJTBHO, BCJICACTBHE YETO MPOToAepMa KaK CIIOI He
dopmupyetcs. 3a c4eT AeIEHUI KJIETOK B paguaIbHBIX
psiaax OCYIIECTBIISIETCS] paclIUpeHue aluKaJlbHOM ya-
CTU MOIMAMOPUOWIOB, JOCTUTAIOIIMX pPaHHEe-TI00Y-
JIIPHOM CTaguM B OCOOOM COCTOSTHMH — 0e3 oopMIte-
HUS TIpoTonepMbl (puc. 2a—2B). CXOaHBIE MPOLIECCHI
OTMEYAIoTCs M pU (POPMUPOBAHNU MOHOIMOPUOUIOB
MIIIeHUIIBI (pUC. 2r—2¢), XOTS MOCJICTHNE XapaKTepr-
3yIOTCSI PAHHUM CTaHOBJIEHUEM JIOPCOBEHTPAJIbHO-
CTU CTPOCHUSI — OBICTPHIM OJHOCTOPOHHUM aru-
KaJlbHO-JIaTepaIbHBIM pa3pacTaHueM W WCKPUBIIE-
HUeM ocu (puc. 2XK—21), KaK U B 3UTOTUYECKOM
3apoJibilire MieHuIsl (puc. 2Mm—2p). Kpome Toro, 6a-
3aJIbHAg 30HA TAOJUTUYATBIX KJIETOK Y ITOIUIMOPUOU-
JIOB (BCJIEACTBHE MX MHOTOKJIETOYHOCTH) SIBJISIETCSI 0O~
Jiee IIMPOKOM 10 CPaBHEHUIO ¢ MOHO3MOpHOUIAMU U
OCOOEHHO C 3UTOTUYECKMMU 3aponbliiamMu, Oaaroaapst
yeMy HabJonaeMble B XOIe MX Pa3BUTUS TIPOLICCCHI 3a-
METHBI OCOOEHHO YETKO.

Ha 15—17 cyT Ky7TbTUBUPOBAHUS pagraibHBIC PSI-
IIbl KJIETOK M Oa3ajibHasi 30Ha TaOJIMTYAThIX KJIETOK B
MOIMAMOPHONIAX, HAXOASAIIUXCI HA paHHE-TI00YIISIp-
HOI CTaguy pa3BUTHSI, CTAHOBSITCSI Bce GoJiee OTYETIIN -
BBbIMU, a X alTMKAaJIbHAsI YacTh ellie Oosiee yBeIMUBaeT-
co B pasMepax. [1py 3ToM Hapy>KHBIE TIPOMU3BOTHbIE Jie-
JICHU KJIETOK paayaIbHO PACXOMSIINXCS PSIIOB, OJIMKe
K Tiepudepuu TIOIMIMOPUONIOB, CTAHOBSTCS OoJee
KPYITHBIMU, YEM MEPUCTEMATUUECKIE KIIETKU STHUX PsI-
JIOB B UX LIGHTPAJIbHOM YacTu (puc. 2K, 2I1).

C paHHe-TJI00YJISIpHOM CTaIM B pa3BUTUU MOJIM -
SMOPHONIOB HAYMHAETCS IBHOE PACXOXICHUE, TIPU-
BoOJISIIIee K BOBHUKHOBEHUIO UX PAa3HbIX (DEHOTUTIOB.

Pasputne mnoamamMOpHOMIOB Kjacca (eHOTHIOB
“MHoxKecTBeHHbIe MepucTeMbl modera. Cuamckue 3a-
pOIbIIIHN cnuHA-K-crHe”. [ToansMOpuonasl TaHHO-
ro kjiacca (beHOTHUIIOB XapaKTEepU3YIOTCS 3a710XKEHU-
€M B UX allMKaJIbHOM YacTH 10 2—5 MepucTeM rmoobera
¥ COOTBETCTBYIOIIVX UM IIUTKOB, OOpAIIeHHbBIX APYT
K JIpyry IOpCaJIbHOII CTOPOHOI, KaK IMPaBUIIO, 00b-
€IMHEHHBIX OOIIMM KOPHEBBIM TTOJTt0ocOoM. Takue mo-
JINAMOPHUOUIBI TIPEACTABIISIOT HOJIMMEPHbBIE CTPYKTY-
PHI ¢ pagvaabHbIM PACITOJIOXEHUEM OTIEIBHBIX €IU-
Ne3 2016
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Puc. 4. I1epexon oT mo3aHe-MIOOYISPHON CTAAUM K CTAAUM 3aJI0XKEHUSI OPraHOB Y MOJIUAMOpHOUIOB ¢ heHoTunoM “Cuam-
CKUe 3apObIIIN CITMHA-K CIMHE” (TpUMEpHBIe BapruaHThl). a—T — COM; 1 — cTpoeHue moJnmaMOpuonaa, n300paxkeHHOTO Ha
¢oto (1) Ha nponosbHOM cpe3e, CM, nocTosiHHbI npenapat. AKp — anBeHTUBHBI KOopeHb, Ki1 — koneontuib, JIr — nuryna,
I1J1 — nepssiii tuct, ITKp — nepBuuHbIit KopeHb. OcTajibHbIe 0003HAYEHUS T€ Xe, uTo 1 Ha puc. 1 u 2. Illkana: a—B — 100 MKM,
r—1 — 500 MKM.

HUL, (OTHOCUTEIBLHO IIPONOJIBHOM, TEePBUYHON, OCHU
sMOpHonaa — CM HUXKe), Kaxmast U3 KOTOPBhIX UMEeT
JIOPCOBEHTPAIbHOE CTPOSHUE U TePMUHAIBHOE MOJIO-
KEHHWE IIUTKAa OTHOCUTEIbHO MEpPUCTeMbI mobera.
Itk 1 MepucTeMbl TTOOETOB paguaIbHO PACIIOIO-
2KEHHBIX €AMHHNIL YaCTUYHO JIaTCpaJIbHO O6’be)lI/IHeHbl
B CBOEH MPOKCHUMAJILHOM yacTu (puc. 3—5).

B 3aBUCHMMOCTHU OT YMCJia COCTABJISIIOIINX €TUHUILL
Y1 BApMAHTOB UX CUMMETPUU, TIOJTUIMOPUOUIBI 3TOTO
Kjacca (beHOTUIIOB MOXHO Pa3Ae/iMTh Ha ClIeIylo-
II1Me KaTeropuu: MeHTaMepHbIE MOJUAMOPUOUILI C
5 LIUTKaMU, COOTBETCTBYIOIIIMM YHUCJIOM MEPUCTEM
MOOETOB M KOJIEONITUJIEH M C YIJIOM JUBEPreHIIUU
Mexay mutKamu B 70° (puc. 3a, 3o, 33—311); TpuMep-
Hble — C 3 IIUTKAMU M COOTBETCTBYIOIIUM YUCIOM
MEpPHUCTEM ITOOETOB U KOJICONTUIICH U C YIJIOM TUBEp-
TeHUIMU MexXay muTkamu B 120° (puc. 4a—48); nu-
MepHBIE — ¢ 2 MINTKaMu, 2 MEpUCTEMAMU ITOOETOB 1
2 KOJEONTWJIIMU, C YIJIOM IOWBEPTEHIIMH MEXKIY
muTkamu B 180° (puc. 5a, 56).
Ne 3 2016
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PazBuTre moansmMOpruonaoB JaHHBIX (DEHOTUIIOB
MocJie paHHEe-TJIOOYIsIpHOI cTaguu (HEe3aBUCUMO OT
TUIA CHMMETPUM U YKCJIa OPTaHOB) XapaKTepu3yeT-
¢Sl IPOIOJDKEHNEM YBEIWYEHUSI pa3MEPOB MX allv-
KaJILHOT'O IOM€HA IpY COXpPaHEHUU €To paguaabHOMI
CUMMETPHUHU. 3a CUET MPOMOJIKAIOIINXCS NeACHU B
pamranbHO PACXOMSIIUXCS PsSAax KIETOK anMuKallb-
Hasl YacTb MOJIUAIMOpHoMNI0B K 18—20 cyT KyJIbTUBU-
poOBaHUS 3HAYMTEJILHO pacCIIMpsIeTCsI, OOCTUTasl B
muameTrpe 1o 700 MKM, a caMu ITOJIMAMOpHOUIH! (K
MO3OHE-TJIOOYJISIPHOM CTaauM pa3BUTUSI) TIpUOOpe-
TaloT Buf “rpubkos” (puc. 3a; 4a; 6a).

Jlanee, Ha cTaguu Tepexoaa K opraHoreHesy (20—
21 cyT), mo nnepudepun anuKaabHON YaCTH ITOJIMIM-
OpuonaoB (IO KOJIbILY, B M€CTaX HanOOJIBIIETO UC-
KPUBJICHUST TIOBEPXHOCTU) MPOUCXOAUT 3aJIOKECHUE
MHOXECTBEHHBIX MEPHUCTEM TTobOera U IMUTKOB, MMe-
IOIIMX BUA HEOOIBIINX NpoTyOepaHiieB (puc. 3a, 30;
4a, 46), KaK y MOHOOMOPUOUIOB (pycC. 61) U 3UTOTU-
yeckux 3apopnbimieil (puc. 3B, 3r). Ilo Mepe pocrta
IMUTKOB CTAHOBUTCS OTYETIMBO BBIPAXKEHHOI ped-
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Puc. 5. Ilepexon oT o3aHe-TIO0YISIPHOM CTaAuM K CTaAUU 3aJ10KEHUST 1 DOPMUPOBAHUSI OPTaHOB y MOJIUIMOPUOUIOB C (he-
HoTumoM “CHaMcKue 3apOJIbIIN CITMHA-K CTTMHE” (IMMEPHBIE BADUHATHI). a, 0, B—e — MOJIMAMOPUOUIBL, 3K, 3 — MOHOIMOPHO-
un. a—B, X — COM, r—e, 3 — CM, nocTosiHHbIE TIpernapaThbl. a, 6 — pa3Hble paKypChl OTHOTO M TOTO e MOJUIMOpHoMIa Ha
CTaJuy 3aJI0XKUBIIMXCSI IIUTKOB M MEPUCTEM TTOOETOB, B — BHEUITHUI BU BTOPUYHOTO AUMEPHOTO MOJIMAMOpronaa, oopazo-
BaBIIIETOCS U3 KJIETOK “HOXKM TPUMEPHOTO MOJIM3MOPUOIA, HA CTAJINU 3AJI0KEHUST Ha MepUCTEMax 1modera IepBoro JIMCTa 1
MEPUCTEMbI TIEPBUYHOTO KOPHSI, I — CTPOEHME ITOTO XKe MOoJIMdMOpronIa Ha TIPOJOJIbHOM cpese, 1, € — (hparMeHThl JaHHOTO
cpesa B 00J1acTU MepuCTeMBbI TTobera (1) U MEpBUYHOIO KOPHS (€) YBEJIMYEHO; X, 3 — CTpPOeHHE MOHOIMOpHMOUIa Ha CTaauu
3JI0KMBILIETOCS] IIUTKA U MEPUCTEMBI TTOOeTa — ero BHELIHUI BUJL (3K) U TTPONOIbHBII cpe3 (3). BIID — BropuuHbIit moinsm-
opuounn, K — kopa kopHst, Kp3 — koneopuza, KU — kopHeBoii yexnuk, I1I1D — nmepBuuHbIii moausamopuoun, LI — meH-
TpaIbHBIN MUIVMHAP, DHI — 3HAoAepMa, D1 — snunepma. OcranbHble 0003HAUCHUS Te Xe, uTo U Ha puc. |—4. llkana:
a, 6,1, X, 3— 100 MmxMm, B — 200 MkM, 1—e — 50 MKM.

PUCTOCTh MOBEPXHOCTH IIOJIMAOMOPHUOMIOB, XOPOIIO  OcH ImonuaMmopuouna (puc. 3a, 3m, 33, 3u; 4a, 40; Sa,
3aMeTHasi IPU UX TIPOCMOTpPE CBEPXY M B JaTepaib-  0; 6a, 60).
HOM mpoekIny. Pebpa u jexaniye Mexny HAMHU Ha cepuM NponobHBIX CPE30B TaKUX IMOJIUIM-

NINTKU U MEPUCTEMBI rmoodera PAaCIIOJIOKEHBI paaun- 6pI/IOI/I,Z[OB (pI/IC 36, 3)1() BUIIHO, YTO B UX LEHTPaIb-
aJIbBHO 1 CUMMETPUYHO OTHOCHUTCIIBHO HpOHOHbHOﬁ HOI 9acTu OCJIICHUA KIIETOK B paauaJIbHO pacXOIsd-
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Puc. 6. 3anoxeHue opraHOB U HaYaJlbHbIE CTAIUM WX PAa3BUTHUS Y MOJIUIMOPUOUIOB ¢ (heHOTUTIOM “CuHaMcKue 3apOIbIIIn
CIIMHA-K CIKHe” (MeHTaMepHBIM BapuaHT). a—3 — NOJIUIMOPUOUI, U — MOHOIMOPUOU, K, JT — 3apOAdbIll. a, 0, u, K — COM;
B—3, 1 — CM, ocTOsTHHBIE TIpenapaThl. a, 0 — pa3Hble paKypChl OAHOTO U TOTO e MToJU3IMOpUounia; B, T, € — ero CTPOCHUE Ha
MPOIOIBHBIX Cpe3ax; I, 3K, 3 — (pparMeHThI JaHHBIX CPE30B B 00JIACTM MEPUCTEMBI TTo0era (1) ¥ IUTKa (K, 3) YBEJIMYEHO, Ha
(3K, 3) BUIHBI “cTapble” MepUKJIMHAIbHbIC NeJICHUs B TIOBEPXHOCTHBIX CJIOSIX KJIE€TOK IIUTKA; U, K — BHEIITHUM BUI MOHO3M-
Opuonna (1) 1 3apobliia (K) Ha aHAJIOTMYHOW CTaauM pa3BUTHUS; 1 — CTPOSHUE 3apOIbIIia Ha TPOIOJIbHOM cpese. [Tk — mpo-
KamMOuanbHble KiIeTKU. OcTajbHble 0003HAaYeHUS Te Ke, 4To 1 Ha puc. 1—5. Illkana: a—x, u — 100 MkM, 3, K, 1 — 50 MKM.

IIUXCS psiAax MOCTENEHHO CTAHOBSITCS HEAKTUBHBI-
MU, OCOOEHHO B O0JIaCTU BEpPXYyIIKU, TOTOa KakK B
nepugepruyeckoil yacTu, Mo ee KoJiblly (B MecTax
HanOOJIbIIIETO NCKPUBJICHMSI TIOBEPXHOCTH) IEICHUST
nponoskaiorcs. [locTeneHHO TPOMCXOOUT KOHIIEH-
Tpauusl IeJICHUI KJIETOK B HECKOJIBKMX (2—3—5) TouKax
TOBEPXHOCTU “TpMOKA”, MPUBOMAIIAS K 3aJIOXKEHUIO
MHOKECTBEHHBIX MEPHCTEM ITOOETOB M OKPYKAIOIINX

OHTOTI'EHE3 Ne 3
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UX BaJIUKOB IIUTKOB. OMHOBpEMEHHO KOHEUHbIE TTPO-
WU3BOJHbBIE IEJICHUI KJIETOK PSIIOB B BepXHeit (arvKasib-
HO-JIaTepaJIbHOI) 4YacTU TIOCTENIEHHO MOJABEPraloTCs
BaKyoJIM3allMK, YTO MPUBOIUT K (DOPMUPOBAHUIO Xa-
PaKTEpHOI CTPYKTYpbl 3TUX KJIETOK, CBOMCTBEHHOM
KJIETKaM IUTKOB MOHOMOPHUOWIOB U 3UTOTUYECKUX
3apoJibpllieit Ha paHHUX CTaAusIX pa3BuUTHUs (puc. 3r;
53; 611). B MOBEepXHOCTHOM CJIO€ KJIETOK OTMEYaeTCsl
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MOCTEIIEHHOE IIpeKpallleHne IIepUKINHAIbHBIX Ie-
JICHUI, T.e. TIPOUCXOIUT OKOHYATeIbHOE OhopmIe-
HUE MOpoToaepMbl. B IleHTpajibHOII 4YacTH, BIOJb
MpPOOOJIBbHOI ocHu, OJKe K 0a3aIbHOM 30HEe TaOIUT-
YaTbIX KJIETOK, MEPUCTEMATUYHBIN XapakKTep KJIECTOK
PSIIOB COXpaHSIETC.

B pesynbTate onmmMcaHHBIX TIPOIIECCOB BO3HUKAIOT
MOJIUMEpPHBIE 00pa30BaHMsI, COCTOSIIINE U3 HECKOJIb-
KMX HOBBIX OCEM, 00bETMHEHHBIX OOIIIMM KOPHEBBIM
nojrocoM. Ilpu 3TOM Bepxylllka IIPOOOJbHOI OCH
MOJIU3MOpHONIA — €ro IIEPBUYHOI OCH, CTAHOBUTCS
cJierka BIaBJIEHHOI, a BCE HOBbIE OCU — MEPUCTEMBbI
no6eroB 1 00pa3ylolIrecss Ha HUX BaJUKU IIIUTKOB,
BCJIEACTBUE UX BOZHMKHOBEHUS U3 €AUHOMN KOJIbLIE-
BOU MEPUCTEMATUUYECKOM 30HBI, SIBJISIOTCS YACTUYHO
KOHT'€HUTAIbHO JaTepalbHO O0be IMHEHHBIMU B CBO-
eit mpokcumManbpHOi yactu (puc. 33—3m; 4B; 5a, 50).
3oHa oO6pa3oBaHUs BaJIMKa IIUTKA HA KaXI0 Mepu-
cTeMe mobera Tororpapuueck COOTBETCTBYIOT 30HE
OyIyIIEro KOJASONTHIsI, KOTOPhIii BO3HMKAET KakK Iep-
BbIii JIaTepaJibHbIIA OpraH MepUCTEeMbl MoOera, HO
BCJICACTBUE CIIe(UKHN 3aJI0KEHMSI OPTaHOB B ITOJIH -
AMOpUONAAX SIBJISIETCSI KOHT€HUTAJIbHO OOBETMHEH-
HBIM C COOCTBEHHO IIIMTKOM, T10 CYTH — JIaTepaIbHBIM
BBIPOCTOM BTOPUYHBIX OCE MOJIUAMOpHONIA.

B xone manpHeiinrero pa3sutus (23—25 cyT Kyiab-
TUBUPOBAHUS) B OTACITBHBIX EAWHUIIAX TTOJTUMEPHBIX
CTPYKTYP MPOUCXOIUT POCT IIUTKA U (DOPMUPOBAHUE
KOJICOTITWIISI, OKPYKaoIero MepucreMy Iobera
(puc. 6a—6e) — Kak 1 B MOHOAOMOpHOHNIAX U 3UTOTU -
YeCKHUX 3apobIlax MIeHUIbI (puc. 6u—611). PocT co6-
CTBEHHO IIUTKOB OCYIIECTBISICTCS 3a CUeT OCJICHUM 1
pPaCTSDKEHMST KJIETOK pamvalibHBIX PSIOB, TIPUUYEM Ha
9TOM CTaAWU Pa3BUTHS B UX SIUACPME €Ille OTYSTIUBO
COXPAHSIIOTCS CJIeAbl paHee MPOU3OIISIITINX MePUKITH-
HaJIBHBIX JIeICHUI ee KIIeToK (puc. 6, 63). ITo mMepe
pPa3BUTHUSI MEPUCTEM TTOOETOB U IIMTKOB B HUX (Dop-
MUPYIOTCST TSDKU TIPOKaMOUsI, CBA3aHHBIE C 0a3allb-
HOIT 30HOW MepHCTEeMAaTUIECKUX TaOINTUYATHIX KIIe-
TOK B 00JIaCTU KOPHEBOTO TI0JI0Ca MOJIM3MOpUonIa
(Ha rpaHuIe C “HOXKOIi”), KOTOPbIE BEITSITUBAIOTCS
TAaHTEHTAJbHO M TaKXKe HAIIOMWHAIOT KJIETKW TPO-
Kambus (puc. 6r—6m). B 1ieHTpabHOM YacTH TTOJU-
5MOpHUONIA, COOTBETCTBYIOIIEH 30HE ero TIepBUYHOI
ocH, OmKe K OCHOBaHMIO, Ha 0a3e COXpaHSIOIINXCS
pamuaabHBIX PSIIOB KJIETOK MOTYT (pOpMUPOBATHCS
TOTIOJTHUTEIbHBIC TSKU IMpoKaMous (puc. 6B—6¢), B
MambHEWIIIEeM aHACTOMO3UPYIOIIHE C MPOBOMSIIIINMK
MMyYKaMU OTAEIbHBIX IITUTKOB.

Hanee (25—30 cyT KyabTUBUPOBAHUSI) HA MEPU-
cTeMe nobera KaxkIoi eTMHULIBI MoTuaMOpronaa (BTo-
PUYHBIX OCSIX) TPOMCXOOUT 3aJIOKEHUE ITPUMOpPIUEB
1-ro ¥ moclieAYIIINX JUCThEB; IPU 3TOM MEpPUCTe-
Ma nmobera cMelllaeTcs B 1aTepaibHOE MTOJIOXKEHHE, a
IIMTOK — B TEpMUHAIbHOE. 3aJI0KeHEe MEPUCTEMBI
€IMHCTBEHHOTO TMEPBUYHOIO KOPHSI IPOUCXOIUT
Mo3aHee, TOCie 3aJ0XKEeHUS MepucTeM Iobera u
IIUTKOB (puc. 4r, 41; 5ST—5€), KaK 1 B MOHOOMOPHO-

naax (puc. 5x, 53) U 3UrOTUUECKHX 3apoAbIiax (puc. 61).
B penxkmx ciydasx HaOMOmaoCh 3ajlokeHHE 2—4-X
MEPBUYHBIX, YaCTO JIATEPAJIbHO CPOCIIMXCS KOpPHE
(mannble He mpuBeneHsbl). [locie 3amoxxeHUsT HA Me-
pucTeMax 1mmoodera mpuMopaus 1-ro Jmcra B MX OCHO-
BaHUM OTMEUYAETCS 3aJI0KEHHE aIBEHTUBHBIX KOP-
HEM, BHEIIHE IPOSBASIOIIMXCS B BUIE B3OYTUM Ha
MOBEPXHOCTH Oa3aJlbHOM YacTW TOJIMAIMOpHoMIa
(puc. 4r, 4m). I1lpu 3TOM XapakTepHasi peOpUCTOCTh
rnocJjienHeld, COOTBETCTBYIOIIAsl TpaHUIIAM CJAUSHUS
OTIEJIbHBIX €OWHUI] — BTOPUYHBIX OCEil ITOJIMAIM-
OpMOMIOB, CTAHOBUTCSI MEHEE BBIPAKEHHOM (puC. 4T),
XOTsI Ha BCEX MPOCJIEKEHHBIX HAMU CTaaUsIX Pa3BU-
THUSI TIPUCYTCTBYIOT CJI€bl MX COXPaHSIOIICHCS TIep-
BUYHOM ocu (puc. 3e, 3x; 4n; 5r).

OTIMYNTENBHBIMU YEPTaMU CTPOSHUSI OTAEIbHBIX
€IUHULL OJUAMOPUOUIOB 3TOr0 Kjacca SIBJSIIOTCS
pPa30MKHYTasl CTPYKTYpa KOJEONTUJISI U TIOYTH TIOJI-
HOE OTCYTCTBHE 0Opa3oBaHUS 3MUOJIACTOB (pHUC. 4T;
5a—5B; 7a—7n). K 4uciay xapakKTepHBIX OCOOEHHO-
cTeit X pa3BUTHSI TAKXKe CIeayeT OTHECTH YacToe Ha-
pylieHue ¢pujioTakcuca (Te Xe puc.) 1 odpazoBaHUe
JOIMOJHUTEIbHBIX 3MOPUOUIOB (TakKKe OOBIYHO C
MHOXECTBEHHBIMU OpraHamMM) U3 KJIETOK “HOXKHU”’
(puc. 5B).

CrienyeT OTMETUTD, YTO HEPEIKO 3I0KEHUE IIUT-
KOB M MEPUCTEM ITOOETOB B MOJIMAMOPHOMIAX JAHHOTO
Kj1acca (DEeHOTUINIOB TIPOMCXOAWIO ACUHXPOHHO, TIpU
9TOM OJIHA U3 €AWHUI] MOIVIa HECKOJIBKO OTepeXaTh B
Pa3BUTUU OCTaIbHbIE NMHULIBI. YacTo IIUTKY cOMKe-
HbI U CpacTaloTCsl MEXITy COOOI JlaTepaibHO B CUJTbHO
CTeTIeHU, YTO OOYyCJIOBIMBAET HapyllleHue CUMMET-
pUU TTOJIMAMOPUOUIOB (BapbUpPOBaHUE 3HAYEHUST YT-
JIOB MeXIy IIUTKaMu). B yacTHOCTH, cpenm TeHTa-
MEpPHBIX TOJIMAMOPHOUIOB OTMEUEHBI CJICHyIOIINe
BapuaHTBI CPacTaHUs IIIUTKOB: 2 CPOCIIMXCS U 3 OT-
HOCUTEJILHO CBOOOIHBIX IIMTKa (puc. 7a); 4 cpoc-
muxcs 1 1 cBOOOIHEIN IIUTOK (pUC. 70); 3 cpocImx-
CSI M 2 OTHOCUTEJILHO CBOOOIHBIX IIUTKA (pHC. 7B).
[1pu moYTH IMMOJTHOM CpacTaHWY IIMTKOB HAaOII0IaeT-
Csl TIOYTH TIOJTHOE OOBEIMHEHNE COOTBETCTBYIOIIMX
UM MepucTeM Itobera, ¢ obpa3oBaHMEM EIMHOTO
CHMHTETMYECKOTO 1-TO JIMCTa B BUIE TUIACTUHYATOMN
CTPYKTYpPHI, JIUIIB CJerKa pa3nesIcHHON B OUCTallb-
Hoi yactu (puc. 71, 7).

XapakTepuCTHKA W Pa3BHTHE MOJMAMOPHOMIOB M3
Kiacca ¢penoTunoB “MHOXKXeCTBEHHbIE MEPHCTEMBI MO~
o0era. CepaeykoBuaHble CHAMCKHE 3apoabimum”. s
MOJIMAIMOPUOUIOB ITOro Kjacca (heHOTUIIOB Takxke
XapakTepHO o0pa3oBaHUE B alMKaJIbHOW YacTU He-
CKOJIBKMX IIMTKOB M MEPUCTEM MOOEroB, 00bEAU-
HEHHbIX OOIIIMM KOPHEBBIM MOJIOCOM, OJJHAKO, B OT-
JIMYKE OT MPEIbIIYIIEro Kiacca, OHU XapaKTEPU3yeT-
Cs MHOM CMMMETpUEl pacroaoXeHUs eNUHULL U UX
opraHoB. B 3aBucuMocTH OT B3aMMHOIT Tomorpagpun
COCTaBJISIIOIIMX €AWHUIL U UX OPraHoB (heHOTUIIbI
3TOTO Kjlacca MOXHO pa3/ieITh Ha 2 TPYTIIIbI.
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Puc. 7. PaznnuHble BapuaHThI CTEIIEHU COVKEHUS U CpacTaHUsI OPTaHOB Y TTOJIMAMOPUOUIOB ¢ heHOTUIIOM “CHaMcKue 3a-
POIBIIY CIMHA-K cTTuHe” (TTIeHTaMepHble BapuaHThl, COM). O603HaYeHus Te ke, 4To U Ha puc. 1—5. kama: 200 MxM.

1-ag rpymma (peHOTUNOB XapaKTepu3yeTcsl JIU-
HEWHBIM PACIIOJIOXKEHUEM COCTABIISIOIINX WX €OV-
HUII CO CMEIIIEHMEeM BCeX IIIUTKOB U MepucTeM Iobe-
TOB Ha OJTHY CTOPOHY ITOIM3MOpHONIA (MX PACIIONOXKe-
HUEM B OIHOM TUIOCKOCTM), BCJICACTBUE YEro BCSI
MOJIMMEpHas CTPYKTypa (KakK U clararoiiyie ee equHu-
LIbI) XapaKTepU3yeTcsl TOPCOBEHTPAILHBIM CTPOSHHUEM.
HIuTKN MMEIT OAMHAKOBYIO OPUEHTAIUIO, PACIIOIO-
>KEHbI TCPMUHAJIBHO OTHOCUTEJIEHO MEPUCTEM TT0OETOB
¥ YACTUYHO WJIH MOJIHOCTHIO OOBEINHEHBI JIATEPATBHO.
B 3aBuUCHMOCTH OT YmcIIa Claaralox eIUHULL 3TY TPYII-
1y (heHOTUITOB MOKHO Pa3IeInThb Ha CIIEAYIOIIE KaTe-
TOPUH: TUMEPHBIC MOMMAMOPUONIRI ¢ 2 IIATKAMU, Ya-
CTUYHO WJIH TTOYTHU MOJTHOCTBIO CPOCIIIMMICS JIATePaTh-
HO; KaXXIOMY IIIUTKY COOTBETCTBYET CBOIi KOJICOIITUIb,
3aKITIOUAIONINIE B cebe OmHy MepucTeMy mobera
(puc. 8a—8m); TpuMepHbIE 1 TIEHTaMEPHbIE MOJIUIM-
Opuouabl ¢ 3 WK 5 IUTKaMU, TakKKe, KaK IPaBUIIO,
CPOCIINMMCS JIaTePabHO B pa3HOM CTEIICHU, Hepel-
KO MOYTU ITOJIHOCTBIO — C O0pa3oBaHUEM €OUHOTO
CUHTETUYECKOIO IIUTKA U €AUHOTO CUHTETUYECKOTO
3 OHTOTEHE3 Ne 3
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KOJIEOTITUJISI, YaCTUYHO pa3delIeHHBIX B CBOEH IU-
cTajbHOI yacTu (puc. 8e—83).

2-as rpynna (peHOTUIOB XapaKTepu3yeTcs paav-
aJIbHBIM PACTIOJIOKEHUEM COCTABJISIIONINX €IUHULL —
Kak u rpymmna ¢gpeHotunoB “CuamMckue 3apOoAbIlun
CIIMHA-K-CIIMHE” (CM. BBIIIIE), OMHAKO OTIMYACTCS OT
HUX MMOJIHOM MHBEpCHEN X MOJIoXeHUs. B Takmx mo-
JTuaMOpronax opMUPOBAIUCH 2 CYTIPOTUBHO pac-
MOJIOXKEHHBIX IIUTKA (TTof, yriaoM B 180°), obGpaleH-
HBIX JIPYT K APYry BEeHTpaJlbHbIMU CTOPOHAMMU; MpPpU
KaXKIOM IIMTKE UMEJIOCH 10 OMHOM MeprcTeMe Tobe-
ra (puc. 9a, 96). B otnuuune oT AIMMEpHBIX BApUAHTOB
denotumna “CuamMckue 3apoabIlIi CITUHA-K-CITUHE”,
MEPHUCTEMBI TTOOETOB B 3TOM CJTydae 3aHUMAIOT B TTOJIU -
aMOprone TEPMUHAIBHOE TTOJ0KEHNE OTHOCUTEJIBHO
LIUTKOB (BHEIIHE HAIOMUWHAs 3apOAbllll JBYIOJbHbBIX
pacTeHuit, B KOTOPOM €IMHCTBEHHAs MeprcTeMa rmode-
ra pacriojaraetcst Mexy IByMsl CEMSITONSIMU, 3aHUMAs
10 OTHOLLIEHUIO K HUM TEPMUHATTbHOE TOJIOKEHUE).

AHaJIu3 BHEILIHETO CTPOCHUA IMMEPHBIX ITOJINOM -
6pI/IOI/I,Z[OB C JUHEMHBIM PacIojJIOK€HUEM COMHMAIL Ha
CTaauM 3aJIOKMBIINXCA OPraHOB ITOKasall, YTO B UX
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Puc. 8. [TocnenoBarenbHbIE CTaANU PA3BUTHS TTOTMIMOPHUOUIOB U3 Kitacca (heHOTUTOB “ MHOXeCTBEHHbIE MEPUCTEMBI TT00e-
roB. CepIeYKOBUIHBIC CMAMCKIE 3apOABIIIN”~ ¢ IMHEHHBIM PacIoIOKeHUEM COCTABJISTIONINX eAUHUIL. a—T, €, 3 — COM;
1, )X — CM, oCcTOsTHHBIE Mpenaparkl. a, 6, B — BHEITHUI BUI TMMEPHBIX TOJIMAMOPUOUIOB HA CTAIMU 3aJI0XKUBILINUXCS IIUTKOB
¥ MepucTeM nobera, Bu cOOKY (a) 1 BuI cBepxy (0) OMHOTO M TOTO Xe MOJTMIMOPUONIA; T, €, 3 — BHEITHWI BUI TUMEPHOTO (T),
TPUMEPHOTO (€) U TIEeHTaMePHOTO (3) MOJIM3MOPUONIOB U UX CTPOSHUE Ha MPOIOJIbHBIX cpe3aXx (I, 3K) Ha CTaauM 3aJI0KCHUS
Ha MepHCTeMax MoOEeroB MEPBOTO JIMCTA U MEPBUYHOTO KOPHs. besible M30rHyThie CTPEJIKU: UCKPUBIIEHUE OCH TTOJIMAMOPUOU -
nma. OctanbHbBIe 0003HAYEHUS Te Xe, 9To U Ha puc. 1—5. [llkana: a, 6, x — 100 mxMm, B — 200 MKM, T, 1, €, 3 — 500 MKM.

anMKaJIbHOM YacTH (9yTh BBIIIE TPAHWIBI CIMSHUS
IMTKOB) MMEETCS BIaBJIIEHHAsI 30HA, COCTOSIIAS U3
OoJiee KPYITHBIX KJIEeTOK (Kak 1 'y “CuaMCcKux 3apo-
IBIIIe cIMHAa-K CIIMHE ) W pacIiojIoXKeHHasi Ha Ofl-
HOM OCH C KOPHEBBIM ITOJIFOCOM, IIPA 3TOM CaMa OCh
SIBJISIETCSI HECKOJIbKO MCKpUBJIECHHOM (puc. 80, 8r).
Hanuuue 3Toi1 30HBI ITOATBEpXKAAeTCSI aHATOMMUYE-
CKUM aHaJIU30M CTPOEHUS TaKMX IMOJIUIMOPUONIOB,
MIpUYEM Ha IIPOIOJILHEIX Cpe3aX B MX LIEHTPaJIbHOM
YaCTH 3aMETHBI COXPAHSIOIIMECS PSAbl KIESTOK, UIY-
Iye oT 0a3aJabHOI 30HBI TAOJIUTUYATHIX KJIIETOK B Ha-
MpaBJIeHUU MOBEPXHOCTU (puc. 81). DTO MO3BOJISIET
paccMaTpuBaTh LIEHTPAIbHYIO IPOIOJBHYIO YacTb
MOJMAMOPUOMIOB B KauyecTBe UX MEPBUYHON OCH.
MoxxHO mojiaraTh, 4T0 00pa3oBaHUE MOJIUIMOPUOU-
JIOB C JIUHEHHBIM pPACIOJIOKEHUEM EOUHMII TaKXKe
CBSI3aHO C paauajJbHBIM POCTOM aIllMKaJIBHOTO T0Me-
Ha TI0CJIe paHHEe-IJI00YJISIpHOM cTaguu pa3BUTU (00
3TOM CBUIIETEILCTBYET M (popMa IMOJUIMOPHUOUIOB
JMIaHHBIX (DEHOTUIIOB Ha paHHUX cTaausx). OmHaKo B
najnbHeuIeM, HauuHas ¢ 15—17 cyT KyJbTUBHUpPOBa-
HUSI, POCT TaKUX TTOJUAIMOPUOUAOB, BEPOSITHO, CTa-
HOBUTCSI aCUMMETPUYHbBIM, C TIOCTENIEHHOM KOHIIEH-
Tpaluyei KIE€TOUYHbIX AEACHUN JULIb C OOHOM CTOPOHbI
nepudepudecKoil yacTu anukajJbHOro aomeHa (B 2, 3
uan 5 Toukax). BeiencrBue 3TOro moamaMOpHUONIbEl
OBICTPO TPHUOOPETAIOT JTOPCOBEHTPATBLHOE CTPOCHUE,
ono6HO MOHO3MOpHouaaM (Cp. puc. 8X; 5K, 53), C TOi

pasHUIICH, YTO OHU MMEIOT 0oJjiee CIOXKHYIO IIPHUPOIY,
CBSI3aHHYIO C YaCTUYHBIM YMHOXEHUEM UKCJIa OCEeA.

MeHnee siceH xapakTep Iepexoja oT paHHEe-TJI00Y-
JIIPHOIM CTaAuM Pa3BUTHUS K IIPOLIECCY 3aJIOXKEHUS
OpraHoB Y IIOJIMAMOPHUOUIOB C paguaabHBIM PacIlO-
JIOXEHUEM €OUHUIl, HO C UHBEPTUPOBAHHBIM MOJIO-
JKEHHUEeM MEpPUCTEM ITo0era U IIUTKOB, 00palleHHBIX
IPYT K OpYyTy BeHTpaJbHBEIMU cTopoHamu. Ilpu aHa-
JIM3€ CTPOCHUST TAKUX MTOIUAIMOPUONIOB HA CTaAUN
3aJI0KMBIIMXCSI OpraHoB ¢ nmomolupio COM u Ha
MPOJIOJBHBIX Cpe3axX B MX allMKaJIbHOI yacTu (MexK-
Iy 2 MepucTeMaMM IT00eroB BHOBb 0Opa30BaHHBIX
COCTaBJIAOIIINX CD,I/IHI/ILI) TaK>X€ BBbIABJIIACTCA BEP-
XyIIKa UX COXpaHSIOLIEHCS IMEpBUYHOM ocu (KaK U
y Openbiaymux (peHOTUNOB MNOJMAIMOPHUOUIOB).
O06e MepucTeMbl MoOera BHOBb 00pa30BaHHbBIX €11~
HUILI pacIiojiaraloTcsl BOJIM3U BEePXYIIKU MEePBUIHOM
OCH TMoJIMAMOpHonIa, Mo 6okaMm oT Hee. TsoK 1po-
KaMOUsI KaXXJI0To IIMTKA Y TaKUX ITOJU3MOPHUOUIOB
CBsI3aH ¢ 0Oa3aJbHOIl 30HONM MEpPHUCTEeMaTUYEeCKMX
TaOJIUTUYATHIX KJIETOK B 00JIACTA KOPHEBOTO ITOJIIOCA,
a COOTBETCTBYIOILIE UM MEPUCTEMEI ITOOETOB €Il He
copMHUpOBaIN COCYAUCTOM CBSI3U CO IIUTKOM. I1pu
9TOM, HaXOISICh BOJIM3M BEPXYIIKU IIEPBUYHOI OCU
HOHI/I3M6pI/IOI/[£la N 3aHnMasgd B HEM IIOYTU TECpMHU-
HaJIbHOE IIOJIOXEHME, OHU B TO XX€ BPEMSI BBITJISIISAT
KakK I1a3yIlIHbIE MEPUCTEMBI IIIUTKOB (puc. 9a—9¢).

Bornee mo3mHUE cTaguy pasBUTUS MPOCIEKEHBI
HaMM TOJIBKO Y TTOIU3MOpronnoB ¢peHoTunos “Cep-
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Puc. 9. Ctpoenue nommsmopuonaa n3 Kiiacca GeHOTUIIOB “ MHOXeCTBEeHHbIE MepHUCTEMBI TT00eToB. CepIeyKOBUIHbIE CHaM-
CKMeE 3apOABIIIN~ ¢ BEHTPAJIbHBIM OOpallleHUEM IIIMTKOB APYT K APYTY Ha CTAIMU 3aJI0XKUBLIMXCS IIIMTKOB U MEPUCTEM Mobe-
roB. a, 6 — COM, pa3HbIe paKypchbl OTHOTO 1 TOTO XK€ MoINaMOpuronaa, a — BUI cOOKy, 6 — BUI cBepxy; B—T — CM, cTpoeHue
3TOTO Xe TOIMAIMOPHonIa Ha TIPOIOIBHBIX Cpe3ax; B, T, T — CEPUSI €TO MOCIIEIOBATEIbHBIX CPE30B B 00JIACTH 3AIOXKEHUST IBYX
MepUCTeM MOOEroB U 3aTyxalolleil MepBUYHON OCU; € — CTPOCHHUE OHOI 13 MepucTeM obera yBesnueHo. O003HaYeHUs Te
Xe, 4to 1 Ha puc. 1—6. Illkama: a—g — 100 MM, € — 25 MKM.
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JIEYKOBUIHBIE CMAMCKHE 3apOAbIIN”’ ¢ JTMHEHHBIM
pacnojIOKeHNEM COCTaBIISIOIIMX MX eAIUHUL, Pop-
MHUPOBaHUE KOTOPHIX IIPOUCXOMUT TaKXKe, KaK y ¢e-
HOTUTIOB “CmMaMCKHe 3apoAbllIi CITMHA-K-CITMHE”
(puc. 8e, 8), BKIIIOYasi peIKue ciiydan oopa3oBaHUsI
MHOXECTBEHHBIX NEPBUYHBLIX KOpPHEN (HaHHEBIE HeE
npuBeneHbl). OOIIeil 4epToili CTPOEHUS ITOJIMAOM-
opuounos dpeHoTurioB “CepaeuKoBUIHBIE CUAMCKUE
3apOAbIIN”~ TaKXKe SBJISIIOTCS. XapaKTepHasi peOpu-
CTOCTb MX IIOBEPXHOCTH B 0a3aIbHOI YaCTH Ha paHHUX
CTamMsIX pa3BUTUS (COOTBETCTBYIOIIASI TPaHUIIAM OT-
JIeJIbHBIX CpacTalolIMXCS €OWHUII), pa30MKHYyTasl
CTPYKTypa KOJIEOIITWIEH M OTCYTCTBHE SIHMOJIACTOB.
J1st MonMaMOpHOMIOB C JIMHEMHBIM PACITOIOXKEHEM
COCTaBJISIIOIINX €IUHUI] TaKXKe XapaKTepHbI HapyIIe-
Hus B prmmorakcuce (puc. 8, 8e, 83). B ciaydasx mo-
YTU MOJHOTO CpacTaHUs IIMTKOB TaKxXXe HaOIoaaeT-
CSI TIOYTH MOJTHOE O0beAUHEHNE U COOTBETCTBYIOIINX
UM MepHuCTeM Mobera, ¢ oOpa3oBaHMUEM EOUHOTO
CUHTETUYECKOTO 1-ro JIncTa, YaCTUYHO pasiesIeHHO-
ro B CBOEiT fUCTaIbHOI YyacTu (puc. 8e).

BoapIIMHCTBO MOJIMIMOPUONIOB BCEX BBHISBICH-
HBIX (DEHOTUIIOB OBLIIM CIIOCOOHBI K AaJibHeiIemMy
pa3BUTHIO — OOpa30BaHUIO JINCTHEB Ha MEPUCTEMax
noOeroB M MmocaenayiomeMy GOpMUPOBAHUIO pacTe-
HUii-pereHepaHTOB. KpoMe TOro, Mexay BbISIBICH-
HBIMKA (peHOTHUNAMU IIOJIMIMOPUOUIOB HaOIIIOma-
JIACH BCE TIEPEXOTHBIC COCTOSTHUS.

OBCYXIEHHNE

B ycnoBusiX BBIMOJHEHHBIX HAMM 3KCIEPUMEHTOB,
Kak 1 B akcnepuMenTax K. @uiep ¢ coasr. (1997) no
BJIIMSIHAIO WHTAOUTOPOB ITOJISIPHOIO TPaHCIIOPTa ayK-
CUHOB Ha paHHNE U30JIMPOBaHHbIE 3UTOTUUECKUE 3a-
POOBILIHN MIIEHULIBI i1 Vitro, HAOII0IAIOCh 00pa30BaHNUE
MUKPOCIIOPHAIEHBIX MOJIMAMOPUONIOB, OTHOCSIIINXCS
K 2 xiaccam (peHOTUITOB — “MHOXeCTBEeHHbIE MEpU-
cTeMbl mobderoB” 1 “MHOXeCTBEeHHbIE IIUTKU . [Tpn
3TOM CpeIy IIOJMAMOPUOMIOB M3 Kiacca “MHoxe-
CTBEHHBIE MEPUCTEMBI ITOOETOB” OTMEYAJIOCh IIpe-
UMYyIECTBEHHOE (hopMupoBaHre heHOTUIoB “Cuam-
CKME 3apOIbIIIN CIIMHA-K-CITMHE”, ¢ IIpeodIamtaHueM
MEHTaMEePHBIX M TPUMEPHBIX BapUAHTOB CTPOEHUS;
MOJIMAMOPUOUABI ke Kilacca (heHOTUIoB “MHoxe-
CTBEHHBIE IMUTKM” (C YOIBOSHMUEM IIMTKOB, CXOIHO
OPUEHTUPOBAHHBIX, 00bEINHEHHBIX JIATEPATBHO I10-
YTHU TI0 BCEUl JUIMHE U COCEICTBYIOIIUX C €TUMHCTBEH-
HOM HOpMaJIbHOII MEpUCTEMOI IT00€eTa) BHISIBIICHEI B
eIMHUYHBIX ciiydasix. KpoMe Toro, kak u B yKa3aH-
Hoi1 paboTe, Bo3aeliCTBUE NEeHCTBYIOIIETO BellleCcTBa
(B Hamem ciay4dae — 2,4-J1) ObLUIO, BEepOSITHO, 3 deK-
TUBHBIM JIMIIb B “OKHEe” MEXIY paHHE-TJIOOYIsSIpHOIt
U paHHEe-TIepEeXOIHOM CTaausIMU pa3BUTHUS (10 ycTa-
HOBJICHUSI OWJIaTepaJibHOM CHUMMETPUM) 3apO.IbI-
€11 /TIOIMAMOPUONIOB  IIIIIEHUIIB. 3HAYUTEJIbHOE
CXOJICTBO PE3YyJIbTATOB, MOJYYEHHBIX HAMU U YKa3aH-
HBIMU aBTOpaMU, CBUAETEILCTBYET, Ha HAIII B3IJISI, 00
obmrHoCcT MOpP(GOreHeTHYEeCKNX IIPOIIECCOB, JieXKa-

XX B OCHOBE Pa3BUTUS 3UTOTUYECKUX 3apObIIIeii 1
MOTMAMOPHUONIOB MILIEHUIIBI, YTO eIlle pa3 MOATBEP-
XKIaeT KOHLIEMIMIO O Mapauieanu3Me pa3BUTUSI 3UTO-
TUYECKNX 3apOABIIIIEH in vivo 1 SMOPHUONIOB pa3HOTO
MMPOUCXOXIEHUS in vivo U in vitro (Batygina, 2004).

OO0pa3oBaHme TIOJTMMEPHBIX 3apOIbIIIeii paccMaT-
puBaeTcs PSIIOM aBTOPOB KaK OJHO M3 TIPOSIBJICHUIA

KJIMBAXHOM (MOHO3UTOTUYECKOi') TMOMMaMOpUOHUT
(Haccius, 1955; Erdelska, Vidovencova, 1992, 1994) —
deHoMeHa oO0pa30BaHUS T'eHETUYECKU MIEHTUYHBIX
OJHOSII1IEBBIX OJIM3HELOB (ABOSH, TPOSH U T.1.), BO3-
HUKAIOIIX Ha paHHUX 3TallaX SMOpHUOreHe3a 13 Kiie-
TOK 3UTOTHMYECKOro 3apojbiia (0030pbl: Sharma,
Thorpe, 1995; Durzan, 2008). HekoTopble aBTOpEI pac-
CMAaTPUBAIOT KIIMBAXKHYIO OJIMAMOPHUOHMIO KaK CITOCO0
00pa3oBaHUsI COMaTMYECKUX 3apoiblilieil (3MOprou-
JIOB) Ha 0a3e JoYepHero criopouTa — U3 KJIETOK 3UT0-
Thl WIX MHOTOKJIETOYHOTO 3WUTOTUYECKOIo 3apoibliia
(Batygina, Osadtchiy, 2013). V3BecTHO, 4TO KJIMBaXkKHAasI
MOJIM3MOPHOHUSI, CBOMCTBEHHAS TOKPHITOCEMEHHBIM 1
OCOOCHHO TOJIOCEMEHHBIM PACTeHUSIM, MOXET OCy-
LIECTBISIThCS Ha pa3HbIX, OOBIYHO OYEHb PaHHUX CTa-
IUSIX Pa3BUTUST 3apofblllia — 3UTOTHI WM MPO3MOPHO
(mo otmenenus mporoaepmbl). Kpome Toro, HoBEIE 3a-
PONBIIIM MOTYT BO3HMKAaTh KaK M3 OTACIBHBIX KJIETOK
COOCTBEHHO 3apobliiia, TaK U CycrieH30pa (CyCIeH30P-
Hasi HoJIMAMOpHoHMs). Bo Bcex 3TuX ciydasix B xome
pa3BUTUSI BCE 3apoAbIIi (POPMUPYIOT COOCTBEHHBIC
ocH (armekc 1obera — anekc KOPHSI) U CTaHOBSITCS
MOJHOCTBIO HE3aBUCUMBIMHU (CM. T€ K€ 0030pHI).

B cnydae obpa3zoBaHUs TTOJIUBMOPUOUIOB/ IO~
MEPHBIX 3apoJblilieii TMIIeHUIIbl Kjacca (DeHOTUTIOB
“MHOXeCTBEeHHbIC MEPUCTEMBI ITOOEToB”, OIMMCaH-
HbIX HaMU U B paborte (Fischer et al., 1997), a Takxke B
aHAJIOTUYHBIX CTy4Yasix, OTMEUEHHBIX Y IPYTUX BUIOB
pacteHuit in vivo u in vitro (Haccius, 1955; Erdelska,
Vidovencova, 1992, 1994; Fischer et al., 1997; Fischer-
Iglesias et al., 2001; Rober-Kleber et al., 2003), “xim-
BaxXK” MPOMCXOOUT Ha paHHE-TJIOOYJISIpHOM cTanuu. B
9TUX CIydasix oOpasyroluecs: Moau3aMOpronIbl/3apo-
JIBIIIN HE SIBIISIFOTCSI CAMOCTOSITENTbHBIMM, TTPEACTABIISIS
CcO0OI1 TOIMMEPHBIE CTPYKTYPbl C MHOXECTBEHHBIMU
MepUcTeEMaMM MOOEroB, CEMSIIONSIMU WM crietdude-
CKMMU OpraHamMu (IIMTKamMu, KOJEONITWISIMU — 3Jia-
KM), KaK TpaBUJIO, CPOCIIUMUCS B Pa3HOI CTENMEHU U
O0OBbEIMHEHHBIMU OOIIMM KOPHEBBIM ITOJIIOCOM. B
pabote K. @umrep ¢ coart. (1997) 6nUT0 TTOKa3aHO,
YTO AaXe B ciydyassx o0pa3oBaHUs OTAEJIbHBIX MHO-
JKECTBEHHBIX MEPBUYHBIX KOPHEW MOJIMMEpHbIe 3a-
POIBIIIM MIIEHULIbl BCE PaBHO ObLIM OOBEIUHEHDI
MeXTy co00ii B 00acTu IIIUTKOB. B HaImmx sakcrepu-
MeHTaxX oOpa3oBaHWE€ MHOXECTBEHHBIX (2—4) Kop-

I'B cBsi3u co crielinUKOi TIPOSBIEHUS KJIMBaXKHOW TOJIMAM-
OpPUOHUHM Yy MOKPHITOCEMEHHBIX PaCTeHMI, 0COOEHHO Ha OoJjiee
TMO3THUX 3TallaXx 3MOpuoreHe3a, a TakKe ee ONpenesIeHHbIMU
OTJIMYUSIMU OT TAaKOBOM Yy TOJIOCEMEHHBIX (pacciioeHHe 000-
siouku 3urothl) T.B. BarbirnHa npearnoynTaeT NCIoIb30BaTh BMe-
CTO TepMHUHA “KJIMBaXKHasl TTOJIUAIMOPUOHUS” TEPMHUH “MOHO3U-
rotudeckas nonuamopuonust” (Batygina, Osadtchiy, 2013).
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Hel y MOIn3MOpHONI0B HAOJII0IAJIOCh OUY€Hb PEOKO.
OObIYHO OHHU OBUIM CPOCIIMMMCS MEXIYy Cco0oit
(bacuumpoBaHHBIMM), YTO OTMEYAIIOCHh U B paboTax
npyrux aBropoB (Ferguson et al., 1979), monaraBimx,
YTO CiIydyan oOpa3oBaHUS TOJUMEPHBIX CTPYKTYp C
OOIIIMM KOPHEBBIM ITOJIIOCOM HEJIb3s pacCMaTpUBaTh
KaK MpOsIBJICHNE KJIMBaxKHOI nmoanamMopuonuu. Co-
macHo K. @umiep ¢ coast. (1997), ux ciienyet onpe-
JIeJISITh KaK 4aCTUYHOE YMHOKEHHE 3apOJbIIIeBbIX
oceil — B OTJIMYME OT CIy4aeB MX IIOJTHOTO YMHOXKE-
HUs (MOJIUBMOPUOHNIMN).

TeM He MeHee, MBI paznesisieM Touky 3peHust O. Op-
nenbekoit 1 3. BumoBenkonoii (Erdelska, Vidovencova,
1992, 1994) o ToM, 4TO CiIydar 0Opa30BaHMSI OJIMMEP-
HBIX CTPYKTYP C MHOXXECTBEHHBIMU MEpUCTEMaMU Io0e-
TOB M C OIHUM OOIIMM KOPHEBBLIM ITOIIOCOM CJIEIyeT
paccMaTpuBaTh KakK IIPOSIBIEHUE KIMBAXKHOM ITOIMAM-
OprOHMM, HO HETOJHOM, He3aBepieHHOH. CormacHo
yKa3aHHBIM aBTOpaM, Crier(HKa ITPOSIBICHUS KIIBaXK-
HOI MOIMAMOPMOHMN HA MO3OHUX CTAOWsSIX Pa3BUTHUS
(“delayed cleavage”) cBsizaHa ¢ BOBJIEUEHUEM B 3TOT
mnpoliecc Oojiee KPYMHBIX KJIACTEpOB KIIETOK. ABTODBI
TaKkKe OTMEYaIM BO3MOXHOCTb OJTHOBPEMEHHOIO IPO-
SIBJICHUSI TIO3THETO KJIMBaXKa U CYCIIEH30PHOI MOIMIM-
OproHUM (Takue peaKure ciiydar OOHapyXKeHbl HAMU U Y
MOIMAMOPHUONIOB MIIIEHMIIBI, PUC. SB), a TAKKE CXOI-
CTBO (haKTOPOB MHIYKIIMY 3TUX (POPM TTOTMIMOPHUOHUM
(Bo3OeiicTBHE ayKCMHAMM, THTUOMTOPaMU MX IIOJISIPHO-
IO TPaHCIIOPTa, PEHTIEHOBCKOE oOmydeHue 1 ap.). K
5TUM apTyMEHTaM MOXHO 100aBUTb HAIMYUE Tepe-
XOITHBIX COCTOSIHUIT MeXIy CTPYKTypaMu ¢ OOHUM U
MHOXECTBEHHBIMU II€PBUYHBIMU KOPHSIMU, IIPTIEM
B TIOCJIEIHEM CJIydyae COCTABJISIIONINE TMOJIMMEPHbBIE
3apOIBIIIN €AUHUIEI SIBIISIIOTCS TeHEeTUYECKU UIICH-
TUYHBIMH, XOTS M HE BIIOJIHE CaMOCTOSITCIIbHBIMU.
Kpome Toro, crneumnduka MmposiBICHUST KIUBaXKHOM
MOJIU3MOPMOHNY Ha TJIOOYJISIPHOM CTaIuM Pa3BUTUS
3apOJIbIIIa MOXKET OBITh CBSI3aHA C MHOM CTENEHBIO
KOMITETEHTHOCTH €T0 KJIETOK K pa3jIMdHbIM BO3JIeii-
CTBMSIM IO CPaBHEHMIO C KJIETKAMU 3UTOTHI U paHHE-
TO IIPO3MOpPHO.

OnHaxko crienmduKa IpOSBIIEHUS KIMBAXKHOM IT0-
JIMAMOPUOHUYM Ha TIO3MHUX CTAgUsIX SMOpUOTeHe3a
MIIeHUIBI (ITOCJIe TJI00YISIPHOI CTaauM) COCTOUT HE
TOJIBKO B BOBJICYCHMH B 0Opa30BaHWE MHOXKECTBEH-
HBIX 3apOAbIIIeii HEeIbIX KJIACTEPOB KJIETOK U MX He-
MOJHOM pa3ie/IieHuU, HO ¥ B pa3IMYHOI Tororpadun
¥ CpacTaHWM WX OPTaHOB, a TaKXKe pslie IPYruX CIie-
HUPUUIECKUX OCOOEHHOCTEI pa3BUTUSI, CBUICTEIIb-
CTBYIOIIMX O TOM, YTO KJIMBaXXKHasl IOJIN3MOPUOHUS B
3TOM CJIydae COIIPOBOXIaeTcs pacinalisiMu.

Paznuuarot Tpu Thmna pacomnanmic mooera — pamm-
aJIbHYI0, TUIOCKYIO U KOJIBLIEBYIO, C pa3HOOOPa3HBIMU
rnepexojamMyu MexXAay HuUMU. WX obImMu xapakrtep-
HBIMU TIPU3HAKAMU SIBJISTIOTCS: peOPUCTOCTh CTEOIS;
€ro YacTOoe MCKPUBJIEHME U pa3BETBJICHUE B alTUKaJIb-
HOIf YaCTU Ha OBE WJIM HECKOJBKO OCeil; HapyllIeHue
dwmtoTakcrca; 3HAUUTENIbHOE yBEJIUYEHUE pa3Me-
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POB aNMKaIbLHOM MEPUCTEMBI ITOOETA, CBI3BIBAEMOE C
IpoleccaMy HapylIeHUsI PUTMUKHU €€ KJIETOYHBIX
JIeJIEHW M aHOMaJIbHBIM pocToM (0030psI: JlaHuI0-
Ba, 1961; Uy6, CunHrommH, 2012).

BbonpmmHCTBO TIpM3HAKOB (hacimaimii Habaro-
Jal0TCS B BBISIBJICHHBIX HAMU CJIydasix o0pa3oBaHUs
pa3HBIX (PEHOTHUHOB IIOJIUAMOPHOUIOB KJlacca
“MHoOXecTBeHHBIE MepHucTeMBI ToderoB”. Tak, mo-
JTUAMOpronabl peHoTUuIoB “CuaMcKue 3apoabliin
CIIMHA-K-CIIMHE” ¢ paauajbHBIM pPacCIIONOXEHHEM
enuHul (puc. 3—5) ciaemyeT paccMaTpuBaTh KakK pe-
3yJIbTAT pagiuaibHON (hacliMalliy BEPXYILIKA OCU IM-
Opuonaa (3aponblla), TOrma KakK ITOJIMAMOPUOUIBI
derotumoB “CepaecuyKOBUIHBIC CMAMCKHE 3apOIbI-
K~ ¢ JUHEHHBIM PACIIOJIOXEHUEM eAUHUIl — Kak
pe3yabTaT miaockoi ¢gacuuauum (puc. 8). CiaoxHee
ornpenesieHne Tuma dacumnanii y perorurion “Cep-
JIEYKOBUIHbIE CUAaMCKIE 3apOAbIIIN~ ¢ paaraTbHbIM
pacnojoXXeHNEeM eIUHUII, HO CO IIUTKAaMM, OPUCH-
TUPOBAHHBIMM BEHTPAIBHO IPYT K Apyry (puc. 9). Ux
TaK>Ke MOXKHO OLIEHUBATh KaK pe3yJbTaT paauabHOM
dacouanum, XOTs XapaKTepHasl IUISI HUX WHBEPCUS
OpraHoB 0OJIbIlIe CBUIETEIBCTBYET B ITOJIb3Y KOJIbIIE-
BOIi (pacumanmm, BO3HUKAlIOIIEeH B pe3yJibTaTe MC-
KPUBJICHUSI U 3aMBIKaHUS B KOJBIIO JIMHEHO ac-
UMPOBAHHON BEPXYIIKA 3MOpUOMIa/3apOAbIIIIa.
Taxkum obpa3zoM, HaIllM JAaHHBIC IO T€HE3UCY MOJIU-
sMOprounaoB moaTBepxkaaior umeio M.MD. Januio-
Boi1 (1961) 0 BO3MOXXHOCTHU MPOSIBIICHUS Pa3HBIX TH-
1MoB hacumanmii He TOJbKO Ha IMTO3MHUX 3Tarax OHTO-
reHesa — B xoae (OpMHUPOBAHMS BEreTaTUBHOIO U
TeHepaTUBHOIO Mobera, HO M Ha CaMbIX paHHUX CTa-
VSIX dSMOproTreHe3a — IPU CTAaHOBJIEHUU OCH 3apo-
neia. bonee Toro, ImojiydeHHBICE HAMU PE3YJILTAThI
MOATBEPKIAIOT 1 OCHOBAaHHOE Ha aHalIM3e PadOThI
(Braun, 1859) muenue M.®. IaHMI0BOI O BO3MOX-
HOM CBSI3M (hbacLialInii C TTOJIUIMOPUOHUEH.

CrenmyeT OTMETUTD, YTO IIPOsIBIIEHUE hacualdiz
3apoJIbIIlia IMT0KAa3aHO Y MyTaHTHBIX pacTeHU — Ara-
bidopsis amp1 ¢ yBeTMUYeHHBIM pa3MepOM alriekca IJio-
OyJISIPHOTO 3apoApbliia (C 3 My OOJIBIINM YMCIOM Ce-
msanoneii) (Howell et al., 2003) u Zea mays abphyll ¢
YBEJIMYEHHOM alluKaJIbHOM MepucTeMOoii mobera 3pe-
JIOTO 3apoiplllla M HapylmieHHeM ¢ujioTakcuca
(Jackson, Hake, 1999). OmHako B 3THx paboTax He BbI-
SIBJICHO CBSI3U (hacLMaLUii ¢ MOIMAMOpUOHUEH. Y My-
tanTa OsPE puca (Puri et al., 2010; Paul et al., 2012), ¢
HaIlleil TOYKU 3pEHUS, IIPOSBIISIONIETO KJIMBAXKHYIO
MOJUAMOPUOHHUIO C 00pa3oBaHUEM MOJMMEPHBIX
CTPYKTYp 110 TUIly “CHaMCKMX 3apOAbIIICii” MIIeH-
BI, HA00OPOT, OcTajach 0€3 BHUMaHUS €€ OYeBUII -
Hasl CBSI3b ¢ hacuraliieii.

Hamm paHHBIE IO TeHE3UCY IIOJIMIMOPUOUIOB
MIIEHUIBI Pa3INYHBIX (PEHOTUITOB TAKXKE ITO3BOJISI-
IOT BHECTU BKJIa[ B pelllcHUe MpoGieMbl MPUPOIBI
dacuuanuii. U3BeCcTHBI 1BE OCHOBHEIE TOYKU 3PEHUS
B OTHOILIIEHWHU 3TOro Bompoca. CoracHO nepBoii U3
HUX, (pacuMUPOBAHHBINA OpraH €CTh pe3yJbTaT KOH-



166 THUTOBA u ap.

TEHUTAJIbHOTO CpacTaHMUsI HECKOJbKMX KOMITOHEH-
TOB/HECKOJbKUX MepucTteM. OIUH U3 BHEILIHE-MOP-
doyiormyecKnx NpU3HAKOB CpacTaHUs — HaJU4ue B
dacouMpoBaHHOM OpraHe OTIEIbHBIX KOMIIOHEH-
TOB, COXPaHSIOIINX IO HEKOTOPOI CTETIEHU CBOIO ca-
MOCTOSITEJIBHOCTD U CTPEMSIIIMXCS K 000COOJIEHUIO.
CornacHo BTOpOM TOYKEe 3peHus, (acumaims ecTb
pe3yJibTaT pa3pacTaHusl €AWHCTBEHHON TOYKM pPO-
CcTa/yBeJIMYeHUs MyJjia KJIeTOK B €IMHCTBEHHON Me-
pucteme (0630pel: Jdanunosa, 1961; Yy6, CuHio-
mH, 2012). Hamm naHHbIe CBUAETEIBCTBYIOT O TOM,
yTo hacuanus y moJIuMepHbIX SMOPUOUIIOB TTIIIEHU -
1Bl — PEe3yIbTaT KOHTEHUTAJIBHOIO CPaCTaHUsI OTACIb-
HbIX KOMITOHEHTOB — MHOXECTBEHHBIX MOHO3MOPHO-
WIIOB U UX OpraHoB. B xome nx pa3BUTUs MpoCeKBa-
JICh OTYETJIMBBIE CIIEABI M IIOCJIEIOBaTEIbHBIC TaIlbl
CIIUSIHUSI MHOKECTBEHHBIX MOHO3MOPUOUIOB U UX
OpraHoB — OT YaCTUYHOTO J0 TMOJHOro (6e3 mpu3Ha-
KOB MCXOJTHOTO CJIMSIHHS B MOP(OJIOTUM €TUHBIX CUH-
TEeTUYECKUX CTPYKTyp). B 4YacTHOCTM, OoTMedalucCh
yBeJIMYEHHbIE B pa3Mepe MPOTSKeHHbIE alTuKaJlbHbIe
MEPHUCTEMBI TIOOETOB M IMUTKU, 4 B CUHTETUYECKMX
opraHax ObIJIU YeTKO pa3JIMYMMBbI UX CBOOOIHBIE AV~
CTaJibHbIEe YacTu (puc. 7B—71; 8e).

3aciyxkuBaeT BHUMaHUsI (hU3HMOJOTUUECKUN Me-
XaHW3M peai3aliy KIWBaXKHOMN MOJIM3IMOPHUOHNI
(1 dacumanwmii). b. Xammyc (Haccius, 1955) TpakTo-
BaJla eTro Kak HapyllleHue alvKaIbHOro JOMWHUPOBA-
HUSI, CYIIIECTBYIOIIETO B 3apOIBIIIIe Y3Ke Ha TII00YISIPHOM
cranun passutus. O. Dpnenscka m 3. BumoBeHKoBa
(1994) cuuTanu, 4TO KJIMBaxKHas MOJUIMOPUOHUS
BO3HHKAET B pe3yJIbTarte Ipollecca HapyIIeHUS CBSI-
3¢l MeXIy KIeTKaMM paHHEero Ipo3MOpHMO Toxd
JIeiICTBEM PETYJISITOPOB POCTa WJIM MHTUOUTOPOB
MMOJIIPHOTO TPaHCIIOPTa ayKCUHA, WHIYITAPYIOIINX
SKCITPECCUI0 TOTUITOTEHTHOCTU B KaXIO#l KIIeTKe
MMpO3MOpUO.

Hcxons u3 aHanm3a u3MEeHEeHUl B CTPYKType pa3-
HbIX (PeHOTUTIOB MOJUMEPHBIX 3apOoblleil TIIeHN-
ITbI, OOPa3YIOIINXCS TP BO3NEHCTBUN MHTHONTOPOB
MTOJISIPHOTO TPAHCTIOPTA ayKCUMHOB, IO CPAaBHEHUIO C
HOPMaJILHBIM 3UTOTUYECKUM 3apOJbIIIeM AaHHOTO
BHUIa, a TaKXKe aHaJIM3a COMepKaHUs B TTOCIECTHEM
MedeHoil sk3oreHHoin MYK, K. ®uiiep ¢ coasT.
(Fischer, Neuhaus, 1996; Fischer et al., 1997; Fischer-
Iglesias et al., 2001) mpemIOXWIN MOIENIb CUHTE3a U
ITOJIIPHOTO TPAaHCTIOPTa ayKCMHOB B 3apOIBIIIE ON-
HOIOJbHBIX pacTeHut (Poaceae) B ripoliecce cTaHOB-
JIeHUsT OuaTepaibHoOi cuMMeTpun. COrTacHO 3TOM
MO, B TJIOOYJISIPHOM 3apobIllie MMEET MECTO
Inddy3ns WIM MHOTOHANpaBJICHHbIN aKTUBHBIN
TPaHCITIOPT ayKCWHA B HAIIpaBICHUU TTPOTOIEPMEI.
ITpu repexone K opraHoreHe3y yCTaHaBIUBAETCS eT0
HaIpaBJICHHBIN TIOJISIPHBIN TPAHCIIOPT OT BHYTPEH-
HUX CJIOEB 3apoblllia K Hapy>XHBIM (IIpoToaepMe), B
cneuIecKre y4acTKU, IJisi MHUILIUALIMK KIJIETOU-
HBIX JeJIeHU# B 3TUX y4yacTKax U pocTa IIUTKOB. AB-
TOPHI TIPEIMOJIOKIIIN CYIIECTBOBAHNE BOKPYT alld-
KaJabHOU 9acTh HeandOepeHINPOBAHHOTO 3apOIbI-

Ia 3JIJaKOB KOJbIIa KJIETOK, MOP(OTreHETUIECKU
KOMITETEHTHBIX K WHUIIMALIMM MepUCTeMbl mobera.
Jnst peanu3anuy 3TOM KOMIIETCHIIMUA TaKUM KJIET-
KaM HeOoOXOIMM MMITYJIbC B BUJIE IIOTOKA ayKcuHa. B
OOBIYHO pPa3BUBAIOIIUXCS 3apOJbIIIaX MOJISPHbII
TpaHCOOPT ayKCWHA K OTHOI ITPYIIIe KJIETOK MHUIIN -
upyeT IIpoMepucremy mobera. Kak ciencrtsue, ayk-
CUH HEIOCTYIeH/HeIO0CTaTOUeH IPYyruM TpYyIIiam
KJIETOK IS TIpUOOpEeTeHUs] UMU MepucTeMaTude-
ckoii uneHtudHocTu. Ilox meiicTBMeM mMHIMOMTOpA
MPOUCXOIUT HapyIllleHWe TIOJISIPHOTO TpaHCIopTa
ayKCUHOB M UX HAKOTIJIEHWE B MeCTax CUHTe3a, KOTO-
prie MOTyT MUMPYHOIMPOBATH MM TPAHCIIOPTUPO-
BaThCs Yepe3 HOBbIE MOTOKU K APYTUM IpyMIiaM Kie-
TOK KOJIbLIEBUIHON MEepUCTEeMATUYECKOI 30HbI. DTO
MPUBOIUT K OOpa3oBaHUIO B HEil MHOXKECTBEHHBIX
0YaroB, HA OCHOBE KOTOPBIX BOBHUKAIOT HOBBIE Me-
pucTeMbl moderoB. OTCYTCTBYE ayKCHMHA B 30HE MHU -
Al MEPUCTEMBI OOeTa Ha 3TOM CTaINH, COIJIac-
HO aBTOpaM, CBSI3aHO C OTCYTCTBUEM €TO MOJISIPHOTO
TpaHCIIOpTAa K €€ KJIeTKaM MUJIU UX HECTTOCOOHOCTBIO K
€T0 DKCIOPTY.

CornacHo Oojiee IO3OHEH, YTOYUHEHHOM MOIEIN
CUHTE3a U TIOJIIPHOTO TpaHcnopTa aykcuHa K. do-
pectaHa ¢ coaBT. (Forestan et al., 2010), ocHoBaHHOI1
Ha aHaJM3e JIOKaJau3alliy CBOOOMHOII 3HOOIeHHOM
NYK n nepenocumka aykcnHa — ZmPIN 1 B kireTkax
3apoblllia KYKypy3bl Ha 3TUX Xe CTaIusX Pa3BUTHUS,
B 3apOJBIIIIE 3J1aKOB Ha TJIOOYISIPHOM CTaIuM pa3BU-
THSI YK€ OCYIIECTBIISIETCSI aKTUBHBIN ITOJISIPHBIN 11O~
TOK ayKCWHa B HallpaBJIEeHUM OT OCHOBaHUS K Bep-
XYIIIKe COOCTBEHHO 3apoikblia (K mporoaepme). Ile-
pexon OoT paguaJibHOM CUMMETPHUH K OMIaTepaibHOM
CBsI3aH C MHBEpCUEl moJisipu3anuu 0ejKa-TepeHoc-
yuka PIN1 Ha MeMOpaHax KJIETOK COOCTBEHHO 3apO-
JIBIIIA Y IIPOTONEPMbI, 1 COOTBETCTBEHHO, TPAHCIIOPTa
ayKCUHA, OCYIIIECTRISIEMOrO 3TUM ITI€PEHOCUUKOM.

B 37101 CBSI3U cieayeT OTMETUTh TaKylO0 BaXKHYIO
0COOEHHOCTh Pa3BUTHUS MOTUIMOPUOUIOB MIIIEHULIBI
deHoTumnoB “CumaMcKue 3apOABIIINA CITMHA-K-CITH-
He”, KaK HeOOBIYHBIN XapaKTep AeJIeHUI X KJIETOK
HayulHasi ¢ paHHE-TJIOOYISIpHON CTaauM Pa3BUTHUS,
COCTOSIIMUI B QOPMUPOBAHUN PSIOOB NEPUKINHATIb-
HO JeJISIINXCS KJIETOK, paIuaibHO PACXOISIIIUXCS OT
0as3ajgbHOM 30HBI TAOIUTUATHIX MEPUCTEMATUYECKUX
KJIETOK (MHUILIMANICH YeXJIMKa IIEPBUYHOTO KOPHS U
KOJIEOpM3bl) B HAIpPaBJICHUU Nepudepur IOJIMIM-
Opuonaa. DTo NPUBOIUT K PACIHIMPEHUIO alTMKalb-
HOM YaCTH HOIU3MOpHONIA C COXpaHEeHUEM e paaii-
abHOI cuMMeTpun. B Tak Ha3zkIBaeMoi mpoToaepMe
TakxXe HaOJI0MaloTCsl HelpepbIBHbIE TEPUKINHAb-
HEIe neneHus. boiiee Toro, e pUKIMHAIBHO OSSN -
€Cs1 KJIETKM IPOTONEPMBI, BEPOSITHO, SIBJISIIOTCS KO-
HEYHBIMM MTPOM3BOAHBIMU JICJIEHUI KJIETOK 3TUX PsI-
JIOB, BCJIEACTBHE YETO €€ CJIOi Ha INIOOYJISIPHOM CTagun
pa3BuThsg He O(POPMIIEH OKOHYATEIIHPHO. AHAJIOTMY-
HbIE PSABI KJIETOK XapaKTepHBI U JJIS1 MOHOOMOPHOU-
JIOB Y 3UTOTUYECKMX 3apOBIIIeii, IpUIeM X HallpaB-
JIEHHE COOTBETCTBYET HaIIPaBJIEHUIO ITOTOKOB ayKCHMHAa
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B MOJIEJIN €T0 TPAHCIIOPTAa B paHHE-TIIO0YISIPHOM 3a-
ponpiie mueHuubl (o: Fischer et al., 1997).

ITpu nepexone K opraHoreHe3y MepucreMaTuye-
CKasl aKTMBHOCTb BEpXHel 4acTu TMOoJU3MOpUouaa
MOCTENEHHO 3aTyXaeT, U KJIETOYHbIe AeJIEeHUSI KOH-
LIEHTPUPYIOTCH B epudepruyecKoii yacTu arnekca, 1o
KoJibily. [1pu 3TOM oTMeuaeTcsl mpekpalleHue rnepu-
KJIMHAIbHBIX JeJIeHU I KJIETOK MOBEPXHOCTHOTO CJIOS
MOJIMIMOpPUOKNIA, YTO TPUBOAUT K OKOHYATEJIbHOMY
OTAEJEHUIO CJI0S TIpoToaepMbl. CXOMHbBIE MPOLIECCHI
HaOmongaiorcds U B MoHoaMOpumounax (Kpyriosa
u 1p., 2005) 1 B 3UrOTUYECKUX 3apOAbIIIax MIIeHN-
ubl (bateirnna, 1974), ¢ toit pa3HMueit, YTO B HUX
MMPOUCXOOUT OBICTPOE OJHOCTOPOHHEE pa3pacTaHue,
MPUBOISIIIEe K UCKPURIEHUIO OCH (pucC. 2e, 21, 2M—2p).
OTU U3MEHEHUST MOTYT CBUAETEbCTBOBATh O CMEHE
BEKTOpa JeJIeHWI KJIEeTOK B HMX MOBEPXHOCTHOM
cjioe (MEPUKIIMHAIBHBIX Ha TOJbKO aHTUKJIUHAIb-
HbIE) MPU TEpeXoAe OT IJTOOYJISIPHOU CTaauU K 3a-
JIOXKEHUIO OPraHoOB U OOBSICHATH CTPYKTYPHBIN Me-
XaHU3M, JieXallluii B OCHOBE MOJIeJIM MHBEPCUU MO-
JIIPHOTO TpaHCIIOpTa ayKCUHA B 3apojbillie Ipu
Tepexone K opraHoreHe3y, npemioxenHoit K. ®o-
pectaHoM c coanT. (2010).

AHanm3 3aJ10KeHUS OPTraHoOB y ITOJIU3MOPHONIOB
TakXe OOBSICHSAET OOILINI MEXaHU3M PEeTYJISILIUU T10-
JISIPHBIM TPAaHCIIOPTOM ayKCUHOB IIpOLIecca 3aI0XKe-
HUS IIUTKA U MEPUCTEMBI IToOera B 3apoIbIllie 3j1a-
KOB — opraHoB, Kaxyiuxcs (no: Fischer et al., 1997)
CTOJIb Pa3HBIMU I10 cBoeii mpupome. I1o HammmM maH-
HBIM, MepHcTeMa Imobera B IOJUAIMOpHONIax IIpe-
CTaBJIsIeT co0O0I OCeBOM OopraH, LIUTOK — JIaTepasib-
HBII1 BBIPOCT 3TOM OCH, a KOJICOIITHIbL — IIPOU3BOI-
HOE€ MepPHCTEeMBI ITo0era, HO CPOCIIEECs CO IIUTKOM.
TepMUHaTBHOCTD IIMTKA B C(POPMUPOBAHHBIX ITOJIU-
sMbpuronnax (“CuamMckue 3apOIbIIIn CITMHA-K-CITH-
He”, “CepmeyKOBUIHBIC CHAMCKHE 3apOIbIIi”’ C
JIMHEWHBIM PACTIOJIOKEHUEM €IMHUI]) MOXET SIB-
JISITCSL CIIEACTBUEM MCKPUBIICHUSI MX OCeii, XapaK-
TepHOTO JJIsT (pacIIMMPOBAHHBIX ITOOETOB, a €ro Tep-
MUWHaJbHOCTh B 3UTOTUYECKOM 3apOJIBIIIIE — PE3Yb-
TaTOM JMHEWHOM (hacumauyy 1 UCKPUBJICHUSI OCH,
MMEBIIIEit MECTO B UICTOPUYECKOM ITPOIILIIOM.

JuTenbHOCTD (ha3bl MEPUKIMHAIBHBIX ICCHMIA,
CBSI3aHHBIX C OTAEJECHUEM IPOTOAEPMBI 3apObIia
(ee TTo3mMHEE OTHENICHUE, TTOCTIe TIepeXo/1a K OpraHore-
He3y) U CMEHOI BEKTOpa KJIETOUHBIX JAeJEeHUIA B paH-
HEeM 3MOpUOreHe3e CBOMCTBEHHA MHOIMM IPYIMM
OITHOMOJIBHBIM PAaCTEHUSIM U, BEPOSATHO, CBUICTEIb-
CTByeT 00 MHBEPCUM CHUMMETPUU MX BHYTPEHHETO
CTPOCHUSI OTHOCUTEJIBLHO OCHM 3apOjblllia, a TaKxkKe
06paTHOM (PM3NOJIOTUYECKOM MOJISIPHOCTH €T0 Opra-
HoB (Titova, 2006; Tutosa 2007).

OTMmeuas pa3Hyl0 CKOPOCTh Pa3BUTHSI MEPUCTEM
MoOEroB B MOJMMEPHBIX 3apOAbIIIaxX TIIeHUIIbI,
K. ®@umiep ¢ coant. (1997) nonaraiau, 4To TaKue Me-
pucteMbl (OPMUPYIOTCSI TOMOTHUTENBHO K TJIABHOM
npoMepHucTeMe mobdera, CBI3bIBast 3TOT (hpaKT ¢ HEOO-
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XOOMMOCTBIO IIePEIpPOrpaMMHUPOBAHUS WX WHUIIM-
aJIbHBIX KJIETOK JISI TPUOOPETEHUsI CIIOCOOHOCTH K
BOCHPHATHIO M TPAaHCIIOpPTa ayKCUHOB. bonee mo3m-
Hee (popMUpoBaHUe TOMOJIHUTEIBHBIX IIIUTKOB U M-
PUCTEM MOOETOB B 3aPOABIIIAX MIIEHUIIB OTMEYATIOCh
takke . DepriocoHoM ¢ coanT. (Ferguson et al.,
1979). CornacHo HamIuM JaHHBIM, B TIOJIMOMOPUOM -
JIaxX TIIEHUIBI TakKKe HaOJIIoJaIOCh aCMHXPOHHOE
3aJI0KeHNEe W pa3BUTHE MepucTeM Imodera. Bce onn
BO3HUKaJIW B nepudepuIecKoil KOJbLEBOM Mepu-
CTEMATUYECKON 30HE aNUKaJIbHOM YaCcTU MNOJUIM-
Opuonaa MOYTH OJHOBPEMEHHO, OJTHAKO, ITO-BUAU-
MOMY, 13-3a BO3HUKAOIIETO alluKaJIbHOTO TOMUHI-
poBaHMSI OIHA M3 HHUX OIepexaja B pa3BUTUU
npyrue. Takass TpaKTOBKa CII0c00a BOSHUKHOBEHUST
HOBEIX MepucTeM (de novo, BMeCTO JIerpagupyoieii
MEPBUYHOI OCH) corjiacyeTcs ¢ JaHHBIMMU I10 pa3BU-
THUIO MEPUCTEM paIualbHO (aclMUPOBaHHBIX IT00E-
TOB, TJI¢ TAKXKEe OTMEYaJIOCh IT0/IaBJIEHE aKTUBHOCTU
M 4JacTas Aerpagaius IJIOX0 MHHEPBUPYEMOil 1IeH-
TpaJbHOM 30HBI MEPUCTEMBI WJIM €€ CTA0MIM3alIMsI 3a
cueT (OPMHUPOBAHMUS HOHOJHUTEIBHBIX ITyYKOB
(4y6, CunromuH, 2012).

B 3akmniouyeHue ciienyer OTMETUTD, YTO JajdbHeii-
Iee u3ydeHre pas3IMIHEIX IIPOSIBIICHU (e HOMEHOB
KJIMBaXKHOU TMOJIUAMOPUOHUM U hacliualiiif B dM-
OpumoreHe3e pacTeHUIA in vivo, in situ W in vitro uMeeT
BaXXHOE TEOPETUYECKOE U TPUKIIATHOE 3HAYCHHE.
JlanHble (heHOMEHBI BBI3BIBAIOT MHTEPEC C MO3UIIUH
psiaa GyHIaMeHTaIbHBIX ITPOOJIEM OMOJIOTUM Pa3BU-
THUSI: CTAHOBJICHUE ITOJISIPHOCTU U CUMMETPUH B M-
OpuoreHe3e; 3BOJIIOLUS SMOpHOreHe3a CEeMEHHBIX
pactenuii. eHOMEH KIIMBAXKHON TMTOJTUSIMOPUOHUU —
00111ee CBOMCTBO TOJIOCEMEHHBIX U MTOKPBITOCEMEH-
HBIX pacTeHUIi, TOTOa KaK “IO3OHMI KIMBax’, CO-
NpoBoXAaoUicsa pacauusIMU U IIPUBOASIIANA K
00pa3zoBaHUIO “CHMAaMCKHUX 3apoblllieii”, y romoce-
MEHHBIX HE BBISIBJIEH, a BaXkHasl poJib ¢hacumaiii B
¢dopMoOOpa3oBaTeIbHEIX IIpolleccax (M3MEHEHUU
Yyucia u Tonorpaguu opraHoB MyTeM KOHTeHUTAJIb-
HBIX CpacTaHMIi) OTMeYajlach HeoHOKpaTHO (daHu-
JoBa, 1961). AHanIM3 NPUPOOBI TTOJUMEPHBIX 3apPO-
IBIIIEH Y pa3IUYHBIX BUIOB pacTeHUI (B CBETE IOy~
YEeHHBIX HAaMU JAHHBIX O 3aJ0XKEHUIO UX OPraHOB y
3J1aKOB) MOXET BHECTH BKJIAJ U B PEIIEHHUE TTPOOIEMBbI
OIHOAOJIBHOCTH: XOPOILIO U3BECTHO, YTO 3apOABIIIN
JBYIOJIBHBIX M OTHOIOJIbHBIX PACTEHUM Pa3InJyaroTcs
MMEHHO 10 TUITy CUMMETPUHU 1 YUCIYy opraHoB. Kpo-
Me Toro, dacunmMpoBaHHBIE (POPMBI MOTYT CIIYKUTh
MCTOYHUKOM CO3JaHUSI HOBBIX (DOPM pacTeHMId C ce-
JIEKIIMOHHO-1IEHHBIMU TIpU3HaKaMM ((hHIUIOTaKCHC,
MHOTOLIBETKOBOCTb, ITOBBIIIIEHHASI IPOXYKTUBHOCTB).

Pabora BbINIOJIHEHA 110 TOCYJapCTBEHHBIM 3a1a-
HussM Ne 01201255606, Ne 01201361803 1 ipu duHaH-
coBoii nmoaaepxke rpaHTta Ilpesunenta PO “Beny-
e HayyHble mkoibl” Ne HITI-5282.2014.4.
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Phenomenon of “Siamese Embryos” in Cereals in vivo and in vitro:
Cleavage Polyembryony and Fasciations
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Abstract—The genesis of wheat microsporial polyembryoids in vitro was analyzed in detail. The nature of dif-
ferent phenotypes of cereal polymeric embryos was identified. They represent the class “multiple shoot mer-
istems,” which results from a cleavage polyembryony and is accompanied by organ fasciations of all known
types (radial, flat, or annular). The knowledge of morphology of cereal embryonic organs was updated as re-
lated to shoot meristem—axial organ; scutellum—Ilateral outgrowth of this axis; coleoptile—derivative of
shoot meristem but coalesced with scutellum; terminality of scutellum—the result of linear fasciation that oc-
curred historically. An explanation is given on how the structural model of an auxin polar transport works up-
on an establishment of bilateral symmetry in a cereal embryo that is associated with the inverted polarization
of the carrier protein PIN1 on cell membranes and, correspondingly, with the inverted auxin transport per-
formed by this carrier (Fischer-Iglesias et al., 2001; Forestan et al., 2010).

Keywords: Triticum aestivum L., androgenesis in vitro, cleavage polyembryony, embryogenesis, fasciations,
microsporial embryoid, polyembryoid, Siamese embryos
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