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B cTaTbhe U3I0XeHBI pe3yJibTaThl aHAIM3a UMEIOLIMXCS JaHHBIX 10 Pa3MHOXEHUIO pacTeHMit Kiiacca Pin-
opsida (T1oJioBast penpoayKiusi U 6ecrionas — aroMMKCHUC). PaccMOTpeHbl BO3MOXKHOCTH pean3aliunu
arOMMKCHCA Y XBOMHBIX. DTOT CIOCO0 GECIOION0 pa3MHOKEHUS IPOSIBIISIETCS MPU HapyLLIeHUU (hOPpMUPO-
BaHMsI ceMsTH. OCOOBIM TUIIOM PETIPONYKIINM Y XBOMHBIX SIBJISIETCSI COMAaTUYECKMIA SMOPUOTreHe3 B KYJIBType
in vitro. Iloka3aHo, 4TO MEPEX0Jl COMATUYECKUX KJIETOK K TOTUIIOTEHTHOMY U 3MOPUOTEHHOMY COCTOSTHUIO
Y XBOMHBIX IIPOUCXOIUT Ha MOPGOTreHeTUYECKOM, (PU3MOJI0r0-0MOXUMUNYECKOM 1 MOJIEKYJISIPHO-T€HETH -
YeCKOM YPOBHSIX. YCTaHOBJIEHA OOLIHOCTh MOP(MOTreHeTUYECKUX TTPOLIECCOB, JIEXKAIIUX B OCHOBE COMAaTH -
YEeCKOTr0 M 3UTOTMYECKOro smbOpuoreHe3a. PaccmaTpuBaeTrcsi MeCTO COMaTHUYECKOro 3MOpuoreHesa B

CHCTeMe PEeTIPOIYKIINY XBOMHBIX.
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BBEJEHUE

Pactenust OeMOHCTPHUPYIOT BBICOKYIO ILIACTUY-
HOCTh U WHIWBHUIYAJIBHYIO U3MEHUMBOCTH CITOCOOOB
PeNpPONYKILIMU: Y HUX HAOIIOAaeTCsl Kak IOJI0BOEe pa3-
MHOXXEHUE, TaK U Oecrojioe — altoMUKCHUC. Y pacTe-
Huit otnena Pinophyta (kimacc Pinopsida) mmeercs He-
CKOJIbKO (pOpPM alTIOMUKCHCA: Pa3BUTUE ACEKCYATbHOTO
3apOJBIIIA, MOIUIMOPUOHUS U KIIMBAXK. Y TOJIOCEMEH-
HBIX pacTeHUI1, 0cOOeHHO BUAOB ceMeiicTBa Pinaceae,
SIPKO TIPOSIBIISIETCS TaK Ha3bIBaeMasl “KJIMBakKHasl T10-
mmaMopuonust” (cleavage polyembryony), IIpy KOTO-
poii chOpMUPOBAHHEBINM U3 3UTOTHI SMOPUOH pa3Ielisi-
eTcs Ha JyeThIpe 3apompiiia (Singh, 1978; TpeTbsikoBa,
1990).

OCOOBIM TUIIOM PENPOAYKIUU Y JAHHOIO Kijacca
pacTeHuit IBISIETCS COMAaTUIEeCKMT SMOPUOTeHe3, OT-
KpbIThIi Y Picea abies B 1985 rony B KynbType in Vvitro
(Hakman et al., 1985). Ilepexon coMaTu4ecKux Kie-
TOK K TOTUIOTEHTHOMY W 3MOPUOTeHHOMY COCTOSI-
HUIO Y XBOMHBIX B HACTOsIIIIee BpeMs aKTUBHO M3yda-
eTcs Ha MOP(POTreHETUIECKOM, (PU3HOI0T0-OMOXUMU-
YEeCKOM U MOJIEKYJISIPHO-TEHETUYECKOM YPOBHSIX (Von
Aderkas et al., 1991; Tretyakova et al., 2019; Peng et al.,
2020). ITokazaHa oOOLIHOCTE MOP(HOTreHETUYECCKUX
MPOLIECCOB, JIEXXalIUX B OCHOBE 3UTOTUYECKOTO U CO-
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MaTU4YeCKOro 3MOpHoreHe3a xBoiiHBIX (von Aderkas
et al., 1991; Tretyakova, Park, 2018). PenponykruBHas
cuctema Coniferous, Takxe, Kak U IPYyTrUX XXUBbIX Opra-
HU3MOB, HalpaBJieHa Ha BBDKUBaHWE BUIOB U CIIOCO0-
HOCTb MX OCTaBJISITh ITIOTOMCTBO.

B naHHOI1 cTaTbe MPOBOAUTCS aHAIU3 3aKOHO-
MEPHOCTEN MOJIOBOM PENMPOAYKIIMU XBOUHBIX U BO3-
MOXHOCTb peajlu3aliui pa3inyHbIX (OpM alTOMUKCHUCA
y JAHHOTO KJjlacca pacTeHui (B CpaBHEHUU C UBBECTHBI-
MU (hbopMaMU ariOMUKCHCA Y 1IBETKOBBIX PACTEHUIA), a
TaKXKE PACCMATPUBAETCSI MECTO COMATUYECKOTO 3M-
OpuoreHes3a B cucCTeMe PENMPONYKIIMU PACTEHUIA.

ITOJIOBAA PEITPOAYKIINA

[NonoBas penpomyKIIns JIEXKUT B OCHOBE pa3MHO-
JKeHUSI XBOMHBIX TaKKe, KaK U 3HAYMTEIBHOTO OOJTh-
LIMHCTBA 3yKapuoT. HecMoTps Ha pa3HyIo MpoAoJIKU-
TETBHOCTh TEHEPATUBHOTO IIMKJIA ¥ BHIOB XBOIHBIX,
pa3BUTHE PENTPOAYKTUBHBIX CTPYKTYP Y TAaHHOTO KJtac-
ca pacTeHMii WUIET OJHOOOpa3HO Ha Mopdosoruye-
ckoM ypoBHe (Singh, 1978). B ron, npeniiecTByroiuii
OIBUICHUIO, TIPOMCXOIUT 3aJoKeHHe (DIIOPATbHBIX
MepucTeM. BecHoii ciiemyrolero roga UIyT Mpolec-
CBl MUKpPO- M MeTacIioporeHesa, (hopMrUpoOBaHUE Ta-
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MeTO(UTOB, 3aT€M OILJIOJOTBOPEHUE Y SMOPUOTEHE3,
3aBePIIAIONINICS pa3BUTUEM 3pEIbIX ceMsH. Y Pinus
OT OITBUICHUSI A0 OTUIOAOTBOPEHMS IIpoXoauT 1 rom, y
Abies, Larix, Picea 30—40 nueii (TpetrbsikoBa, 1990).
Xona 3MOpHOHATBHOTO Pa3BUTHSI O0YCIIOBJIEH BUIOBOM
cretUKoi, BHYTPEHHUMU CBOMCTBAMM OpraHu3ma
(pu3NOJIOro-0MOXNMMUIYECKUMU 1 MOJIEKYJISIPHO-TEHEe-
TUYECKUMU), & TAKXKE HAXOAUTCS MO BIUSTHUEM BHEIII -
Heli cpenpl. KyTbMuHaIIMOHHBIMI MOMEHTaMU B TIPO-
Lecce pa3sBUTUSI TEHEPATUBHEIX CTPYKTYP Y XBOMHEIX,
TaKKe KaK y IPYIrYMX pacTeHWi, SIBJSIOTCS ITPOLIECCHI
OITbUICHUS 1 OIUIONOTBOpeHMs. OnbUleHNEe CTUMYJIM-
pPYET pa3BUTHUE CEMSIMOYKM, a TPOLIECC CUHTaMUU —
pa3BUTHUE 3apoJibilia. Y XBOMHBIX B TIEPUOJ OIIbLIE-
HUSI TaIUIOUIHbIE KJIETKM MYXKCKOTO TamMeToguTa
BCTYMAIOT B KOHTAKT ¢ TKAaHAMM JUIIJIOUIHOTO CITO-
poduta — Hyueutyca. OgHaKO B 3TOT MepUO XEH-
CKUi1 1 My>KCKOIT TaMeTO(UTHI Y OOJIBITMHCTBA XBOM-
HBIX, OTHOCSIIIIUXCS K IIpencTtaButTesisiM Abies, Larix,
Picea n Pinus pa3BmBaioTcsd aBTOHOMHO. B 1x cems-
MMOYKaX MOXET ITPOMUCXOIUTh METACIIOPOreHe3 1 Ja-
K€ HavaJbHBIC 3Tarbl Pa3BUTHUS XXEHCKOIO TaMETO-
duta (Tperbsakona, 1990). YcneurHoe nanbHeiiiiee
pa3BUTHE MHOTOSIIEPHOTO XEHCKOIro ramerodura y
JIaHHBIX BUJIOB HAOII0JaeTCsl TOJILKO MpY MpopacTa-
HUM ITBUTBLIBI B TKaHb HylIeJUTyca. TecHast CBSI3b MeX-
JIy ONBUICHUWEM CEeMSIIIOYEeK U Pa3BUTHUEM XXEHCKOIO
rametrodura ormedeHa y Pinus sylvestris. Y 1mipencra-
BUTEJICH JaHHOTO BUIA IIPOIIECC MeTacIIoporeHes3a 1
pa3BUTHSI KEHCKOTO TaMeTo(puTa IIPOUCXOIUT TOJIb-
KO TIOCJIE OIBUICHMS CeMSIIOYEeK IIepBOTO roja pas-
Butus (depes 7—10 gHeit moce onbuieHUs ). B cemMsi-
MoYKax, B KOTOPBIX IpOpacTaHUE IIbUIbIIBI HE UIIET,
JKEHCKUM raMeTo(puUT He pa3BUBAECTCSI, U CEMSITIOUKU
nerpaaupytoT (TperbsikoBa, 1990). BeisiBieHo, 4TO B
HEOITbUIEHHBIX CEMSITIOYKaX COCHbI OOBIKHOBEHHOI
pa3pacTaloTcsl KJIETKM TalleTyma, IIpuJIeTraloline K
Meracriope. Paspacratomuiicss TarieTyM COaBJIMBaeT
METacIIOPOILINT, YTO IIPUBOIUT K eTro rudenu (Sarvas,
1962). P. Capsac (Sarvas, 1962) He mcKiodana BO3-
MOXHOCTbh KOHKYPEHIIMU TbUIBLIEBBIX TPYOOK IpU
MpopacTaHUM MX B TKaHb HyleuTyca. JIrodoe HecooT-
BETCTBUE B pUTMax U pazax pas3BUTUS MYXCKHUX U
JKEHCKUX FTeHEPAaTUBHBIX CTPYKTYP MPUBOIUT K COOIO
U BO3MOXHOM OCTaHOBKE 3MOPMOHAJIBLHOIO pPa3BU-
tust. CrnemoBaTelIbHO, MUKPO- M MeraraMeTO(MUThI
JIOJDKHBI pacIio3HaBaTh APYT ApYyra, a 3TO He Bcerma
IIPONCXOMUT B ClIydae MeXBUIOBOM TMOpUON3AIINN.
HMMeHHO B 3T NepHOObl IIPOSIBIISIIOTCS ITPOLIECCHI
HECOBMECTUMOCTH, HAOJIIOJaeMbie IIPU KOHTPOJIM-
PYEMOM OITbUIEHUM M OCOOEHHO MEXBUIOBOM TI'M-
Opuauszanuu y XBonHbIX (Sarvas, 1962; Tretyakova,
Lukina, 2017). CnopoduTHas TKaHb HyLEJTyca -
TEJIbHOE BPEMSI pas3aessieT MY>KCKOM M >KEHCKUI Tra-
MeTouthl: y Abies, Larix, Picea okoio 40 nueii, y Pi-
nuUs — OKOJIO TOJIa, T.€. TECHOTO KOHTAaKTa MEXIy rame-
To(UTaMM 3a 3TOT IIepHoa He IporucxoauT. TolbKo B
mepron co3peBaHus apxeroHueB (3a 7—10 mHeir mo
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OITIONOTBOPEHMST) MPOUCXOAUT BTOPUYHBII  POCT
ITBUTBIIEBBIX TPYOOK 1 OTUIOIOTBOPEHME STMIIEKITIETOK.

3UTOTUYECKUIT BMOpHOreHe3 XBOWHBIX MOXET
OBITh pa3aejieH Ha TP OCHOBHEIE (pa3bl: IPOIMOPUO-
reHe3, paHHUII SMOPUOTEHE3 U MTO3THUM SMOpUoTe-
He3 (Singh, 1978). IIpoambOpuoreHes (proembryogeny)
BKJIIOYAET BCE CTAAUU Pa3BUTHUS TPO3IMOPUO 0 YA~
HEHUSsI CyCITIeH30pa, paHHUI SMOpPHOTreHe3 — BKITIOUa-
€T CTaJuU MOoCcJe YIJTUHEHUS CYCIeH30pa 1 10 3aJI0-
JKEHUSI MEPUCTEMBI KOPHSI, O3IHUI d9MOpHUOTreHe3 —
HaYMHAETCs OT 3aI0KEHUSI MEPUCTEM KOPHSI U obera
M BKJTIOUACT BCE MOCJIEAYIOIIe COOBITUS 10 (POpMU-
pOBaHUSI 3peJIoro 3apoiblllia C XOPOIIO Pa3BUTHIMU
cemsponsimu (Singh, 1978).

V XBO#HBIX pacTeHUIA BO3MOXXHBI MHOKECTBEH-
HbIE TIyTU peain3aluy UX PeNPOIYKTUBHOTO MOTEH-
yajia: MoJIuapXeroHUaIbHOCTb, MOJIUAMOPUOHUS U
KJIMBaxK, a TAKKe aCeKCyalbHOe BOSHMKHOBEHHUE 3a-
ponsima. Y BUIoOB cemelicTBa Pinaceae obOpasyercs
OT JIBYX 10 YEThIPEX ApPXETOHUEB, B KOTOPHIX pa3BUBa-
I0TCSI 3pelible sAiinexkyneTkn. OIUIOMOTBOPEHME BCEX
SIMIIEKJIETOK B TIpelesax cemssadaTka IPUBOIUT K
BO3HMKHOBEHMIO MPOCTOM (simple) uiam apxeroHu-
ampHOIT (archegonial) moamamOpmoHuum (Singh,
1978). Hapsiny ¢ mpocToii MoIu3MOpUOHUEN Y BUTOB
Pinaceae u ocobeHHO pona Pinus, XapaKTE€pHO IpO-
sIBJIeHWe KJIMBaxkHoit moiauamopuonuu (Buchholz,
Dogra, 1967). KiimBaxnas moanamMopruonus (cleav-
age polyembryony) — 3TO peryasipHbIA U OpraHU30-
BaHHEIN (hpeHOMEH. B pe3yibraTe KinBaxa B KOppO-
3UMHOM ITOJIOCTH MeraraMeToduTa IMpouCXOoaUT pac-
LIeTJIeHe MHUIUAIe KaXXa10ro aMOpHOo Ha YeThIpe
CaMOCTOSITeIbHBIE MACHTUYHBIE €IMHUIIBI (4eThIpe
3apogpiiia). TakuMm o0pa3oM, B pe3yabTaTe MpOCTOi
U KJIMBaXXHOI MOJIMAMOPUOHUM Y BUAOB ceMeiicTBa
Pinaceac B omHOM MeraramMeTo(uTe MOXET pa3BHU-
BaTbcs MO 16 3apoppbllieii, MOJTYYSHHBIX OT Pa3HBIX
onbiuteneit (TperbsikoBa, 1990).

Ha nio6oM aTane penpoayKTUBHOIO LIMKJIA XBOWM-
HBIX MOTYT ITPOU30MTH HApyIIeHUsI B 3MOpPUOHAIIb-
HoM Tipoliecce. [Ipexne Bcero, K HapylICHUIO TOJI0-
BOI1 peNpPOAYKIIVH U PA3BUTHIO CTEPUILHOCTH IIPUBO-
JINT OTCYTCTBHE OIBIJICHUSI CEMSITIOUEK VTN OITbLICHUE
MX HEXM3HeCTOoCOOHOM mbLIbloi. K pasButuio cre-
PWILHOCTH TIbUIBLLI TIPUBOIST, KaK MPaBUIIO, 3acyXa
B MEPUOJ 3aI0XKEHUS (DIIOPAIbHBIX MEPUCTEM, TIPO-
JIOJIKUTEIbHBIE TETIbIE OCEHU U OTTEIIENIN B 3UMHMIA
MEPUO, 3aMOPO3KU MPU TMPOXOXKIECHUU Meio3a U
JOXIIUBas moroaa B repuo jeta mbUiblbl (Noskova
et al., 2009). Kpome TOro, BCTpe4aloTcsl OTIEIbHbIC
JIEPEBbsI, KOTOPBIC IPOAYLUPYIOT CTEPUIBHYIO IThLIb-
Ly WA UMEIOT HapYILISHUSsI B MPOLIECCe METAacIIopoO-
reHesa, B pe3yJibTaTe KOTOPOTo XXeHCKUIl raMeTOUT
He pasBuBaetrcs (TperbsikoBa, 1990). derpanaiivoH-
HbIe MPOLIECCHI YaCTO Pa3BUBAIOTCS B CEMSIIOUKAX
BTOpOro rona y Pinus sylvestris, B mepuom, Korma Tec-
HOIO B3aUMOJEICTBUS MeXIy raMeTouTaMU HET.
OJIHAKO UMEHHO B 3TOT ITepUO IIPOUCXOIUT 06pa3o-
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BaHME KJIETOYHOTO MeraraMeTo(uTa U apXeroHUeB 1
CTPEMUTETBLHOE YBEJIMUEHUE Pa3MEPOB XKEHCKOTO Ta-
MetoduTa (B 6—7 pa3) (TperbsikoBa, 1990). Takas
WHTEeHCU(PUKAIIAS POCTA COIMTPOBOXIACTCS YCHIIECHUEM
OOMEHHBIX MPOILIECCOB B CEMSTIOUKE U 3apOAbIIIIEBOM
MeIlIKe, B TIEpBYI0 odepelb TPOPUUYECKUX U TOPMO-
HanbHBIX (MunHuHa, Jlapuonosa, 1989). BepositHo,
IPpY TaKOH HATPSKEHHOCTHU POCTOBBIX M (PU3MOJIOTH-
YeCKMX TMPOILIECCOB B MeraraMeToduTe BO3NEHCTBUE
HeOJIaronpuATEIX (PaKTOPOB CPEeIbl MOTYT IIPUBECTH K
OCJIA0JIEHHOCTH >XEHCKOTo ramMeTouTa M pasBUTHIO
mycTbix ceMsiH (TperbsikoBa, 1990). OcobeHHO sIpKO
JerpamalliOHHbIC TIPOIIECCH MPOSBISIOTCS B TIPE-
CHMHTaMHBIN MEepuo, KoTaa HapyliaeTcss CUMHXPOH-
HOCTb pa3BUTUSI TamMeTo(UTOB. Pa3BuTHEe KEHCKOTO
raMeToruTa MOXET OCTAHOBHUTBHCS HA CTaIUM CBO-
OOHOSIASPHOIO TaMeTO(UTa UM BaKyOJIM3UPOBaH-
HBIX apxeroHueB. MeraramMmeToduT paspyliaetcs u
dopmupyloTcs mmycthie cemeHa (TpeTbsikoBa, 1990).
Takoe sgBneHMe HAOMIONAIOCHh Y YHUKAJIBLHBIX Jepe-
BbeB Pinus sibirica ¢ OMHOJIETHUM PEHPOAYKTUBHBIM
koM (Tperwsikosa, 1990; Tretyakova, Lukina, 2016)
1 MEXKBUIOBOM rnopuan3aumu P sibirica X P. armandii,
P. parviflora, P. strobus, P. wallichiana, P. hokkaidens,
P. cembra (Tretyakova, Lukina, 2016).

CornacHo Koski (1973), nyctele ceMeHa y Pinus
syilvestris u Picea abies MOTYT CITy>XXUTb MTHANKATOPOM
MPOSIBJICHUS JIETAJBbHBIX aJljieieil, NeACTBYIOIIMX Ha
craguu 3MopuoreHesa. IlycTele ceMeHa MOTYT OBITh
CBOEOOPAa3HBIM CBUIETEILCTBOM HAIMYUS TEHETUUC-
CKOTO Tpy3a IPU MEePEeKPECTHOM OITbUIEHUU U OCO-
6eHHO caMoonbiieHun. [1pu caMOONBIJIEHUN OILIO-
JIoTBopeHne o0bryHO npoucxoaut (Orr-Owing, 1957,
Sarvas, 1962; Hagman, Mikkola, 1963; Koski, 1973;
Tretyakova et al., 2014). OgHako pa3BUTHE IIpPeKpa-
maercs B niepuon GopMUPOBAHNST MHOPUINMHTOBBIX
3apObIllIEil, UYTO U MPUBOAUT K MYCTOCEMIHHOCTU. Y
XBOMHBIX HET MEXaHN3Ma, KOTOPHIiA ObI MHTMOUPOBAT
camoorutogotBopeHue (Koski, 1973). He onposepras
MHEHUS YKa3aHHLIX BBIIIE aBTOPOB O BO3MOXKHOCTU
MPOSIBJICHUSI MYCTOCEMSIHHOCTU Y XBOMHBIX, CJIeIyeT
OTMETHUTD, UTO AECTPYKTUBHBIE MTPOLICCCHI, BEAYIIME K
PAa3BUTUIO ITYCTHIX CEMSTH IIPOUCXOIST PaHbliIe (0 Mo~
SIBJIeHUsI apxeroHrneB). K MOMEHTY OMIogOTBOPEHUS
KJIETKM MeraraMeTodura OKa3bIBalOTCS yXe chop-
MUPOBAHHBLIMU, (PU3NOJIOTNIECKN aKTUBHBIMU U HE
MMEIOT HUKAKKX MPU3HAKOB Aerpagaunu. B naHHoM
clIydae pa3BUBAIOTCS ceMsHa 0e3 3apoapia. [Tocie-
JIOBaTEJIbHOCTh MPOLIECCOB Pa3BUTHUS TaKOM KaTero-
pUU CeMSIH MOXHO MPOCJISANUTh Ha IIpUMEpPE pa3BU-
TUSI TEHEPATUBHBIX CTPYKTYpP ocobeit y Pinus sibirica ¢
OIHOJETHUM LMKJIOM pa3Butus (TpeTbsikoBa, 1990).
YV naHHBIX 0cO6ei 3apoAbIIEBhIid KaHal popMUpyeT-
¢S TIpU OTCYTCTBUM 3apoabiiia. KiieTku Meraramero-
duTa COXpaHSIOT CBOIO aKTUBHOCTh, a 00pa3oBaHue
3apOAbIIIEBOro KaHaia JeTEPMUHUPOBAHO U ITPOUC-
XOIMUT B TMEPUOJ CO3pEBaHUS SULEKICTKU. [IpuHATO
CUMTaTh, YTO OOpa30BaHME KOPPO3UITHOI ITOJIOCTU B
MeraraMeTo(uTe MPOMCXOOUT B pe3yabTaTe MPOIABU-

JKEHUSI BMOPUO B 3apOJIbIIIIEBOM KaHajie. DMOPUO Mu-
TAETCS 32 CYET KJIETOK LIEHTPAJIbHOM YaCTU Merarame-
ToduTa, U TAKMM 00pa3zoM (POPMHUPYETCS 3apOAbIIIe-
Bolii KaHan (Singh, 1978). OtcyrcTBUEe 3MOpHO U
c(opMHPOBaHHBIN 3apOABIIIEBRINA KAHAT B CEMSITIOY -
Kax Pinus sibirica ¢ OMTHONETHUM LUKJIOM Pa3BUTHUS
TO3BOJISTIOT MTO-HOBOMY OLIEHUTh XapaKTep B3aMOOT-
HOIIIEHUI MEXITy MeraraMeTo(puToM M 3apoiblllieM
npu sMmopuoreHese (Tretyakova, 1992). BepositHo, y
Pinus neiicTBue eTaTbHBIX AJIJIEJIEN, BeIyIee K IMyCTo-
CEMSIHHOCTHU, TIPOSIBJISIETCS Ha OoJiee paHHUX BTarax,
Jo cuHramuu. HapyiieHus, BO3HUKAlOIIME B IEPUOT
OTUTOAOTBOPEHUS Y SMOpUOTeHe3a, KaK MPaBUJIo, Be-
YT K pa3BUTUIO CEMSIH 0e3 3apojiblilia, HO U HE HC-
KJII0UEHO Pa3BUTHUE TOJIHKO MTOKPOBOB CEMSIH.

Ha ocHoBaHMM UTOSMOPHNOIOTUYESCKOTO aHAIN3a
Pinus sibirica, MOXXHO IIPEANONIOXUTb, UTO KaTEropusl
CTepWILHOCTHY CEMSIH 3aBUCUT OT CTaIUM JeTeHepaliui
xkeHckoro rameroduTta (Tperbsakona, 1990). OctaHoB-
Ka pa3BUTUSI SMOPUOHAILHBIX CTPYKTYP B CEMSITIOUKE
MpUBEIET K HAPYIISHUIO TTOJIOBOTO IIpoliecca U BO3-
HUKHOBEHUIO GECIIOIOro BOCIIPOU3BEACHUSI — aIlo-
MUKCHCA.

ATTOMMKCUC LIBETKOBBIX PACTEHUM

B xauecTBe aganrauuu K Bo3IeiCTBUIO HEOIAro-
MPUSITHBIX PAKTOPOB CPEIBI U IS COXpaHEeHUS dep-
TUJIBHOCTU Y MHOTMX BHUJIOB IIBETKOBBIX PaCTCHMIA
(6omee 400 BuooB, oTHocsmuxcs K 40 ceMeiicTBaM) B
XOJI€ BOJIIOLIMY BO3HUKIIN Pa3IMIHbIe TUITHI OECIO-
soro BocrnpousBenenus (bareirmna, 1999; von Ar-
nold et al., 2002; Brukhin, 2017a, 20176). OgHum u3
HUX ¥ CJIedyeT CUYMTaTh alloMUKCUC. B mmpoxom
CMBICJIC K alTOMUKCHUCY OTHOCSIT M BETeTaTUBHOE pa3-
MHOXeHUe (BUBUTIAPUIO), B Y3KOM — araMOCIIEpMUIO —
obpa3oBaHUe CEMSH C 3apObIIIeM MPU OTCYTCTBUU
omnonorBopeHus (Winkler, 1934). Takum obOpaszowm,
aNOMMKCHUC MOXHO pa3IelIuTh Ha ABa TUIIA “araMo-
criepMuIo” M “BereTaTuBHBIN armtoMukcuc” (Stebbins,
1941; Gustafsson, 1947; Grant, 1981). K Tuny aramo-
CepMUM OTHOCST U CHOPOGMUTHYIO — aIBEHTUBHYIO
SMOPUOHNIO (HYLEJUISPHYIO U MHTETYMEHTAJIBHYIO,
Naumova, 1993). Ilo MHenuto T.b. baTtbiruHoit
(Batygina, 2012), comatudeckue 3apoabliny, oOpa-
3ylolIuecsd Npu “aaBeHTUBHOM SMOPUOHNMN ", HEJIb-
351 paccMaTpUBaTh Kak BapUaHThI allOMUKCHCA (“CeMeH-
Horo anomukcuca”, mo Nogler, 1984). Dtu 3aponbuim
MMEIOT pa3HbIil MeXaHM3M pa3BUTHUS (roModaszHas u
rerepodasHasi permpoayKIIKsl COOTBETCTBEHHO).

MHoroob6pa3ue M HeIocTaTouyHas W3YYeHHOCTH
TUIIOB alTOMMKCYCa TIPUBEJIN K MyTaHUIE TEPMUHO-
noruu (Xoxios, 1967; [Monny6Has-ApHonbau, 1976;
Iletpos, 1979; bareiruna, 2000).

OnHU yYeHbIe OMPEC/SIIOT alOMUKCHUC TakK e
mupoko, Kak Winkler (Fagerlind, 1940; Gustafsson,
1947; Iletpos, 1979), apyrrue OTHOCST K allOMUKCUCY
TOJIKO araMOCIIEpMMIO — Pa3MHOXEHHUE IOCpeI-
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CTBOM CEMSTH C 3apOJbIIIEM, BOZHUKIINM 0€3 OIlIO-
notBopeHust (Asker, 1981; IlonmyOHasi-ApHoJbIN,
1976; XoxmoB, 1967) wau TOJNBKO TaMeTOMUTHBIN
ANOMMUKCUC, WCKITIOUasl aIBEHTUBHYIO 3SMOPHUOHUIO
(Battaglia, 1963; Batygina, 2012).

Psan aBTOpOB mpemiaraloT MCIIOJIb30BaTh PaBHO-
3HAYHO TEPMUHBI ATIOMUKCHUC U araMOCIIEpMUIO, pa3-
JIEJISIST TIOCJIEAHIOI Ha TaMETO(MUTHBIN allOMUKCUC U
agBeHTUBHYIO AMOpuoHuto (Asker, 1981; Grant, 1981;
Nogler, 1994; Batygina, 2012).

BrigeneHne TUIIOB alloOMUKCHUCa ITPOBOAMIIACH Ta-
KuMu ydyeHbiMHM, Kak Winkler, (1934), Gustafsson
(1947), Mahesshwari (1950), Bataglia (1963), XoxyioB
(1967), Ilomny6Has-ApHonbou (1976), Ilerpos
(1979), Naumova (1993), bateiruna (2000) u op.

OpuruHanbHas KiaaccubuKkalys TUIOB allOMUK-
cuca 6bu1a paspadorana C.C. XoxioBbiM (1967). AB-
TOp CYUTAJ AIIOMUKCHUC Pe3yIbTaTOM W3MEHEHWIA,
MIPOMCXOMAIINX Ha Pa3HBIX 3Tallax IOJIOBOTO IIPO-
1ecca. Bece cirygau Takux HapyIeHuid, TPUBOMSIIIINX
K alIOMHUKCHCY, OH OTHOCHUT K YETBIPEM CJICTYIOIITM
THTIaM:

1. Attocriopust — oTcyTCcTBUE (BbIITaASHMUE) CIIOPO-
reHe3a, KakK CJICACTBHE HapyIIeHUS Meiio3a. 3apoabl-
LIEBBIIA MEIIOK Pa3BUBAETCSI U3 apXeCIIOpusi C Hepe-
JYLUPOBAHHBIM YKUCJIOM XPOMOCOM;

2. ATloapXecIopHst — OTCYTCTBHE apXeCIIOPOTeHe -
3a U CIToporeHe3a. 3apoIbIIeBOI MEIITOK pa3BUBaeT-
CsI U3 BETETAaTMBHBIX KJIETOK HYLEJUTyca C HeEpeaylu-
POBaHHBIM YMCIIOM XPOMOCOM;

3. ATIo3UTOTHSI — OTCYTCTBHE OIIJIOJIOTBOPEHUS,
3apOJIbIIIEBOI MEIIOK pa3BUBAETCSI M3 HEOILUIONO-
TBOPEHHON sIiileKJIeTKN (peayluUpOBaHHbIN TapTe-
HOTEHE3);

4. AloraMeTus1 — 3apOIbIIIEeBbI MEIIOK pa3BrBa-
eTCsl He U3 SIHLIEKJIeTKU, a U3 CUHEPTUJl UJIU aHTUIION
(penyLurpoBaHHBIN MAPTEHOTEHE3).

Taxum obpa3oM, 3apoAbIl MOXKET 00Pa30BbIBATH-
Ccd M3 caMbIX pa3sHOOOpPa3HBIX KJIETOK U TKaHeil. [1o
mHeHuto IlerpoBa (1988), amoMuKCHUC MOXHO pac-
CcMaTpuBaTh, KakK Gecrojioe pa3MHOXEHHE, K KOTOPO-
MY OTHOCSTCSI (DOPMBI, COXpaHSIIOLINE CBSI3b C 00pa3o-
BaHMEM CEMSIH. AraMOCIIepHOE pacTeHUEe TPOU3BOIUT
CeMEeHa, B KOTOPBIX 3apObIIIN Pa3BUBAIOTCS UCKIIIO-
YUTEJIbHO OECITOJIBIM ITyTEM.

C.C. XoxyoB (1970a, 19700) paccmarpuBan pac-
MPOCTPAHEHHOCTh AalTOMUKCUCA B CBSI3U C OCHOBHBIM
SBOJIIOLIMOHHBIM TPEHIIOM PAacTeHMII — YMEHBIIEeHe
po raMeToduTa 1 TTIOBBIIIIEHUE poJii criopodwuTa. [To
€ro MHEHUIO, IIPOUCXOIUT IOCIeHOBaTeIbHOE YIIPO-
LLIeHe SMOpUOreHe3a U PoJii rTaMeToGUTa, MEXKIY TeEM
Kak pa3BuTHE criopodura ycuimBaercs. [armtongHas
¢aza Kak Obl TOCTEIIEHHO BLITECHSIETCST JUIUIOUIHOIM.
Ecnu y Mx0B raruioniHoe MOKOJIEHUE JOMUHUPYET, TO
y TIalIOPOTHUKOB CITOPOUT (OeCroI00€e TTOKOJECHUE)
ABJISIETCSI JOMUHUPYIOIIA (Da30ii B JKU3HEHHOM LUK~
ne. FaMeTO(UT y MAIIOPOTHUKOB Pa3BUBACTCS BHYT-
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pu criopoduTa: MPOUCXOAUT OOpa3oBaHUE aHTEPU-
JINEB U apXerOHUEB, OCYIIECTBISIETCS OILUIOTOTBOPE-
Hue (Takhtajan, 1997). ¥ roioceMeHHBIX TaMeTODUT,
HaAxXoOJsCh B OYE€Hb PEAYLIMPOBAHHOM COCTOSIHUU,
pa3BUBAETCs B ITOJTHOM 3aBUCUMOCTH OT CITOpOGUTA.
B 1o xe Bpems sHmocnepM (MerarameTouT), SIBIISI-
IOIIUIICS COCTaBHOI YacTblo rameTodura royoce-
MEHHBIX, OCTAETCsI JKU3HECITOCOOHBIM U COXpaHIET-
csd mocJjie OIJIOAOTBOPEHMUSI, MUTAsI pa3BUBAlOIICECs
HOBOE TTOKOJIeHHe cropodgmurta. Ha camoit BeICIIEi
CTYIICHM 3BOJJIOIHNU Y INOKPLITOCEMCHHBIX TPUILIO-
WIHBIM SHOOCHEPM BO3HMKAET B pe3ylbTaTe aKTa
ormtonoTBopeHnss. OCHOBHBIE eT0 PYHKIINU OTPaHU -
YNBAIOTCA y4aCTUEM B PCIIPOAYKTHMBHBIX ITpoLeccax
(XoxioB, 1949a, 19496).

ITo muenuto C.C. XoxJioBa, HE3aBUCUMOE TTOSIB-
JICHWE AaroOMUKTOB B pPa3HBIX (DHMIOTeHETHIECKUX
rpymmax, GeHoTuImIecKas MIaCTUIHOCTD 3aCTaBIIS-
10T TIPU3HATh 32 HUMU 3BOJTIOLMOHHYIO TTePCIIeKTHUB-
HOCTb. (X0oxJ10B, 1949a, 19496). TepMuH anmtOMUKCUC
ITOHUMAETCS B IITMPOKOM 1 Y3KOM 3HAYEHUH GECITOI0-
TO BOCIIPOM3BEACHUS, KaK CHUHOHUM araMoCITepMHUH
Wi OeCHOIOCEMSIHHOCTH. B IMMpOKOM CMBICTTE —
TToApa3yMeBaeTCsT paclipoOCTpaHEeHHE ero Ha BCe BTO-
pu4HO-0ecmosible (hOpMBI BocIpousBeneHus (Xox-
noB, 1967). Kpome Toro, nMeercss MHEHUE, YTO allto-
MUKCHUC Y TAKCOHOB 3BOJIIOLIMOHU3MPOBAJI HE3aBUCH -
MO OT IOJIOBBIX MpeaKoBeIX ¢opMm (Hand et al., 2015).
ATTOMUKCHUC paccMaTpUBaeTCs, KaK BapyaIys IoI0-
BOI0 Pa3sMHOXEHUsI, MPU KOTOPOM OmpeaceHHbIE
STambl IOJOBOTO PAa3BUTHS yTpadeHbI, U3MEHEHBI 1
necuaxpoHusupoBaHkbl (Cossniklaus et al., 2003).

becnonas pernponyKiins XopoIIo IIpoaeMOHCTPH-
poBaHa y uutpycoBbix (Cifrus) (Naumova, 1993). V
MOCJAEAHNX M3 KJIETOK HYILeJIyca U WHTEeryMeHTa
MOTYT MacCOBO Pa3BUBAThCSI COMATUYECKUE 3apO-
neim (o 80 u 6osee) (Ranganath, 2004). Bepost-
HO, B HYLIEJUTSIDHOI TKAaHU COCPEIOTOYEHBI TOTUIIO-
TEHTHBIE KJICTKU, OoOecleurBalolie obpa3oBaHUE
noToMcTBa. TakuMm oO0pa3oM, B mpeaeiax CeMsmoy-
KM J1100as1 coMaTudecKas KJieTKa MOXET IIPUBECTU K
OecrnoJjioMy BOCIIPOM3BEICHUIO U 1aTh HAYaJI0 HOBO-
My opraHusMy. OTcioja BO3HUK TEpMUH “Oecrioio-
BO€ CEMEHHOE pa3MHOXEeHMe”, KaK CMHOHUM arlo-
Mmukcuca (MwununHa, JlapuoHona, 1979). Omnaxo,
€CJIM pa3MHOXeHHe Oecrnojioe, TO, CIeA0BATENIbHO,
JIOIyCTUMO €ro IpUHUMAaTh KakK BereTaTuBHOe. OO0
9TOM CBUIETEIBCTBYET (haKThl 00pa30BaHMsI 3aPOIbI-
111a U3 COMaTU4YECKON TKaHU, KaKOi, HarIpuMep, SIB-
JISIeTCS TKaHb HYIIEJTyCca IIMTPYCOBBIX WJIN B TIPOLIEC-
Cce COMaTUIECKOTo AMOpHroreHesa B KYJIbTYpe in Vitro.
CornacHo koHuenuuu Nogler (1994), kK amoMukcucy
MOXHO OTHECTH HE TOJIbKO MHTETYMEHTAIbHYIO OM-
OpMOHUIO, HO U MOHO3UTOTHMYECKYIO KIIMBaXKHYIO
aMOpHroHMI0 (00pa3oBaHUE OTHOSMIIEBBIX OJIM3HE-
LIOB — JIBOMHEN, TpOMHEN U T.O., U3 COMAaTUYECKUX
KJIeTOK moJjioBoro 3apoasima). T.H. HaymoBa Takke
paccMaTpuBayia afBEHTUBHYIO SMOPHUOHMIO B Kade-
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cTBe (popMBI alTOMUKCHCA, HO MCKIIIOUaia U3 HEro
KJIMBaxKHYI0 mojauamMopuonuio (Naumova, 1993).

INpn m3ydeHnn MexaHM3Ma TIepexona pacTeHUI Ha
ITyTh allOMUKCHCA TIPUBJIEKAIOTCS] MOJIEKYJISIPHO-TeHE-
TUYECKUE UCCIIeNOBaHUS. BbISIBIEHBI TeHbI U JIOKYCHI,
BIIVSTIOIIIE Ha METacTioporeHe3, MeraraMeToreHes3, SM-
OpuoreHe3 1 MapTeHOreHe3 B pe3ysibTaTe IKCIPEeCCUr
KOTOPBIX TIPOMCXOIUT U3MEHEHUSI B TIOJIOBOM TTpolLiecce
¥ nHAyKuns anomukcuca (Brukhin, 2017a, 2017b).

Takum o6pa3om, B InTepaType HET €TUHOTO MHE-
HUS O TIOHSITUM arlOMUKCHCA y pacTeHuit. bonbimH-
CTBO aBTOPOB UCMOJIB3YIOT TEPMUH aITTOMUKCHC B Y3KOM
cMbIcie (raMeTO(UTHBIN alIOMUKCHC) VI HECKOJIBKO
mrpe (raMmeTo(UTHBINA allOMMKCUC + aaBeHTUBHAS
(HyLeUIIpHas U UHTETYMEHTaIbasl) TIOJIMIMOPUOHUST).

T.b. bareIrmHOM B KaueCcTBEe HOBOM KaTeTOpUH Be-
reTaTUBHOTIO Pa3MHOXEHUS pacTeHU ObLJIO BBEICHO
MOHSTHE “PMOpUOUIOTeHUsI”. DTO OAUH M3 TUIIOB
roMoa3Ho perpoayKINY IIBETKOBBIX PACTCHUI ex
situ, in vivo M in vitro. DJ1eMEeHTApHON CTPYKTYPHOM
eIMHULICH SIBJISIETCSI SMOpUONI, — HOBBIM MHAUBUILY-
yM, (POPMUPYIOIINIICSI B CEMEHU WJIA HA BEreTaTUB-
HBIX OpraHax aceKCyaJbHO. DMOpHUONI UMeeT OUIIO-
JISPHYIO OpraHu3aIuIo ¢ arleKcaMy 1modera u KOpHsI U
HOBOM IIOJISIPHOI OCBIO, TaK Xe, KaK y IOJIOBOTO 3a-
ponsima. st sMmOpuonaa, Kak v IJ1s 3apoabIiia, xa-
pakTepHO 00pa3zoBaHUE COOCTBEHHOM OCU, COSIUHSI-
IOILIEH TTOJISIPHO (DOPMUPYIOLIMECS anleKChl modera 1
kopHs. Kak nmpaBmiio, oH He uMeeT OOIlIeif aBacKy-
JISPHOIM CUCTEMBI C MAaTEPUHCKUM OpPraHU3MoM (3a-
KPBITHIN pamuKyisspHbIi momoc) (bateirmaa, 2000).
Ilpu BBIDENCHUM 3MOPUOUIOTSHUM B OCOOBIN THUII
penpoAYKIIUY U Pa3MHOXKEHUST UCTIOIb30BAIUCH 1BA
KpUTEpUsl: OHTOTCHETUYECKMIT U MOpQoIornye-
ckuii. Kpome TOro, B 3aBUCMMOCTH OT IIPOUCXOXKIE-
HUSI U TOJOXEHUS COMaTHMYECKMX 3apoiblllieil Ha
MaTepPUHCKOM PacTeHUM, OBLIM BBIICICHBI IBE OC-
HOBHBIE (POPMBI “IMOPUONIOTSHUN”; PETTPOIYKTUB-
Hasi, uin QJopajibHas (o0pa3zoBaHUE MPOIMOPHO B
LIBETKE M CEMEHU), M BereTaTuBHas ((hopMHUpOBaHNE
aJIBEHTUBHBIX 3apOJbIllieii Ha JUCThSIX, moderax u
kopHsx) (barteirmHa, BacunbeBa, 2002; Mutpoda-
HoBa, 2009). ITpu rameTo(UTHOM allOMUKCUCE U aJl-
BEHTUBHOII 3MOpPMOHMHU, a TakKXKe MOHO3UTOTHYE-
CKoOM KnuBaxkHo# 3mMOpuoHuu (Maheschwari, 1950)
MIPOUCXOAUT KIJIOHMPOBAaHME MAaTEPUHCKOIO Opra-
HU3Ma 1 oOpa3oBaHUE MATPOKJIMHHOIO MOTOMCTBA
(Brukhin, 2017a, 2017b). 31oT (heHOMEH, KaK OyaeT Mo-
Ka3aHo Jajiee, YeTKO IMPOSIBIISIETCS B KYJILTYPE in Vitro.

BO3MOXHOCTb AITOMHUKCHUCA
Y XBOMHBIX

IIpu3Hakuy MposiBJIeHUS allOMUKCcHUca ObLIM OOHAa-
PYXEHBI Y TOJIOCEMEHHBIX paCTeHUIA. DTU IIPU3HAKA
CBSI3aHBI C HapylIeHWEeM I1oJ0Boro mpoiecca (Mwu-
HUHa, JlaproHoBa, 1979). O6pa3zoBaHue CEMSIH C 3a-
poIbIiIeM 03 OIJIOAOTBOPEHMSI ObLIO OOHAPYKEHO Y

Pinus pinaster (Saxton, 1909), Pinus nigra, Pinus wal-
lichiana (Mehra, Dogra, 1975), Pseugotsuga menziesii
(Orr-Ewing, 1957). B cemsanoukax Pinus pinaster
SIIPO SUIIEKIIETKY HAaYMHACT IEJTUThCS PaHbIIe, YeM
SIIPO CIIEpMUSI TOCTUTHET apxeroHus (Saxton, 1909).
SBneHue, 6JU3KOe K alTOMUKCUCY, OBLJIO OOHapyXkKe-
Ho y Abies pindrow, y KOTOPOI1 IPOUCXOAUIIO CIUSTHUE
sIpa OPIONTHOM KaHAaJIbLIEBOM KJISTKHU C SIIPOM SIS~
kietku (Dogra, 1966).

Kypouanu (2014) oOHapyXuJl JOBOJIBHO PaCIIpO-
CTpaHEHHOE SIBJICHIE — 00pa30BaHUE CEMSTH C 3apOIbI-
1eM 0e3 OIUIOAOTBOPEHUS Y JIMCTBEHHBIX 1 XBOMHBIX
JIPEBECHBIX BUAOB. DTOT (heHOMEH ObLI Ha3BaH UM
“mapreHocnepmusi”’. OmnucaHHbIE SIBJICHUSI BCTpeda-
much y Pinus elliottii, Pinus taeda, Pinus paluster, Pinus
virgiana, Pinus echinata, npou3pacTaloliux Ha ceBep-
HBIX ygacTKax mrata CeBepHast Kaponuxa (McLem-
ore, 1975), u Pinus sibirica n Pinus sylvestris B Cuoupu
(TperbsikoBa, 1990). O6pa3zoBaHUe CEMSIH C 3apOIbI-
IIaMJd B YCJIOBUSIX, MCKIIOYAIOIIMX OILJIOTOTBOpE-
HUe, ObUIO OTMEUYeHO y Pseugotsuga menziesii Tipu
30U >KeHckux mmiek. (Orr-Ewing, 1957). s
Pseugotsuga menziesii xapakTepHa sIpKO BbIpaxKeHHasI
CaMOCTEePWJILHOCTh U TEHIACHIIUS K araMoCHepMUU
(armomukcucy). Umerorcst naHHble 00 0O0pa3oBaHUU
CEMSTH C 3apOIBIIIeM B OTCYTCTBUU MY>KCKMX IIIUIIIEK
Yy pacTeHHUil Kjacca IUKAgOBbIX, TMHKIO, ITMXThI
oanp3zamuueckoit (Hutchinson, 1915; Chamberlain,
1935).

HeoGOrrunast ¢opma anomukcuca Obuia OOHApY-
xeHa y Cupressus dupreziana B CeBepHoil Adpuke
(Pichot et al., 2008). DTOT peIMKTOBBII KUITApUC Ha-
cunTtbiBai Becero 231 nepeso. I1pu onbiienuu C. dupre-
ziana noinbLoit C. semperyirens TMOPUIHBIE 3aPOABIIIA
0Kazajauch IUIUTOUIHbIMU. M3MepeHue comepKaHust
JHK B mIUTBIEBBIX 3epHaX 000MX BUIOB MOKA3aJio,
yto nbutblia C. dupreziana Oblia IUIUIOUIHON, B TO
BpeMsi Kak mbuiblia C. semperyirens rarmiouaHoii. B
JurionaHoM motoMcTBe C. dupreziana ObUTH BBISIBIIC-
HBbI TOJIBKO OTLIOBCKME BapUaHThl. DTU JaHHbIE ObLINU
noaTBepKeHbl aHaau3oM JIHK. ABTophI 3aKki0uning,
YTO B JAaHHOM CJIy4ae UMeeT MECTO YHUKAIbHOE SIBJIC-
Hue “Mmyxckoit anomukcuc”. I1pu onbiienun C. dupr-
ziana nibUibLION C. sempervirens ObUTU TIOJTyY€HbI Tarl-
JIougHbIe pacTeHus. 1o no3Bonmio ITuxory ¢ kome-
raM caeaaTh BbIBOA 00 OTCYTCTBUU (DyHKIIMOHATBHBIX
STAIIEKIIETOK Y MaTepuHCKuX AepeBbeB C. dupreziana.
Ha ocHOBaHMM TeHEeTHYECKOTO aHajI3a ObLUIO CACIaHO
3aKJTI0YeHEe 00 aHAPOTeHHOM OECITOJIOM THUIIE pa3-
MHoxeHus1 C. dupreziana. Jlannasie ITuxoTa c coaBTo-
pamu (Pichot et al., 2008) moka3bIBaIOT, YTO aIOMUK-
CHC TIPEMSITCTBYET MHOPUIMHIY M CITOCOOCTBYET BBHI-
>KMBaHWIO KUIapuca. He UCKITIOUeHO, UTO alTOMUKCHC
OOHapy>KeHHBII Yy JTAaHHOTO BUIa MOXKET HAOII0IaThCs
W'y IPYTUX BUJIOB XBOMHBIX.

E.I'. MunmnHa BbICKa3aia IIPEaITOJ0KEeHNE O TOM,
YTO BOBHUKHOBEHUE AlTIOMUKCHUCA Y XBOMHBIX MOXKET
MIPOMCXOAUTH MTPU HAPYILIEHUSX B ITPOLIeCCEe HOPMAaJlb-
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HOTO CEMEHOIIIEHMS AepeBa, OCOOCHHO YacTO HAOJI0-
JTaeMoro y reTepo3rcHbIX dopM (MunuHa, JlaprnoHo-
Ba, 1979). Takue popmel nepeBbeB y Pinus sibirica pen-
KO, HO CHUCTEeMaTUYECKM BCTPEeYaloTCsI B 3aIlagHoOM
Casne. ZKeHcKue HIMIITKY M CeMeHa UX pa3BUBaIOTCS
M0 OJHOJIETHEMY LIMKIY (BMECTO IOBYJETHEIO0) U Xa-
PaKTEpU3YIOTCSI BBICOKMM (PU3NOIOT0-OMOXUMIYe-
CKUM TIOTE€HIIMAJIOM BEreTaTUBHBIX U T€HEPaTUBHBIX
OpraHoOB, YTO MPOSIBJISIETCSI B IOBBILLIEHUH YTJIEBOIHO-
ro, aMIHOKMCIOTHOTO ¥ TOPMOHAJIBHOTO oOMeHa. [{m-
TOSMOPUOJIOTUYECKIE MCCIIENOBAHUS OCOOE COCHBI
CUOUPCKOIi ¢ OMHOJIETHUM PEeNPOAYKTUBHBIM LIUKJIOM
nokazaju, 4ro (opMHUpOBaHME HaYaJIbHBIX 3TarloB
dopMHUpPOBaHUS TaMeTO(MUTOB Y JAHHBIX OCOOEH 11O
TaKXKe KaK Y TUHITUYHBIX ocobeii. OmHako yepe3 oauH
MECSIII IOCJIE OITbUICHUST Y aHOMAJILHEIX 0cOo0eit pes-
KO BO3pOCJjia aKTUBHOCTb KEHCKOT0 raMmeTopuTa, 4ye-
pe3 2 Mec. TIOSIBUJIMCh apXeTOHUU 1 (OPpMUPOBAJIUCH
sitnekiteTkn. OIHaKO OIUIOAOTBOPEHUE SIMIICKIICTKIA
He TIPOMCXOINIO 1U3-3a OTCYTCTBUSI BTOPUYHOIO PO-
CTa TMbUILLEBBIX TPYOOK WJIM UX MEIJIEHHOTO pOoCTa
10 HaIlpaBJICHUIO K apXeroHusIM. B 3ToT mepuom Ha-
Osronanock neneHue sapa siinekiaeTku (TpeTbskoBa,
1990). Muorpa uiio odpa3oBaHue ITPOIMOPUO, HO 3a-
poabliu y ocobeit Pinus sibirica c OMHONIETHUM PEIpo-
JIYKTUBHBIM LIUKJIOM HE 00pa3oBbIBAINCE. [lpn3Hakm
anoMUuKcuca ObLTM OOHapyKeHbl Y MpPU HapylIeHUU
ceMeHOIIeHUsI aepeBa y Pinus sylvestris, Tipon3pacraro-
1Ieii B yCJIOBUSIX 9Koyiornueckoro crpecca (TpeTbsako-
Ba, 1990). leneHue B HEOILUIOJOTBOPEHHBIX SHIIE-
KJIETKaX COCHBI CUOMPCKOM 3aciayXUBaeT 0CoOOro
BHUMAaHMS. DTO SIBJIEHUE TOBOPUT O BO3MOXHOCTH
MPOSIBJICHUSI HaYaJbHOTO 3Tara OAHOI0 M3 pPa3Ho-
BUIHOCTEM alloMUMKCHCa — mapTeHoreHe3a. B maH-
HOM CJIy4yae IIPOSIBJISICTCS TMHOTeHe3, TP KOTOPOM
MYXXCKHME TaMeTbhl TIpUONMKAIOTCS K SIEKIIeTKe,
BO3MOXHO, aKTUBUPYIOT €€ MOp(dOTreHe3, HO B Tajlb-
HeullleM pa3BUTUU He ydacTByioT. ClienoBaTeIbHO, B
ceMmsinoukax Pinus sibirica ¢ OTHOJETHUM LIMKJIOM
pa3BUTHS ITapTEHOTCHETUYECKOE pa3BUTHUE He pea-
mm3yercst. CornacHo tepmuHojoruu T.b. batbirm-
Hoit (2000), y Takux ocobeit IpoucxXoauT abopTUB-
HBII1 ITapTeHOTeHe3.

Mo muenuro Xoxmoma (1967, 1970a, 19706) u
E.T". MunuHoit u H.A. JlaproHoBoii (1979) anoMuk-
CHIC CBOMCTBEHEH 3BOJIIOIIMOHHO MTPOJIBUHYTHIM TaK-
coHaMm. MbI nipennosaraeM, 4To ejieHue HeEOTI010-
TBOPEHHOM SAMLIEKJIETKN U 3HAUUTEJIbHOE YCKOPEHUE
penpoOAYKTUBHOIO 1IMKJIA Y ONIMCAHHBIX BbIlle (hopM
Pinus sibirica IBISAIOTCS HpHU3HAKaMM, CBHUACTEIIb-
CTBYIOIIIMMU O 3BOJIOLIMOHHOU MTPOJBUHYTOCTH KEJI-
poB — akcenepatoB (Tretyakova, Lukina, 2017). B
MOJb3y TMOCJIEMHETO TMPENMOTIOXEHUS CBUIETEIb-
CTBYET pSiJl OTVIMYUI B MPOXOXKIEHUN IMOPUOHATb-
Horo uuknay Pinus sibirica, CBSI3aHHBIX C aKkcesepa-
AEW pPa3BUTHUS TEHEPATUBHBIX CTPYKTYP y TAHHOTO
BHUJA 110 CPAaBHEHMIO C IPYyruMu cocHamu. [1epBoe u3
HUX MPOSIBJISIETCS B Mepuol (POPMUPOBAHUS KEH-
cKoro rametoduTa rpu oNnblJIEHUU ceMsinouek. B ne-
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puon, OIbUICHUS XXEHCKMIA raMeTO(hUT Y COCHBI CH-
OMPCKOI HAXOAUTCS B CBOOOTHOSIIEPHOM CTaauN pas3-
BUTHS, B TO BPEM KakK y JPYTUX COCEH LIEHOLIUTHAs
cramuss (OPMUPYIOIIETOCsS KEHCKOro TIamMeTrodura
OCYIIECTBIISIETCS. TOJBKO Tociie onbuieHus (TpeTbs-
KoBa, 1990). OGBpIYHO MO TAKOMY XK€ MyTU UAET pa3Bu-
THE CEMSIIIOYEK Y XBOMHBIX C OQHOJIETHIUM LIUKJIOM T'e-
HepatuBHoro passutus (Larix, Picea, Abies). Bropoe
OTVINYYe SMOPUOHAIBLHOTO Pa3BUTUSI CBSI3aHO C aKCe-
Jiepalieil pa3BUTHSI MYKCKOro ramerogura. Myx-
CKOM raMeTo(UT COCHBI CHOMPCKOI B IOl ONTBICHUS
pa3BUBaeTCsI 10 TPEXKJIETOYHON CTPYKTYpbI, T.€.
IIPOXOIUT YETBEPTHIIA MUTO3 U3 IISITU, B TO BpeMsl KaK
y IPYTUX BUAOB COCEH Pa3BUTUE MYKCKOIO IaMeTo-
¢duTa UOET TOJBKO OO IABYX-KJIETOUYHOU CTPYKTYpPHI
(4eTBepPTHIi U NSTHIII MUTO3 UIYT B CEMSIIIOYKAX BTO-
poro roga pa3BuTus). TakuM 00pa3oM, CEMSIIIOUKU
Pinus sibirica otau4aroTcsl MpU3HAKaMU TIPOJIBUHY-
TOCTU cpeau coceH. OO0 3TOM Xe CBUIETEIBCTBYET U
nosgBIeHe POpM-aKCceIepaToB y COCHBI CHOMPCKOIA,
y KOTOpo# HaOmomaercsi MpoxoXIAeHUe 3MOpUO-
HaJIbHOTO LIYMKJIa 32 OAWH BEreTallMOHHBLINA IIEPHUO,
BMECTO ABYX U, HaKOHeEIl, (DaKThl AeJICHUS siapa sii-
LIEKJIETKH, CBUIETEIBCTBYIOIINE O TOM, YTO CeMs-
nouyku Pinus sibirica MOTYT pa3BMBaTbCsl MO TIyTU
arroMuKcuca, Ha 4yro ykaspiBam E.I'. MunuHa n
H.A. JlapuonoBa (1979). B nenom, aHOMaJibHbIE
GOpMBI COCHBI CHMOMPCKOM C YCKOPEHHBIM IIUKJIOM
Pa3BUTHS SIBJISTFOTCS LIEHHBIM MaTE€pUaIOM JIJIsI OMOJIO-
TMUECKUX U CEJIEKLIMOHHO-TCHETUYECKUX MCCIeToBa-
Huii. [TosiBieHre opM ¢ OMHOJIECTHUM PEIIPOLYKTHUB-
HBIM IIUKJIOM pa3BuTusA y Pinus sibirica ipencTaBIISIIOT
OOJIBIIION MHTEPEeC MJIs1 U3YUYESHUSI SBOJIOIIMY XBOMHBIX.

Kak yka3bsIBajioch BHILIE, I SMOpHOTreHe3a BU-
JIOB XBOMHBIX XapaKTepHO HaJu4ue MOIUIMOpPUO-
Huu. [Ipn 3TOM 0COOOro BHUMAaHUS 3aCTyKUBAET
KJIMBasKHAsI TTOJTMAMOPUOHMS. TUTIBI KJIMBAXKHOM MO~
JIUBMOPUOHUU Y TOJIOCEMEHHBIX OBLIM OITMCAHbI
X. CunroM (Singh, 1978), u Hamu y peacTaBuTeneit
cemeiictBa Pinaceae (Tret’yakova, Park, 2018). Co-
rnacHo Hornep (Nogler, 1984, 1994), y pacteHuii
WMeEeT MECTO TMPOSIBJIEHNE MOHO3UTOTUYECKON KIIn-
BaXXHOW MOJIMAMOPUOHUU, KOTOPYIO OH OTHOCHUT K
armoMuKcucy. ¥ BUnoB ceMeiicTBa Pinaceae onuH 31-
TOTUYECKHWI 3apoJblll B pe3ysbTare KivMBaxa pac-
LIETUISIETCS Ha YEThIPE CaMOCTOSITEbHBIX WUIEHTUY-
HBIX 3MOpHOHa. BO3HMKHOBEHUE TaKMX 3apObIIICii
MPOUCXONIUT YXKe He TTOJ0BbIM myTeM. CliefoBaTesIbHO,
y TOJIOCEMEHHBIX PACTEHUI 3apOABIIIN MOTYT (hDOPMU-
pOBaTHCST HE TOJIBKO TTOJIOBBIM CITOCOOOM (aMpUMUK-
CHCOM), HO M OecnoibIM (armoMukcucoM). KimmBax-
Has1 TTOUAMOPHUOHUS y BUOOB ceMericTBa Pinaceae
YCIIELIHO BOCIIPOU3BOIUTCS in Vitro.

B nuTeparype NpMBOAMTCS OIKMCAHKUE OMBITOB IO
MHIYKIMKA allOMUKCHCA, KaK Y TOKPHITOCEMEHHBIX,
TaK U TOJI0CEMEHHBIX pacTeHuii. [Ipu 3ToM, Kpome
FeHETUYECKUX CIIOCOOOB, MOJYYMBIIUX LIMPOKOE
pacnpoctpaHeHue (IletpoB, 1979), akTuBHO wuc-
MOJIb3YIOTCSI (DU3UOJIOTMYECKKE TIPUEMBI C IIpUME-



100 TPETbAKOBA, MUHEEB

HEeHHEM peryasiTopoB pocTa. O6aboTKa pacTBOpaMu
rno0epessIoBOM KMCIIOTHI COCHBI JagaHHou (Pinus
taeda) 1 cocHbI pyMenuiickoil (P. peuce) BBI3BIBAIIO
pa3pacTaHUE KeHCKMX IIHUIIEK, HO CEMEHa B HUX HE
obpasoBbiBasnCch (Stuard, Gathey, 1961). I1pu o6pa-
0OTKe IyriacCMM pacTBOpaMu WHAOJUIMACISHON
KMCJIOTHI U TMOOEPEIUIOBOI KUCIOThI IIPOUCXOIMIIO
0o0pa3zoBaHNEe BIOJHE Pa3BUTHIX CEMSIH C 3apOJIbIIlia-
mu (Stuard, Gathey, 1961). Ilox neiicTBueM CTUMY-
JIMpyIoIIuX BelecTB y Pinus pinaster (Saxton, 1909),
Abies pindrow (Dogra, 1966) u Pseudotzuga menziessi
(Orr-Ewing, 1957) o6pa3yloTcst ceMeHa ¢ 3apoibliia-
MU 6e3 orutogoTBopeHus. I1puBeneHHEBIE BhIIIIE IIPU-
Mepbl AeJIeHUS HEOTUIOAOTBOPEHHOMN SIULEKIETKU Y
Pinus sibirica (TpetbsikoBa, 1990), MoXHO paccmar-
puBaTh B KAa4eCTBE MNPEANOCHUIKM IS MOSBICHUS
0eCIT0JIOro pa3MHOXEHUS Y TOJIOCEMEHHBIX.

st mpeomosieHusl CTepUIbHOCTU CEMSTH U BbIpa-
IIMBaHUS HEAOPA3BUTHIX 3apOJiblilieii Haubosee nep-
CTIIEKTUBHBIM SIBJISIETCSI UCTIOJIb30BaHWE HOBBIX OMO-
TEXHOJIOTUI, HaMpaBJIEHHBIX Ha KYyJIbTUBUPOBaHUE
MeraramMmeTo(uTOB U U30JUPOBAHHBIX 3apOAbIIIEH.
BaxHbIM 3TarioM B 00pa3oBaHUsI paCTEHUIA B KYJIbTY-
pe in vitro BisieTcs onpenesieHue (hakTOPOB, BbI3bI-
BalOIUX aKTUBAIUIO MeraramMmeTtouTOB U pa3BUTHUS
3apojbilieit 'y pa3HbIXx (hOpM COCHBI CUOMPCKOI U
0COOEHHO aHOMaJbHBIX CEMSIMOYEK C OIHOJETHUM
LIMKJIOM Pa3BUTHUS XEHCKUX IIUIIEK.

MeToapl akTUBallMU MerarameTo(uTOB U MapTe-
HOT€HETUYECKOTO Pa3BUTHUS 3apOiblilia B HACTOSIIIIEE
BpeMsl pa3paboTaHbl TOJBKO JISI TOKPBHITOCEMEHHBIX
pactenuii (Kammhx u ap., 2000, 2006). [Tpu a3ToM GbLTO
MOKa3aHo, YTO aKTUBALIMSI CEMSITIOUEK Y HEOTLIOA0TBO-
PEHHBIX 3aBs3€il in Vifro IPEACTaBUTENIEN ceMercTBa
Asteraceae MpOUCXOAUT MPU cMellleHUU banaHca (u-
TOTOPMOHOB B CTOPOHY LIMTOKUHWHOB. PaHHUii aM-
OpHOreHe3 OCYIIECTBIISIETCS TIPU CMELIEHUN OajlaHca
TOPMOHOB B CTOPOHY ayKCUHOB.

KynpruBrupoBanue merarameroduroB Pinus sibiri-
ca, B TOM YHUCJIe U C OJHOJETHUM LIMKIJIOM Pa3BUTHUS,
MPOBEJEHHOE Ha CTaMU Pa3BUTHS BaKYOJIM3UPOBAHH-
HBIX apXErOHUEB MMOKAa3aJI0, YTO SMOPHOHAJIBHBIE MPO-
11ecChl TponoKanuch. Y 10% 3KCIIaHTOB OCYIIIECTB-
JISLIOCH JIEJIEHUE SIMLIEKIETKU, U IIUTU 3Tartbl (GOPpMUPO-
BaHMUsI MpoaMOpuo. OmHako AajibHEUlee pa3BUTHE
ocraHaBuBaiochk (Tret’yakova, Novoselova, 2002).
I1pu 3TOM OBIIM TTOTYYEHBI SMOPHOTEHHBIEC KIIETOUYHBIC
KYJIbTYPBI, CITTOCOOHBIE K CAMOTIOIICPKAHUIO U TTPOLTY-
LIMPOBAHMIO 3MOpHONIOB, 13 MerarameToduros. [1po-
BEJIEHHbIE UCCJIEIOBaHMS MO KYJIbTHBUPOBAHUIO MeTa-
ramMeTo(uUTOB MO3BOJIMJIM HaM MOJOUTH K MpobjieMaM
Pa3MHOXXEHMsI YHUKAJIbHBIX 0cO0eil Kelipa CUOMPCKOTo
C OJTHOJIETHUM LIMKJIOM Pa3BUTHSI.

COMATHUYECKUN DBMBPUOIHE3

OCOOBIM THUTIOM PEHPOAYKIINU Y PACTCHUIA SIBJISICT-
¢ COMaTHUIEeCKMi 3MOpHOTreHe3, KOTOPHBIiI Hanboree

SIPKO MPOSIBIISIETCS B KYJbTYpE in vitro. CoMaTUueCcKuii
IMOpPHOreHe3 — aceKCyaIbHBIN CITOCO0 Pa3MHOXKEHMUS,
P KOTOPOM (pOopMHUpOBaHUE 3apObIIIA TIPOUCXOIUT
M3 COMAaTUYECKOil KiIeTKM pacTteHus (von Aderkas,
Bonga, 1988; von Aderkas et al., 1990; Lelu et al.,
1994; Klimaszewska, Cyr, 2002; von Arnold et al.,
2002). 910 yHUKaJIbHOE SIBJIEHUE OeCIOoJION perpoayK-
M, oTkpbeiToe B 1985 . y Picea abies (Hakman et al.,
1985; Chalupa, 1985), MOXHO OTHECTU K OJHOM U3 pa3-
HOBMIIHOCTEI aliOMUKCHca (BEreTaTUBHOIO arlOMMK-
cuca), T.K. 3apOIbIlId BO3HUKAIOT M3 COMATUYECKUX
KJIETOK, a pa3BUTHUE UX UAET IO TUIY 3UTOTUYECKUX
(nmosnoBbIX) 3apodbiiieii. CoMaTUYECKUIA 3apObILI,
wiu sm6puous (rmo T.b. bateirunoii, 2000), — 3aya-
TOK HOBOTO OpraHu3Ma, 00pa3yrolIuiics aceKcyab-
HO, UMECIOIIIT OUIIOJISIPHYIO CTPYKTYpPY C alleKCOM
nobera 1 KOpHS M HOBOIT MOJISIPHOM OCBIO, KaK Yy IO~
JIoBOro 3apojbiiia. B pesynbraTe (hopMUPYIOTCS
MOJTHOLICHHEIE pacTeHMsI, MACHTUYHBLIC POIUTEIIb-
ckomy ak3emruispy (Tretyakova et al., 2016). [lepeBbst
Larix, nomy4eHHbIE Yepe3 TEXHOJOTUIO COMAaTUIECKOTO
SMOpHOreHe3a, B TeYEHHE 8 JIET YCIIEIIHO PaCTyT B ITOY-
Be JeconmutoMHuka (Tret’yakova, Park, 2018).

deHOMEeH COMaTUYEeCKOTO 3MOpHOreHe3a OCHO-
BaH Ha TOTUIIOTEHTHOCTU PACTUTEIbHBIX KJIETOK —
JIIO0BIe COMaTUYECKUE KIIETKM, MOTYT COXPaHSITh WU
npuoodpeTaTh SMOPUOTEHHYIO KOMITeTeHTHOCTh (Fe-
her et al., 2003). ComaTu4ecKuii SMOpUOTreHe3 ObLI
WHOYLIPOBaH Yy 45 BUIOB roJI0CEMEHHbBIX PACTCHUIA,
BKJTIoUass IIITh ponoB Pinus, Picea, Abies, Larix,
Pseudotsuga menzesii (Becwar et al., 1990; Klimasze-
wska, Cyr, 2002; Stasolla, Yeung, 2003; Park et al., 2006;
Klimaszewska et al., 2009; Tretyakova, Barsukova,
2012; Lelu-Walter et al., 2013; Tretyakova, Shuvaev,
2016 v gp.). DKCIUTAHTAMU MOTYT OBITh 3UTOTHYE-
CKME 3apOAbIIIN HE3pEeJIbIX CEMSH, CeMSIIONMN TIPO-
pacrtaromux ceMmsiH (Lelu et al., 1994), a Takke ogHO-
netHue mmooderu (Malabadi, van Staden, 2005) u He-
3peJible  MUKPOCTIOPhl (aHAPOKJIMHHBIE KYJIBTYpPHI)
(Tretyakova et al., 2006).

BoigensitoT aBa MyTH cCOMaTUYECKOTO 3MOpUOTe-
He3a. [lepBhIil ITyTh — IIPSIMOIT COMATUYECKHUIA dM-
OpuoreHe3, KOTrJa 3apOIbIIIM O0pa3yloTcsT HEIMo-
CpeICTBEHHO M3 KJICTOK 3KCIUIaHTaTa 0e3 aTarna Kaj-
JIycoobpa3oBaHmMsa. B 3ToM ciiydae coMaTHM4ecKue
3apoJIbIIIU (DOPMUPYIOTCS U3 COMAaTUUECKUX KJIETOK
skcrutanTa (Tret’yakova, Park, 2018). Bropoii — He-
MpPSIMOIA, WJIM KOCBEHHbBII, SMOpHUOreHe3, Korma Ipo-
Jmcepals Kajryca SIBIsSIeTCs HEOOXOIMMBIM 3TarioM.
B HenpsiMoM coMmaTWYecKOM >MOpHMOreHe3e 3aieii-
CTBOBaHbI “MHIYLIMPOBAaHHBIE 3MOPHOTreHHbBIE IETep-
MUHHMPOBaHHbBIE KJIeTKN . Hapsiny ¢ mepBUYHBIM cOMa-
TUYECKHM 3MOPHOreHEe30M IPOUCXOAUT BTOPUYHBIN
SMOpHOreHe3, Korma Ha IIOBEpPXHOCTU C(hOPMUPOBAB-
IIMXCSI COMaTUYECKMX 3apoAbIlIeii o0pa3yioTcst mooa-
BOUHbIe 3MOpuouasl (Mutpodanona, 2009).

9KCH€pI/IMCHTaIIbeIM IIYyTEM ObLIO I1Io0KasaHo,
YTO MHAYKIIMA MW p€air3alivid COMAaTHUYCCKOIO SM-
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OpHoreHe3a y XBOMHBIX — IIPOIIECC MHOTOCTYIIeHYA-
TBHI, BKJIIOYAIONIMI TIpUMEHEHUE pPa3HOOOpa3HBIX
XUMUYECKUX COCAMHEHUII, B TOM YHUCJIE U TOPMO-
HaJIbHBIX.

OH BKJIIOYAET:

— UHAYKINAIO SMOPUOTEeHHBIX KYJIBTYp — (hOpMU-
poBaHUe SMOPUOHATBHO-CYCITIEH30PHOI MacCChl;

— mponudepannio 3MOpPUOHATLHO-CYCIIEH30P-
HOI MacChl ¥ MYJIbTUILIUKALIMIO COMAaTUYECKUX 3a-
POIBIIIIEiA;

— CO3peBaHMEe COMATUYECKUX 3aPOIbIIICIA;

— IpopacTaHne COMAaTUYECKUX 3apPOIbIIICIA;

— ¢hopMHUpOBaHUE paCTEeHU-pereHepPaHTOB.

Bce st paswl xapakTepu3yIoTcs oTpeaeIeHHbIMUA
MoJIeKYJISIpHBIMU  cobbiTusiMu  (Klimaszewska et al.,
1997; Mac-Kay et al., 2006; Trontin et al., 2015; Zang
etal., 2019). IlepBasa ¢aza (haza UHAYKILIMKU) COMATU-
YeCKOro 3MOpUOreHe3a XapaKTepu3yeTcsl MPOsIBJICHU -
eM y nuddepeHIIMpOBaHHBIX COMAaTUUYECKUX KJIETOK
SMOPHOTeHHOM KOMITETEHTHOCTH KaK MpsiMoii (0e3 1e-
nrddepeHIManu KJIeTOK), TaK U HEeNpsSIMOiA, 4yepe3
Kajurycoobpa3oBaHue. MOXHO IIPEACTaBUTh cebe U
TPEeTUi MyTh COMAaTUYECKOIo ASMOpHOTreHe3a — KOM-
OMHUPOBaHHBIN, KOTJa 00pa30BaHUE COMATUYECKUX
3apOJIbIIIIeii MPOUCXOAUT HEMOCPEICTBEHHO M3 CO-
MaTUYECKUX KJIETOK (IPsIMOil ITyTh) M OOpasyeTcs
9MOPUOTEHHBIN KAUTYC C NaJlbHEUIIEe MYJIbTUILIN-
Kalueil cCoMaTUYECKMX 3apOAbIIIeii B TEUCHUE TN~
TEJILHOTO TIepUOoaa BpeMEHU (IeCSITKU JIET).

MHayKiys KJIeTOYHOM KOMIETEHTHOCTU K coMa-
TUYECKOMY 3MOPUOTEHE3Y UAET MO/ BIAUSHUEM CUT-
HaJIOB — TOPMOHOB (ayKCUHBbI, IIMTOKWUHUHBI), DaKk-
TOpPOB cTpecca (OCMOTUYECKUIA, OKCUIA3HBIN U BOJI-
HBII CTpecChl), MOHBI TsXKEJbIX MeTamioB, pH,
TeMIlepaTypbl, CBETa, MEXaHUYECKUX WIN XUMHUYE-
ckux noBpexaenuii u ap. (Ikeda-Iwai et al., 2003).
JI100011 cTpecc MOXET BBI3BaTh pEOPTaHMU3AIINIO XPO-
MaTWHA U U3MEHEHME DKCIIPECCUM T€HOB, a TaKXe
U3MEHEeHHEe KJIETOUHOro merabojnsmMa U (hu3nosio-
TMYECKUX TPOLIECCOB U BbI3BATh MEPEX0]l cOMaTUye-
YEeCKOM KJIETKWU Ha 3MOPUOTEHHBIW IMyTh pPa3sBUTHUS
(Feher et al., 2003). MMetoTcst maHHBIE 00 U3MEHE-
Hun natrepHa MetunnpoBanust JJTHK B riporecce co-
MaTtuueckoro amopuoreHesa (Morcillo et al., 2008;
Duarte-Ake et al., 2016).

Pa3zHbiMu ncciieqoBaTeIsIMU ObLIM MPEII0KEHBI
clienyolIre MeXaHu3Mbl ()OpMHUPOBAaHUSI COMaTHUYEC-
CKUX 3apOObIIICH:

— (opMHUpOBaHUE COMATUUYECKUX 3apOIbIIICH B
pes3ylibTaTe aCUMMETPUYHOTO JeJIEHUSI OTACIbHBIX
KJIeTOK sKciiaHTa (von Arnold et al., 2002; Belo-
russova, Tretyakova, 2008);

— KJHMBaxHas ToiausamopuoHus (von Aderkas
etal., 1991; Stasolla, Yeung, 2003; Tret’yakova,
Park, 2018).

B ocHOBe coMaTUYeCcKOro 3M6pI/IOF€HC3a, TaKX€,
KakK 1 3UTOTHUYECCKOro, JICKUT IMOJAPHOCTb M aCUM-
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METpUYHOE AejIeHNe. ATIMKaIbHO-0a3aIbHas IIOJISIP-
HOCTB OCH MIPOSIBIISIETCS YK€ B SHALICKIIETKE U 3UTOTE,
KOTOpasi COXpaHsieTCsl IMpU JajbHeilleM pa3BUTUU
3apoapia (Pullman, Webb, 1994; von Arnold et al.,
2002). IlepBoe neiaeHHE 3UTOTHI ACUMMETPUYHO U
MPUBOJIUT K 0Opa30BaHUIO ABYX HEPaBHBIX KJIETOK:
MaJIcHbKOI TEepMMHAJIbHOIM, KOTOopas OaeT Hadallo
3apOoABINITY U OOJBIION 0a3adbHONM KJIETKE, JaloIIeit
Havaslo KJIeTKe-TPYOKHU U CYCHIEH30pY, IPU 3TOM I0-
JISIPHOCTD, 3aJI0KE€HHAs B 3UTOTE, B Pe3yJIbTATe €€ Ae-
JIEHUsI, TONJIEpPXMBAeTCSI U IepelacTcs TOUYepHUM
kiaeTkaMm. IIpyn MHAYKIIMM COMAaTUYECKOTO 3MOpHUO-
reHe3a IIPOUCXOIUT BHITSTUBAHME KJIETOK ITOH Jeii-
CTBHEM ayKCUHOB B ITUTATEJIbHOI cpee. BEITSIHYTHIE
KJIETKU MOJSIPU3YIOTCS U aCUMMETPUYHO OCSTCS.
DTH NIPU3HAKU, TI0-BUAUMOMY, U SIBJISIOTCSI OCHOB-
HBIMU MOP(MOJIOTUYECKUMU KPUTEPUSIMU, YKa3bIBa-
IOIIMMU Ha TIepeXoj COMaTUYeCKUX KJIEeTOK Ha IMyTh
comatuyeckoro smoOpuoreHesda (Tretyakova, 2013;
Tret’yakova, Park, 2018). B pe3ynbTate acuMmMeTpud-
HOTO JIeJIEHUsSI Ha OJXHOM M3 TOJIIOCOB BBITSIHYTOM
KJIETKU 00pa3yeTcsl MaJleHbKasl KJIETKa, 13 KOTOPOi
OyneT hopMUPOBATHLCS U IJIMHHAS BBITSIHYTasI KJIETKA
cycrieH3opa (von Aderkas et al., 1991; Filonova et al.,
2002; Tret’yakova, Park, 2018).

VY ronoceMeHHBIX pacTeHU, 0OCOOEHHO U3 CeMeli-
ctBa Pinaceae, sipko BeIpaxkeH (hDeHOMEH KJIMBaXKHOM
MOJIMAMOPUOHMM in Vivo, B pe3yJIbTaTe KOTOPOTO M-
OpMOHAJIbHbIE WHUIUAIU 3UTOTUYECKOTO 3apOjibl-
1114, TIOJIYy4€HHBIE OT OAHOM OMJIOAOTBOPEHHOM SM1Ie-
KJIETKU, pacliamaloTcsl Ha YeThbIpe WUACHTUYHBIE dM-
OpMOHAJIbHbIE €IVMHUIIbI, KaXnash U3 KOTOPBIX AaeT
Havyayio 4eThIpeM 3apoabimam-oau3HenaM (Tperbs-
KoBa, 1990). Kpome Toro, Hann4yue B MerarameTodu-
T€ HECKOJIbKMX apXeTOHMEB (KakK IpaBwio, 2—4) u
pa3BUTHE HECKOJIBKUX 3UTOT, B TOM YHCJIE OT Pa3HBIX
MY>KCKMX FaMeT, IIPUBOIUT K JOIMOJTHUTEIbHOMY 00-
pa3oBaHUIO 3apojbIllIeii, KOTOpble TaKKe aKTUBHO
knuBaxupytoT (Buchholz, 1933). V Pinus sibirica B
3apOIBIIIIEBOM KaHalle OMHOTO Meraramerodura (oma-
HOW CEMSITIOUKH ) MOKET pa3BUBaThes 12— 16 3apoabl-
et (TpetbsikoBa, 1990). He uckiodeHo, 4To B pac-
TUTEIBHBIX KJIETKaxX BMIOB Pinaceae apxuBHMpoBaHO
HaJIM4re KJIrBaXxa, KOTOPbI MOXET pealnu30BbIBaTh-
Cs Yy COMAaTUYECKMX 3apOABIIIEH B KYJIbTYpE in Vitro
o IefiCTBeM TOPMOHOB.

KimmBax#ass monnsmMOpuoHuss — Hanbosee 3ara-
JIOYHBIN (PeHOMEH COMAaTUYECKHNX 3apOIbIIIeii. DTOT
IpoliecC IIPOTEeKAEeT B TeUSHHUE BCEIl KM3HU SMOPUO-
TeHHOM KyJbTyphl. Tak, HampuMep, B MOJYYEeHHBIX
HaMM TIPOIUMEPUPYIONINX IMOPUOTEHHBIX KYJIBTY-
pax Larix sibirica B Te4eHUE OECATU JET UOET aKTUB-
Hasl MYJbTUIUIMKALIASI COMATUYECKMX 3apOIbIIIeid
yepes kimBax (Tret’yakova, Park, 2018), koToprnie
npu nepesonae Ha cpeny ¢ ABK co3peBaroT u o6pazo-
BBIBAIOT pereHepaHThl. CoMaTUYEeCKMM IIOJIMOM-
opuoreHe3 y Larix sibirica, Takx:Ke KaK y IPYTUX XBOM -
HBIX, MOXHO PacCMaTpMBaTh KaK IMOBTOPSIOLINIICS
KJIMBaXXKHBIII mporecc (receptive cleavage process),
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3aJloKeHHBIN B 3urore (Gupta, Dursan, 1987). Pea-
JIN3aIdsl 3TOTO TIpoliecca aKTUBHO TPOUCXOIUT Yy
JIMCTBEHHUIIBI CUOUPCKOM B KyJIbTYpE in Vitro Ha CTa-
JTU TJIOOYJTBI, TIE CO3MAaI0TCsI ONITUMAJIBHBIC YCITOBUS
IUUIST KJTMBAXKUPOBAHMS.

Kak yka3bpiBasioch BbIIlIe, K alIOMUKCHUCY OTHOCST 1
MOHO3UTOTUYECKYIO KIMBAXKHYI0 3MOpHOHUIO (00pa-
30BaHME OTHOSIUIIEBBIX OJIM3HEIIOB — ABOMHEN, TPOi-
neii n T.11.) (Nogler, 1986, 1994). B otiiname ot 11BeTKO-
BBIX PACTEHMIA, IAe KJIMBaXKasl IMOJU3MOPUOHUS, KaK
MPaBUJIO, BCTpeYaeTcsl Cropaanudecku, B BUIE OTKIIO-
HEHMI, ¥ XBOWHBIX PACTCHUM KIWBAX 3apojpblllia —
€CTEeCTBEHHBII (3aKOHOMEPHBIi) MPOLIeCC, CBI3aHHbIM
C 0COOEHHOCTBIO UX Pa3MHOXEHUSI, 1 TIPOSIBIICHUE €TI0
B KYJIBTYPE in Vitro TIp COMaTUIECKOM 3MOpPHOreHe3e
3aKOHOMEPHO. AKTUBHYIO KJINBaXXHYIO TTOJIMMOPHO-
HUIO Y Larix Ha cTaIuy pa3BUTHUS TJI00YJISIPHOTO 3apO-
JIBIIIIA, BEPOSITHO, MOXHO CBSI3aTh C KOMIIETEHTHO-
CTBIO €ro KJEeTOK K pa3JIMYHBbIM BO3AECKMCTBUSIM, B
YacTHOCTU ayKcuHaMm. Mmrynabc B Buae IpUTOKa
ayKCHHA B 3apOMBIII 13 MUTATEIbHOM CPeIabl IIPUBO-
JIUT K MeperporpaMMUPOBAHUIO KJIETOK TJIO0YJIbI U
MPUOOPETEHUIO CITOCOOHOCTU €€ K BOCIIPUSITUIO U
TpaHCOOPTY ayKcuHa. Bo3aMoxkHOe HaKOIUIeHUE ayK-
CHHAa B I7I00yJie ¥ CHIKEHME ero B 0a3aIbHOIT YacTu,
co37aeT IrpaJueHT TMOJIIPHOCTU, B pe3ysbTaTe KOTO-
poii 0Opa3yroTcsl SMOpHUOHAIbHbIE TPYOKHU (CyCITEH-
30p) U B KOTOPBIX, MO JAaHHBIM HAIlIETO UMMYHO-TH-
crToxumuueckoro uccienoBaHust (Tretyakova et al.,
2019) aykcuHa HakarimBaeTcsi oueHb Majo. Bepost-
HO, pa3aejeHue II00YJIbl IPUBOAUT K TTOJITHOMY pac-
IIEIJICHUIO CYCIIeH30pa M 000COOJIEHUIO 3MOpUO.
Kpome Toro, MmaccoBoe pa3MHOXKEHNE COMAaTUIECKUX
3apOJIBIIICH Y TMCTBEHHUIIBI TPOUCXOIUT U B PE3YJIb-
TaTe pa3oOIeHUsT SIMOPUOHANIBHBIX TPYOOK CyCIeH-
3opa (Stasolla, Yeung, 2003; Tret’yakova, Park, 2018).
Pazob6imenne sMOprMoHaIbHBIX TPYOOK CYCIIEH30POB
B MpoJindepupymolieit SMOpHUOHAJIbHOM-CYCIIEH30p-
HOM Macce JMCTBEHHUIIBI CMOMPCKOI IPUBOOUT K
MHOXECTBEHHOMY (OPMUPOBAHUIO TIJIOOYJISIPHBIX
COMAaTMYECKMX 3apojblllieii yepe3 acUMMETPUUYHOe
neneHue. [Tpu 3ToM mpoiecc pa3BUTHSI HOBBIX COMa-
TUYECKUX 3apOAbIIICii HE OTIAMYAeTCs OT ONMCAaHHO-
ro HaMu TIpoliecca MHULIMAIIMY COMaTUUECKOTO 3M-
OpMoOreHe3a: TaKKe Xe BhITSIHYThIE ITOJISIpU30BaHHEIC
KJIeTKU (3MOpHOHaNbHBIE TPYOKM) aCUMMETPUYHO
JIeasiTcs U, GOPMUPYIOT SMOPUOHATBHbBIC ITI00YJIbI 1
cycnensopsl (Tret’yakova, Park, 2018).

Kaxk yka3spiBaioch Boiire, Nogler (1986, 1994) otHo-
CWJI MOHO3UTOTUYECKYIO KIIMBAXHYIO TMOJUIMOPUO-
HUIO K Pa3HOBUIHOCTH arnomukcurca. KivBaxHyio no-
JINAMOPHOHUIO, HAOTIONAEMYIO Y 3UTOTUYECKUX U OCO-
OEHHO COMaTUYECKUX 3apObIiiieii XBOMHbBIX, BEPOSITHO
TaKKe MOXKHO OTHEeCTH K artomukcucy. ITommamopro-
TreHe3 COMaTWMYECKUX 3apojbllleil uyepe3 KIMBaX Y
JINCTBEHHUIIbI CUOMPCKOI1 B KYJIbTYpe UAET yXKe 6ojee
necatu jet (Tret’yakova, Park, 2018). ComaTuueckue
3apobllly BbI3peBaloT Ha cpene ¢ ABK, u nipopacra-
10T. KitoHupyemble AepeBbsi YCHEIIHO PacTyT yXXe B

Te4eHUU 8§ JIET B IIOYBE JICCOIMMTOMHUKA. DTO OecHo-
JIbIIA TUII pa3MHOXKEHMUSI.

Panee Hamm ObLIO MOKa3aHO, YTO Pa3MHOXKEHHE
COMAaTMUYECKMX 3aPOJbILIEN B KYJIbTYPE in Vitro IPOUC-
XOIMT HE TOJBKO B Pe3y/IbTare KIIMBAXKHOI MOJIMAM-
OpUOHMU, HO U (3BHAYUTEIBHO PeKe) 3a CueT 0Opa3oBa-
HUS aIBEHTUBHBIX ITo4YeK Ha cycrnieH3ope (Tret’yakova,
Park, 2018). AHanmornyHoe IOYKOOOpa3oBaHUE ObLIO
onucaHo y Picea abies (von Aderkas et al., 1990).

ITomobHass mpormdepaTUBHASI aKTUBHOCTH DM-
OpUOTEHHBIX KYJbTYp Oblj1a TTOKa3aHa paHee B KyJib-
Type MerarametoduToB L. decudua n KyabType 3apo-
IbIeit ruopuaoB TUCTBEeHHUILBI (Larix X eurolepis n
Larix X marschlinsii) (Lelu-Walter, Paques, 2009), rne
oOpazoBanue DCM nwio B teueHue 9—17 net. Takum
obpa3oM, IIPoIEecC COMATUYECKOIo ITOJIU3IMOpHOore-
He3a XBOWHBIX in vitro Ha ipumepe Larix sibirica Mmo-
KET UIATU 3a CUET KIMBaXXHOW TMOJMAIMOPUOHUU U
MOYKOBaHM cycrieH3opa. OOIIHOCTh MOp(OreHeTH -
YECKUX MPOLECCOB, JexKalllX B OCHOBE pa3BUTHS 3U-
TOTUYECKUX U COMATUUYECKUX 3apOAbIlIeil XBOMHBIX
BunoB (Tret’yakova, Park, 2018), moaTBepkmaeT KOH-
uernuuio T.b. bateirunoii (2000) o mapaienusmMe ux
Pa3BUTUSA in Vivo B KYJIBTYDPE in Vitro.

M3BecTHO, 4YTO COMAaTUYECKUI SMOpHUOTeHEe3 UAET
MOJI CTPOTMM FeHETUUECKUM KOHTpoJieM. ToIbKOo oT-
JeJIbHbIE I€PEBbSI-IOHOPHI CLIOCOOHBI (POPMUPOBATH
SMOPHUOTEHHBINM KAJIJTyC U COMATUYECKHE 3apOIBIIIT
B KyJbType in vitro (MacKay et al., 2001, 2006; Tretia-
kova et al., 2012). B HacTosI11Iee BpeMsl TPOBOISITCS
AKTUBHBIE VICCICHOBAHUSI IO BBIICHEHUIO MOJIEKY-
JIIPHO-TEHETUYECKUX MEXaHU3MOB COMATUYECKOTO
5MOpHOTeHe3a He TOILKO Y ITOKPHITOCEMEHHBIX, HO U
TrOJIOCEMEHHBIX pacTeHMii. bobllioe BHUMaHMe yae-
JISIeTCSI TEHOMUKE, TPAHCKPUINITOMUKE, ITPOTCOMUKE
n metabonomuke (Trontin et al., 2015). BeIsIBIeHBI
KJTIOUYEBbI€ TeHBI, KOHTPOJUPYIOIINE COMAaTUUECKUIA
aMbpuoreHe3 y Arabidopsis thaliana — MoaeabHOTO
paCTEHUS B Pa3IMYHOTO pOJa OMOIOTUUECKUX UCCIIE-
JIOBAaHUSIX, B TOM YMCJIe U MOJECKYJISIpHO-TeHEeTUYe-
ckux. HecMoTpst Ha TO, YTO MOIEIIhL SMOpHUOreHe3a y
TFOJIOCEMEHHBIX PACTEHUI 3HAUYUTEIBHO OTIIMYACTCS
OT MOZEIU dBMOPUOTEeHEe3a apabumoncuca, OOJbIIH-
cTBO TeHOB (78%), KOHTPOJUPYIOIIUX COMaThYe-
CKUIi ®MOpUOTEHE3 y IPEeaCTaBUTEIEH TOJIOCEMEH-
HBIX PaCTEHU SIBIISIOTCS T€HAMU-OPTOJIOTAMHU, KO-
IUPYIOIIUMU O€JIKM, BBIMTOJHSIONMINE WICHTUIHbBIC
wi cxogHble dyHkumu (Dong, Dunstan, 2000;
MacKay et al., 2006; Cairney, Pullman, 2007; Li et
al., 2013, 2014, 2016; Zhang et al., 2014; Rupps et al.,
2016). HecMoTps Ha MHOTOYMCJIEHHBIE 9KCIIEPUMEH-
TallbHbIE TaHHBIE, MBI ellle JaJleKU OT MOHUMAHUS
KJTIOYEBBIX 3TAIIOB Iepexona nuddepeHINPOBaHHBIX
COMATUYECKUX KJIETOK K TOTUIIOTEHTHOMY U 3M-
OpuoreHHoMy cocTosiHuIo. MneHTudukanus reHoB
(SERK, BBM, LEC1, LEC2, LEC3, FUS3w 11p.), 5KcC-
Mpeccusi KOTOPIX MPEAITOI0XKUTETLHO aCOLIMUPOBa-
Ha ¢ allOMUKCUCOM Y TTIOKPBITOCEMEHHBIX pacTeHUIt
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(Brukhin, 2017a, 20170) uinu IepexogoM coMaTude-
CKUX KJIETOK B SMOPUOTeHHOE COCTOSTHUE Y TOJI0ce-
MEHHBIX pacTeHuil in vitro (Aquea, Arce-Johnson,
2008; Li et al., 2013, 2014, 2016; Rupps et al., 2016),
“MeeT BaxKHOe 3HaueHue I JaJbHEHIIero musyde-
HUSI MeXaHU3Ma PeTyJISILIY pa3BUTUS pACTEHUI U UX
KJIOHAJIbHOT'O Pa3MHOXEHMUSI.

SAKJIFIOYEHUE

V Bunos ki1acca Penopsida, Hapsmy ¢ I10JI0BOi1 pe-
MpoAyKIIneit, HabIoIal0TCs pa3Hble TUTTHI OECTIOJIO-
ro pa3aMHoxeHus (anomMukcuca). K HUM oTHOcuTCS
CTASTHUE OpPIOIIHOM KaHaIbIIeBOM KIIETKM C SiAlIe-
KJIETKOM, HylIeJIsIpHasi SMOPUOHUST, TeMUTaMUsI U aH-
nporeHes. Hanbonee sspKo 6ecroyioe pa3MHOXEHUE Y
XBOMHBIX TIPOSIBJISIETCSI TPU COMATUYECKOM 3MOPUO-
TreHe3€ B KYJIbTYpeE in vitro. 3aKOHOMEPHOCTU MOpP(hO-
reHe3a COMAaTMYECKMX UM TIOJIOBBIX 3apojblllieil y
XBOMHBIX UAYT 1O OTHOM CXEME: aCUMMETPUYHOE Jie-
JIEHUE KJIETOK, 0Opa3oBaHUe MIOOYISIPHBIX 3apOIbl-
et U JJIUHHBIX CYCeH30pOB, (hOPMUPOBAHUE TKa-
Hell U OpraHoB 3apojblllla B MPOLECCEe CO3pEeBaHMUS
IIOOYJISIPHBIX COMAaTHMYECKMX 3apOIbIIIeii. DTO IO~
TBepxkmaeT KoHnemnuwio T.b. barerunoit (1999, 2000)
0 Mapajijieiu3Me pa3BUTUSI COMaTUUECKUX U TIOJOBbIX
3apOJbIIIeit IIBETKOBBIX pacTeHuii. Ocodoro BHMMA-
HUsI 3aclly’kKuBaeT KJIMBaXkHasi MoausMOpuoHus. B
€CTEeCTBEHHbBIX YCJIOBHUSIX Y MOJIOBBIX 3aPOJIbIILIEH XBOW-
HBIX TIPOMCXOJUT pa3iejieHne SMOPUO Ha YeTbIpe ca-
MOCTOSITEJIbHBIX 3apOJIbIIIA. DTOT TUIT OECITONOrO pa3-
MHOXEHUS Y XBOMHBIX peaiu3yeTcs B Mpoliecce coMma-
TUYECKOTO 3MOpHOreHe3a B KYJIbType in Vitro TION
JIEVCTBUEM PETYJISITOPOB pocTa. {muTenbHbIN KIMBaX-
HBII Mpoliecc TPy COMaTUYECKOM 3MOpUOTreHe3e pac-
TSTUBAETCS Ha I0JITHE TObl U CITIOCOOCTBYET aKTUBHOM
MYJIBTUTUTMKALIMY TJI00YJISIPHBIX 3apOJIbIIIEH, a 3aTeEM 1
KJIOHUpYeMbIX pacTeHuit. KioHanbHOe BOCIPOU3BOI-
CTBO pacTeHMI uepe3 COMaTHUYECKHiI SMOpHOreHe3 u
KPUOKOHCEpBallsl 3MOPUOTEHHBIX KJIETOUHbBIX JIU-
HUI, UIEHTUYHbBIX MATEPUHCKOMY T€HOTHITY, SIBJISIET-
CST OTIINYHOM TIATHOPMOIA JIJIs1 JIECOBO30OHOBIICHUS U
JiecoBoccTaHoBJieHUs. Co3naHue COPTOBBIX TeHeTUYe-
CKU TECTUPOBAHHBIX TUIAHTALIMIA Yepe3 COMaTUUECKU I
sMOpuroreHe3 yxxe B TeueHue 20 JIeT TIpaKTUKyeTCs B
Kanane, CIIA u psine eBpoeiicKux cTpaH (IiporpaMmma
Multu-Variety Forestry, MVF, Park, 2014). UnenTu-
duKaims reHOB, PEeTYJIUPYIOLINX KIIOUEBbIE 3TAlbl CO-
MaTUYecKoro 3MOpuoreHesa, OymeT CrocoOCTBOBATH
DPa3BUTUIO TEHHON MHXXEHEPUU LIS MOJyYeHUsT caMo-
KJIOHUPYIOIIMX PACTEHUI C MpU3HaKaMu reteposuca. B
KayecTBe MpuMepa Mbl HEOTHOKPATHO IPUBOIWIIN
YHUKaIbHbIe ocoOu Pinus sibirica ¢ OmHOJIETHUM pe-
MPOAYKTUBHBIM LIUKJIOM. COriacHO TEOPUU HEMELIKO-
ro yueHoro ['anca Bunknepa, co3naHHoii B Havae XX
B., K TEPMHHY “allOMMKCHC” OTHOCSITCSI BCE TUIIBI OeC-
MOJIOTO Pa3MHOXEHUS. ATIOMUKTAYECKUE 3apOABIIIN
BO3HUKAIOT HE B pe3yJIbTaTe CAUSHUS )KEHCKUX U MYXK-
CKUX KJIETOK, a Oiaromapsi KJIOHUPOBaHWIO MaTepUH-
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ckux TKaHel. CoMaTu4eCcKuii SMOpUOreHe3 y XBOMHBIX
B KYJIBTYPE in Vitro SIBJISICTCS SIPKAM ITPOSIBJICHUEM Oec-
T10JIOTO THIA pa3MHOXeHUsI. MBI IpeyiaraeM OTHECTH
TUIT PETIPOAYKIINN YEPEe3 COMATUIECKUI IMOpUore-
HE3 y XBOWHBIX K AITOMUKCUCY — BETETATUBHOMY aIlo-
MUKCUCY.

BJIIATOOJAPHOCTHU

ABTOpBI BhIpaxaroT IIyOOKyIo OiarogapHoOCTh PerieH-
3€HTY 3a LIEHHbIE COBETHI ITPY HAITMCAHUU PYKOITUCH.

PMHAHCHUPOBAHUE PABOTHI

Pabora BhIITOTHEHa B paMKax OIOMKETHOTO IIPOEKTa
®OI'bHY UJI CO PAH, ®UILl KHII CO PAH (mpoekt
Ne 0356-2019-0024 “Buopa3sHoobpa3re KOPEHHBIX XBOM-
HBIX Y TIPOU3BOJHBIX JIECHBIX SKOCUCTEM ), @ TAKKE MPU Ya-
cTryHO (uHaHcoBOi momaepxkke rpaHta PODU-ben a
Ne 18-54-00010 “MonexyasapHO-TeHETUYECKUE MapKepbl
COMAaTHYECKOIo aMOpHroreHe3a y XBoitHbix”” 1 rpaHTa POOU
u IIpaButensctBa KpacHosspckoro kpasi, KpacHosipckoro
kpaeBoro doHna Hayku Ne 19-44-240009 “PereHepanimoH-
HBIi1 TTOTEHIIMAJT SMOPUOTEHHBIX KYJIBTYP XBOWHBIX M Vitro,
00paboTaHHBIX aHTUMUKPOOHBIMY TTENTUIAMU TPUOHOTO U
PACTUTEJILHOTO ITPOUCXOXICHUS .

COBJIIOAEHWUE 9TUYECKNX CTAHIAPTOB

Hacrosimmas cratbst He COIACPKUT ONMMCAaHUA BBIITOJI-
HCHHBIX aBTOpaMM UCCJIEIOBAHUN C ydyacTuemM JIIONIEU U
HMCHOJIb30BAaHUEM XXMNBOTHHIX B KaUeCTBE OOBEKTOB.

KOH®JIMUKT MHTEPECOB

ABTOpBI 3asIBIISIIOT, YTO KaKOW-1100 KOH(MJIMKT UHTE-
DPECOB OTCYTCTBYET.

NH®OPMALIUA O BKIIALE ABTOPOB

ABTOpPBI BHECJIM PaBHBII BKJIall B 0OCYXKIEHUU PE3yJib-
TaTOB aHajM3a MMEKIIUXCS JaHHBIX MO Pa3MHOXEHUIO
pacteHuii kiacca Pinopsida u moAarotoBKy cTaTbu IUIsI
MyOUKaIUH.

CITNCOK JIMTEPATYPbBI

bamuvieuna T. 5. DMmOpuoreHe3 u Mop@doreHe3 MOJOBBIX U
coMarndeckux 3apomsbiiieit // ®usmon pacrt. 1999.
T.46. No 6. C. 884—898.

bamvieuna T.b. CemenHOe pa3sMHOXeHNE. AMPUMUKCUC
u anpMmukcuc. Yacte 3. B kH. DMOpHosorus 1iBeTKO-
BbIX pacteHuil. TepmuHomornsa u KoHOenuuu. T. 3:
Cuctemsl penponykunu / Pen. bareiruna T.b. CIT6.:
Mup u cembs, 2000. C. 142—146.

bamuvieuna T.b. buonorus pasputus pacteHuii. Cumdo-
Hus xusHu. CI16.: JEAH, 2014. 764 c.

bamuvieuna T. 6., Bacuavesa B.E. PaamHOXeH1E pacTeHMIA.
CIlIo: CIIor'y, 2002. 232 c.



104 TPETbAKOBA, MUHEEB

Kawun A.C., baoonesa E.A., Cedneuxas O.B., Ipucopvesa B.B.
OCOOGEHHOCTY Pa3BUTHS MeraraMeT allOMUKTUYHBIX 1
MoJIoBbIX ¢hopM Asteraseae B KyJIbType HEOIUIOIOTBO-
PeHHBIX 3aBsi3eit in vitro // ®usnon. pact. 2000. T. 47.
Ne 4. C. 548—554.

Kawun A.C. T'ameTo(UTHBIN alTOMUKCUC KaK HEYCTONYM -
Basi CCTeMa CEMEHHOTO Pa3MHOXKEHUS y IIBETKOBBIX.
Caparos: HayuyHast kaura, 2006. 309 c.

Kypouaxu C.3. I3 6M0I0TMY MI0IOHOLIEHUS JIECHBIX M0~
poxn. O nmapreHoKapnuu U napreHocnepmuu // Cenb-
CKO€e X035ICcTBO U jJecoBoucTso. 1914. Ne 1. C. 60—74;
Ne 2. C. 270—291; Ne 3. C. 455—476.

Jlymosa JI.A., Excosa T.A., Hodyesa U.E., Ocunosa M.A.
I'enetuka paspurtus pacrenuit. CIIToH-JI., 2010. 432 c.

Mununa E.T., Jlapuonosa H.A. MopdoreHes 1 1o y XBO-
HbIX. M.: Hayka, 1979. 216 c.

Mumpoganosa U.B. ComaTniecKuii SMOpHUOTeHE3 KaK CH -
cTeMa in vitro pa3aMHoOXeHus pacteHuit // dusunonorus
1 GMOXUMMS KyIbTYpHBIX pacteHuii. 2009. T. 41. Ne 6.
C. 496—509.

Hockosea H.E., Tpemosixoea U.H. Mypamoea E.H. Muxpo-
crnioporeHe3 1 GOpMUPOBAHUE MbLIbLIBI Y COCHBI OOBIK-
HOBeHHOI (Pinus sylvestris) B yCIOBUSIX COBPEMEHHOTO
kaumara Cubupu // UsBectus PAH. Cepust 6uod.
2009.T. 3. C. 379—-384.

Ilempoe JI.@D. TeHeTUYECKU PETYIUPYEMbBIA alIOMUKCUC.
HoBocubupck: Hayka, 1979. 278 c.

Ilodoybuas-Apnonvou B.A. LInutoaMOprOI0OTUS MOKPHITO-
ceMeHHBIX pacTeHuid. M.: Hayka, 1976. 500 c.

Tpemvsakoea U.H. DMopuonorust XBouHbIX (Pusnosoru-
yeckue acnekTbl). HoBocubupck: Hayka, 1990. 157 c.

Xoxnoe C.C. becnonoceMeHHbIe pacTeHUs // YdeH. 3ar.
Capar. I'oc. ya-Ta, 1949a. Bein. 11. C. 5—197.

Xoxnoe C.C. IlepcrieKTUBBI 3BOIIOLIMH BEICIIINX PACTEHUIA,
CaparoBckuii ['ocrienuHcTUTyT, 19496.

Xoxnoe C.C. ATOMUKCHUC: KJIacCU(PUKAIINUSI U pacIIpoCcTpa-
HEHUEe Y MOKPBITOCEMEHHbBIX pacTeHuii // Ycrexu co-
BpeMeHHo# reHeTuku. 1967. Boim. 1. C. 43—105.

Xoxnoe C.C. DBOMIOLMOHHO-TEHETUYECKUE IIPOOISMEI
aroMUKCHCa Y TOKPBITOCEMEHHBIX PAacTeHU. AIo-
Mmukcuc u cenekuus. M.: Hayka, 1970a. C. 105—115.

Xoxnoe C.C. AnoMuKcuc: KjaccuduKauus U pacrpenesie-
HUE Yy TOKPBITOCEMEHHBIX pPACTEHU . ATTOMUKCHC U Ce-
nexkuusi. M.: Hayka, 19706. C. 7-21.

Ainsworth C. Sex redefined: The idea of two sexes is simplis-
tic. Biologists now think there is a wider spectrum than
that // Nature. 2015. V. 518(7539). P. 288—291.

Aquea F., Arce-Johnson P. 1dentification of genes expressed
duting early somatic embryogenesis in Pinus radiata //
Plant Physiology and Bbiochemistry. 2008. V. 46.
P. 559-568.

Asker S.E. Viewpoints on apomictic and sexual reproduc-
tion in angiosperms // Acta Soc. Bot. Polon. 1981. V. 50.
Ne 1-2. P. 195-200.

Battaglia E. Apomixis // Recent Advances in the Embryol-
ogy of Angiosperms / Ed. Maheshwari P. Delhi, 1963.
P. 221-264.

Batygina T.B. Integrity and reliability system in ontogenesis

and evolution // Intern. J. Plant Reprod. Biol. 2012.
V. 4. Ne 2. P. 107—120.

Becwar M.R., Nagmani R., Wann S.R. Initiation of embryo-
genic cultures and somatic embryo development in lob-
lolly pine (Pinus taeda) // Can. J. Forest. Res. 1990.
V. 20. P. 810—817.

Belorussova A.S., Tretyakova I.N. Patterns of somatic embryo
formation in Siberian larch: Embryological aspects //
Russ. J. Dev. Biol. 2008. V. 39. Ne 2. P. 83—91.

Brukhin V. Is sex irreplaceable? Towards the molecular reg-
ulation of apomixis // The International J. Plant Repro-
ductive Biology. 2017a. V. 9(2) Jul. P. 153—169.

Brukhin V. Molecular and genetiv regulation of apomixis //
Russian Journal of Genetics. 2017b. V. 53. Ne 9. P. 943—
964.

Buchholz J.T. Suspensor and early embryo of Pinus // Bot.
Gaz. 1918. V. 66. Ne 3. P. 185-228.

Buchholz L. T. Determinate cleavage polyembryony with spe-
cial reference to Darcrudium // Bot. Gaz. 1933. V. 94.
P. 579—-588.

Chalupa W. Somatic embryogenesis and plantlet regenera-
tion from cultured immature and mature embryos of
Picea abies (L.) // Karst. Com. Inst. For. Cech. 1985.
V. 14. P. 57.

Cairney J., Pullman G. The cellular and molecular biology
of conifer embryogenesis // New Phytologist. 2007.
V. 176. P. 511-536.

Dogra P.D. Observation on Abies pindrow with a discussion
on the question of occurrence of apomixis in gymno-
sperms // Silvae Genet. 1966. V. 15. Ne 1. P. 11-20.

Dogra P D. Seed sterility and disturbances in embryogeny in
conifers with particular reference to seed testing and tree
breeding in Pinaceae // Stockholm: Studia Forestalia
Suecica. 1967. V. 45. P. 5-97.

Dong J.Z., Dunstan D.I. Molecular biology of somatic em-
bryogenesis in conifers // Nolecular Biology of Woody
Plants / Eds. Jain S.N., Minorca S.C. Dordrecht, the
Neatherlands: Kluwer Academic, 2000. P. 51—-87.

Duarte-Aké F., Castillo-Castro E., Pool EB., Espadas F,
Santamaria J.M., Robert M.L., De-la-Pesia C. Physio-
logical differences and changes in global DNA methyla-
tion levels in Agave angustifolia Haw. albino variant so-
maclones during the micropropagation process // Plant
Cell Reports. 2016. V. 35. Ne 12. P. 2489—2502.

Fagerlind F. Die Terminologie der Apomixis Processe //
Hereditas. 1940. V. 25. Ne 1. P. 17-22.

Feher A., Pasternak T.P., Dutits D. Transition of somatic
plant cells to an embryogenic state // Plant Cell Tissue
and Organ Culture. 2003. V 74. Ne 3. P. 201—-228.

Filonova L.H., von Arnold S., Daniel G., Bozhkov O.V. Pro-
grammed cell death eliminates all but inembryo in a
polyembryonic plant seed // Cell Death and Differenti-
ation. 2002. V. 9. P. 1057—1062.

Grant V. Plant Speciation. N.Y.: Columbia Univ. Press,
1981. P. 1-528.

Grossniklaus U., Moore J.M., Brukhin V. et al., Engineering
of apomixes in crop plants: what can we learn from sexual
model systems // Plant Biotechnology 2002& Beynd / Ed.
Vasil J.K. Dordrecht: Kluwer Acad. Publ., 2003.
P. 309-314.

Gupta P.K., Durzan D.J., Biotechnology of somatic polyem-
bryogenesis and plantlet regeneration in loblolly pine //
Bio. Technology. 1987. V. 5. P. 147—151.

OHTOI'EHE3 ToM 52 Ne2 2021



PEMPOJAYKTUBHbBIV MOTEHLIMAJT XBOMHBIX

Gustafsson A. Apomixis in higher plants. I1. The causal as-
pects of apomixis // Lunds Univ. Arsskr. NF Avd. II.
1947.V. 43. 69 p.

Hagman M., Mikkola L Observations on cross-self and in-
terspecific pollination in Pinus peuce Grieseb // Silvae
Genet. 1963. V. 12. Ne 3. P. 73—79.

Hakman 1., Fowke L.C., von Arnold S. The development of
somatic embryos in tissue cultures initiated from imma-
ture embryos of Picea abies (Norway spruce) // Plant
Sci. 1985. V. 38. P. 53-59.

Hand M. L., Vit P., Krahulcovd A. et al. Evolution of apomix-
es in Pilapsella and Hieracium (Asteraceae) interred
from the conservation of apomixes — liked markers in
natural and experimental populatins // Heredity (Edin-
burgh), 2015. V. 114. Ne 1. P. 17-26.

Hutchinson A.H. Fertilization in Abies balsamea // Bot.
Gaz. 1915. V. 69. P. 457—470.

lkeda-Iwai M., Umehara M., Saton S., Kamada H. Stress-in-
duced somatic embryogenesis in vegetative tissues of Arabi-
dopsis thaliana // The Plant J. 2003. V. 34. P. 107—114.

Klimaszewska K., Devantier Y., Lachance D., Lelu M.-A.,
Charest P.J. Larix larichina (tamarack) somatic embryo-
genesus and genetic transformation // Can. J. Forest
Res. 1997. V. 27. Ne 4. P. 96—208.

Klimaszewska K., Noceda C., Pelletier G., Label P., Rodri-
guez R., Lelu-Walter M.-A. Biological characterization
of young and aged embryogenic cultures of Pinus pinas-
ter (Ait.) // In Vitro Cell Dev. Biol. Plant. 2009. V. 45.
Ne 1. P. 20-33.

Klimaszewska K., Cyr D.R Conifer somatic embryogenesis:
I. Development // Dendrobiology. 2002. V. 48. P. 31—39.

Klimaszewska K., Hargreaves C., Lelu-Walter M.A., Trontin J.E.
Advances in conifer somatic embryogenesis since year
2000. / In Vitro Embryogenesis in Higher Plants. New
York: Humana Press, 2016. P. 131—166.

Koski V. On self-pollination, genetic load, and subsequent
inbreeding in some conifers // Comm. Inst. For. Fenn.
1973. V. 78. Ne 10. P. 1—-40.

Lelu M. A., Klimaszewska K., Charest P.J. Somatic embryo-
genesis from immature and mature zygotic embryos and
from cotyledons and needles of somatic plantlets of
Larix // Can. J. For. Res. V. 1994. 24. Ne 1. P. 100—106.

Lelu-Walter M.A., Pdaques L.E, Simplified and improved so-
matic embryogenesis of hybrid larches (Larix X eurolepis
and Larix %X marschlinsii). Perspectives for breeding // An-
nals of Forest Science. 2009. V. 66. Ne 1. P. 194.

Lelu-Walter M.A., Thompson D., Harvengt L., Sanchez L.,
Toribio M., Paques L. Somatic embryogenesis in forestry
with a focus on Europe: state-of-the-art, benefits, chal-
lenges and future direction // Tree Genetics and Ge-
nomics. 2013. V. 9. P. 883—899.

LiS., Li W, Han S., Yang W., Qi L. Stage-specific regula-
tion of four HD-ZIPIII transcription factors during po-
lar pattern formation in Larix letolepis somatic em-
bryoyos // Gene. 2013. V. 522. P. 177—183.

LiS., LiW,, Han S., Yang W., Qi L. The post-transcriptional
regulation of LaSCL6 by miR 171 during maintenance
of embryogenic potential in Larix kampferi (Lamb) //
Carr Tree Genetics and Genomacs. 2014. V. 100. No 1.
P. 223-229.

LiS., LiW, Han S., Li W., Xu H., Yang W., LinY., Fan Y.,
Qi I. Over-expression of mi R166a inhibits cotyledons

OHTOIEHE3 TtomM 52 Ne2 2021

105

formation in somatic embryos and promotes lateral root
development in seedlings of Larix leptolepis // Plant
Cell. Tissue and Organ Culture. 2016. V. 127. Ne 2.
P. 461—-473.

MacKay J. Becwar M., Park Y., Perfetti C., Cordero J., Pull-
man G., Lockhart L. Genetics of somatic embryogenesis
in loblolly pine // Proccedings (publ no 48) 26th Southern
Forest Tree Improvement Conference. University of
Georgia Altehens, 2001. P. 40—47.

MacKay J., Becwar M., Park V.-S., Corderro J.P., Pullman G.S.
Genetic control of somatic embryogenesis initiation in
loblolly pine and implication for breeding // Tree Ge-
netics & Genomes. 2006. V. 2. Ne 1. P. 1-9.

Maheshwari P. An Introduction to the Embryology of An-
giosperms. N.Y.: McGraw-Hill Book Company, 1950.
P. 1-453.

Malabadi R.B., Van Staden J. Somatic embryogenesis from
vegetative shoots apices of mature trees of Pinus patula //
Tree Physiology. 2005. V. 25. P. 11-16.

McLemore B.F. Anomalous growth of unpollinated sort leaf
of Pinus conelets // Forest Sci. V. 1975.21. Ne 4. P. 399—
400.

Mehra P.N., Dogra P.D. Embryogeny of Pinaceae 1. Proem-
bryogeny Il Proc. // Indian. Nat. Sci. Acad.1975. V. 41.
Ne 5. P. 486—497.

Merkle S.A., Parrott W.A., Flinn B.S. Morphogenic aspects
of somatic embryogenesis // In vitro Embryogenesis in
Plants. Dordrecht: Springer. 1995. P. 155—203.

Morcillo FE, Gagneur C., Adam H., Richand F, Singh H.,
Chean S.C., Rival Y., Duval Y., Tregeur J.W. Somaclonal
variation in micropropagated oil palm. Characterization
of two novel genes with enhanced expression in epige-
netically abnormal cell lines and in response to auxin //
Tree Physiol. 2008. V. 26. P. 585—594.

Naumova T.K. Apomixis in Angiosperms (Nucellar and In-
tegumentery Embryony). London, Tokyo, CRC. Press.
1993. 141 p.

Nogler G.A. Gametophytic apomixis // Embryology of An-
giosperms / Ed. Johri B.M. Berlin: Springer-Verlag,
1984. P. 476—518.

Nogler C.A. Gametophytes of apomixes — histological as-
pects // Polish. Bot. Stud. 1994. Ne 5. P. 5—11.

Noskova N.E., Trtyakova I.N., Muratova E.N. Microsporo-
genesis and pollrn formation of Scotch pine (Pinus syl-
vestris L.) under moder climatic conditions of Siberia //
Biology Bulletin. 2009. V. 3. P. 317—322.

Orr-Ewing A.L. Possible occurrence of viable unfertilized
seeds in Douglas fir // Forest Sci. 1957. V. 3. Ne 3.
P. 243-248.

Orr-Ewing A.L. Female sterility in Duglas-fir // Silvae Gen-
et. 1966. Bd 26. Ne 2—3. P. 73—77.

Park Y.S., Lelu-Walter M.A., Harvengt L., Trontin J.F,
MacEacheron 1., Klimaszewska K., Bonga J. M. Initiation
of somatic embryogenesis in Pinus banksiana, P. strobus,
P. pinaster and P. silvestris at three laboratories in Cana-
da and France // Plant Cell Tissues and Organ Culure.
2006. V. 86. P. 87—101.

Park Y.-S. Conifer somatic embryogenesis and multi-vari-
etal forestry // Challenges and Opportunities for the
World’s Forests in the 21st Century. Forestry Sciences /
Ed. Fenning T. Springer: Dordercht. 2014. V. 8I.
P. 425—-439.



106

Peng C., Gao F, Wang H., Shen H., Yang L. Physiological
and biochemical traits in korean pine // Forest. 2020.
V. 11. P. 577-592.

Pichot C., Liens B., Nava J.R. Cypress surrogate mother
produces haploid progeny from alien pollen // Genetics.
2008. V. 178. Ne 1. P. 379—383.

Pullman G.S., Webb D.T. An embryo staging system for
comparison of zygotic and somatic embryo develop-
ment // Division Biological Sciences Symposium
TAPPI. Minneapolis. 1991. P. 31-34.

Ranganath R.M. Harnessing the developmental potential of
nucellar cells: barriers and opportunities // Trends Bio-
technol. 2004. V. 22. P. 504-510.

Rupps A., Rasche J., Rummler V., Linke B., Zoglauer K.
Identification of putative homologs of Larix decidua to
Baby Boom (BBM) LeafyCotyledonl (LEG1),Wus-
chel-related Homeobox2 (WOX2) and Somatic Em-
bryogenesis Receptor-like Kinase (SERK) during so-
matic embryogenesids // Planta. 2016. V. 243. Ne 2.
P. 473—478.

Saxton W.T.,Partenogenesis in Pinus Pinaster // Bot. Gaz.,
1909. V. 47. P. 406—409.

Sarvas R. Investigations on the flowering and seed crop of
Pinus silvestris // Metsitieteellisen Tutkimuslaitoksen
Julkaisuja. 1962. V. 53. Ne 4. P. 1—198.

Singh H. Embyology of Gymnosperms. Berlin: Stuugard;
Gebruder Borntraeger, 1978. 241 p.

Stasolla C., Yeung E.C. Recent advances in conifer somatic
embryogenesis: improving somatic embryo quality //
Plant Cell, Tissue and Organ Culture. 2003. V. 74. Ne 1.
P. 15-35.

Stattler R. F., Bawa K.S., Livingsto G.K. Experimental induc-
tion of haploid parthenogenesis in forest tree. Induced
mutations in plants // Vienna: Intern. Atomic Energy
Agency. 1969. P. 611—619.

Stebbins G.L.J. Apomixis in angiosperms // Bot. Rev. 1941.
V.7.Ne 10. P. 507—542.

Stuart N.-W., Cathey H.M. Applied aspects of the gibberellins //
Annual Review of Plant Physiology. 1961. V. 12. Ne 1.
P. 369—394.

Takhtajan A. Diversity and Classification of Flowering
Plants. N.Y.: Columbia University Press. 643 p.

Tretyakova 1. Possibility apomixes in Conifers // Apomises
Newsletter. Mexico 1992. Ne 4. P. 11—13.

Tretiakova I.N. Embryogenic cell lines and somatic embryo-
genesis in in vitro culture of Siberian larch // Doklady Bi-
ological Sciences. 2013. V. 45. Ne 1. P. 139—141.

Tretyakova I.N., Pak M.E., Ivanitskaya A.S., Oreshkova N.V.
Peculiarities of somatic embryogenesis of long-term prolif-
erating embryogenic cell lines of Larix sibirica in vitro //
Russian J. Plant Physiology. 2016. V. 63. Ne 6. P. 800—810.

Tret’vakova I.N., Barsukova A.S. Somatic embryogenesis in
in vitro culture of three Larch species // Russian J. De-
velopmental Biology. 2012. V. 43. No 6. P. 353—383.

Tretyakova I.N., Kudoyarova G.R., Park M.E., Kazachen-
ko A.S., Shuklina A.S., Akhiyarova G.R., Korobova A.V.
Veselov S.U. Content and immunohistochemical local-
ization of hormones during in vitro somatic embryogen-
esis in long-term proliferating Larix sibirica cultures //
Plant Cell, Tissue and Organ Culture. 2019. V. 136. Ne 3.
P. 511-522.

TPETbAKOBA, MUHEEB

Tretyakova I.N., Lukina A.V. Acceleration of embryonic de-
velopment of Pinus sibirica trees with a one year repro-
ductive cycle // Russian J. Developmental Biology.
2016.V.47. No 1. P. 41—48.

Tretyakova I.N., Lukina A.V. Embryological peculiarities of
interspecific hybridization of Pinus sibirica // Russian
J. Developmental Biology. 2017. V. 48. Ne 5. P. 340—346.

Tret’yakova 1., Novoselova N. Culture in vitro of megagame-
tophytes and embryos of Siberian pine and formation of
adventive buds // Bulletin of the State Nikitsky Botani-
cal Gardens. Ne 86. Yalta, Ukraine, 2002. P. 23—26.

Tret’yakova I.N., Park M.E. Somatic polyembriogenesis of
Larix sibirica in embryogenic in vitro culture // Russian
J. Developmental Biology. 2018. V. 49. Ne 4. P. 222—
233.

Tretyakova I.N., Shuvaev D.N. Somatic embryogenesis in
Pinus pumila and productivity of embryogenic lines
during long-term cultivation in vitro // Russian J. Devel-
opmental Biology. 2018. V. 49. Ne 4. P. 222—-233.

Tret’vakova I.N., Voroshilova E.V., Shuvaev D.N. Callu-
sogenesis and somatic embryogenesis induction in hy-
brid embryos from seed of Pinus sibirica // Russian J.
Plant Physiology. 2014. V. 61. Ne 4. P. 274—280.

Tretyakova I.N., Vyazovetskova A.S., Ivanova A.N. Induc-
tion of Androgenic Cultures of Siberian Larch (Larix si-
birica Ledeb.) // Eurasian J. For. Res. 2006. V. 9-1.
P. 37—-44.

Trontin J.F., Klimaszewska K., Morel A., Hargreaves C.,
Lelu-Walter M.A. Molecular aspects of conifer zygotic
and somatic embryo development: a review of genome-
wide approaches and recent insights // In Vitro Em-
bryogenesis in Higher Plants. Methods in Molecular Bi-
ology. 2015. V. 46. Ne 5. P. 276—693.

Winkler H. Fortpflanzenung der Gewishe / Vii Apomixis.
Yandworterbuch der Naturwissenschaft. Jena. 1934.
Ne 4. P. 451—461.

Von Aderkas P., Bonga J.M. Formation of haploid em-
bryoids of Larix decidua: early embryogenesis // Amer-
ican J. Botany. 1988. V. 75. P. 690—700.

Von Aderkas P., Bonga J., Klimaszewska K., Owens J. Com-
parison of larch embryology in vivo and in vitro //
Woody Plant Bbiotechnology / Ed. Ahuja N.R. Plenum
press. N.Y., 1991. P. 139—155.

Von Aderkas P., Klimaszewska K., Bonga J.M. Haploid and
diploid embryogenesis in Larix leptolepis, L. decidua and
their reciprocal hybrids // Can. J. For. Res. 1990. V. 20.
P.9—14.

Von Arnold S., Sabala I., Bozhkov P, Dyacho K.J., Filonova L.
Developmental pathways of somatic embryogenesis //
Plant Cell Tissue and Organ Culture. 2002. V. 69.
P. 233—249.

Zhang L., Li W.F, Xu H.Y., Qi L.W., Han S.Y. Cloning and
characterization of four differentially expressed ¢ DNAs
encoding NEYA homologs involved in response toABA
during somatic embryogenesis in Japanese lurch (Larix
leptolepis) // Plant Cell. Tissue and Organ Culture. 2014.
V. 117. P. 293—-304.

Zang Q., Li W,, Qi L. Regulation of LaSCL6 expression by
genomic structure, alternative splicing, and microRNA
in Larix kaempferi // Tree Genetics and Genomes. 2019.
V. 15. P. 57-67.

OHTOI'EHE3 ToM 52 Ne2 2021



PEMPOJAYKTUBHbBIV MOTEHLIMAJT XBOMHBIX 107

The Reproductive Potencial of Conifers, Somatic Embryogenesis and Apomixis
I. N. Tretyakova'- * and V. V. Mineev?> **

Sukachev Institute of Forest Russian Academy of Sciences, Siberian Branch, Federal Research Center Krasnoyarsk Science
Center SB RAS, Akademgorodok 50/28, Krasnoyarsk, 660036 Russia

?Krasnoyarsk State Pedagogical University named after V. P. Astafiev,
Ada Lebedeva ul. 89, Krasnoyarsk, 660049 Russia

*e-mail: culture@ksc.krasn.ru
**e-mail: vwmineyev@mail.ru

The article presents the results of the analysis of available data on the reproduction of plants of the Pinopsida
class (sexual reproduction and asexual — apomixis). The possibilities of implementing apomixis in conifers
are considered. This method of asexual reproduction is manifested when seed formation is disturbed. A spe-
cial type of reproduction in conifers is somatic embryogenesis in in vitro culture. It is shown that the transi-
tion of somatic cells to the totipotent and embryogenic state in conifers occurs at the morphogenetic, physi-
ological-biochemical, and molecular-genetic levels. The commonality of morphogenetic processes underly-
ing somatic and zygotic embryogenesis is established. The place of somatic embryogenesis in the coniferous
reproduction system is considered.
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