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MHorune moporeHeTUYeCKMEe NPOLLECCHI B XOe OHTOreHe3a OMnpeaenstoTca M3MeHEHNSIMM B CTPYKTYPE W
(PYHKUMSAX KNETOK 3MO6pPMOHOB. Hamb0/bLUY MNaCTUYHOCTL KETOUHOM OpraHmM3aumMy npugaoT 6e3mem-
BpaHHbIe OpraHenibl UM 6UOMONEKYNSIPHbIE KOHAEHCATbI, KOTOPbIE MOYT (HOPMUPOBATLCS B SiAPE MW LIMTO-
nnasme no MexaHM3My pasaeneHuns as Ha rpaHuLe XnaKocTb-xmnakocTb (liquid-liquid phase separation). M'm6-
KOCTb GMOreHe3a 6MOMONEKYSPHbLIX KOHAEHCATOB M BbICOKast AMHAMMKA MX KOMMOHEHTOB MO3BONSIOT ObICTPO
MEHSITb K/IETOUHYH OpraHn3aLpio, 4To BEYET 3a CO60I M3MEeHEHNSA B Cybbe KETOK, 1, Kak CNeACTBUE, B XOfe
amb6puoreHesa. B 0630pe Ha NprYMepe OfHOr0 U3 TUMOB 6e3MEMOPAHHBIX CTPYKTYP — MO/0BbIX FpaHyn, 06Cy-
[JAeTCs CBA3b NIACTUYHOCTY KNETOYHOM OpraHmn3aLmm ¢ peanmnsalyeil NpoLeccoB paHHero aM6puoreHesa.

KntoueBble cnoa: 61MOMONEKYNAPHbIE KOHAEHCATbI, MOJSIOBLIE FPaHYbl, aPXUTEKTYPHbIE HEKOAUPYHOLLME

PHK, ambpuoreHes
DOI: 10.31857/50475145021020075

BBEAEHUNE

OpraHennbl B K/IETKE MOXXHO MOAPa3fe/inTb Ha Te,
KOTOpblE OKPY>XeHbl MeMbpaHamu, U Te, y KOTOPbIX
mMeMbpaHa OTCyTCTBYeT. XOTsi cpeau 6e3MemMbpaHHbIX
opraHesnn ectb OTHOCUTE/IbHO CTabu/bHble 06pa3oBa-
HWS C BbICOKO YNOPSIA0YEHHOM opraHm3aumen (MMK-
pOTPYBOUKM, LIEHTPMONN, PUBOCOMBI), GOMbLLUMHCTBO
TaKuX opraHen NpeacTaBnseT cobom BbICOKO Nabusib-
Hble accoumatbl pasfIMYHbIX MaKpoMOseKyn (npexae
Bcero, PHK 1 6enkoB). Takue CTPYyKTYpbl MOTYT JIOKa-
NN30BaTbCA Kak B fape (A4pblku, Tenbua Kaxans,
TeflbLia rMCTOHOBOIO NI0Kyca U T.4.), TaK U B LUTO-
nnasme (cTpecc-rpaHynbl, P-rpaHynel v T1.4.). Bce
3TV CTPYKTYPbI NPEeLCTaBNAT CO60M pe3y/bTaT KOH-
AeHcauun creymnguryeckoro Habopa Mosiekyn B N0-
Ka/IbHOW, He orpaHM4yeHHoO MembpaHamun 0651acTu
KNeTkn. [na 0603Ha4YeHns Takux CTPYKTYp YA06HO
MCMOMb30BaTb YMUCTO ONUCaTe/lbHbIA TepMUH 6e3-
MeMobpaHHble opraHenssl (boronto6os, 2019). Ho B no-
CnefiHve rofpl Yalle UCMOMb3YTCA TEPMUHBbI KOH-
AexcaTbl (Shin, Brangwynne, 2017) nnn buomonekynsp-
Hble KOHAeHcaTbl (Sabari et al., 2020), oTpaxaroLme
K/1I04EBOM MPUHLMM (POPMUPOBaHUSA 3TUX CTPYKTYP.

83

Mpouecchbl ambproreHesa CoNPoBOXaakTcs op-
MUpOBaHWEM CneLnpuUecknx 6MoMoneKynAapHbIX
KOHZAeHcaToB. Hanbonee M3BeCTHbIM NPUMepPOM Kie-
TOYHOW AVPEEPEHLNPOBKIN TaKOro Tuna siBNsSeTcs
(hopMuMpoBaHMe NOJOBbLIX FPaHy, NPUCYTCTBUE KO-
TOPbIX OMpefensieT O0COGEHHOCTU MOCNefyroLein
CyZbObl KNEeTOK, B KOTOPbIE 3TV rpaHy/bl NonagaroT
(Voronina et al., 2011). BUoMoneKynsapHble KOHAEH-
caTbl (DOPMUPYIOTCSA B pe3y/ibTaTe NpPoLEeccoB caMo-
opraHu3aLmmn, 4YTo MO3BOJMAET NIETKO WU3MEHATbH WX
opraHu3auuno, rMbKo pearvpyss Ha MOTPE6HOCTU
KNeTKN N yCcnoBua oOKpyxatowle cpedbl (Misteli,
2001). Mo-BnAMMOMY, MMEHHO 3Ta rTMBKOCTb U Aena-
eT 6UOMOSEKYNIAPHbIE KOHAeHcaTbl YA0OHbIM WH-
CTPYMEHTOM [/18 Perynaunmn CTpeMUTENIbHbIX U3Me-
HeHWi B XoJe aMbpuroreHesa.

MEXAHW3Mbl BMOIMEHESA
BVOMOJIEKYNAPHbBIX KOHOEHCATOB

BromonekynsipHble KOHAEHCaTbl He OKPYXXEHbI
MeMbpaHamMu, YTO fieNaeT BO3MOXHbIM MOCTOSAHHbIM
06MeH 006pasyoLLMX NX MaKpPOMOJIEKY/T C OKPYXato-
WMM MPOCTPAHCTBOM KNETKU (C HYKIeonna3mor



84 TNXOMUWPOBA, LLEBAJIb

Puc. 1. dopmunpoBaHue 6eamembpaHHbIX opraHena. OCHOBHbIM (hM3NYECKMM MPOLECCOM, NPUBOAALLMM K (hOPMUPOBAHUIO
6VOMONEKYNSPHbIX KOHAEHCATOB, SIBNSETCS pasfeneHne (a3 Ha rpaHnLE XUAKOCTb-XKNAKOCTb. B pesynbTaTe Takoro pasaesne-
HUS1, NPOMCXOAALLENO 3a CYET CNabbiX, HO MHOrOYMCNEHHBIX B3aMMOAEACTBII MeXay OMONOrMYecKMM MaKpOMOseKynamm
(PHK n 6enku), [OCTUraeTCA BbICOKAast KOHLIEHTPaLUS He06X0AMMbIX KOMMOHEHTOB B COCTaBe CTPYKTYP, HE OKPY>XEHHbIX
Mem6paHamMu. MpyY 3TOM CTPYKTYPbI COXPaHSIHOT BbICOKYH AUHAMMKY, YTO BbIPaXKaeTca Kak B CMOCOGHOCTM CTPYKTYP BbICTPO
cobupatbCs 1 pa3bmpaTbes, Tak U B MOCTOIHHOM 06MEHE MOJIEKYT MeXy CTPYKTYPOIA U OKPY>KatoLMM NPOCTPaHCTBOM (HYK-

neonnasma uam uMTo30/b).

NIV UMTO30/1eM). Takme CTPYKTypbl 06pasyroTcs rno-
CPeAcTBOM MpoLiecca, U3BECTHOMO KaK pasfeneHune
(ha3 Ha rpaHumue Xunakoctb-xungkoctb (liquid-liquid
phase separation) (Banani et al., 2017; Sabari et al.,
2020; Shin, Brangwynne, 2017). UTo6bl pa3geneHue
(ha3 NPoOMCXoaunIo B KIETKaxX, KOHLEHTpaunum mak-
pOMO/IEeKY/, KOTOPble COCTaB/AIOT 6GUOMONEKYNAP-
Hble KOHJEHCaTbl, JO/MKHbI MpeBbIwaTb X KOHLEH-
Tpauumn HacbILEeHUs unu “npegen pacTsOpUMOCTL™
B UMTonnasme nnu Hykneonnasme (Courchaine etal.,
2016). Hwke 3TOro ypoBHSI MOJIEKY bl PACTBOPSAKOTCA
B OKPY>KaloLLIeM KIeTOYHOM pacTBope 1 (hopMUpoBa-
HWe CTPYKTYp He MpoOMCXoauT. Ecnmn KoHUeHTpauus
HaCbILLEHNS MpeBblLLEHa, AOMNOMHUTENbHbIE MON-
MepHble LEeNn KOHAEHCUPYHTCA B CBOEOOpasHble
XMAKUe Kanan, YTo BefleT K YBE/IMYEHMIO pa3Mepa op-
raHenn. Mpu aToM, MakpoMOsieKy/bl BHYTPU U BHE
opraHe/nsi NOCTOAHHO 06MEHNBAIOTCA N HAXOL4ATCA B
paBHoBecuu (puc. 1).

BromMonekynsipHble KOHAeHcaTbl MOryT 06paso-
BbIBaTb FOMOreHHbIe MO BHYTPEHHEN CTPYKType 06-
pa3oBaHWs, HO 4acTO OHW MpPeACTaBNSAOT CO6OM
CNOXHbIE MO apXUTEKTYPE reTeporeHHble CTPYKTYpbI,
NMEKLLME HECKObKO 060COBEHHbIX YacTel, obpa-
30BaHHbIX HECMELLNBAKOLLMMUCS MeXAy cobol ta-
3amu (Shin, Brangwynne, 2017). B yacTHOCTW, npea-
CTaB/IeHbl JaHHbIe B MOJb3Y TOr0, YTO 6e/IKM AAPbILL-
Ka CcrnocobHbl (hopmMupoBatb 060CO6/1EHHbIE (hasbl,
4YTO NIEXXUT B OCHOBE (DOPMUPOBAHUA CNOXHOM
CTPYKTYpbI sapbiwka (Feric et al., 2016).

BromMonekynsipHble KOHAEeHCaTbl MOTYT FrMOKO pe-
armpoBaTb Ha KosiebaHusi Temnepatypbl, pH 1 ocmo-

NSAPHOCTK, MO3TOMY HEKOTOPbIE U3 rpaHy/n obpasy-
toTca B ycnosusax ctpecca (Palangi et al., 2017). Ha-
npumep, W3MeHeHWe TOHUYHOCTM OKpYXKaroLLel
K/ETKM Cpefbl MOXET NPUBOAUTL K U3MEHEHNIO 06b-
emMa K/IeTKM, T.e. BINATb Ha KOHLIEHTPaLMi0 MaKpo-
Monekyn. Tak, nepeBoj KNeToK B FMNOTOHUYECKNE
YCNoBUS NPMBOANT K pa3bopke Aapbillek (Zatsepina
etal., 1997a), a nocneaytoLLnii BO3BpAT B U3OTOHNYE-
CKVe YCNOBUA NMPUBOAUT K (HOPMUPOBAHMIO U3 KOM-
NMOHEHTOB Pa30bpaHHbIX AAPLILLEK MHOrOYUCIEHHbIX
TeseL, KOTopble Ob11n Ha3BaHbl MHTepga3HbIMN NPOo-
anpbiwkamuy (Zatsepina et al., 1997b). AHa/IOrMYHBLIM
06pa3om, rnepeBof, B rMNepTOHNYECKME YCNIOBUS NH-
AyumpyeT (hopMUpoBaHUe BMOMOEKYNSAPHBIX KOH-
feHcatoB B uutonnasme (Bounedjah et al., 2012;
Aulas et al., 2017; Jalihal et al., 2020). No-sugmMmomy,
CXOAHble MeXaHW3Mbl Peasn3yloTca N B MONOBbIX
KneTkax. Tak, npuv 3agepxke oynaumn y Caenorhab-
ditis elegans B oounTax (OPMUPYIOTCA KPYMHbIe
PHTI-rpaHynbl, koTopble cogepxxat PHK-cBA3bIBato-
Lme 6enkn n matepnHckne MPHK, nogsepratoLiyecs
TpaHcnsuMoHHo penpeccun (Jud et al., 2008). dop-
MUPOBaHWe cXoaHbIX PHIT-rpaHyn MoOXeT 6bITb UH-
AyUMPOBaHO 1 B HOPMa/TbHbIX 00LMTaX Moj AerNCTBU-
eM TensoBoro LIOKa, OCMOTMYECKOro cTpecca uam
aHokcum (Schisa et al., 2001; Jud et al., 2008; Noble
etal., 2008; Patterson et al., 2011), 4TO O4YeHb CXOAHO
C UHAYKUWMeN cTpecc-rpaHy/ B KneTKax MieKonuta-
townx (Corbet, Parker, 2019), a TakXe cTpecc-rpaHyn
n P-Teney y apoxokeid (Buchan et al., 2011; Shah
etal., 2013).

OHTOIrEHES3 Ne 2
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dopmupoBaHue beameMOpaHHbIX CTPYKTYP 3aBU-
CUT B HanbO/bLLEN CTENEHN OT ABYX TUMOB B3aUMO-
[eNCTBUIA MeXay OMONMOrMYeCKUMIN MaKpOMOSIEKY-
namn. BonbLuyto posb B (hOPMUPOBaHUM KOHAEHCa-
TOB UrparoT My/bTUBA/IEHTHbIE 6eN0K-6e/10K 1U/nnu
6enok-PHK B3anmogericteus (Li et al., 2012; Banani
et al., 2016). Takxe 6MOMONEKYNAPHbIE KOHLEHCATbI
cofepxar 60/bLLOe KOMYeCcTBO Oe/IKoB, B COCTaBe
KOTOpPbIX NPUCYTCTBYIOT YHaCTKM C HU3KOW CI0XKHO-
cTbto (low sequence complexity domains), B KOTOPbIX
cofepxxarcst MHOro4MC/IeHHbIE NOBTOPbI KaK OTAe/b-
HbIX aMUHOKMCNOT, TaK N aMUHOKUCIOTHBLIX MOTU-
BOB. TN 6e/IKN OTHOCAT K rpynre BHyTPEHHe Heyno-
psigodeHHbIX 6enkos (intrinsically disordered pro-
teins), KOTOpble COLePXaT MPOTSHKEHHbIE YYaCTKW,
He MMeIoLLME YETKO BbIPRXEHHOM KOHgopMaumm
(Tompa, 2012). Heynopsiio4YeHHble y4acTKM MOryT
cnabo B3aMMOLENCTBOBATbL ApPYr C APYrom, U Takue
cnabble My/bTUBA/IEHTHbIE B3aMMOLENCTBUS ABNA-
OTCS OHOM N3 ABMXKYLLIMX cUN pasfeneHns das (Ka-
to et al., 2012; Lin et al., 2015; Molliex et al., 2015;
Nott et al., 2015).

B (opmupoBaHUM MHOTUX OGUOMONEKYNAPHBLIX
KOHJEHCATOB BeAyLyl0 pPOSib UrpalT MOJMEKYbI
PHK (Mao et al., 2011; Shevtsov, Dundr, 2011; Kato
et al., 2012), a Bbixog Monekyn PHK n3 cTpyKTypbl
MOXKET BECTW K ee pa3bopke (Carron et al., 2012;
Musinova et al., 2016). Monekynbl PHK foctatouHo
BE/IMKW, YTO MO3BO/SET UM BbICTyNaTb Cyb6CcTpaTom
Ans MynbTUBaNEHTHbIX B3ammogericteuin (Falken-
berg et al., 2017). LleHTpom HyKneauun 6MOMOSEKy-
NSAPHbIX KOHAEHCATOB MOTYT BbICTYMaTb KOAMPYH-
wye PHK, Kak aTO NPOMCXOANT B C/yyae Tenew, rmcTo-
HOBOrO JI0KyCa, (hOPMUPOBAHME KOTOPbIX 3aBUCUT OT
TpaHckpunumm MPHK KopoBbIX rMCTOHOB (Shevtsov,
Dundr, 2011). BroreHe3 HEKOTOpPbIX GUOMONEKYNSIP-
HbIX KOHJEHCATOB 3aBMCUT OT NMPUCYTCTBUA CreLmasib-
HbIX Hekoaupywux PHK, KoTopble UrpatloT CTpyK-
TYpHYO posnb. Takme PHK vHorga HasbiBatoT apxu-
TekTypHbIMK (architectural RNA, arcRNA) (Chujo
etal., 2016).

MOMOBbLIE MPAHY b

Monosble rpaHybl NPeACTaBNAKT COO0M LMUTO-
niasMartnyeckmne GMOMOSEKYNSIPHbIE KOHAEHCATHI,
HeobxoAnMble Ana ANdepeHUMPOBKN KNETOK Mo-
NOBOW NIMHWUW. 3TN opraHensibl 6b1M 06HapyXXeHbl B
LUTOMNIa3Me MHOTUX XXMBOTHbIX, U XOTS COCTaB Mo-
NOBbIX FpaHy/ BapbMpyeT B 3aBUCMMOCTU OT BU[Q,
6enku Vasa, Tudor n Argonaut 06HapyXvnBatoTCs B
coctaBe rpaHyn ot C. elegans go uyenoseka (Gao,
Arkov, 2013).

Y pa3HbIX OpraHN3mMOoB MOJI0Bble TPaHy bl MOTYT
HOCUTb pa3Hble Ha3BaHWUSA, HO BO BCEX C/yyasiX OHU
cogepxat MatepuHckune MPHK, Heobxoammble ans
cneunuKaLmMm MnonoBbIX KNETOK, U ONpeaensitoT
Bpemsa TpaHcnaumm MPHK, utobbl cnocobcTBoBaThH
YCTAHOBNEHUIO NIMHUWN MOJMIOBbIX K/IETOK Y PaHHUX
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ambpuoHos (Marnik, Updike, 2019; Trcek, Leh-
mann, 2019; Lasko, 2020).

MOJNIOBLIE NPAHY/bI
Y Drosophila melanogaster

O6pa3oBaHMe NOMOBbIX KNETOK Y HACEKOMbIX Je-
TEPMUHMPYETCA PaCcroOXXeHHOM Ha 3ajHEM Monoce
sapa NofoBo Nnasmoin (puc. 2). Yxke paHHue aneK-
TPOHHO-MMKPOCKONU4Yeckme paboTtbl Maxosasiga no-
Kasasim, 4TOo MosioBas nsasMa CoAepXXUT MHOrovmc-
NEHHble rpaHy/bl, KOTOPble Y HAaCEKOMbIX Ha3bIBalOT
nosnosbIMK rpaHynamm (Mahowald, 1962). ®opmumpo-
BaHWe rpaHyn n creyndmyeckoe HakorjaeHe B HUX
MaKpOMOJIEKY/ IMEET peLLatoLLee 3HaueHVe Ans op-
MMPOBaHWA NOMOBbLIX KMETOK Y Apo30dusibl. Hanpu-
Mep, SMOPUOHbI, B KOTOPbIX He (hOPMUPYHOTCA rpaHy-
Nbl NN POPMUPYIOTCA MasieHbKIE rpaHy/fbl, He 0bpa-
3yHOT NnonoBbIX Knetok (Arkov et al., 2006).

dopmumpoBaHMe MOMOBbLIX rpaHyn y Drosophila
melanogaster 3aBncutT oT MPHK o0sk, KoTopas Hakan-
NNBAETCA B 3a[jHEN 06/1aCTN OOLMTOB N paHHUX 3MBpU-
oHoB (Lehmann, Nusslein-Volhard, 1986; Ephrussi,
Lehmann, 1992). Pa3suBaroLmiicsi 0oLMUT AP030hNIbI
OKPY>XEH MUTAIOLLMMUN KNIeTKaMK, KOTOpble CBA3aHbI
MeXy CO60i 1 C 00LMTOM KaHanamu. @yHKUMA nuTa-
tOLLMX K/IETOK COCTOUT B TOM, YTOObI CMHTE3MPOBATb
MPHK, 6enkn n gpyrve matepuabl, HEO6XOAUMbIE
AN paHHEro passuUTUS, N AeNOHMPOBaTb X B pacTy-
Lem oounte. MPHK osk cuHTe3MpyeTca nuTatowmmm
K/1IeTKamu, a 3aTem NocTyrnaeT B 0OUMT. TpaHCMopT B
00LMT TPAHCKPUNTOB 0sK 1 HeKOTOpPbIX Apyrx MPHK
3aBMCUT OT KOPTUKa/IbHbIX MUKPOTPYBOYEK M aKTUB-
HOCTU AMHEMHOB U KuHe3nHoB (Glotzer et al., 1997,
Bullock, Ish-Horowicz, 2001; Sinsimer et al., 2013), a
HaKonieHe TPaHCKPUNTOB 0SK 3aBUCUT OT F-aKTu-
Ha (Sinsimer et al., 2013).

OfHaKo, ecnn TPaHCMopT 3aBUCUT OT 3/1IEMEHTOB
LUUTOCKeNeTa, (POPMUPOBAHME TpaHy/ 3aBUCUT OT
B3aVIMOENCTBUS TPAHCKPUNTOB 0SK ApYr C APYrom.
WNHTepecHo, 4TO B 3TV B3aMMOLENCTBUS BOB/IEYEHbI
KOMMOHEHTbI KOMIM/1eKca cpaLLBaHns 9K30HOB (eX-
on-exon junction complex), 6narogaps Yemy B roso-
BbIX FpaHy/iax HakanjvMealTCs TONbKO CrJaicmpo-
BaHHble TpaHcKpunTtbl (Hachet, Ephrussi, 2004).
Kpome Toro, ¢ osk cBsi3blBatoTCA (PaKTopbl, perynm-
pytoLme TpaHcnaumio, Hanpumep, PHK-cBA3sbiBato-
LMin 6enok Bruno, KoTopbIA penpeccupyeT TpaHc-
naumio B xofe TpaHcrnopta (Castagnetti et al., 2000;
Chekulaeva et al., 2006; Kim et al., 2015) u ogHOBpe-
MEHHO Croco6CTBYET O/IMIroMepu3aL My TpaHCKPUN-
ToB MPHK (Chekulaeva et al., 2006).

Ha 3agHem nontoce oounta MPHK osk TpaHcnm-
pyeTcs B iBe U30hopMbl 6enka: JJIMHHY0 N30Ghopmy,
HasblBaeMyto Long Oskar, n KOpPOTKy0 130dopmy,
HasbIBaeMyto Short Oskar. B chbopmmpoBaHun nono-
BbIX FpaHy/ K/HOYEBYHO PO/b UIPaeT KOpPOoTKas M30-
thopma 6enka Oskar (Markussen et al., 1995). Oskar
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Drosophila
melanogaster

Puc. 2. OpraHu3auus NonoBbIX rpaHyn B paHHeM passuTum D. melanogaster. B ToMbKO 4TO OMIOLOTBOPEHHOM SifiLe rpaHy bl
paBHOMEPHO pacnpefesieHbl Mo NosoBoiA NiasMe, yepe3 1.5—3 4 Ha 3ajHeM KOHLIe 3MGPUOHA (hopMUPYHOTCS MONSPHbIE MOY-
KW, KOTOPbIE MOTOM CTAHOBSITCS NOSPHBIMMW KNETKaMU. B MonsipHbIX MOYKax NosioBble rpaHy/ibl PacronaratoTcsl 0KoNo saep,
BO BpeMsi 06pa30BaHust MOMSPHbIX KNETOK JOMOMHUTENIbHO (hOPMUPYHOTCS SiiEPHbIE NMOJOBbLIE FPaHy/ibI.

B3aMMO[EICTBYeT C elle OfHUM 6enkoM MO0BbIX
rpaHyn — Vasa, 4to siBNseTcs, No-BMAMMOMY, KO-
4eBbIM CO6bITVEM B (DOPMMPOBAHMM MOJMOBBIX rpa-
Hyn (Breitwieser et al., 1996). Noka3aHo, 4YTO KOPOT-
Kasa nsogopma 6enka Oskar cnocobHa hopMmpoBaThb
rpaHy/fibl B OTCYTCTBUE APYrMX KOMMOHEHTOB M0JI0-
BbIX FPaHy/ B Ky/IbTUBUPYEMbIX KETKax Ap0o30(usibl 1
KneTkax yenoseka (Kistler et al., 2018). 31a cnocob-
HOCTb 3aBUCUT OT NPUCYTCTBMSA B 6e/IKe BHYTPEHHE He-
ynopagoyeHHbIx yyacTkos (Krishnakumar et al., 2018).

BaxxHyr0 posib B (POPMMPOBaHMM MOSIOBbIX MPaHy/
Takoke urpaet 6enok Tudor (Thomson, Lasko, 2004;
Arkov et al., 2006), koTopbIli coaepXuT 11 foMeHOB Tu-
dor, cnocobHbIX CBSA3bIBATL CUMMETPUYHO AMMETUIN-
pOBaHHbIe aprMHMHbBI. Tudor cBA3bIBaET 6e/1KK, B CO-
CTaBe KOTOpbIX €CTb METWIMPOBaHHbLIE aprMHUHBI,
Hanpumep, 6enok Aubergine (Kirino etal., 2010b; Liu
et al., 2010), koTopbIli cBA3biBaeT piRNA. MeTunu-
poBaHble aprMHUHbI eCTb TAKXKe B cocTaBe besika Vasa
(Kirino et al., 2010a).

Y)e B paHHUX 3/IEKTPOHHO-MUKPOCKOMNYECKMX
paboTax 6bI/10 MOKa3aHO, YTO MOJIOBble FPaHy/bl Y
D. melanogaster uMetOT HEOAHOPOAHYIO CTPYKTYpY,
BO Bpemsi 0OreHe3a OHM COCTOAT M3 rpaHyn pasmMe-
pom 150—200 HM 1 cofepykaT 60nee MefIKUiA rpaHy-
NSAPHBIA NN PUOPUNNAPHBIA KOMMOHEHT, a TaKkXXe
4yacTo MMeloT NosiocTb B UeHTpe (Mahowald, 1962).
MokasaHo, uto 6enku Aubergine n Tudor hopmmpy-
tOT B MO/OBbIX FPaHynax 4aCTUYHO MepeKpbIBaOLLN-
ecs (pasbl, a Nocse POPMNPOBAHMS NMOMOBbLIX KNETOK
B rpaHynax 6enok Aubergine pacrnonaraetcsi BOKpyr
KnacTepa 6enka Tudor (Vo et al., 2019). T.e. nonosble
rpaHynbl D. melanogaster MOryT npeacTaBnsiTb CO60WA
reTeporeHHble KOH[EeHcaTbl C COCYLLECTBYHOLLMMU
ABYMs1 hazamul.

DYHKLUNA MONOBLIX TPaHy/ OCYLLECTBMALTCA 3a
CYeT HaKanMBaloLLMXCA B UX COCTaBe MHAKTMBUPO-
BaHHbIX TPAHCKPUNTOB pa3inyHbix MPHK. B nosno-
BbIX rpaHynax crieLmpuyeckn HakanavmeaeTcs npu-
6nunsutensHo 200 Tnos monekyn MPHK (Frise etal.,
2010). HekoTopble 13 3Tux MPHK KoaupytoT 6enku,

KOTOPbIE UTpatoT BAXHYH POJIb B MPOLECCAaX pa3Bu-
TnA. Tak, 6enok Nanos yyacTeyeT B (DOPMUPOBaHUN
nepesiHe-3afHero rpagueHTa, KOTopbli HE06X04MUM
ANs 3aKNafKu nepegHe-3aaHen ocn ambpuroHa (Ga-
vis, Lehmann, 1992). HakonneHne MPHK cBs3aHo
C Andysnein MoneKyn 1 nocneayroLmnm nx 3asako-
pvBaHueM (entrapment) BHyTpu rpaHyn (Forrest, Ga-
vis, 2003). NHTepecHo, 4To pasnnyHble MPHK o6pa-
3ylOT TaK HasblBaeMble FOMOTUIMUYECKMNE KacTepbl,
T.e. ckonsieHns monekyn MPHK ogHoro trna (Trcek
etal., 2015). No-Buanmomy, CHauasia B rpaHy/ibl BK/HO-
YaroTca eANHUYHbIe MOseKybl MPHK, KOTOpble 3aTemM
PEKPYTUPYIOT AOMNOMHUTE/IbHbIE TPAHCKPUNTBI TEX XKe
TeHOB, YTO BedeT K (DOPMUPOBAHUNIO K/1IaCTEPOB MOJe-
kyn MPHK (Niepielko et al., 2018). MexaHn3mbl hop-
MWPOBAHMA TOMOTUMUYECKUX K/acTepoB Masiono-
HATHbI. C O4HOW CTOPOHbI, HEKOTOPble JaHHble
rOBOPAT O TOM, YTO (POPMMPOBAHME TaKUX KNacTepoB
3aBMCUT OT MPUCYTCTBUA OCOOBIX MOCNeA0BaTe/IbHO-
CTel B 3' HEKOAMPYHOLLMX PErMOHax TPaHCKPUMTOB
(Eagle et al., 2018), Apyrue gaHHble CBUAETENLCTBYIOT
B M0/Ib3Y TOTO, YTO (hOPMMPOBaHIE K/aCcTEPOB He 3aBU-
CUT OT NpuCyTCTBUS B MOMeKynax MPHK kakvx-nm6o
cneumanbHbIX NOc/ef0BaTe/lbHOCTEN, a NpeLCcTaBAeT
coboil  060c06neHNe 06OralLieHHbIX Pa3MYHbIMA
MPHK a3 BHyTpu 3apogplwieBblx rpaHyn (Trcek
etal., 2020).

Takke He06X0ANMMO OTMETUTbL, YTO B 3IMOPUOHE
MOryT (pOpMMPOBATLCA ABa TWMa MOJOBbLIX FPaHy:
uuTonnasmMaTnYecKue rpaHysbl, TakXKe Ha3blBaemble
“nonApHLIMK rpaHyNamMm™, KOTOpPbIe CBA3bIBAKOTCA C
MosieKynaMu mMatepuHckoin MPHK v cnoco6eTsytoT
06pa30BaHMIO MEPBUYHbBIX MOSIOBbIX KNETOK, U BHYT-
pysigepHble MOM0BbIE TPaHy/ibl, KOTOPble Cnoco6-
CTBYIOT MUTOTUYECKOMY [leNIeHNI0 NePBUYHbIX M0J10-
BbIX KneTok (Kistler et al., 2018) (puc. 2). dopmmpo-
BaHWe 060MX TUMOB rpaHyn 3aBUCUT OT KOPOTKOIA
n3ohopmbl 6enka Oskar.
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Caenorhabditis
elegans

Mutator ~ Z-
foci

Puc. 3. dopmuposaHue P-rpaHyny C. elegans. P-rpaHy bl pacrionaratoTcs Ha MOBEPXHOCTU Afep B KNeTKax-npesLecTBeHHN-
Kax 0OLMTOB, KO BPEMEHM CO3PEBAHMS 00LMTOB P-rpaHy bl OTAENAKTCA OT AAep Y pacnpefensitoTcs no umMTonnasme. Y ogHo-
KMEeTOYHOro aMbpuoHa P-rpaHy/nbl pacnonaratoTcs B 3afHeli YacTu, Takas HepaBHOMepHasi NoKan3al st COXpaHseTcs B No-
cnegyrowne geneHuns Knetok. Mexay 2 1 8 KneTouyHom ctagnm, Ha MOMEHT 06pa3oBaHus NpumepHO 100 KNeTOK, rpaHybl
0MATb HAYMHaI0 NOKa/IM30BaThCA Ha NMOBEPXHOCTM SAep U Ha 3Tol cTaguy PopMUpyeTcst TpU TrMa rpaHynbl — P-rpaHynbl,

Z-rpaHynbl n Mutator foci.

P-r'PAHY bl Caenorhabditis elegans

Monosble rpaHysbl C. elegans HasbiBatoT P-rpaHy-
NamMu, Tak Kak 3TW rpaHy/ibl HaKarnmBarTcs B 6/1acTo-
mepax, U3 KOTOpbIX (hOPMUPYIOTCS MOMOBbIE KNETKM
(P-nnHwWsA). P-rpaHynbl NpUCYTCTBYHOT B IMHMM MO0~
BbIX K/IETOK Ha MPOTSHKEHUM BCEro LMKIA XU3HU
yepss (puc. 3). OHM pacnonaraloTcs Ha NOBEPXHO-
CTU siAep NpeawecTBEHHMKOB OOLMTOB, KOTOpble
(hOPMUPYIOT CUHLUTUIA, HO MOC/e LeNninsapmsawmnm
NOCTerNeHHO pacrnpegensatoTcs no uutonnasme. Mo-
C/e On/0L0TBOPEHUs P-rpaHy bl cCOCpefoTaumMBatoT-
CH Ha 3afjHeM KOHLe K/IeTKM, aCCMMETPUYHOE pac-
npegeneHve P-rpaHyn rnoBTOPSETCA B TEUEHUU MO-
CNeayowmx YeTbipex KNETOYHbIX AeNeHU, 4TO B
nTore NPUMBOAUT K (hopMmpoBaHuio P-6ractomepa,
K/IETKWN, OTBETCTBEHHOI 3a pa3BUTUE NOMOBOM IMHWN
(Seydoux, 2018). Mexay 2 1 8 KNeTo4HOW CTagnn rpa-
Hy/bl OMNATb HAYMHAKOT JIOKA/IN30BATLCA Ha MOBEPX-
HOCTW sifiep, NPUYeM MMETCH AaHHble, YTO Ha 3TOM
CTagmu hopmmnpyeTcst Tpy Tuna rpaHyn — P-rpaHynbl,
Z-rpaHynbl 1 Mutator foci (Wan et al., 2018).

Mocne onnofoTBOPEHUA B 3UTroTe P-rpanHynbl ge-
MOHCTPUPYIOT AMHAMWYHOE MOBEeAeHue, OHWU Mo-
CTOSAHHO MepemeLlalnTca € TOKOM LMTOMNa3mbl
(Hird et al., 1996). MNMpunyem, NOTOKK rpaHyn oOT ne-
pefHero KoHUa K 3agHemMy 1 06paTHO ypaBHOBeLLe-
Hbl: M0 XO4Y ABUXEHUSA OT 3aJHEero KoHLa K rnepesHe-
My P-rpaHynbl nOCTENEHHO pa3bupatoTcs, 1 HaobopoT
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no Mepe [BWXeHWA matepuana P-rpaHyn K 3agHemy
KOHLLy KoHAeHcupytoTcsa (Brangwynne et al., 2009).

P-rpaHynbl reTeporeHHbI Mo SioKan3aumm u, Be-
POATHO, (PYHKLMAM. STO reTeporeHHOCTb CBA3aHa C
NPUCYTCTBMEM 6€/IKOB C BHYTPEHHE HEeYyrnopaLoYeH-
HbIMW JOMEHaMW Pa3HbIX TUMOB, KOTOPbIE OTBEYAIOT
3a 0CO6eHHOCTM (POPMUPOBAHUA U (PYHKLIMOHUPO-
BaHuWsA P-rpaHyn. Tak, 6enkn GLH-1, GLH-2, GLH-4,
RDE-12 n DDX-19 cogep»xat FG-noBTopbl, KOTO-
pble cxofHbl ¢ FG-nosTopamy HyKNeornopuHoB
(Sheth et al., 2010). B cuHUmMTUKN, CHOPMMPOBAHHOM
MOJIOBbIMW KNeTKamMu, P-rpaHynbl CBA3aHbI C A4POM,
HernocpeACcTBEHHO KOHTAKTUPYS Mpu 3TOM C afep-
HbIMY nopamu (Pittet al., 2000). FG-HyK/1leONOpUHbI
00pa3ytoT 6apbep B LEHTpa/IbHOM KaHane si4epHoi
nopbl, Yepe3 KOTOPbIA NpoHMKatoT 6enkn n PHK B
X0fe ffepHoro akcnopta u umnopra (Hayama et al.,
2017; Zilman, 2018). P-rpaHynbl KOHTPOMMPYIOT NPO-
HVWKHOBEHMe B LINTOMNIa3My MOJOBbIX KMNETOK TpaH-
CKPWMNTOB HEKOTOPbIX TEHOB, KOTOPble BOB/IEYEHbI B
MPOLLeCChbl (PYHKLMOHNPOBAHWA COMATUYECKUX KIle-
TOK, T.e. BbICTYNatOT B KayeCTBe perynsropa TpaH-
KpunTtoma nonosbiXx Knetok (Knutson et al., 2017).
Kpowme Toro, y C. elegans HyKneonopuHbl He06Xoau-
Mbl 419 06ecrneyeHns accoumaummn P-rpaHyn ¢ aaep-
HbiMy nopamn (Updike, Strome, 2009), a romonor
HYK/1eonopmHa no3BoHOYHbIX Nup98 (CeNup98)
NOKaNN3yeTCs TaKXKe N B NEPUHYKIIeapHbIX P-rpaHy-
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nlax CUHUMTUA NIMHUN MOMOBbIX KIETOK, B KOTOPbIX
CeNup98 cBg3aH ¢ TPaHCKPUMLUWOHHO penpeccunpo-
BaHHO MPHK nos-2 (Voronina, Seydoux, 2010). INo-
BMAVMOMY, 3KcnopTupyemass MPHK nonagaet us rno-
pbl cpa3y B P-rpaHy/ibl, KOTOPble HaKarnMBatoT 60/1b-
wne konmyectsa MPHK B eLLle HEaKTUBHbIX MOJI0BbIX
K/eTKax, Y MpeanosioXXuTensHO PenpeccupyroT TpaHe-
nayumio atnx PHK (Sheth et al., 2010).

HekoTopble 6en1ku P-rpaHyn cogepxar 6osee unm
MeHee MpPOTSHKEHHbIe y4acTKM, 060ralleHHble Mno-
TBOpaMu aprmHMHOB U rnunHoB (RG- nnn RGG-
MOTMBbI). AprMHMHBI B cocTaBe Kak RG Tak n RGG
noetopos Metunmpytotcs (Thandapani et al., 2013),
TaKke 419 HUX XapaKTepHa Hecneungmyeckas PHK-
cBsA3bIBatoLLasA akTMBHOCTL (Chong et al., 2018). Takune
noBTOpPbI eCTb B 6enkax PGL-1 1 PGL-3, a Takke B
6enke LAF-1. [na aTux 6enKOB MoKa3aHa Cnocoo6-
HOCTb (hopMMpoBaTb KOHAEeHcaThbI in vitro (Elbaum-
Garfinkle et al., 2015; Saha et al., 2016). PGL-1 un
PGL-3 cnoco6Hbl hopMmpoBaTb KOHAeHcaTbl 6na-
rogaps NPUCyTCTBUIO AUMEPU3ALNOHHOIO JOMEHA, a
RG-noBTOpbI HEOOXOANMBI ANA cBA3bIBaHUSA PHK 1
npueneveHns apyrmx 6enkos (Hanazawaet al., 2011).
Mo-BngmMmomMy, y4yacTkun 6enkoB, cogepxawme RG-
n RGG-MOTMBbI, 4YaCTO BOBJieYeHbl B (hOpMUPOBa-
HUe pasINYHbIX BGMOMONEKYNAPHbLIX KOHAEHCATOB.
Tak, HeflaBHO 6bl/10 NoKas3aHo, YTO (POPMUPOBAHME
OZIHOr0 U3 AOMEHOB AfpbILLKa — NJIOTHOIo hrdpus-
NSPHOrO KOMMOHEHTA, 3aBUCUT OT B3aMMOAEACTBU
Mexay coboii oboraweHHbIx RGG-moTBamn N-
TEPMUHANBHBIX Yy4yacTkoB dmbpunnapuHa (FBL)
(Yao etal., 2019).

HakoHeu, 6enkn MEG-1, MEG-2, MEG-3 n
MEG-4 cogepXat pIMHHbIE HeynopagoyeHHble N-
KOHL|EBbIE YHaCTKK, 060oraLleHHble ceprHamm (Wang
et al., 2014). MEG-3 cnocobeH 06pa3oBbiBaTb KOH-
AeHcaTbl in vitro (Lee et al., 2020), 1, No-BUANMOMY,
thopmmnpyeT OTHOCUTENIbHO CTabunbHYH 4YacTb P-
rpaHyn, ¢ KOTOpOW B3aMMOAEACTBYIOT 60nee AuHa-
MWYHble KOMMOHEHTLI (Putnam et al., 2019). bnaro-
Aaps HAIMUYNI0 HEYNOPSA0YEHHbIX GENKOBbLIX AOMe-
HoB, 6enoK MEG-3 koHaeHcupyeT MPHK (Leeetal.,
2020). P-rpaHynbl ambpuoHa yaepxmeatoT MPHK,
He CBSA3aHHble C pubocomMamMm O MOMEHTA UX Aerpa-
Aaunn Unn TpaHcnauwm B 6nactomepe NonoBOM Nu-
HUN P4.

3aknagka nepefHe-3agHen ocu B 3urote C. ele-
gans onpegenseTcs TOKamu B LuToniasme, NHAYLM-
PyeMbIMW CrepmMaTo3onioM Mnpy Ono40TBOPEHUN
(Kimura, Kimura, 2020). P-rpaHynbl hopMunpyroTcs
TONbKO B 3afjHeil 4aCTU OAHOK/IETOYHOro aMbpuoHa
6narogapsa rpagneHty 6enka MEX-5 (Brangwynne
etal., 2009). MNo-BMANMOMY, 3TOT rPagNeHT perynu-
pyeT (ha30BbIi Mepexos, BefyLmiA K (hopMMUPOBaHNIO
P-rpaHyn, 4epe3 perynvpoBaHWe mMyna [OCTYMNHbIX
PHK. B cucTeme in vitro nokasaHo, 4To Jo6aBneHme
PHK k ounieHHbIM PGL-3 1 MEG-3 CHWXaeT KOH-
LieHTpaLMIO 6enka, HeobXoaAUMYHO A1 MHAYKLUMK ha-

30B0ro rnepexoga (Saha et al., 2016; Smith et al., 2016).
MEX-5 cBsa3blBaeTca ¢ Mmonekynamm PHK Ha nepej-
HeM KOHLIE 3UrOTbl, TaKUM 06pa3oM YMeHbLLas My
monekyn PHK, KoTopblil ucnonb3yetcs 4ns gpopmum-
poBaHus P-rpaHyn. Ha 3afiHeM KOHLEe K/IeTKN OTCYT-
ctene MEX-5 nossonser MEG-3 n PGL-3 cBA3bI-
BaTb PHK, uTto o6neruaet gpopmmpoBaHue P-rpa-
Hyn (puc. 3).

BMOMOJIEKYNAPHbBIE KOHOEHCATDI,
YUYACTBYHOLWWME B 3ALLLINTE K/IETOK
MnosoBon MMHNN OT CTPECCA

KneTKn NonoBoi MHUM NOTEHLUMaIbHO 6eccmepT-
Hbl, MO3TOMY 3aliMTa 3TUX KNEeTOK OT CTpecca UMeeT
0c000e 3HayeHue. B ooupmTax HaKan/MBaroTCs 3Ha4N-
TefbHble KONNYecTBa MaTepuHCKUX MPHK, MHOrve u3
KOTOPbIX OCTalOTCA HeTpaHCAMpyemMbIMU B TeyeHue
anvTensHoro BpemeHW. MospexaeHne 3Tux MPHK
MOXET MPeLCTaB/ATL 0COOYH0 OMacHOCTL A rocne-
JytoLLero passutusA 3apogbiwa. OgHUM 13 pacnpo-
CTpaHeHHbIX Bap1aHTOB OTBETa Ha KNETOYHBbIN CTpecc
C LIefIbHo 3aMThI rameT, ABNSeTCs CO0pKa rpaHy’i, Co-
cTosiwmx 3 6enkos n PHK (Schisa, 2019). MHayuu-
POBaHHbIE CTPECCOM rpaHy/ibl 6bI/IM ONNCaHbI Y NMO3BO-
HOYHbIX M 6eCrno3BOHOYHbIX, OAHAKO WX (hyHKLUMA
0CTaeTCA B 3HaUMTENbHOW CTENEHN HEU3BECTHO.

Cpefu rpaHysn, Kotopble 06pa3ytoTca B comaTu-
YeCKMX KJ/eTKax B YCNOBUSAX CTpecca, BblAeNsoT
CTpecc-rpaHysbl 1 Tenbua npoueccuHra (P-TenbLa)
(Kedersha et al., 2005). OgHOIn U3 KOYEBbIX peak-
LN Ha CTpecc ABNSETCA MHIMOMpoBaHMe TpaHCNs-
U1mn 1 popMmMpoBaHme CTPecc-rpaHyn, cofepkaLmx
KoHcepBaTuBHble PHK-cBs3bIBatoLLme 6enkm TIA-1
n TIAR. CTpecc-rpaHynbl COAepXaT HeTpaHCAupye-
mble MPHK (Khong et al., 2017), v npuHATO cunTarts,
4TO (hopMUPOBaHME CTPECC-TPaHy/ MNO3BOSAET ObICT-
PO BOCCTaHOBUTbL TPAHC/ALMIO MOC/e 3aBepLUeHus
ctpecca (Buchan, Parker, 2009). P-Tenbua, no-suau-
MOMY, NPeACTaBNAKT COO0M caiTbl [erpagauun
MPHK (Decker, Parker, 2012), HO OHM TaKXe cno-
COOHbI HakanvMeatb B cebe TPaHCMAUWMOHHO Heak-
TnBHyt0 MPHK (Hubstenberger et al., 2017), 3awmuias
ee OT Jerpagaunmn ¢ BO3MOXHOCTbIO ObICTPO aKTUBU-
poBaTtb TpaHCAUMI0. P-TefbLa 1 CTpecc-rpaHysbl Xo-
TS W OT/INYAKOTCA MO COCTaBy M CBOMCTBAM, HO UMEKOT
OTAeNbHbIe 06LLMe KOMNOHEHTBI (Ivanov et al., 2019).

HeckonbKo KOMMOHEHTOB P-TefeL, y4acTBYyOT B
nokanmsaumm MPHK osk 1 TpaHCNAuMOHHON pe-
npeccun (Fan et al., 2011). benok Cup TpaHcNAUN-
OHHO penpeccupyeT MPHK osk y D. melanogaster n
Urpaet BaXXHYH PO/ib B NOAAEPXKaHUM ee CTabUbHO-
ctn. B otcytctBuM Cup KOMMOHEHTbI KOMMeKca
Oskar He nokanm3ylTca B pa3BMBAOLLIEMCA OOLMTe
(Broyer et al., 2017). lokanusauma MPHK osk Ha 3a4-
HeMm Mosce ooumnTa 4po30hnsibl 0COBEHHO BaXXHa
4719 SMOPUOHA/IbHOIO Pa3BUTUSA, MOCKOJIbKY OHA UT-
paeT BaXHYH pofib 411 (POpMUpoBaHmMA 6yayLLein no-
NOBOW NINHUW.
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MEX5
RNA
PGL

MEG
PGL
RNA

Puc. 4. Perynsiums chopmmupoBaHusi P-rpaHyn y C. elegans nytem KOHKypeHTHOr 0 cBsA3bIiBaHMSA ¢ PHK 6enkoB P-rpaHyn n 6en-
ka MEX5. PazaeneHue a3 B nepefHeii yactn ambpuroHa C. elegans nofaBnsieTcs 3a cHeT NpucyTcTBms Tam 6enka MEX5, B3a-
nmogeicTaytoLLero ¢ monekynamv PHK. B 3agHei yacTy ambpuroHa 6enok MEG cBs3biBaeTcs ¢ PHK B pesynbTarte yero, no-
BMAMMOMY, MPOMCX0ANT cbopKa P-rpaHyn 3a cueT pasgeneHus as. benku PGL hopmupyroT XXnaKyro a3y BOKpyr KOTOPOiA
KOHZeHcupytoTcs 6enkn MEG, nmetoLume 60/1ee NA0THYHO CTPYKTYPY, MOXOXYHO Ha refb.

benok DAZL dABnsfetcsa BaXHbIM Perynsatopom
pa3BuTna nonosbix Knetok (Rosario et al., 2019), oH
BOBJ/IeYeH B aKTMBaLuio TpaHenaumm mPHK npwm co-
3peBaHMM OOLMTOB U PpaHHEM 3MOPUOHa/IbHOM pas-
BuTUK (Chenetal., 2011). B otcytcTBun 6enka DAZL
MbILLV CTEPUIbHBI 1 HE POPMUPYHOT MOMOBbIE KNETKM
(Lin, Page, 2005). B nonoBbIX KNeTKax caML0B MblLLIEl
DAZL Heobxogm s hopMUpoBaHUS CTpecc-rpa-
HYN, BNSIOLMX Ha BbDKUBaHVE NOMOBbIX KNETOK Mpu
Tennoeom cTtpecce (Kim et al., 2012).

benok ctpecc-rpanyn TIAR-1 nsyyancsa B ooum-
Tax C. elegans npu pasfiMiHbIX CTPECCOBbLIX YCNOBUSX
1, NO-BUAMMOMY, 3aLLMLLAET 3aPOAbILLEBYHO MHUIO
OT Heb6MaronpusATHOroO AECTBUSI TEMIOBOIO LLIOKA. Y
yepselt ¢ MyTaumsimmn B 6enke TIAR-1 6b110 3HaUM-
TenbHOe CHWKeHue deptunbHocTy (Huelgas-Morales
et al., 2016). ¥ am6punoHoB C. elegans OKUCINTENbHbIIA
CTpecc, ronofaHuve 1 CoNeBol CTPECC BbI3bIBAKOT Mepe-
MeLLieHVe YOMKBUTMHA, npoTeacom v 6enka TIAR-2 B
OTZeNbHble 06/1aCTK, Ha3bIiBaEMble SAEPHbIMU rpaHy-
namu, Bbi3BaHHbIMW cTpeccoMm (stress induced nuclear
granules, SING) (Sampudaetal., 2017). ¥ am6p1OHOB,
cogepxawmx SING npekpaujaetca feneHune KIeTok.

MHTepecHo, HO hopMUpoBaHWe TefeLl, cofepa-
Wrx MPHK MOXeT MpoucxoanTb He TOMbKO Kak pe-
3y/bTaT peakunuy KIETKN Ha CTPEeCC, HO U B HOPMalb-
HbIX YCNOBUAX. HefaBHO 6bii 06HapYXeHbl HOBble
PUBOHYK/IEONPOTEMHOBbLIE TPaHy/bl B LMUTOMN/Ia3Me
ooumnToB Xenopus laevis, KoTopble OblIMM Ha3BaHbI
L-tenbuamn (Neil et al., 2020). L-Tenbua cogepxat
MPHK, KoTopble HakanamsaloTca B UUTOMIa3me
00LNTOB B X0je co3peBaHus. NMpoteom L-Tenew, 6osnee
yeM Ha [jBe TPeTu COCTOUT U3 6esIKOB, KOTOpbIE AB/ISI-
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tOTCH KOMIMOHEHTaMW paHee OMMCaHHbIX LMTOMNIas-
MaTUYeCKMX TpaHy/, B TOM YuC/ie CTPecC-rpaHy’ibl,
P-Tenew,, NoONOBbIX FpaHy/, HO OCTa/IbHas YacTb 6en-
KOB SIB/IAETCA YHUKA/IbHOW Ans aTux opraHenn. Mo-
BUaMMomy, Monekynsl MPHK B L-TenbLax BbInos-
HAKOT CTPYKTYPHYHO (aPXUTEKTYPHYIO) yHKLNIO. B
oouMTax ynakoeka MatepuHcKkux MPHK B cTtabusb-
Hble TpaHy/bl, Takne Kak L-Tenbua, MOXeT ObITb
BaXXHbIM MEXaHM3MOM [/191 MOLAB/IEHNSA TPAHCNALMUN
B TeyeHue AnuTeNbHbIX nepuogos BpemeHu (Neil
etal., 2020). Takxe B&XXHO OTMETUTb, YTO POPMUPO-
BaHWe OMnucaHHbIX BbllLe OpraHesnsi, COAepXalnx
MPHK, MOXeT ABNATLCS KpaiHei hopmoii 060cobe-
HWS1 MOMNEKyYN B uMTonsiasmMe. HakonneHme oTae/bHbIX
MPHK MOXeT NponcxoanTb N OTAENbHO OT KaKUX-/U-
60 opraHens, npuyeM 3TOT MPOLIECC COMPSXKEH C
TpaHcnAumeli (Samacoits et al., 2020).

SAKIHOYEHVE

B aTom 0630pe Mbl COCPeoTOUNANCL HAa Hanbo-
Nee U3y4eHHOM C/nyyae perynauumn ambpuoreHesa c
MOMOLLIbIO 6e3MeMOBpaHHbIX CTPYKTYP (MOJI0BbLIX rpa-
Hy/), OAHaKO NPUBEAEHHbIN MaTepuan He UcuHeprbl-
BaeT C/lyyam perynaumm asmopuoreHesa n gnddepeH-
LIMPOBOK BMOMOEKYNAPHBIX KOHAEHCATOB. Tak, Ha-
npvmMep, fAepHble TefbLa BOB/EYEHbI B MpoLecc
nepexoga OT MaTePUHCKOro K 3UroTUYECKOMY TUMY
3KCMpeccum reHoB (MaTepPUHCKO-3UrOTUYECKNIA MNe-
pexopn) (Arias Escayola, Neugebauer, 2018). Ckopee
BCEro, Mbl HaX04MMCS B CaMOM Hayasie U3yyeHns po-
N 6UOMONEKYNAPHBIX KOHAEHCATOB B perynsauumn
NpoLIeCCOB aMbpuoreHesa 1 anddepeHUnpoBkn. C
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YeM e CBA3aHa CTO/Ib BXHAaA PO/ib UMEHHO 3TOr0
Tuna opraHenn?

Kak yXe ynommHaiocb Bbllle, (hOpMUpPOBaHMe
6MOMONEKYNSAPHBIX KOHAEHCATOB NMPOUCXOANT MyTem
camoopraHusaumun. Eue B paHHUX paboTtax no nsy-
YEHMI0 MexaHM3MOB CamoopraHm3auumn 6110 oTMe-
YeHO, 4YTO TaKoi crnocob Mo3BONsAeT [06MBATLCH
60/bLLIOM rMOKOCTM B CTPYKTYpe U cocTase (a 3HaunT
N YHKUMM) opraHensn, rnosBonseT rmbko pearmpo-
BaTb Ha M3MEHEHUS B COCTaBe K/IETKM M BOKPYT Hee
(Misteli, 2001). 310 0COGEHHOCTbL APKO MPOSAB/AET-
Cs1, Harnpumep, B U3MeHeHNAX CTPYKTYpbl P-rpaHyn B
X0fe rameToreHesa u paHHero passutus C. elegans
(puc. 3). OfHaKo He MeHee BaXKHbIM AB/ISETCA U TO,
4TO (POPMUPOBaHME KPYMHbIX KOHAEHCATOB MO3BO/SA-
eT perynmpoBatb Le/ble KOMMIEKCbl MaKpOMOEKY/I.
MpryeM, 3T KOMMNJIEKCbI MOTYT 6bITb JIErKO Nepeme-
LLIeHbI B OMpeje/ieHHble YacTu KeTKW, YTO OCOGEHHO
BaKHO 4151 MPOLLECCOB paHHero ambpuoreHesa, Korga
NPOVCXOAUT MPOCTPaHCTBEHHaA AnddepeHUMpoBKa
3apogplia. Takxe obpalLiaeT BHUMaHWe, YTO BbICOKas
NIaCTUYHOCTb GUOMONEKYNSAPHBIX KOHAEHCATOB MPU-
BOAMT K BO3MOXHOCTM (POPMMPOBATL Ha efNHO OC-
HOBe OYeHb pasHble CTPYKTYpbl. [M0on0Bble rpaHynbl
MMEHT MHOI0 06LLIEr0 € 06pasytoLLMMINCA NPU CTPeC-
ce cTpecc-rpaHynamm n P-tenbuamn. O6e rpynnbl
CTPYKTYp HakannveaioT MPHK, ogHako 370 npecre-
AYeT MPUHLMMNMNBHO pasHble Lenv — agantauuns
KNEeTKWN K CTpeccy 1 obecreyeHnsi paHHero aMopmo-
reHesa. T.e. Ha O4HOW OCHOBE MOTYT (hOPMMPOBATLCSH
pasHble TUMbI CTPYKTYP, KOTOPbIE MOTYT BbIMOMHATb
(PyHKUMN crieumduyeckmne ans onpegeneHHbIX aTa-
NnoB pPasBUTUSA.

TakuM 06pa3oM, M3ydeHMe MexaHU3MOoB Guore-
He3a GMOMONEKYNSIPHbIX KOHAEHCATOB YXe ceiiuac
Mo3BO/ISIET HA HOBOM YPOBHE B3rNISIHYTb Ha POsib K/le-
TOYHbIX MEXaHN3MOB B PETYNALMUN OHTOrEHETUYECKMX
npoueccoB. HeBeposTHasi rMGKOCTb, 0GecneyrBae-
Masi OCHOBHbIM MeXaHWU3MOM (hOpMMPOBaHUS — pas-
AeneHnem a3z Ha rpaHLLE XXUAKOCTb-XKNAKOCTb — Ur-
paeT BaXKHY0 Po/ib B 06ecrieyeHie FTM6KOCTY MpoLiec-
COB 3MGpMoreHesa.
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Morphogenetic processes during ontogenesis are determined by the changes in structure and functions of the em-
bryonic cells. The cellular reorganization is driven by membraneless organelles. These structures, which is called
biomolecular condensates, form in the nucleus or in the cytoplasm due to the phenomenon of liquid-liquid phase
separation. The plasticity of biomolecular condensates and their dynamic nature make it possible to quickly change
the cellular organization, thus leading to the changes of the cells’ fate during the embryogenesis. In this review, we
discuss the relationship between the versatility of the cellular organization and the course of the early embryogen-
esis with the focus on the one type of the biomolecular condensates, namely the germ granules.
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B cTaTbe 13n0XKeHbl pe3y/bTaTbl aHAIM3a UMEIOLLMXCA AaHHbIX MO Pa3MHOXEHWIO pacTeHWi Knacca Pin-
opsida (nonoeas penpoaykuma u Gecrnonas — anoMMKCKUC). PaccMOTpeHbl BO3MOXHOCTM peannsaummm
anoMmnKcuca y XBomHbIX. ITOT cnocob 6ecrnonoro pasmMHOXeHMs NPOsBASETCA NPY HapyLLEHWUX (hopMUpPo-
BaHMA cemsH. OcobbiM TUMOM PENPOAYKLMN Y XBOMHbIX SBMSETCS COMATUYECKNIA 3MOPUOTEHES B Ky/bType
in vitro. MokKasaHo, YTO Nepexod COMaTUYECKNX KIETOK K TOTUMOTEHTHOMY 1 3MOPUOTreHHOMY COCTOSIHUIO
Y XBOMHbIX MPOMCXOANT Ha MOPOreHeTUHECKOM, (OM31ON0r0-6MOXMMNYECKOM M MOMEKYNSIPHO-TEHETUN-
YeCKOM YPOBHSIX. YCTaHOB/EHa 06LLHOCTb MOP(OreHeTUYECKNX NMPOLLECCOB, NEXaLLMX B OCHOBE COMATM-
YeCKOro M 3UroTMYecKoro smbpuoreHesa. PaccmaTpuBaeTcss MeCTO COMaTM4Yeckoro smbpuoreHesa B

cucTeme PenpoayKLmMmn XBOMHbIX.
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BBEAEHUNE

PacTeHMs [eMOHCTPUPYIOT BbICOKYKO M/acTuy-
HOCTb N WHAMBUAYa&/IbHYO N3MEHUYMBOCTL Croco6oB
penpoayKLm1n: y HAX HabnoaeTcsa Kak rnoaoBoe pas-
MHOXeHMe, TaK 1 6ecnosnoe — anomMmkKeuc. Y pacrte-
Hwi1 oTgena Pinophyta (knacc Pinopsida) nmeetcs He-
CKO/IbKO (hOPM arnoMMKCKCa: pa3BUTME aCeKCYalbHOro
3apofplia, NoNAMOPUOHNS U KNMBAXK. Y FON0CEMEH-
HbIX pacTeHMIA, 0CO6EHHO BNOB cemelicTBa Pinaceae,
APKO NPOSAB/AETCA TaK Ha3blBaemas “KIMBaxHas no-
nnamépuoHna™ (cleavage polyembryony), npu KoTo-
poVi ChOPMUPOBAHHbIA N3 3Ur0Tbl SMOPUOH pa3aensi-
eTCA Ha YeTblpe 3apogpliwa (Singh, 1978; TpeTbsKOBa,
1990).

Oco6bIM TUNOM PENPOAYKLUMN Yy AaHHOTO Kacca
pacTeHWi ABNSETCA COMAaTUYECKNIA SMOPUOTreHes, OT-
KpbITbI y Picea abies B 1985 rogy B KynbType in vitro
(Hakman et al., 1985). Nepexof comaTtnUyecKmx Kie-
TOK K TOTUMOTEHTHOMY M 3MOPMOreHHOMY COCTOS-
HWIO Y XBOMHbIX B HACTOSILLIEE BPEMSI aKTUBHO U3yya-
eTca Ha MOPOreHeTUYECKOM, (PU3MO00ro-61oXUMMI-
YECKOM W MOJIEKY/IIPHO-TEeHETUYECKOM YPOBHSIX (Von
Aderkas et al., 1991; Tretyakova et al., 2019; Peng et al.,
2020). TMokazaHa OO6LHOCTL MOPGOreHeTUYeCKmX
NPOLLECCOB, NeXKALLMX B OCHOBE 3UFOTUYECKOr0 U CO-
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MaTUYeCKOro aMbpumoreHesa xBoHbIX (von Aderkas
et al., 1991; Tretyakova, Park, 2018). PenpoayKTuBHas
cuctema Coniferous, TaKKe, Kak 1 IPYrvx >XMBbIX Opra-
HW3MOB, Hanpas/ieHa Ha BbhKMUBaHWe BUAOB W Crocob-
HOCTb WX OCTaB/IsiTb MOTOMCTBO.

B faHHOW cTaTbe MPOBOAWTCA aHa/M3 3aKOHO-
MepHOCTE MOo0BOI PenpoayKLUM XBOVHbIX 1 BO3-
MOXXHOCTb pean3aLym pasnnyHbIX (hopm anoMmKemca
Yy AaHHOTO K/lacca pacTeHuiA (B CPaBHEHWM C U3BECTHbI-
MU (hopMaMK anoMMKCUCA Y LIBETKOBbIX PacTeHuit), a
TaKKe PacCcMaTpyBaeTCsi MECTO COMAaTUYECKOro 3M-
BpvioreHesa B CMCTeMe PenpoayKLMn pacTeHNIA.

MOMOBAA PEMPOAYKLINA

MonoBas penpoayKumns NeXXnT B OCHOBE pPasMHO-
YXEHUNS XBOMHBIX TaKkxkKe, Kak 1 3HaUMTe/IlbHOro 60/1b-
LUMHCTBA 3yKapmoT. HecMoTps Ha pasHyto MPOAO/ K-
TeNIbHOCTb FeHepaTUBHOIO UUKMA Y BUAOB XBOWMHBbIX,
pa3BuTME PENpPOLYKTUBHbIX CTPYKTYP Y AaHHOIO K/lac-
ca pacTeHWin nget ogHoo6pasHO Ha Mopdonoruye-
CKOM ypoBHe (Singh, 1978). B roa, npeaLlecTBYHOLLNIA
OMbIIEHNIO, MPOUCXOAUT 3a/I0KEHME (PIOPa/IbHbIX
mMepucTeM. BecHol crieflytoLLero roga uayT rnpoLec-
Cbl MMKPO- 1 MeracrnoporeHesa, (hoopM1MpoBaHue ra-
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MeTO(PUTOB, 3aTeM OMJIOLOTBOPEHME N IMOPUOTEHES,
3aBepLUakoLLMIACS pa3sBUTUEM 3PefbIX CEMSH. Y Pinus
OT ONbl/IeHUA [0 OMN/I0A0TBOPEHUS MPOXOAUT 1 rog, y
Abies, Larix, Picea 30—40 gHeii (TpeTbsikoBa, 1990).
Xog 3aM6proHaNbHOT0 pa3BUTUSt 06YCOB/EH BUA0BOIA
CneungunKom, BHYTPEHHUMIM CBOMCTBaMW OpraHv3Ma
(db13Monoro-6MOXUMNUYECKMMUN 1 MOMNEKYNSIPHO-TeHe-
TUYECKNMU), & TAKXKE HAXOUTCA MOZ BMIMSAHNEM BHELL-
Heli cpegbl. KyNbMYHaUMOHHBIMM MOMEHTaMM B NPO-
Liecce pasBUTUSA reHepaTUBHBIX CTPYKTYP Y XBOWMHbIX,
TaKKe KakK y Apyrnx pacTeHWi, SBNATCA MPOLLECChl
Orbl/IeHNS 1 OMNI0A0TBOPeHUS. OrbliieHne CTUMYIN-
pYyeT pa3BuUTUE CEMSAMOYKK, a NPOLECC CUHIaMnumn —
pasBuTUE 3apOfbllla. Y XBOWHbLIX B Nepuog onbiie-
HUA raniougHble KNeTKNU MYXCKOro rametoura
BCTYMatOT B KOHTAKT C TKAHAMW AWUMNIOUGHOIO CMo-
potnta — Hyuennyca. OfHaKo B 3TOT NEPUOL YKEH-
CKWIA N MY>XCKOW rameTognTbl Yy 60/1bLLIMHCTBA XBOW-
HbIX, OTHOCALLUXCA K npefcTaBuTenam Abies, Larix,
Picea n Pinus pa3snBatoTCA aBTOHOMHO. B nx cems-
NoYKax MOXET MPOUCXOANUTb MeracnoporeHes v fa-
XKe HayasibHble 3Tarbl Pa3BUTUSA KEHCKOro rameTo-
tduta (TpeTbsikoBa, 1990). YcneluHoe AanbHeillee
pa3BUTME MHOrOSAepHON0 XXEHCKOro rametogmra y
[aHHbIX BUAOB Hab/IOAaeTCa TOMbKO MpuY npopacTa-
HUW NbINbLbI B TKAHb HyLIeNsyca. TeCHas CBA3b MeX-
[y OrMblIeHMEM CEMAMNOYEK U Pa3BUTUEM XKEHCKOro
rameTomrta oTMeyeHa y Pinus sylvestris. Y npegcra-
BUTENe 4aHHOTO BMAa NMPOLLECC MeracrnoporeHesa u
pa3BUTUSA XXEHCKOr0 raMeTouTa NPOUCXo4NT TOSb-
KO oc/ie OrblIEHMSA CEMSINOYEK MEPBOro roga pas-
BUTUSA (Yepe3 7—10 gHeli nocne onbineHus). B cemsi-
noyKax, B KOTOPbIX NMpopacTaHue MblibLbl HE NET,
YKEHCKWI ramMeTouT He pa3BUBAETCS, U CEMAMOYKN
ferpagupytot (TpeTbsikosa, 1990). BbisiBneHo, 4To B
HeOnNbINIEHHBIX CEMAMOYKaX COCHbl 0ObIKHOBEHHOV
paspacTaloTcs KNeTKU TaneTyma, npuierarowime K
meracnope. Pa3pactalowuiica Tanetym cAaBnnBaet
MeracrnopoLmT, 4To NPUBOAUT K ero rméenn (Sarvas,
1962). P. Capsac (Sarvas, 1962) He WUCKNHOYaa BO3-
MOXHOCTb KOHKYPEHUUWN MblIbLEBbIX TPYOOK Mnpu
npopacTaHnK Ux B TKaHb HyLennyca. Jlloboe HecooT-
BETCTBME B PUTMax WM (pasax pPasBUTUSA MYXKCKUX U
YXEHCKMX reHepaTUBHbIX CTPYKTYP MPUBOAUT K CO6010
N BO3MOXHOW OCTaHOBKe 3MOPVMOHaNIbHOro pas3Bu-
T1A. CnegosartefibHO, MUKPO- U MerarameTouTbl
[O/DKHbI pacno3HaBaTh Apyr Apyra, a 370 He Bcerga
NPOMCXOANT B Cy4Yae MEXBUIOBOWN rMépmansaunn.
MMeHHO B 3TW nepuofbl NPOSIBAAKTCA NPOLECChHI
HECOBMECTUMOCTWN, HabMofaemMble MPU KOHTPOIN-
pyeMOM OMbIIEHUN N OCOBEHHO MEXBWAOBOWN M-
6puamsaunn y xBoiiHbIx (Sarvas, 1962; Tretyakova,
Lukina, 2017). Cnopo1THas TKaHb HyLennyca anm-
TeNlbHOE BPeMs pasfensieT MY>XCKOM U KeHCKWiA ra-
meTocuTbl: y Abies, Larix, Picea okono 40 gHei, y Pi-
NUS — OKO/10 rOAa, T.e. TECHOro KOHTaKTa MeXay rame-
To(hmTamm 3a 3TOT NEPUOA He MPOUCXOAUT. TOMbKO B
nepuoj, co3peBaHUs apxeroHueB (3a 7—10 aHei Ao
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OMN/IOAOTBOPEHUS) MPOUCXOAUT BTOPUYHBIA  POCT
NbINbLEBbIX TPY6OK M ONNOAOTBOPEHME SIALIEKNETOK.

3UrotTnyecknii  aM6puoreHe3 XBOWHBIX MOXeT
ObITb pa3feneH Ha TP OCHOBHbIE ha3bl: MPO3M6pPUO-
reHe3, paHHWN 3MBPUOreHe3 1 NO3AHUIA 3MbpUore-
Hes (Singh, 1978). MpoambpuoreHes (proembryogeny)
BK/KOYAET BCE CTaaun pasBUTUSE MPO3MOPKO 40 YAn-
HeHWs cycrneH3opa, paHHUIA AMOPUOreHe3 — BK/IHOUa-
eT CTafuun nocre yA/MHEHWA CycreH3opa 1 o 3a/10-
YKEHNS1 MEPUCTEMbI KOPHS, MO3AHUIA 3MBPUOreHes —
HaYMHAETCS OT 3a/10KEHNSA MEPUCTEM KOPHS 1 nobera
N BKKOYAET BCE NOC/edytoLime cobbiTus 1o popmn-
pOBaHWSA 3pPesioro 3apoAblllia C XOPOLLO PasBUTbIMU
cemsgonamum (Singh, 1978).

Y XBOWHbIX pacTeHMIA BO3MOXHbl MHOXECTBEH-
Hble NYTWU pean3aumn X penposyKTUBHOIO NMOTeH-
Lunana: nonmapxeroHManbHOCTb, NONN3IMOPUOHNSA U
KNMBaX, & TakXXe acekcyasibHOe BO3HMKHOBEHME 3a-
poabiwa. Y BUAOB cemeiicTBa Pinaceae obpasyeTcs
OT ABYX /10 YETbIPEX apXErOHMEB, B KOTOPbIX pa3BMBa-
0TCA 3penble ANLekneTkn. OnnoLoTBOPEHNE BCeX
ANLEKNETOK B Npefenax cemssavaTka NpUBOANUT K
BO3HWUKHOBEHWNIO NPOCTON (Simple) nunv apxeroHun-
anbHoi (archegonial) nonnam6puoHnnn (Singh,
1978). Hapsigy ¢ NpocToii NoNnMamopuoHmnein y BuaoB
Pinaceae 1 0cobeHHO poga Pinus, xapaKTepHO npo-
ABNEHNE KNMBaXHON nonuambpunoHum (Buchholz,
Dogra, 1967). KnusaxHasa nonnamopmoHns (cleav-
age polyembryony) — 310 perynsipHbiii 1 opraHu3o-
BaHHbIN (heHOMeH. B pe3ynbTare KnmBaxa B KOppo-
3UIAHOM NONOCTN MerarameTouTa NPOMCXOANT pac-
LenaeHNe NHULMANE KaxXaoro aMmobpmo Ha YeTbipe
CaMOCTOATE/IbHbIE MAEHTUYHbIE eAVHULDBI (YeTbipe
3apogbiwa). Takmm 06pa3om, B pe3ynbTaTe NpPoCToi
N KNMB&XHOW NONM3MOBPUOHNN Y BUAOB CEMENCTBA
Pinaceae B ogHOM MeraraMeTouTe MOXET pa3BU-
BaTbCsl A0 16 3apofpilleld, NOMYYEHHbIX OT pasHbIX
onblnuteneii (TpeTbsikosa, 1990).

Ha no6om atane penpogyKTMBHOIO LMK/Ia XBOW-
HbIX MOTYT MPOM30ATK HapyLUeHUS B SMOPUOHab-
HOM npovecce. MNMpexae Bcero, K HapyLLeHUo Nnoso-
BOW penpogyKunmn 1 pasBuTUIO CTEPUIBHOCTY NPUBO-
ANT OTCYTCTBME OMblIEHNSI CEMSAMOYEK U OMNblNEHNE
NX HEXM3HECNOCOOHOM NblNbLUON. K pasButuio cte-
PVNBHOCTY MblibLbl MPUBOAAT, Kak NpaBuio, 3acyxa
B MEPUOZ 3a/10KeHNS (D/IopasibHbIX MEPUCTEM, MpPo-
[O/MKUTENbHbIE TEM/IbIE OCEHW M OTTENENN B 3UMHWIA
nepuof, 3amoOpo3KM MNpU MPOXOXAEHUM Melio3a u
[OXANMBas rnoroga B nepuof neta noinbubl (Noskova
et al., 2009). Kpome Toro, BCTpevatoTca OTAe/bHblE
[epeBbsi, KOTOPbIe MPOAYLNPYHOT CTEPUIbHYHO Mbl/lb-
Ly WX UMeKT HapyLLeHWUs B NpoLecce Meracropo-
reHesa, B pesy/ibTaTe KOTOPOro XXeHCKNIA raMeTopuT
He pa3BuBaeTcs (TpeTbAKoBa, 1990). AerpafalMoH-
Hble MPOLECChbl YaCTO Pa3BMBAKOTCS B CEMAMNOYKax
BTOpOro rogay Pinus sylvestris, B nepuop, Korga Tec-
HOrO B3aMMOAENCTBMA MeXAy rametoutamm HeT.
OfHaKO MMEHHO B 3TOT Meproz NPonCXoamT 06paso-
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BaHWe KNeTOYHOro MerarameTouTa 1 apxeroH1eB U
CTPeMUTENbHOE YBENIMYEHWE PAa3MEPOB KEHCKOTO ra-
meTtothuta (B 6—7 pa3) (TpeTbsikoBa, 1990). Takas
NHTEHCU(MKALIMA POCTa COMPOBOXKAAETCH YCUEHNEM
06MEHHbIX NPOLIECCOB B CEMAMOYKE M 3apOfbILLIEBOM
MeLLUKe, B MepPBYH0 o4vepefb TPOPUYUECKUX U FOPMO-
Ha/lbHbIX (MwHWHa, JlapyoHoBa, 1989). BeposTHO,
NPV TaKoW HanpsXXeHHOCTW POCTOBbLIX U (IU3NOS0TU-
UECKMX MPOLECCOB B MerarameTouTe BO3AenCTBUE
He61aronpuATbIX (DaKTOPOB Cpefbl MOTYT MPUBECTU K
0C1abfIeHHOCTW >KEHCKOro rameTogmta 1 passuTuio
nycTbix ceMsH (TpeTbsAkoBa, 1990). Oco6eHHO APKO
ferpajauroHHble NMpoLecchbl NPoABAATCA B Npea-
CUHraMHbI/i Mepuoj, Korfa HapyLllaeTcs CUHXPOH-
HOCTb pa3BUTUS raMeTo(MTOB. Pa3BUTHE XEHCKOro
rameTota MOXeT OCTaHOBUTLCA Ha CTajun CBO-
6ofHOALepHOrO ramMeTomTa NN BaKyoNnnM3mMpoBaH-
HbIX apxeroHves. MerarametTouT paspyLuaetcs u
thopmumpytoTcs nyctele cemeHa (TpeTbsakosa, 1990).
Takoe fAiBNneHVe HabMOAAN0CH Y YHUKA/IbHBIX Aepe-
BbeB Pinus sibirica ¢ 04HONETHUM PENPOAYKTUBHBIM
unknom (TpeTbakosa, 1990; Tretyakova, Lukina, 2016)
N MeXBUA0BOI rmépunansaumn P sibirica x P. armandii,
P. parviflora, P. strobus, P. wallichiana, P. hokkaidens,
P. cembra (Tretyakova, Lukina, 2016).

CornacHo Koski (1973), nycTble cemeHa y Pinus
syilvestris 1 Picea abies MOryT Cny>mutb HAMKATOPOM
NPOSIBNEHUS NeTaslbHbIX afieNen, 4eNCTBYOWMX Ha
CTaamm ambpuoreHesa. MNycTble cemeHa MOryT 6bITb
CBOe06pa3HbIM CBMAETEIbCTBOM HA/IMUUNS TeHeTUYe-
CKOro rpy3a npv rnepekpecTHOM OriblIeHUN N 0CO-
6eHHO camoorblieHUn. Ipn camoorblieHU Ono-
[AOTBOPEHMe 06bI4HO npouncxoauT (Orr-Owing, 1957;
Sarvas, 1962; Hagman, Mikkola, 1963; Koski, 1973;
Tretyakova et al., 2014). OgHako pa3BuTUe Npekpa-
LLaeTca B nepuof hopMMpoBaHNS MHOPUANHIOBbIX
3apoAbILLIEN, YTO U NPUBOAUT K NYCTOCEMAHHOCTU. Y
XBOWMHbIX HET MexaHM3Ma, KOTOPbIA Obl MHIMGMPOBan
camoonnogoteopeHue (Koski, 1973). He onposepras
MHEHWS yKa3aHHbIX BbllLie aBTOPOB O BO3MOXXHOCTU
NPOSIB/IEHNSA MYCTOCEMSAHHOCTW Y XBOWHBIX, CriefyeT
OTMETUTb, YTO LeCTPYKTUBHbIE MPOLECChI, BefyLLme K
pasBUTMIO MYCTbIX CEMSIH MPOUCXOAAT paHbLLe (40 no-
ABNeHNA apXeroHneB). K MOMEHTY OM040TBOPEHUS
KNeTKN MerarametouTa OKasblBAKOTCA YXe cop-
MUPOBaHHbIMU, (PU3NONOTNYECKN aKTUBHBLIMWN N He
NMEeKT HUKaKMX MPU3HaKoB Jerpajaunn. B gaHHOM
C/yyae pa3BmBatoTCA ceMaHa 6e3 3apofplua. NMocne-
[0BaTe/IbHOCTb NPOLLECCOB Pa3BUTUS TaKOWN KaTtero-
PN CEMAH MOXXHO MPOCNeaUTb Ha NpUMepe passu-
TWA reHepaTUBHbIX CTPYKTYP 0cobelt y Pinus sibirica ¢
O[HONIETHUM LMKIOM pa3suTus (TpeTbakosa, 1990).
Y AaHHbIX 0CO6ei 3apo/bILLIEBbI KaHan hopMUpyeT-
CSA NPV OTCYTCTBMM 3apoabllia. KneTkn merarameTo-
(hrTa COXpaHSAT CBOK aKTMBHOCTb, a 06pa3oBaHme
3apofbILeBOro KaHana AeTepMUHNUPOBAHO U MPOouC-
XOLAMWT B NEpPUOL CO3peBaHUA ANLEKNETKN. MPUHATO
cumTaTh, YTO 06pa3oBaHNE KOPPO3UIAHOM NOMOCTL B
merarameTomTe NPOUCXOAUT B pesy/ibTare MpoABu-

YXEHUS aMOPUO B 3apOLbILLIEBOM KaHae. AMOPUO nu-
TaeTCA 3a CYET KNETOK LEeHTPa/IbHOMN YacTn Merarame-
TohnTa, N TaKMM 06pa3oM hopmMmpyeTcs 3apojblLLe-
BbI KaHan (Singh, 1978). OTcyTcTBME 3aMOpPMO U
ChopMMpPOBaHHbIN 3apPOAbILLEBBIA KaHa B CEMANOY-
Kax Pinus sibirica ¢ 0gHOMETHUM LMKIOM pa3BUTUA
MO3BO/IAIOT MO-HOBOMY OLIEHUTbL XapaKTep B3aMMOOT-
HOLUEHWIA MeXay MerarametouToM W 3apofblllemM
npu amopuoreHese (Tretyakova, 1992). BeposiTHO, y
Pinus felicTBIMe NeTaNbHbIX anfienei, BedyLLiee K nycTo-
CEMAHHOCTU, NPOSABNSETCA Ha 60/ee paHHMX aTanax,
[0 cvHrammun. HapyLlueHus, BO3HMKatoLLMe B Nepuos,
OMnJIOLOTBOPEHMA N IMOPUOTeHesa, Kak npaswuo, Be-
AyT K pa3BuUTUIO ceMsAH 6e3 3apojblLla, HO U He uc-
K/H0YEHO Pa3BUTUE TOIbKO MOKPOBOB CEMSH.

Ha ocHOBaHUW LIMTO3MOPNONIOrMYECKOr0 aHa/In3a
Pinus sibirica, MOXXHO NPeLnonoXunTb, YTO KaTeropus
CTEPUIbHOCTU CEMSIH 3aBUCUT OT CTaAUN AereHepauum
YKeHcKoro rametodmTa (TpeTbsikoBa, 1990). OcTaHOB-
Ka pa3BuUTUSA 3MOPUOHANbHBIX CTPYKTYP B CEMSNOYKE
NpvBeAEeT K HapyLLUEeHMO MOI0BOro NpoLiecca 1 BO3-
HWKHOBEHWIO 6eCNONOro BOCMNpPOM3BeeHNs — ano-
MuKcuca.

AMNOMUMNKCUNC LIBETKOBbIX PACTEHUI

B kauecTBe ajanTaumn K BO3AeMNCTBUIO Hebnaro-
NPUATHBIX (PaKTOPOB CPeAbl U A5 COXpaHeHUA ep-
TWUABHOCTN Y MHOFMX BWAOB LIBETKOBbIX PacTeHWi
(6onee 400 B1aoB, OTHOCALLMXCA K 40 cemelicTBam) B
XO0[ie 3BONOUMM BOZHUKIIN pa3/inyHble TUMbl 6ecro-
noro socrnpounssegeHnsa (batbirvHa, 1999; von Ar-
nold et al., 2002; Brukhin, 2017a, 20176). OaH1M 13
HUX W CfegyeT cuMTaTb anoMMKcUC. B LIMpOKOM
CMbIC/1e K anOMMKCUCY OTHOCAT 1 BEreTaTMBHOE pas-
MHOXeHWe (BMBMMNapUIO), B Y3KOM — araMoCcrepMunIo —
o0bpa3oBaHMe CeMsiH C 3apojblllem rnpu OTCYTCTBUN
onniogoteopeHusa (Winkler, 1934). Takum o06pasom,
anoMMKCUC MOXHO pasfenuTb Ha ABa Tuna “aramo-
cnepMumio” n “BereTaTmBHbIV anommukenc™ (Stebbins,
1941; Gustafsson, 1947; Grant, 1981). K Tuny aramo-
CMepMun OTHOCAT Y CMOPOIUTHYIO — aIBEHTUBHYO
3MOPUOHUNIO (HYLIENIAPHYIO U UHTETYMEHTa/IbHYIO,
Naumova, 1993). Mo mMHeHuto T.B. BaTbIrMHOWA
(Batygina, 2012), comaTnyeckue 3apofbilun, obpa-
3ytoLLmecs Npu “agBeHTMBHON 3MOPUOHUIN™, HENb-
351 paccMaTpuBaTh Kak BapuaHTbl anoMukeuca (““‘cemeH-
Horo anomukcunca”, no Nogler, 1984). 3Tn 3apogbIun
MMET pasHblii MexaHM3M pasBuTUa (romodasHast 1
retepocpa3Has penpoayKLma COOTBETCTBEHHO).

MHoroobpasne 1 HegocTato4yHass WM3Y4YeHHOCTb
TUMNOB aroMUKCKCca NPUBENN K NyTaHULE TEPMUHO-
norum (Xoxnos, 1967; Moaay6bHas-ApHonbaun, 1976;
MeTpos, 1979; BatbirmHa, 2000).

OfHW y4eHble OMNpefenstoT arnoMUKCUC TakK e
wmpoko, kak Winkler (Fagerlind, 1940; Gustafsson,
1947; Metpos, 1979), Apyrne OTHOCAT K aNOMUKCUCY
TO/IbKO aramocrnepMui0 — pasMHOXeHWe nocpes-
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CTBOM CEMSIH C 3apOfblLLeM, BOSHUKLLMM 6e3 onsio-
poteopeHus (Asker, 1981; Mopay6Has-ApHONbAM,
1976; Xoxnos, 1967) vAn TONbKO raMeTO(OUTHbIM
anoMMKCUC, WCK/OYast afBEHTUBHYIO 3MOPUOHMIO
(Battaglia, 1963; Batygina, 2012).

Pan aBTOpOB MpefnaraloT UCMO/b30BaTb PaBHO-
3HA4YHO TEPMMHbI arOMUKCUC 1 aramocrnepmuto, pas-
[enss NOCNeHIo Ha raMeTOPUTHBIA arnoMUKCUC 1
afiBEHTMBHYI ambpuoHuto (Asker, 1981; Grant, 1981,
Nogler, 1994; Batygina, 2012).

BblgeneHne TMNOB anoMmKcKca NpoBoAMIach Ta-
KUMK y4yeHbIMK, Kak Winkler, (1934), Gustafsson
(1947), Mahesshwari (1950), Bataglia (1963), Xox/oB
(1967), Moppy6Has-ApHonban (1976), [leTpos
(1979), Naumova (1993), batbirnHa (2000) n gp.

OpurvHanbHasa Knaccugmkaums TMnos anoMmK-
cuca 6bina paspaboTaHa C.C. XoxnosbiM (1967). AB-
TOpP CuUMTan arnoOMUKCUC Pe3ynbTaTOM M3MEHEHWA,
NPOUCXOAALLMX Ha Pa3HbIX 3Tamnax NojaoBOro Mpo-
Liecca. Bce cnyyam Takux HapyLLeHWIA, MPUBOAALLMX
K anOMWKCUCY, OH OTHOCUT K YeTbIpeM CreaytoLmm
TMnam:

1. Anocropwsi — oTcyTCTBMe (BbIMaeHNE) Cropo-
reHesa, Kak CfieiCTBME HapyLLeHWsi Meino3a. 3apofpl-
LLIEBbI MELLIOK Pa3BMBAETCS U3 apXxecnopusi ¢ Hepe-
AyUMPOBaHHbIM YMCIOM XPOMOCOM;

2. Anoapxecrnopusi — OTCYTCTBUE apxecroporeHe-
3a 1 cnoporeHesa. 3apojblLLEBO MELLOK pPa3BMBaET-
CA 13 BereTaTMBHbIX KNETOK HyLennyca ¢ HepeayLm-
pOBaHHbLIM YMC/IOM XPOMOCOM;

3. Ano3urotusi — OTCYTCTBME OM/0LOTBOPEHUS,
3apOfbILLEBOM MeLIOK pa3BMBaeTCs U3 Heomnnogo-
TBOPEHHOM ANUEKNeTKN (pedyLumpoBaHHbIA napTe-
HoreHes);

4. AnorameTunsi — 3apOo/blLLIEBbLIA MELLOK pa3BMBa-
eTCs He 13 AALEKNETKN, @ U3 CUHEPTNA U aHTUMNOA
(peayumnpoBaHHbIi NapTeHOreHes).

TakvM 06pa3om, 3apojbILL MOXKeT 06pa30BbIBaTb-
CS N3 CaMbIX pa3HOOOPa3HbIX KMETOK U TKaHel. Mo
MHeHMIo MeTposa (1988), anoOMUKCUC MOXHO pac-
cmartpuBarth, Kak 6ecrnosoe pasMHOXEHME, K KOTOPO-
MY OTHOCATCS (DOPMbI, COXPaHSAHOLLIME CBSI3b C 06pa30-
BaHVeM CeMsAH. AramMmocnepHoe pacTeHWe NPou3BOANUT
CeMEeHa, B KOTOPbIX 3apOAbILLIN Pa3BMBaOTCH MUCKIIHO-
4nTeNbHO 6ecrosibIM NyTeM.

C.C. XoxnoB (1970a, 19706) paccmatpuBan pac-
NPOCTPaHEHHOCTb arlOMUKCUCA B CBA3WN C OCHOBHbIM
3BO/TIOUMOHHBIM TPEHAOM pacTeHUIn — yMeHbLUEHMe
ponu rameTognTa 1 NOBbILLEHWE ponu cnopoduTa. Mo
ero MHeHUVIo, NPOVCXOAUT MOC/e0BaTe/lbHOe YMNpo-
LLieHVe 3MBpUOreHesa 1 ponm rametouTa, Mexxay Tem
KaK pa3BuTue criopogmuta yeunmeaetcs. rannovaHas
(hasa Kak 6bl NOCTENEHHO BbITECHAETCS AMUMIONLHOMN.
Ecnmn y MxoB rannongHoe NoKoneHne AOMUHMPYET, TO
y ManopoTHMKOB cnopoduT (6ecnonooe NOKONeHWE)
ABNAETCA JOMUHUPYHOLLIA (ha30l B XM3HEHHOM LMK~
ne. FameTo(PnT y NaNOPOTHMKOB Pa3BUBAETCA BHYT-
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pv criopodmTa: NPOUCXOAMT 06pa3oBaHMe aHTepu-
AVEB 1N apXxeroHneB, OCYLLECTBNSETCA ON0A0TBOpE-
Hue (Takhtajan, 1997). Y ronoceMeHHbIX raMeTopuT,
Haxo4saCb B OYeHb pefyLMpOBaHHOM COCTOSHUM,
pa3BMBaeTCA B MOMHOWM 3aBUCMMOCTU OT CropodmTa.
B 10 e Bpems aHaocnepM (MerarameTouT), SBns-
OLLMIACA COCTaBHOM 4YaCTbiO rametodpmTa rosnoce-
MEHHbIX, OCTaeTCs XXNU3HECMOCOBHbIM N COXpaHAEeT-
Cs1 nocne OnA0A0TBOPEHUS, NMUTas pa3BMBatoLLeecs
HOBOE MOKONeHWe cnopogmta. Ha camoi BbicLUei
CTYMEHWN 3BOMKOLMN Y MOKPbITOCEMEHHbIX TPUM/IO-
NOHbIA 3HAOCMEPM BO3HWKAaeT B pesy/bTaTe akrta
0nNoAo0TBOpeHMSA. OCHOBHbIE €ro (PYHKLMN OrpaHu-
YMBalOTCH y4yaCTMEM B PEMPOAYKTUBHbIX MpoLeccax
(Xoxnos, 1949a, 19496).

Mo mHeHuo C.C. XoxnoBa, He3aBNCKMOE NOSAB-
NeHVe aroMWKTOB B pPasHbIX (UIOreHeTUYeCKNX
rpynnax, heHoTMnMnyeckKas niacTMYHOCTb 3aCTaB/sA-
tOT MPU3HATb 32 HMU 3BOIIOLMOHHYHO MePCreKTnB-
HoCTb. (Xox/0B, 1949a, 19496). TepMnH anoMUKCUC
NMOHMMAETCS B LUMPOKOM M Y3KOM 3Ha4eHur 6ecnono-
ro BOCMPOW3BEAEHUSA, KaK CUMHOHUM aramocrnepmmnm
1 6ecnosoceMAHHOCTU. B LUMPOKOM CMbICie —
nojpasymMeBaeTca pacnpocTpaHeHWe ero Ha Bce BTO-
pyyHO-6ecnosnble HopMbl BOCMPOM3BeAeHUS (XOX-
nos, 1967). Kpome TOro, UMeeTcsa MHeHWe, 4To ano-
MWKCUC Y TAKCOHOB 3BOJTHOLMOHN3NPOBa/ He3aBUCU-
MO OT N0/I0BbIX NpeaKoBbIX hopMm (Hand et al., 2015).
ANOMMKCUC pacCcMaTpUBaeTCA, Kak Bapuauuns rnono-
BOIO Pa3MHOXEHWSs, MPU KOTOPOM OrpefefieHHble
aTanbl NoA0BOro PasBUTUSA yTpadeHbl, N3MEHEHbI U
fecuHxpoHuanpoBaHbl (Cosshiklaus et al., 2003).

Becnonasa penpoayKumsa XopoLuo NpogeMOHCTpU-
poaHa y umntpycosbix (Citrus) (Naumova, 1993). ¥
nocnefHUX U3 KNeToK HyLensiyca u UHTerymeHTa
MOryT MacCOBO pa3BMBAaTbLCS COMaTMYecKue 3apo-
abiwn (go 80 n 6onee) (Ranganath, 2004). BeposT-
HO, B HYLLeNNSIPHON TKaHW COCpefoTO4EHbI TOTUMNO-
TEHTHbIE KNeTKW, obecneymsaroLine obpas3oBaHue
notomcTea. Takvm 06pa3om, B npegenax cemsanoy-
KM nt06as comatmyeckas KeTka MOXET MPUBECTU K
6ecnosiomy BOCNpPOU3BEAEHWNIO U aTb Ha4a/l0 HOBO-
My opraHusmy. OTctofa BO3HUK TepMUH ““‘6ecrnono-
BOE CEMEHHOE Pa3MHOXEHMe”, KaK CMHOHMM aro-
mukenca (MwuHuHa, JlapyvoHosa, 1979). OpHako,
ecnn pa3MHOXeHWe 6ecrnonoe, TO, CefoBaTeNbHO,
[OMyCcTUMO ero NpMHUMaTb Kak BeretatmBHoe. O6
3TOM CBUETE/bCTBYET (PaKTbl 06pa30BaHMA 3apOLbl-
LLIa M3 COMaTUYECKOWN TKaHW, KaKoW, Hanpumep, siB-
NAeTCcs TKaHb HyLensyca LLUTPYCOBbIX UK B NPOLiec-
Ce COMaTUYeCKOro aMbpmoreHesa B KybType in vitro.
CornacHo koHuenuuun Nogler (1994), K anomukcucy
MOXHO OTHECTW HE TO/IbKO MHTEryMeHTa/IbHYI0 3M-
OPUOHWNIO, HO M MOHO3UTOTUYECKYIO KINBAXKHYIO
3MOpUoHUI0 (0bpasoBaHMe OAHOANLEBLIX 6/1M3HE-
LLOB — [BOViHEl, TPOVHEN U T.4., N3 COMATUYECKUX
KNETOK MosioBoro 3apofbiwa). T.H. HaymoBa Takke
paccmaTpuBana afBeHTVBHYIO 3SMOPUOHUIO B Kaue-
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CTBE (POPMbI anoMMKCKca, HO MCKIKYana U3 Hero
KMBaXXHYO nonnamopuoHnto (Naumova, 1993).

Mpn n3ydeHNN MexaHM3Ma rnepexofa pacTeHnin Ha
NyTb anoMUKCKCa MPUB/IEKAOTCA MOJIEKYNAPHO-TeHe-
TUYECKUE UCCNeoBaHNA. BbIABNEHbI reHbl U NIOKYChI,
B/IMSIOLLME HA MEracrnoporeHes, MeraraMeToreHes, am-
OpvioreHe3 1 NapTeHOreHe3 B pe3y/ibTaTe 3KCrPeccum
KOTOPbIX NPONCXOAUT U3MEHEHMSA B NMOSIOBOM NpoLiecce
1 nHAayKumma anommkenca (Brukhin, 2017a, 2017b).

Taknm 06pa3oM, B INTEPATYPE HET EANHOTO MHe-
HUS O NOHATUW arnoMMKCKCa Y pacTeHUA. BonblUMH-
CTBO aBTOPOB MCMO/Ib3YHOT TEPMUH arlOMUKCUC B Y3KOM
CMbic/e (raMeTO(UTHbIA anOMUKCUC) UM HECKO/bKO
lwmpe (raMeToUTHbIA anOMUKCUC + aBEHTUBHAS
(HyuennspHas N MHTEryMeHTabast) MONU3MOPUOHNS).

T.b. BaTbIrMHO B Ka4ecTBe HOBOW KaTeropum se-
reTaTMBHOIO Pa3MHOXEHWSA pacTeHu 6b110 BBEAEHO
NOHATME “ambpuongoreHns”. 310 OAUH U3 TUMOB
romoghasHo penpoayKLUMn LIBETKOBbIX PACTEHUIA eX
situ, in vivo 1 in vitro. 9N1eMeHTapHOW CTPYKTYPHOM
eAVHNLIEN ABNSETCA AMOPMONA — HOBbI MHANBUAY-
YyM, (DOPMUPYIOLLMNIACA B CEMEHMW U/IN Ha BeretTaTme-
HbIX OpraHax acekcyasibHO. AmMbpuong nmeet 6uno-
NAPHYHO OPraHN3aLuIo C arnekcamu nobera v KOpHA 1
HOBOW NOMSAPHOI OCbHO, TaK Xe, KaK Yy MosoBoro 3a-
poablwa. na ambpronga, Kak u 411 3apojplia, Xa-
pakTepHO 06pa3oBaHme COGCTBEHHOW OCU, COEANHSA-
tOLLIEN NOMSAPHO (DOPMUPYIOLLIMECS amneKcbl nobera n
KopHA. Kak npasuio, OH He UMeeT 00LLEen aBacKy-
NSPHOM CUCTEMbI C MaTEPUHCKMM OpraHM3mMom (3a-
KpbITbI pagnKynsipHbii nontoc) (batebirvHa, 2000).
Mpwn BblAENEHUN 3MOPUONAOrEHNN B OCOOGbLIA TUN
penpoayKumn 1 pa3MHOXEHMSA NCMOMb30BA/INCL ABa
KPUTEPUS: OHTOrEHETUYECKUA U  Moponormnye-
CKunin. Kpome TOro, B 3aBUCMMOCTU OT MPOUCXOX[e-
HUS N MOMOXEHMA COMATMYECKUX 3apofblller Ha
MaTepMHCKOM pacTeHuu, Oblv BblAeneHbl [Be Oc-
HOBHbIe (POpPMbI “3MOPMOMA0TEHNI™: peNpPOaYKTUB-
HasA, unn tnopanbHasa (06pasoBaHUe MPoOaMopUo B
LLBETKE W CeMeHN), 1 BereTatnBHas (hopmmnposaHme
afIBEHTUBHbIX 3apofbllleil Ha NINCTbAX, noberax w
KopHsax) (baTbirvHa, Bacunbesa, 2002; Mutpoda-
HoBa, 2009). Mpn rameToPUTHOM arnoMmKcuce 1 ag-
BEHTUBHON 3MOPUOHUN, a TaKXKe MOHO3UroTUYe-
CKOI KNnBaxXHo am6proHum (Maheschwari, 1950)
NPOUCXOANT K/IOHMPOBaHME MATEPUHCKOro opra-
HM3Ma 1 obpasoBaHWe MaTPOKIMHHOIO MOTOMCTBa
(Brukhin, 2017a, 2017b). 3TOT (heHOMEH, Kak OyfeT no-
Ka3aHo fJjanee, YeTKO MPOSABAETCA B KyNbTYpe in vitro.

BOSMO>XHOCTb ANNOMNKCUNCA
Y XBOUHbIX

MNpr3Hakn NposBieHnsa anoMmkcnca bbiiv obHa-
PY>XEHbI Y TOIOCEMEHHbIX PaCTEHUIA. DTW NPU3HaKM
CBsi3aHbl C HapyLleHWeM NonoBoro npouecca (Mu-
HWHa, SlapnoHoBsa, 1979). O6pa3oBaHMe CEMSH C 3a-
poAbillem 6e3 0rnnoA0TBOPEHMS ObINI0 06HAPYXKEHO Y

Pinus pinaster (Saxton, 1909), Pinus nigra, Pinus wal-
lichiana (Mehra, Dogra, 1975), Pseugotsuga menziesii
(Orr-Ewing, 1957). B cemsnouykax Pinus pinaster
A0PO ANLEKNETKN HAYMHAET [eNINTbCA paHbLUe, Yem
AAPO Crepmus JOCTUTHET apXeroHmsa (Saxton, 1909).
FABneHue, 6IM3K0e K anoMmKcucy, 66110 06Hapyxe-
HO Yy Abies pindrow, y KOTOpPO NPOUCXOANIIO CINSHNE
aapa 6pHOLLIHOM KaHaNbLIEBOM KNETKM C SApOM siiLe-
KneTkn (Dogra, 1966).

KypanaHu (2014) obHapyXun [OBOMLHO pacnpo-
CTpaHeHHOe AB/eHMEe — 06pa30BaHMe CEMSIH C 3ap0ojbl-
Lem 6e3 onIoA0TBOPEHNS Y IMCTBEHHbIX M XBOMHbIX
APEBECHbIX BMAOB. JTOT (PeHOMeH Obln Ha3BaH UM
“napteHocnepmna”. OnncaHHble SABEHUSA BCTpeya-
nuck y Pinus elliottii, Pinus taeda, Pinus paluster, Pinus
virgiana, Pinus echinata, npomspacTatomux Ha ceeep-
HbIX yyacTKax wwrarta CesepHas KaponmHa (McLem-
ore, 1975), n Pinus sibirica n Pinus sylvestris B Cnoupu
(TpeTbsikoBa, 1990). O6pazoBaHMe CEMSIH C 3ap0Ojbl-
lamMu B YCOBUSIX, MCK/IKOYaOLWMX OMIoj0TBOpe-
Hue, 6bI0 OTMeYeHO Y Pseugotsuga menziesii npwu
N30M1ALMN XXeHCKUX Wwinwek. (Orr-Ewing, 1957). Ans
Pseugotsuga menziesii xapakTepHa SipKO BblpaXKeHHas
CaMOCTEPW/IbHOCTb M TEHAEHUMA K aramocrnepmmm
(anomukeucy). Mivetotca faHHble 06 obpa3oBaHUN
CEeMSIH C 3apO/bILLIEM B OTCYTCTBUM MY>KCKUX LLUMLLIEK
Yy pacTeHuii Knacca UMKafoBblX, TMHKIO, MUXThbI
6anb3ammnyeckoii (Hutchinson, 1915; Chamberlain,
1935).

HeobbluHas hopma anommkcmca 6bina 06Hapy-
eHa y Cupressus dupreziana B CeBepHoi Adpurke
(Pichot et al., 2008). 3TOT peNMKTOBbIA KUNapuc Ha-
cunTbIBan Bcero 231 aepeso. Mpu onbineHnn C. dupre-
ziana nbinbLoi C. semperyirens rM6pUAHbIE 3apOAbILIN
0Ka3a/ICb AUMNIONAHBbIMU. VI3MepeHre coaepXaHns
OHK B MbiNbLEBbIX 3epHax 060MX BUAOB MOKasano,
yto nbinbua C. dupreziana 6blna AMNNOUMAHONR, B TO
BpeMsi Kak Mbiibua C. semperyirens raniougHoi. B
annnonaHom notomctee C. dupreziana 6b1nn BbisiB/E-
Hbl TO/IbKO OTLOBCKME BapuaHTbl. ITW faHHble Obliv
nofTeepXkeHbl aHan3om JHK. ABTopbI 3aKIHUnINn,
YTO B JAHHOM CJly4ae NMeeT MECTO YHUKa/IbHOE SiBfie-
HUe “My>XCKOo anoMukeunc™. Mpu onbineHnn C. dupr-
ziana nbinbLoK C. sempervirens 6b111 NOMyYeHbI ran-
NIOVAHbIe pacTeHus. 310 No3BoAWO MNMnxoTy ¢ Konse-
raMu cfienarb BblBOg 06 OTCYTCTBUM (PYHKUMOHAbHBIX
AALEKNETOK Y MaTepUHCKMX AepeBbeB C. dupreziana.
Ha ocHOBaHWUM reHeTNYeCKOro aHam3a 6b110 cAeaHo
3aKnoyeHVe 06 aHAporeHHoOM GecnonioMm Tune pas-
MHOXeHus C. dupreziana. JaHHble [MyxoTa ¢ coaBTO-
pamn (Pichot et al., 2008) nokasbIBatOT, YTO aNOMUK-
CUC NPenATCTBYeT MHOPUAUHIY N CMOCOGCTBYET Bbl-
XWBaHWMIO Kunapuca. He NCK/OYEHO, YTO arnoMUKCUC
0GHapy>KeHHbIN Yy JaHHOr0 BMUa MOXET HabnoaaTbLCa
Ny OpYyrvx BUAOB XBONHbIX.

E.[". MMHMHa BbICKa3ana NpenosioXeHWe 0 TOM,
4TO BO3HWKHOBEHME anNOMMKCUCA Y XBOMHbIX MOXET
NPOUCXOANTL NPU HapyLLIEHUAX B NMPOLLecce HopMasib-
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HOro cemeHoLLeHNs fepeBa, 0CO6EHHO YacTo Habo-
[iaemoro y retepo3ucHbix coopm (MuHuHa, JlapnoHo-
Ba, 1979). Takue chopMbl fepeBbeB Y Pinus sibirica peg-
KO, HO cucTeMaTMyecku BCTpeyaroTca B 3anagHoM
CasHe. XKeHCKMe LMLKW 1 CEMEHA UX Pa3BUBAOTCA
Nno OLHONETHEMY LMKy (BMECTO ABY/IETHEr0) N Xa-
PaKTepusyrTCA BbICOKMM  (PU3NOMOT0-6MoXummnye-
CK/MM MOTEHLMANIOM BEreTaTmBHbLIX U reHepaTUBHbIX
OpraHoB, YTO NPOSIBASETCA B MOBbILLEHNWN YTNIEBOAHO-
ro, aMMHOKMCNOTHOO U FOPMOHa/IbHOro 06MeHa. Lim-
TO3MOPUOOrNYeCKMe MUCCNef0BaHNA 0CO6eli COCHbI
CUOBMPCKOI C 0AHONETHUM PENPOAYKTUBHBIM LMK/IOM
nokasasiv, 4YTo (hOPMUPOBaHME Haya/lbHbLIX 3TanoB
(hopMMpoBaHNS rameToOUTOB Y AaHHbIX OCO6EN LLNo
TaKXKe KaK y TUNnYHbIX 0cobei. OgHaKo Yepes OauH
MecsL, Moc/e OnblIEHNSA Y aHOMa/lbHbIX 0CO6el pes-
KO BO3POC/1a aKTUBHOCTb XXEHCKOr 0 raMeTouTa, ve-
pe3 2 Mec. NOSABUINCHL apXeroHnn 1 (hOPMMPOBA/IUCH
ANLeKneTkn. OgHaKo ONI0A0TBOPEHME AMLEKIETKM
He NPOUCXOANSIO N3-3a OTCYTCTBMA BTOPUYHOIO PO-
CTa MbibLEBbIX TPYOOK MM UX MEANEHHOrO pocTa
MO HanpaB/eHUIO K apxeroHnsM. B aToT nepuog Ha-
6ntoaanock geneHve agpa anuekneTky (TpeTbsIKoBa,
1990). MHor ga wno o6pasoBaHme NPoO3amMopuro, HO 3a-
poabimn y ocobeii Pinus sibirica c ogHONeTHUM penpo-
AYKTVBHbIM LMK/IOM He 06pa3oBblBaINCh. Mpu3Haku
anomMuKcmca 6binn 06Hapy>KeHbl M MPU HapyLLEHUN
cemeHoLLeHus gepea y Pinus sylvestris, nponspacTtato-
LLIeR B YCMIOBUAX 3KOJOrMyecKoro ctpecca (TpeTbsaKo-
Ba, 1990). [leneHne B HeOMNOAOTBOPEHHbIX ANLe-
KNeTkax COCHbl CMOMPCKOI 3acny>KmBaeT 0co60ro
BHUMaHMA. ITO SAB/IEHNE TOBOPUT O BO3MOXXHOCTU
NPOSIBNEHNS Ha4Ya/lbHOrO 3Tana OfHOro M3 pasHo-
BUAHOCTEW anoMmnkcuca — napTeHoreHesa. B gaH-
HOM C/ly4yae NnposiB/ISeTC TMHOreHe3, Npyv KOTOPOM
MY>KCKME rameTbl MpUonmxarTcs K SALEKNETKE,
BO3MOXHO, aKTVBUPYIOT ee MOP(OreHes, HO B fasib-
HeWLeM pa3BUTUM He yyacTBytoT. CrefoBaTe/lbHO, B
cemsanoykax Pinus sibirica ¢ ogHONETHUM LMKNOM
pa3BUTUS MapTeHOreHeTUYeCKoe pa3BUTUE He pea-
nnsyetca. CornacHo tepmuHonorun T.b. bBatbirm-
Hol (2000), y Takux ocobeii nponcxoaut abopTme-
Hbli MapTeHOreHes.

Mo MHeHuto Xoxnosa (1967, 1970a, 19706) wn
E.I". MuHuHo 1 H.A. NaproHoBolii (1979) anoMuk-
CUC CBOWCTBEHEH 3BO/IHOLMOHHO MPOABUHYTLIM TaK-
coHam. Mbl npegnonaraem, 4To feneHne HeonI040-
TBOPEHHOW ANLEKNETKN 1 3HAYNTENbHOE YCKOPEHME
penpoayKTUBHOIO LKA Y ONMUCaHHbIX Bbille (hopm
Pinus sibirica aBnstTca npusHakamun, CBUAETE b-
CTBYHOLLMMU O 3BO/IFOLNOHHOW NPOABUHYTOCTU Kef-
poB — akcenepatoB (Tretyakova, Lukina, 2017). B
Nnonb3y MOCneAHero npeanonoXeHnss CBUAETENb-
CTBYET pAf, OT/IMYNIA B MPOXOXKAEHUN 3MOPUOHAb-
Horo uuknay Pinus sibirica, cBsi3aHHbIX C akcenepa-
LMein pa3BUTUA reHepaTUBHBLIX CTPYKTYP Y AaHHOro
BMZa MO CPaBHEHWIO C ApyrMmm cocHamu. MNepeoe 13
HUX NPOSBNSIETCA B Nepuof HOPMUPOBAHUA XKEH-
CKOro rametouTa Nnpu onblIEHUN cemanoyek. B ne-
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pVog, OMbINEHNS XXEHCKUI raMeToUT Y COCHbI CU-
6UpPCKOIA HaxoaMTCS B CBOBOAHOAAEPHOM CTaaum pas-
BUTKS, B TO BPeMSI KaK Y ApYr1X COCEH LieHOLMTHas
cTagusi (POPMUPYHIOLLLErOCs XKEHCKOro rametodura
OCYLLECTB/IAETCA TONbKO noc/e onblneHusa (TpeTba-
KoBa, 1990). O6bIYHO MO TaKOMY Xe NyTU UAET pa3Bu-
TN CeMAMNOYEK Y XBONHbIX C OLHONMETHUM LIMK/IOM re-
HepaTuBHoro passuTus (Larix, Picea, Abies). BTopoe
0T/IM4Me AMOPUNOHAILHOMO Pa3BUTUSA CBA3AHO C aKce-
nepauvei pasBUTUA MYXCKOro rametogputa. Myx-
CKOW rameTonT COCHbI CUOUPCKOIA B rof OnbIneHus
pa3BMBaeTCA [0 TPEXKETOYHOW CTPYKTYpbl, T.e.
NPOXOAUT YeTBEPTbIA MUTO3 U3 NATU, B TO BPEMS KaK
y LPYrvx BUAOB COCEH pa3BUTUE MYXXCKOIO rameto-
uTa MAET TOMbKO [0 ABYX-K/METOYHOWN CTPYKTYpbI
(4eTBepTbIN M NATBIA MUTO3 UAYT B CEMAMOYKAX BTO-
poro roja pa3suTtuA). TakMMm 06pa3om, CeMANOYKN
Pinus sibirica oTanyaroTca npusHakamn NpoABUHY-
TOCTW cpeam coceH. O6 3TOM Xe CBUAETENbCTBYET U
nosiBNeHme PopmM-aKcenepaToB Yy COCHbI CUOUPCKOWN,
Yy KOTOpPOW HabnofaeTcs MNpoxoxieHWe 3mMo6puo-
Ha/lbHOrO LMK/Ia 33 OAWMH BereTauMOHHbIV nepuos,
BMECTO [BYX W, HaKOHeL,, (hakTbl AeNeHns agpa si-
LIeKNeTKN, CBUAETENbCTBYHOLWME O TOM, YTO CemMs-
noykn Pinus sibirica MOryT passuBaTbCA MO MyTU
anoMmkcuca, Ha 4To ykasbiBannm E.I'. MWHUHA w
H.A. NNapnoHosa (1979). B uenom, aHOMa&/bHble
(hOpMbl COCHbl CUOGMPCKON C YCKOPEHHbIM LIMKIOM
pasBUTUA ABIAKOTCA LIEHHbIM MaTeprasioM /1 61oso-
TMYECKUX W CeNEKLMOHHO-TEHETUYECKX UCCNeaoBa-
HWIA. [MosBneHne HopM C OAHONETHUM PENPOLYKTUB-
HbIM LIMK/IOM pa3BuTus Yy Pinus sibirica npeactaBnstoTt
60/bLLIONV MHTEPEC A5 U3YYEeHWS 3BOHOLMN XBOMHbIX.

Kak yka3sblBa/ioCb Bbille, A1l ambpuoreHesa Bu-
[0B XBOWHbIX XapaKTEpPHO Hamyme noamamMopumo-
HUW. Tpy 3TOM 0CO60r0 BHUMAHMUA 3aCy)XUBAET
K/IMBaXKHas N0AM3MOPUOHMA. TUNbI KNNBaXKHOW Mo-
NN3IMOBPUOHUN Y TONIOCEMEHHbIX OblIM  ONUCaHbI
X. CuHrowm (Singh, 1978), n Hamn y npeactaBuTenei
cemeiictBa Pinaceae (Tret’yakova, Park, 2018). Co-
rnacHo Hornep (Nogler, 1984, 1994), y pacTeHuii
NMeeT MeCTO MPOSIB/IEHNE MOHO3UTOTUYECKOWN K-
BaKHOW NOMN3IMOPMOHNN, KOTOPYKD OH OTHOCWUT K
anommnkKcucy. Y BMaoB ceMeiicTa Pinaceae oanH 3u-
rOTMYECKWA 3apofblll B pe3y/bTaTe KMBaXa pac-
LLENIAETCA Ha YeTblpe CaMOCTOATENbHbIX WAEHTUY-
HbIX 3MOpPUOHa. BO3HMKHOBEHME TaKUX 3apofblLlel
NPOVICXOAMUT Y)Ke He MonoBbIM nyTem. CrefoBaresibHo,
Y r0NI0CEMEHHbIX PacTeHWI 3apobILLv MOTYT hopMU-
poBaTLCA He TO/IbKO MOJI0BbIM CMOCO60M (aMMMUK-
CMCOM), HO 1 6ecnosnbim (anoMmkcmcom). Knmeax-
Has NoMamOpUOoHMA Y BUAOB cemeicTBa Pinaceae
yCheLHO BOCNPOM3BOAMTCSA in vitro.

B nutepaType NpuBOANTCS OMMUCaHWE OMNbITOB MO
NHAYKUMM arOMUKCUCA, KaK Y NMOKPbITOCEMEHHbIX,
TakK 1 rofIoCeMeHHbIX pacTeHui. Mpu aTom, Kpome
reHeTMYecKMx Croco6os, MONyYMBLUMX LUMPOKOE
pacnpocTtpaHeHune (Metpos, 1979), aKTMBHO wC-
Nonb3yrTCcA PU3N0N0rNYeCcKme NpUemMbl € Npume-
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HeHuneM perynaTopos pocta. O6aboTka pacTeopamu
rn66epennoBoii KMCNOTbl COCHbI nagaHHon (Pinus
taeda) n cocHbl pymenuiickoin (P. peuce) BbI3blBasIO
paspacTaHme XXeHCKMX LUMLLIEK, HO CEMEHa B HUX He
obpasosbiBanuch (Stuard, Gathey, 1961). NMpwu o6pa-
60TKe fyrnaccum pacTBopaMn WHAONWUAMACNSHOM
KMCNOTbl U TM66epennoBoi KUCIOTbI NPOUCXOLNIIO
06pa3oBaHMe BMOJIHe Pa3BUTbLIX CEMSAH C 3apojblLua-
mn (Stuard, Gathey, 1961). Nog geicTBuem cTumy-
nnpyrowmx seLecTs y Pinus pinaster (Saxton, 1909),
Abies pindrow (Dogra, 1966) n Pseudotzuga menziessi
(Orr-Ewing, 1957) obpa3sytoTcsa cemeHa ¢ 3apofplila-
My 6e3 onogoTBopeHUs. MNprBeAeHHbIE BbiLLE MPU-
Mepbl LeNleHNss HeON0L0TBOPEHHOM AMLEKNETKN Y
Pinus sibirica (TpeTbsikoBa, 1990), MOXHO paccmat-
pvBaTb B KayecTBe MpPeAnocblIKU AN MOSBAEHMUSA
6ecnosioro pasMHOXeHUs y rofIoCeMeHHbIX.

[nA npeofoneHns CTepubHOCTY CEMSIH U Bbipa-
LLMBAHWA HelOPa3BMTbIX 3ap0ofblLLeli Hanbosee nep-
CMEKTVBHbIM SIB/IAETCA UCMO/b30BaHMeE HOBbIX 610-
TEXHOMIOTUI, HaMNPaB/eHHbIX Ha KyNbTUBMPOBaHUE
meraraMeToMToB M M30/IMPOBAHHbIX 3apOfbILLEN.
BakHbIM 3TanomM B 06pa3oBaHNs pacTeHWN B Ky/bTy-
pe in vitro ABNseTCA onpeaeneHne PakTopoB, Bbi3bl-
BatOLLMX aKTUBALMIO MeraraMeTouUTOB 1 pasBUTUA
3apofblLlleit y pasHbIX (DOPM COCHbl CMOMPCKON ©
OCOGEHHO aHOMaJIbHbIX CEMSAMOYEK C OLHONETHUM
LIK/IOM Pa3BUTUSA XKEHCKMX LLINLLIEK.

MeToAbl aKTUBaLMM MeraraMeTomMToB 1 napTe-
HOreHeTMYeCKOro pa3BmnTKA 3apofbllla B HacTosILLee
BpeMs pa3paboTaHbl TONbKO A/ MOKPbITOCEMEHHbIX
pacteHwuin (KawunH v ap., 2000, 2006). Mpr 3TOM 6b1710
MoKasaHo, YTO aKT1BaLMSA CeMSAMNOYEK Yy HEOMNI0A0TBO-
PEHHbIX 3aBA3el in vitro NpeacTaBUTENEn cemeincTaea
Asteraceae MpoMCXoANT NPU CMELLLEHUI 6anaHca un-
TOrOPMOHOB B CTOPOHY LMTOKUHWMHOB. PaHHWI am-
OprioreHe3 OCyLLIECTB/ISIETCA NMPU CMeLLeHun GanaHca
FOPMOHOB B CTOPOHY ayKCUHOB.

KynbTuBMpoBaHWe MerarametouTos Pinus sibiri-
ca, B TOM YMC/le U C OAHOMIETHUM LIMK/IOM PasBUTUS,
NPOoBeLeHHOe Ha CTaAMN Pa3BUTUSA BaKyo/IN3MPOBaHH-
HbIX apXeroHMeB MoKasasio, YTo SMOPVOHa/IbHbIE MPO-
Lieccbl NPOAo/MKanch. Y 10% 3KCniaHTOB OCYLLIECTB-
NANOCH fieNeHne ANLEKNETKM, U LUK 3Tanbl (hopMUpo-
BaHMS Npoambpuro. OfHaKo JAanbHelllee pasBUTUE
octaHaBnmBanocb (Tret’yakova, Novoselova, 2002).
Mpwr 3TOM 6bINM NOJYyYeHbI SMOPUOTEHHbIE KNETOYHbIE
Ky/IbTypbl, CMIOCOOHbIE K CAMOMOAAEPXXaHUIo 1 NPoAy-
LMPOBaHMIO 3MOPUONAOB, 13 MerarameTouTos. Mpo-
BeJeHHble 1CCefoBaHNA Mo Ky/bTUBMPOBaHUIO Mera-
raMeToMTOB MO3BONIM HaM MOJONTU K NpobneMam
Pa3MHOXEHMS YHUKabHbIX 0COOEN Keapa CMOUPCKOro
C O4HOMIETHMM LK/IOM Pa3BUTUS.

COMATUYECKNI 3MBPUNOIMHE3

Oco06bIM TUMOM PenpoAyKUNA Yy pacTEHWNIA ABNSET-
CSl COMaTMYECKNIA 3MOpUOreHes, KOTOPbIA Hanbonee

APKO NPOSABNSAETCSA B Ky/NbType in vitro. ComaTnyeckuin
3MOpMOoreHe3 — aceKCyasbHbIA COCO6 pasMHOXEHWS,
npw KOTOPOM (hOPMUPOBaHME 3apO/blLLia NPOUCXOANT
N3 COMaTU4YecKoi KneTku pacteHus (von Aderkas,
Bonga, 1988; von Aderkas et al., 1990; Lelu et al.,
1994; Klimaszewska, Cyr, 2002; von Arnold et al.,
2002). 370 yHMKanbHOe sBNeHMe 6ecnosol penpoayK-
LK, oTKpbIToe B 1985 r. y Picea abies (Hakman et al.,
1985; Chalupa, 1985), MOXXHO OTHECTM K OJHOI 13 pa3-
HOBWAHOCTEN anomuKcuca (BeretaTMBHOMO anoMuK-
cuca), T.K. 3apofblllv BO3HMKAKT U3 COMATUYECKMX
K/ETOK, a pa3BUTne X NAET MO TUMY 3UTOTUYECKMX
(nonosbIx) 3apofgbllieii. CoMaTUYeCKNn 3apojbiLL,
nnn amépuong (no T.6. BatbirmHoni, 2000), — 3ava-
TOK HOBOIO OpraHn3Ma, 06pasyHoLLnincs acekcyaslb-
HO, MMeIOLLMIA BUNONAPHYIO CTPYKTYPY C aneKcoMm
no6era 1 KOPHS 1 HOBOW MONSIPHOI OCbHO, KaK Y No-
NOBOrO 3apofpila. B pesynbTate opmupytoTcs
MONHOLEHHbIE PaCcTeHUs, WAEHTUYHblE POAUTENb-
ckomy aksemnnspy (Tretyakova et al., 2016). [lepeBbst
Larix, nony4eHHble Yepe3 TEXHO/OT K0 COMaTUYECKOro
ambpuoreHesa, B Te4eHWe 8 fieT yCreLLIHO PacTyT B NoY-
Be neconmMToMHuMKa (Tret’yakova, Park, 2018).

PeHOMeH cOMaTMYecKoro ambpuoreHesa OCHO-
BaH Ha TOTMMOTEHTHOCTWU PaCTUTE/bHbIX KNETOK —
Ntobble coMaTUYeCKME KNETKM, MOTYT COXPaHATb UK
nprobpeTtaTb 3MOPUOreHHY0 KOMMeTEHTHOCTL (Fe-
her et al., 2003). ComaTnyeckuii ambpunoreHes obin
NHAYUMPOBaH Y 45 BULOB rofloCeMeHHbIX pacTeHUA,
BKMOYas natb pofos 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.). SKcnnaHTamu MOryT 6bITb 3UroTUYe-
CKMe 3apofblLUn He3pesbIX CeMAH, CeMALONN Mpo-
pactatowmx cemsH (Lelu et al., 1994), a Takxxe 0gHO-
netHue noberu (Malabadi, van Staden, 2005) u He-
3pefible MMKpOCNopbl (aHLPOK/IMHHbIE KY/bTYpbl)
(Tretyakova et al., 2006).

BblgenstoT gga nyTM cOMaTUYeCKOro ambpuore-
He3a. lMepBblil NyTb — MPSAMOIA COMaTUYECKNIA 3M-
OpuoreHes, Korga 3apofblliv 06pasyroTca Herno-
CPeLCTBEHHO M3 KNETOK aKcMnaHTaTa 6e3 atana Kas-
nycoobpasoBaHusi. B 3aTom crydae comatuyeckume
3apofbiwn (hOPMUPYHOTCA U3 COMATUUECKMX KITETOK
akcnnaHTa (Tret’yakova, Park, 2018). BTopoii — He-
NPSIMOW, WM KOCBEHHbINM, 3MBPUOreHe3, Koraa npo-
Nndepaumsa Kannyca ABNseTcA HEOOXOAMMbIM 3TaroMm.
B HenpsMom comaTnyecKoM 3MOpuoreHese 3aferi-
CTBOBaHb! “UHAYLIMPOBaHHbIE 3MOPUOreHHbIe LeTep-
MWHMPOBaHHbIe KNeTKK™. Hapsgy ¢ nepBUYHbIM COMa-
TUYECKUM 3MOPMOreHe30M MPOVCXOAUT BTOPUYHbINA
ambpuroreHes, Korga Ha NoBepxHOCTU CHOPMUPOBAB-
LUMXCA COMATUYEeCKMX 3apoAblLLieil obpasytoTcs fo6a-
BOYHble aM6puongsl (MutpodaHosa, 2009).

OKCNepMMEHTa/IbHBIM NMyTeM 6bINI0  MOKa3aHo,
4YTO MHAYKUUS U peannsaupusi COMaTUYecKoro am-

OHTONEHE3 Tom 52 Ne2 2021



PEMPOAYKTMBHbIV MOTEHLMAN XBOMHbIX 101

BproreHesa y XBOMHbIX — MPOLIECC MHOTOCTYMeHYa-
TbliA, BKIOYAIOLWMIA NPUMEHEHME Pa3HO06PasHbIX
XUMUYECKUX COEAMHEHWIA, B TOM YuMC/le U FOpMO-
Ha/lbHBbIX.

OH BK/IHOYaeT:

— VHAYKUMIO SMOPUOreHHbIX KynbTyp — hopMu-
poBaHMe 3MBPMOHaNbHO-CYCMEH30PHON Macchl;

= nponudepaunio 3M6prUOoHanbLHO-CyCneH30p-
HOV Maccbl N My/bTUMNMKALMIO COMATNYECKUX 3a-
pojblLLeit;

— CO3peBaHNe COMaTMYECKNX 3apO/blLLeid;

— npopacTaHne COMaTUYECKNX 3apObILLIENA;

— thopmMmpoBaHme pacTeHNIN-pPereHepaHToB.

Bce aTu ha3bl XapaKTepun3syroTcs onpeseieHHbIMU
MonekynsapHeiMu  cobbitmammn  (Klimaszewska et al.,
1997; Mac-Kay et al., 2006; Trontin et al., 2015; Zang
etal., 2019). MepBas (hasza (haza NHAYKLMN) COMATU-
4ECKOro ambpuoreHesa xapakTepu3yeTcs NposiB/ieH-
eM Yy andpepeHUMPOBaHHbLIX COMATUUYECKMX KIETOK
3MOPMOreHHOM KOMMETEHTHOCTM KaK npsimoi (6e3 ae-
avdbepeHUmMaLn KNeTok), Tak U Hernpsmon, yepes
KannycoobpasoBaHune. MoXKHO npeacTaBuUTbL cebe n
TPETUA NyTb COMaTMYECKOro ambpuoreHesa — KOM-
OMHNPOBaHHbIN, KOraa 06pa3oBaHMe COMATUYECKNX
3apojplLlleil MPOUCXOAUT HemnoCcpeicTBEHHO U3 CO-
MaTUYECKUX KeToK (NpsSiMOM nyTb) M obpasyetcs
3MOPMOreHHbIN Kannyc ¢ AanbHenwen MynbTunam-
KaLlnein coMaTMyecKnx 3apoablLleil B TeYeHNe anm-
Te/IbHOro nepuoja BpeMeHu (LECATKM NIET).

NHAYKUMA KNEeTOYHOM KOMMNETEHTHOCTM K COMa-
TWUYeCKOMY aMbpuoreHesy NAeT Nof BANAHUEM CUT-
Ha/I0B — FOPMOHOB (2YKCUHbI, LMTOKUHUHDI), (hakK-
TOpoB cTpecca (OCMOTUYECKMIA, OKCUAA3HbIN N BOA-
HbIA CTpecchbl), WOHbI TSKenbIXx MeTannos, pH,
TemnepaTypbl, CBETa, MeEXaHWYECKUX WIN XUMUYe-
CKMX nospexzaeHnin n ap. (lkeda-lwai et al., 2003).
Jroboit cTpecc MOXeT BbI3BaTb peopraHn3aLmio Xpo-
MaTMHa U M3MEHeHWe 3KCMPECCUN TeHOB, a TaKxe
N3MeHeHMe KNeTouHoro metabonmsma n pusnono-
rMYeCKMX NPOLLECCOB U BbI3BaTb Nepexos coMmaTnye-
YECKOWN KNIETKU Ha 3MOPUOreHHbIA MyTb pasBUTUS
(Feher et al., 2003). metoTcs faHHble 06 N3MeHe-
HUK NaTTepHa meTunmposaHua HK B npougecce co-
maTuyeckoro ambépuoreHesa (Morcillo et al., 2008;
Duarte-Ake et al., 2016).

Pa3HbIMM mccneaoBaTensiMy Obin MPeaioKeHbI
cnegyroLme mexaHn3mbl (POPMUPOBaHMSA coMaTnye-
CKUX 3apOblLLEe:

— (bopMMpoBaHME COMaTUYECKMX 3apojbllleli B
pe3ynbTate aCMMMETPUYHOIO [efleHUA OTAeNbHbIX
KneTok akcnnaHta (von Arnold et al., 2002; Belo-
russova, Tretyakova, 2008);

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

B ocHoBe coMatmnyeckoro 3M6pVIOFeH633, TakKXxe,
KaK N 3UT0TNU4eCcKoro, Nexnt NnoasdpHoOCTb N aCUM-
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MeTPUYHOe feneHune. AnnKanbHO-6a3anbHas nonsp-
HOCTb OCW MPOSB/IAETCS Y)XKe B ANLEKNETKe U 3UroTe,
KOTOpasi CoXpaHseTcs Mpu fanbHelemM pasBUTUn
3apogbiwa (Pullman, Webb, 1994; von Arnold et al.,
2002). MepBoe feneHne 3UroTbl aCUMMETPUYHO U
NPMBOAMT K 06pa3oBaHMIO ABYX HepaBHbIX KIEeTOK:
Ma/IeHbKOM TepMUHaIbHOW, KOoTopas faeT Havalo
3apodbllly 1 60/MbLION 6a3anbHOM KNETKe, AatoLLei
Hayano KeTKe-TPyoKU 1 cycneH3opy, Npu 3ToM ro-
NSAPHOCTb, 3a/10)KeHHasA B 3Ur0Te, B pe3y/ibTare ee fe-
NeHns1, NOLAEPXKMBAETCA U NepefaeTca A0YepHUM
KneTkam. Mpyv MHAYKUMM COMaTUYECKOro aMopmo-
reHe3a NPOUCXOANT BbITATMBaHME KNETOK MOJ fei-
CTBMEM ayKCMHOB B NUTaTe/IbHOM cpege. BbITaHyTbIe
KNETKN MONSAPU3YOTCA U aCUMMETPUYHO [eNnsTcs.
3TN NpU3HaKK, No-BUANMOMY, U ABAAIOTCA OCHOB-
HbIMU MOPM(ONIOrNYeCKUMU KPUTEPUAMMN, YKa3blBa-
OLLMMM Ha Mepexop COMaTMUYeCKMX KNETOK Ha NyTb
comarmyeckoro asmbpuoreHesa (Tretyakova, 2013;
Tret’yakova, Park, 2018). B pe3ynbTaTe aCUMMETPUY-
HOrO AeneHns Ha OAHOM M3 MOMKOCOB BbITAHYTOM
KNEeTKN obpa3yeTca MafeHbKasi K/eTKa, U3 KOTOpOoU
OyaeT (hopMMpOoBaTLCA U ANIMHHAA BbITAHYTasA KNeTKa
cycnieHsopa (von Aderkas et al., 1991; Filonova et al.,
2002; Tret’yakova, Park, 2018).

Y ronoceMeHHbIX pacTeHUiA, 0CO6eHHO 13 CeMeit-
cTBa Pinaceae, SIpKO BblpaXkeH (heHOMEH K/TIMBaXKHOM
NoIMaMBPUOHMN in Vivo, B pesynbTaTe KOTOPOro aMm-
O6pMOoHabHbIE UHMLMANIN 3UTOTUYECKOro 3apofbl-
LLIa, NO/TyYeHHble OT OJJHOV ONMOAOTBOPEHHOWA SIliLie-
KNeTKK, pacrnajatoTcs Ha YeTbipe UAEHTUYHbIE 3M-
OpMOHaNbHbIE eANHULbI, KaX4as 13 KOTopbIX AaeT
Hayano 4YeTblpeM 3apogbiam-6nunsHeuam (TpeTbsa-
KoBa, 1990). Kpome Toro, Hann4yme B meraraMeTotm-
Te HEeCKOMbKUX apxeroHnes (Kak npaeswno, 2—4) n
pa3BUTME HECKO/IbKUX 3UTOT, B TOM YAC/IE OT PasHbIX
MY>KCKWUX raMeT, MPUBOAMT K LOMO/IHUTENIbHOMY 06-
pa3oBaHMIO 3apOAblLLEl, KOTOPble TakKXe aKTUBHO
KnneaxupytoT (Buchholz, 1933). ¥ Pinus sibirica B
3apofblLLleBOM KaHasle OgHOro merarametoguTa (0a-
HOW CEMSIMOYKM) MOXKET pa3BMBaTbCa 12—16 3apoabl-
wwen (TpeTbsKoBa, 1990). He ncknoyeHo, UTo B pac-
TUTENbHbIX KNeTKax BUAoB Pinaceae apXxmBmMpoBaHO
Ha/IMume KNmMBaxka, KOTOPbIi MOXKET peanin3oBbIBaTb-
CS 'y COMaTUYECKMX 3apOofblLLe B KyNbType in vitro
nogj LecTBnem ropMOHOB.

KnuBaxkHas nonMamopruoHns — Haubornee 3ara-
AOYHbIV (DEHOMEH COMaTUYECKNX 3apojblLLeii. DTOT
MpoLLeCC NPOTEKAEeT B TEYEHME BCEN XKN3HM IMOPUO-
FeHHOWN KynbTypbl. TakK, Hanpumep, B MOMYYeHHbIX
Hamn NPoNNMEPUPYIOLLNX 3MOPUOTreHHbIX KY/bTy-
pax Larix sibirica B TeueHWe fecaTn neT UAeT aKTUB-
Hast MyNbTUMIMKAUUS COMATUYECKUX 3apOoAblLUer
yepes knuBax (Tret’yakova, Park, 2018), koTopble
npw nepesofe Ha cpefly ¢ ABK co3peBatoT 1 06paso-
BbIBalOT pereHepaHTbl. ComaTtuMyecKuii MNosnam-
6puoreHes y Larix sibirica, TakxKe KaK y Apyrux xBoui-
HbIX, MOXXHO paccMaTpuBaTb KakK MOBTOPSOLLUIACS
KNMBaXKHbIM npouecc (receptive cleavage process),
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3a10XeHHbIN B 3urote (Gupta, Dursan, 1987). Pea-
nn3aums 3Toro npolecca akTUBHO MPOUCXOAUT Y
NNCTBEHHULbI CMOMPCKOW B KyNbTYpPE in Vitro Ha cTa-
AW TNo6ynbl, rae CO34at0TCA ONTUMAsbHbIE YC/I0BUSA
AN KNVIBRXKMPOBAH WA,

Kak yKa3bIBasioCb BblLLIE, K aOMUKCUCY OTHOCAT U
MOHO3UIOTUYECKYHO KIIMBaXKHYH 3MOpUoHMIO (06pa-
30BaHMe OAHOSANLEBbLIX 6/IM3HELOB — ABOIHEN, TPOW-
Hen n 1.4.) (Nogler, 1986, 1994). B oTAM4yme OT LIBETKO-
BbIX PaCcTEHWN, rae KNMBaXas NOM3IMOPUOHUS, Kak
npaBuW/io, BCTPeYaeTca Cropaguyecku, B BUAE OTKNO-
HEHWI, Y XBOWMHbIX PaCcTEHWIA KNMBaXK 3apofpllla —
€CTECTBEHHbI (3aKOHOMEPHbII) MPOLECC, CBSA3aHHbI
C 0CO6EHHOCTbLIO MX PA3MHOXEHUS, U NPOSIB/IEHUNE €ro
B Ky/NbType in vitro Npy comaTnyecKoM 3M6puroreHese
3aKOHOMEPHO. AKTUBHYIO K/IMBXXHYIO MOINAMOPUO-
HMIO y Larix Ha cTagmm pa3BuTKA ro6ynsipHoro 3apo-
Abllla, BEPOSITHO, MOXHO CBA3aTb C KOMMETEHTHO-
CTbIO €ero K/EeTOK K pa3/IMiHbIM BO3LENCTBUSAM, B
4aCTHOCTM ayKcMHam. MMnynbCc B BuAe MpuUTOKa
ayKCVHa B 3apOofblLL U3 NUTaTeNbHOW cpeabl NPUBO-
ANT K NepenporpaMmmmpoBaHunIO KETOK r106yNbl 1
NPUOGPETEHMIO CMOCOBHOCTM ee K BOCMPUATUIO U
TpaHCMNopTy ayKcuHa. BO3MOXHOe HaKomM/ieHne aykK-
CUHa B rNobysie N CHUXeHWe ero B 6a3asibHOM 4acTu,
CO3JaeT rpagueHT NoNsPHOCTU, B pesy/ibTaTe KOTO-
poli 06pa3yoTca 3MOpPUOHabHble TPYOKN (CycneH-
30p) ¥ B KOTOPbIX, MO AaHHbIM HaLLero UIMMYHO-TU-
CTOXMMMYecKoro uccnegosaHusa (Tretyakova et al.,
2019) aykcmnHa HakanMBaeTcs 04eHb Masio. BeposT-
HO, pa3zeneHve rnobynbl NPUBOANUT K MOSIHOMY pac-
LLLENIEHNIO CyCMneH3opa M 060C0o6/1eHNI0 3MOPKO.
Kpome Toro, MaccoBoe pa3MHOXeHMEe COMaTUUYECKNX
3apofblLleil y IMCTBEHHWULbI MTPOUCXOANT 1 B Pe3y/ib-
TaTe pa3obLeHNsA aIMOPUOHATbHBIX TPYOOK CyCrneH-
3opa (Stasolla, Yeung, 2003; Tret’yakova, Park, 2018).
Pa3o6LeHne ambproHanbHbIX TPY6OK CycneH30poB
B NponncepupyoLLe aM6p1oHaIbHO-CyCNeH30p-
HOIM Macce NUCTBEHHWULbI CMOUPCKOI MPUBOANT K
MHOXECTBEHHOMY (DOPMUPOBAHUIO  N106YNSAPHbIX
COMaTUYeCKUX 3apofbllleil Yyepe3 acUMMETPUYHOE
AenenHve. Mpu aTOM NpoLecc pasBnTUA HOBbIX COMa-
TUYECKUX 3apOfbILLIEN HE OT/INYAETCA OT ONMUCAHHO-
ro HaMu npouecca MHULMauUM CoOMaTUuyYecKoro am-
OpuoreHesa: Takume Xe BbITAHYTbIe NOSIAPU30BAHHbIE
KNeTkn (3MBpUOHasbHble TPYOKM) acUMMETPUYHO
Aensartca 1, popMupyroT aMOPUOHasIbHbBIE TN06Y bl U
cycneH3ops! (Tret’yakova, Park, 2018).

Kak ykasbiBanocs BbiLe, Nogler (1986, 1994) oTHo-
CU/T MOHO3UTOTUYECKYHO KIMBXHYHO MOAM3IMOPUO-
HWIO K pa3HOBMAHOCTU anomMukenca. KnmeakHyo no-
NN3MBPUOHUIO, HabHOAAEMYHO Y 3UrOTUYECKMX U OCO-
6EHHO COMAaTMUECKNX 3ap0/ibILLIEN XBOMHbIX, BEPOSTHO
TaKKe MOXXHO OTHECTW K anomukcucy. Nonnamoépmo-
reHe3 COMAaTUYeCKUX 3apofbllleil Yepe3 KAMBaX Y
NMCTBEHHWLbI CUOMPCKOI B KyNbTYpe UAET yoke 60nee
pecatn net (Tret'yakova, Park, 2018). Comatuyeckume
3apobILLUu BbI3peBaloT Ha cpefie ¢ ABK, 1 npopacTa-
t0T. KIOHMpYeMble [epeBbs YCMELLHO pacTyT yXe B

TeYeHMN 8 NEeT B NOYBE NIECONMUTOMHMKA. IDTO 6ecno-
NbIA TUN Pa3MHOXEHUA.

PaHee Hamu 6bI10 MOKa3aHO, YTO Pa3MHOXEHMe
COMaTMYECKMX 3apOAblILLIER B KyNbType in vitro npounc-
XOAWT He TO/MbKO B Pe3y/nbTaTe KAMBAXKHOW NOMMAM-
O6PUOHNK, HO M (3HAUNTENBHO PEXE) 3a CHET 06Pa30Ba-
HWA afBEHTMBHbIX MOYeK Ha cycneHsope (Tret’yakova,
Park, 2018). AHanornyHoe no4ykoobpasoBaHue 6bINo
onucaHo y Picea abies (von Aderkas et al., 1990).

MogobHas nponudepaTBHass aKTUBHOCTb 3M-
OpMOreHHbIX KyNbTyp Oblna NokasaHa paHee B Ky/b-
Type merarameToonToB L. decudua n KynbType 3apo-
Ablwei rmbpnaos NMCTBeHHMULI (Larix x eurolepis n
Larix x marschlinsii) (Lelu-Walter, Paques, 2009), rae
obpasoBaHne ACM wwino B TedeHue 9—17 net. Takmm
o0bpa3om, npouecc comaTMyeckoro nonnamépuore-
He3a XBOWHbIX in vitro Ha npumepe Larix sibirica Mo-
XKEeT MATK 3a CYET KMBAXHOW NOMMSMOPUOHMN N
NoYKoBaHMA cycrneHsopa. ObLHOCTL MOpOoreHeTn-
YEeCKMX NPOLLECCOB, NieXalLMX B OCHOBe pa3BUTUA 3U-
FOTUYECKUX M COMATUYECKMX 3apOAblLLeil XBOWHbIX
Bnaos (Tret’yakova, Park, 2018), nogTBepXaaeT KOH-
uenumio T.B. BaTbirnHoi (2000) o napannenmsme ux
pa3BUTKUSA in Vivo B KyNbType in vitro.

M3BECTHO, UTO COMATMYECKNIA 3MOPUOTeHe3 NaeT
Nnoj CTPOrMM reHeTUYeCKMM KOHTPOsIEM. TOJIbKO OT-
[eNbHble IepeBbA-A0HOPbI CMOCOB6HBLI (hOPMUPOBATHL
3MOPUOTreHHbIM Kaniyc 1 COMaTMYeCKMe 3apojblLLn
B Ky/nbType in vitro (MacKay et al., 2001, 2006; Tretia-
kova et al., 2012). B HacTosiLLee BpeMs NPOBOAATCS
aKTVBHbIE UCCNEeLOBaHUS MO BbISICHEHUIO MOJIEKY-
NSAPHO-TEHETUYECKMX MEXaHWU3MOB COMAaTUYeCKOro
amM6puoreHesa He T0/IbKO Y NMOKPbITOCEMEHHbIX, HO U
r0/I0CEMEHHbIX pacTeHWIA. BonbLOe BHUMaHVe yie-
NSAETCA reHOMUKe, TPaHCKPUMNTOMUKE, NMPOTEOMUKE
n metabonomuke (Trontin et al., 2015). BbIsiBNeHbI
K/NHOYEBbIE MeHbl, KOHTPO/IMPYIOLLME COMATUYECKUIA
ambpuoreHes y Arabidopsis thaliana — MofenbHoOro
pacTeHUs B pa3/IMYHOr0 poga 61onornyeckmx ncene-
[0BaHUAX, B TOM YMC/e U MOJIEKYNSIPHO-TeHeTUYe-
CKMX. HecmoTpsA Ha To, YTO MOfe/lb aMOpMoreHesa y
FONIOCEMEHHbIX PaCTEHUI 3HAYUTENIbHO OT/IMYaeTCs
0T MOfienn aMbpunoreHesa apadbuaoncumca, 60nbLLINH-
CTBO reHoB (78%), KOHTPONMPYIOLLMX comaTuye-
CKUIA 3aMOpuoreHe3 y npefcraBuTenieil ronocemMeH-
HbIX PacTeHWUI SBNSAKOTCA reHaMn-0pTo/ioramm, Ko-
AVPYIOLWUMKN  GeNKK, BbIMOTHAKOLWME WAEHTUYHbIE
nnn cxofHole dyHkumm (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 MHOTOYMC/IEHHbIE 3KCNEPUMEH-
Ta/lbHble faHHble, Mbl eLe Aanekn OT NMOHUMaHUS
K/HOYEBbIX 3TANOB Nepexoja AN depeHLPoBaHHbIX
COMAaTUYeCKUX K/NETOK K TOTUMOTEHTHOMY U 3M-
O6pUOreHHOMY COCTOAHUIO. aeHTUMKaumsa reHoB
(SERK, BBM, LEC1, LEC2, LEC3, FUS3 1 gp.), aKc-
npeccus KOTOPbIX MPeanoioxnTeIbHO acoLMnMpoBa-
Ha C anoOMMKCUCOM Yy MOKPbITOCEMEHHbIX pacTeHUI
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(Brukhin, 2017a, 20176) unn nepexofom comaTuye-
CKUX K/IETOK B 3MOPMOreHHOoe COCTOAIHWE Y rosioce-
MeHHbIX pacTeHui in vitro (Aquea, Arce-Johnson,
2008; Li et al., 2013, 2014, 2016; Rupps et al., 2016),
MMeeT BaXHOe 3HayeHve A1 Ja/lbHenLlero nsyde-
HUS MexaHM3Ma perynsumm pasBuUTUa pacTeHni 1 nx
K/I0HA/TbHOr0 Pa3MHOXEHMS.

3AK/TOHEHUE

Y B1Aao0B Knacca Penopsida, Hapsiy ¢ N010BOM pe-
npoayKumein, HabnoJaTcs pasHble TUMNbI 6ecrnosno-
ro pasMmHoXeHus (anomukcuca). K HUM oTHocuTCA
CNNSHNE OPIOLLIHOM KaHa/bLEBOW KNETKU C Aiile-
KNETKOW, HyLleNsipHast SMOPUOHUNS, FEMUTaMnNst U aH-
AporeHes. Hanbonee ApKo 6ecrnonoe pasMHOXeHVE Y
XBOWHbIX MPOSIBASIETCS NPY COMATUYECKOM 3MOpPMO-
reHese B Ky/ibType in vitro. 3akOHOMepHOCTK MOpdo-
reHe3a COMAaTWYECKMX W TMOMOBbIX 3apofblllenn Y
XBOWHbIX NAYT MO OHOWN CXEME: aCMMMETPUYHOE fie-
NeHWne KeToK, 0bpa3oBaHue rnobynsipHbIX 3apoabl-
e U AIMHHbBIX CyCrneH30poB, (hOpMUpPOBaHME TKa-
Hell 1 OpraHoB 3apofbllla B MpoLecce co3peBaHUs
rNo6YNAPHBIX COMATUYECKMX 3apOAbllleil. DTO MNoA-
TBepXKaaeT KoHuenumio T.B. BatbirnHoi (1999, 2000)
0 Napa/inenn3me pasBUTUSE COMATUYECKMX U MOMOBbIX
3apojbILUe LUBETKOBbIX pacTeHuin. Ocoboro BHMMa-
HUA 3aCNYXMBAET KIMBXHAA MONMaMOpuoHusA. B
€CTEeCTBEHHbIX YC/I0BUSAX Y NMOMOBbIX 3aP0AbILLIEN XBON-
HbIX MPOUCXOAMT pasfefieHne aMbpuo Ha YeTbipe ca-
MOCTOSITE/IbHbIX 3apofbILLa. STOT TMN 6ecnosoro pas-
MHOXEHWSA Y XBOMHbIX peasin3yeTcs B NpoLiecce coma-
TWUYECKOr0 3MOpuMOreHesa B Ky/bType in vitro nog
[elCTBMEM PerynsaTopoB pocTta. JnTeNbHbli KNvBax-
HblIlA NPOLIECC MPU COMATMYECKOM 3MOpUoreHese pac-
TAMMBAETCA Ha JOMTVE rofbl U COCO6CTBYET aKTMBHOM
MYbTUNNKALLN FN106YNAPHBIX 3aPO/bILLIENA, & 3aTEM 1
K/IOHUPYeMbIX pacTeHui. KnoHasbHOe BOCMPOU3BOA-
CTBO pacTeHWIA Yepe3 COMATMYECKNIA IMOPUOreHes U
KPVOKOHCEPBAaLMA 3MOPUOTeHHbIX KETOYHbLIX /n-
HWIA, NOEHTUYHBIX MaTEPUHCKOMY FreHOTUNY, ABNSET-
€S OTIMYHOM NNaTopmoii 418 N1eCOBO30OHOBIEHUSA 1
necoBoccTaHOB/eHMA. Co3faHe COPTOBbIX FreHeTUYe-
CKW TECTUPOBAHHbIX NAaHTaLNIA Yepe3 COMaTUYECKNIA
ambpuoreHes yxe B TedeHne 20 IET NPaKTUKYETCH B
KaHage, CLLIA v psifie eBpoelickumx cTpaH (nporpamma
Multu-Variety Forestry, MVF, Park, 2014). NaeHTu-
(hrKaLma reHoB, perympyroLmx KK4eBble aTanbl Co-
MaTU4ecKoro amopuoreHesa, 6yaeT CNoOco6CTBOBATb
PasBUTUIO FfeHHOM MHXXEHepUWN AN NOyYeHns camo-
K/IOHUPYIOLLMX PaCTEHWIA C NpU3HaKamu reteposuca. B
KayecTBe MpMMepa Mbl HEOLHOKPaTHO MpPUBOAMIN
YHUKanbHblE 0c06M Pinus sibirica ¢ ogHoONeTHUM pe-
NPOAYKTUBHBLIM LIMKIOM. COrlaCHO TeopuUn HeEMELLKO-
royyeHoro MaHca BuHknepa, co3aaHHOM B Havasie XX
B., K TEPMUHY “arnoMMKCUC™ OTHOCATCS BCE TUMbI 6ec-
Nnosioro PasMHOXeHNA. AMOMUKTUYECKME 3ap0AbILLIv
BO3HMKAOT He B pe3y/bTaTe C/IMAHNS XKEHCKNX N MYXK-
CKMX KNIETOK, a 6arogaps KNOHMPOBaHWMIO MaTepuH-
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CKMX TKaHel. CoMaTn4eCKnin SMOp1OreHes y XBONHbIX
B Ky/bType in vitro sBNSieTCA APKUM NPosiBfieHneM 6ec-
No/Ioro Tuna pasMHOXeHUs. Mbl NpefaraeM OTHeCTU
TN PEnpPOoLYKLMM Yepe3 COMaTUYeCKNin ambpuore-
He3 y XBOMHbIX K aOMUKCUCY — BereTaTMBHOMY arno-
MUKCUCY.

BAFOOAPHOCTU

ABTOpbI BbIpaXatoT rNy6oKyto 61arogapHocTb PeLieH-
3€HTY 3a LieHHbIE COBETbI MPU HaMMCaHUN PYKOMMUCH.

PNHAHCUPOBAHWE PABOTHI

PaboTa BbIMOMHEHa B pamMKax OHMKETHOro MpoekTa
®reHY U CO PAH, dUL, KHL, CO PAH (npoekt
Ne 0356-2019-0024 “Buopa3HO00pa3e KOPEHHbIX XBOW-
HbIX 1 MPOU3BOAHbIX SIECHbIX 3KOCMCTEM”), a TaKXKe Npu Ya-
CTUYHOW (DMHAHCOBOW MopafepXkke rpaHta POPU-ben a
Ne 18-54-00010 “MonekynsipHO-reHeTUYEeCKNe MapKepsbl
COMaTNYECKOro aMBpMOreHe3a y XBOHbIX™ 1 rpaHTa PO d I
n MNpaBuTenscTBa KpacHoapcKkoro kpas, KpacHoApckoro
KpaeBoro oHaa Hayku Ne 19-44-240009 “PereHepaLMoH-
HbIi NOTEHLMaN SMBPUOreHHbIX Ky/bTyp XBOMHbIX in vitro,
06paboTaHHbIX aHTUMUKPOBHLIMM NENTUAAMW TPUOHOTO U
pacTUTeNIbHOrO MPOUCXOXAEHNA™ .

COBJIIOAEHVE 3TUNYECKUMX CTAHOAPTOB

HacTosilan ctatbs He COAEPXXWUT OMMUCAHUS BbIMO/-
HEHHbIX aBTOPamMu UCCNEA0BAHWUIA C y4acTeM 04 nn
MCMO/Mb30BaHNEM XXMBOTHbIX B KaUeCTBe 06bEKTOB.

KOH®JIMKT MHTEPECOB

ABTOpbI 3a8BNAKOT, YTO KaKOW-1M60 KOHD/IMKT NHTe-
pecoB OTCYTCTBYeT.

MH®OPMALINA O BKNALE ABTOPOB

ABTOpbI BHEC/I PaBHbI BKaA B 06CY>KAEHNN pe3yrib-
TaTOB aHaM3a MMEIOLLMNXCS JaHHbIX MO PasMHOXEHWUIO
pacTeHuii Knacca Pinopsida 1 nogrotoBky cTatbu Ansi
ny6avKaumn.
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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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MpoBeeHO CpaBHUTENBHO-BULOBOE UCC/Efl0BAHME COAEPXaHMs 06LLNX IUMUA0B U NNMNNL0B OTAE/bHbIX
Knaccos (06X hocthonmMnmaos 1 nx pakumii, TPUaLUATINLEPUNHOB, ANALUATINLEPUHOB, 3IMPOB XO-
NecTepuHa, XonecTepmHa, CBOOOAHbIX XXMPHbIX KUCMOT) B HEOMNOA0TBOPEHHOI MKpe, B NpoLecce aMopu-
OHa/lbHOro (0NN0A0TBOPEHWE, 6nacTyna, ractTpyna, opraHoreHes, MUrMeHTaunsa rnas, nNpesinynHKa) un
paHHero MocTambpMOHaIbHOrO Pa3BUTUS (JIMUMHKA C XKEITOYHBIM MELLKOM) aT/IaHTUYeCKOro /lococs
(Salmo salar L.) u kymxu (Salmo trutta L.). CpaBHUTE/IbHO BbICOKOE COZlepXKaHue 00X nMnuaos (3a cyet
(hpaKumMm 3anacHbIX TPMALMATINLEPUHOB) B MKPE UCCNeA0BaHHbIX BUAOB repes ornaof0TBOPEHMEM, OCO-
BeHHO y nococs, MOXKHO paccMaTpuBaTh Kak He06X04MMYHO MPeAnOChIIKY UX fasibHelLLIero aM6pruoHasb-
HOro 1 MOCT3MOBPUOHAILHOIO Pa3BUTUA. MHaMKKa IMNUAHOTO COCTaBa B MKPE NCC/e0BaHHbIX BUAOB B
rpoLecce aMb6pUoreHesa pasnuyanach, 4To ABAAETCA 0COOEHHOCTbI0 MeTaboIM3Ma MMNUA0B y 3TUX BULOB.
Ha sTanax akTMBHOI0 KNeTOYHOro aeneHuns (6nactyna, ractpyna, opraHoreHe3) B SMopuoreHese atnaHTu-
4ECKOro 10COCA U KYyMXXM OTMEYEHO YBelMYeHMe KOHLUEeHTpauun nusodocdarungunxonmHa. Ha 6onee
NO34HUX CTaAUAX UX 3IMOPUOHaNLHOrO (MUrMeHTaLUuUs rnas, NpeaInymMHKa) U paHHero NocTaMbpuoHab-
HOro (JIMYNHKA C >KENTOYHbIM MELLKOM) pa3BUTUA 06HapyXXeHO BO3pacTaHme KOHLEeHTpaumu gocgatm-
anncepuHa. broxnmmyeckass pa3sHOKayeCTBEHHOCTb, 06YC/IOBNEHHAsA Pa3HbIM KOMMYECTBEHHbIM COep-
YXaHVeM NNNUA0B OTAENbHbIX KNAaCCOB Ha UCCNeA0BaHHbIX CTaAUSAX Pa3BUTUSA, CBA3aHa, NO-BUAUMOMY, C
0C06EHHOCTAMMN 3MBPUOHAIBHOTO Pa3BUTUSA UCCNEA0BaHHBIX BUAOB, B YaCTHOCTU, Pa3HOBPEMEHHOCTLIO
3TVX MPOLECCOB.

KntoyeBble cnoBa: 10coceBble pbl6b|, aTnaHTMYecKuiA Nocochb, KYMXa, 3M6pI/IOFEHe3, paHHee I'IOCT3M6pI/IO-

Ha/lbHOE PasBUTKE, UMW/, XKUPHbIE KUCNOTbI
DOI: 10.31857/S0475145021020099

BBEAEHUNE

ATnaHTu4deckmin nocock (Salmo salar L.) n kymxka
(Salmo trutta L.) saBnstoTca ogHMMKU M3 Hambornee
LIeHHbIX BMAOB /IOCOCEBbLIX Pbl6 MPECHOBOAHBIX 3KO-
cuctem KosibCKOro rnosyocTpoBa 1 XapakTepu3yoTcs
BbICOKOI BaprabelbHOCTbI0 YKM3HEHHbIX CTpaTeruii
(Masnos n gp., 2008). Peann3aLmsa Bcero Kommnnexkca
ChOPMMPOBABLLMXCS HA MPOTSHKEHWUM 3BONIOLNN BU-
fa aganTauuia, HanpasfeHHbIX Ha MoajepXxaHve pe-
NPOAYKTUBHOM (PYHKLMM 1 BbDKMBaHWE NOTOMCTBa, B
KOHeYHOM CYeTe, MPUBOANT K (DOPMUPOBaHNIO (heHO-
TUNa, Hambonee yCTOMYMBOIO K U3MEHEHMIO (haKTO-
poB cpebl. Tak, 418 KYMXW M3BECTHA Camasi BbICO-
Kas 9K0/I0rMyeckasi NnacTUYHOCTb MO CPaBHEHMIO C
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ApyrMMn Bugamu nococesblx pbl6 (LLlyctos, Bece-
nos., 2006; Jonsson, Jonsson, 2011), a ee LWMpPOKas U3-
MeHYMBOCTb 06ecrneynBaeT BO3MOXHOCTb OCBOEHUSA
1 NCMO/b30BaHMA PECYPCOB HACeNSAeMOIA aKkBaTopuu,
yeM 0OBACHSAETCA NoNynauMoHHasa auddepeHLna-
Uns BMAa Ha PS4 MOLBWAOB, Halnuve pas/iyHbIX
3KO/I0rnyeckmx hopm, reorpaduyeckux pac (LLlycros,
Becenos, 2006; Tarnsaga, 2007; Masnos, CaBBanTo-
Ba, 2008). Kymxa Benoro mopsi gemoHCTpupyeT
pa3BUTble CMOCOOHOCTU N NOTEHLMAN K 3aCe/IEHNIO
HOBbIX MPOCTPAHCTB 1 YCMELLIHO 0CBOMA Pa3Ho06-
pa3Hble 1 pasfnyatoLLMecs Nno psty XapakTepucTuk
NPecHOBOAHblE BOAOEMbI (pPy4YbM, O3epHO-PeYHble
CMCTEMbI), OHa 61aronony4YHO 0O6UTAET B OTKPbITbIX,
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Tabnuua 1. Oatbl c6opa (MO rpagycogHsM, r.4.) UKpbl ABYyX BUAOB nococeBbIxX pbib (Salmo salar L. n Salmo trutta L.) Ha
pasHbIX CTagnax pasBuTus

Homep aTana Cragns pa3snTua UKpb! Bug Jata papycogHwm (r.4.)
ATNaHTNYEeCKUIA 10CcOoCh 10 okTA6pS or.a.
0 artan HeonnogoTeopeHHasa nKpa
Kywmxka 12 okTA6pA or.g.
ATnaHTUYeCcKnii nococb | 10 oKTsA6pSA 2.5r.4.
13Tan OnnofoTBOpeHHas MKpa
Kywma 12 okTa6pA 2.4r1.4.
ATNaHTUYECKWMIA TOCOCh 14 okTa6pS 38r.4.
2 3Tan Bnactyna
Kymxa 14 oKTA6pS 18r.4.
ATnaHTUYeCcKuUii nocock | 26 oKTA6PSA 129 .4,
3 artan [acTpyna
Kymxa 26 oKTA6pS 10r.g.
ATnaHTUYecKnin nococb | 15 HoAGPS 209r.4.
4 atan OpraHoreHes
Kywma 15 HoA6pA 189 r.4.
ATnaHTU4eckuii nococb | 2 cheBpansi 287 r.4.
53Tan MurmeHTauna rnas
Kymxa 2 (heBpans 267 r.4.
ATnaHTM4YecKuii nococb | 18 anpens 331r.4.
6 atan MpegnnymHka
Kymxa 18 anpens 312 r.4.
ATNaHTNYECKNIA NOCOCh 18 anpens 331r.4.
7 3Tan NnunHka
Kymxa 18 anpens 312r.4.

NPUOPEXHbIX W 3CTyapHbIX yyacTKax Mops (Kysu-
LUWH, 1997).

eHeTUYeCcKM [eTepMUHUPOBaHHAA AnddepeH-
Lmaumsa aM6prMOoHOB, IMYMHOK U MaJIbKOB, NMPUBOAA-
Las npy AeMCTBUMN pasNyHbIX (haKTOpPOB Cpefbl K
00pa30BaHNIO CMIOXHOM BO3pPacTHOM M cybnonyns-
LIMOHHOM CTPYKTYPbI IOCOCEBBIX Pbl6, 06YCnoBNeHa
LeNbiM - KOMMIEKCOM  (hM3MO0/I0r0-6MOXMMUNYECKIMX
ajanTtaunin, onpefenstowmx Bbl6Op ONTUMa/IbHOW
cTpaterMn paHHero pasBUTUS MOJIOLM JIOCOCEBbIX
pbI6 1 crieumduKy nx Xn3HeHHoro unkna (Becenos,
KantoxuH, 2001; Tocher, 2003; Murzina et al., 2014).
Broxnmnyeckune apantaumm (HOPMUPYIOTCA KOM-
NIeKcoM rnokasaTeneii pasfiMiyHbIX MeTaboINYECKMX
nyTei, BKAKOYAA NUNULbI U UX XXUPHOKUC/IOTHbIE
KOMMOHEHTbI, KOTOpPble, Kak 6bl/10 NokasaHo paHee
(Masnos u Aap., 2008; Johnson, 2009; Hedenosa
n ap., 2010, 2014, 2018; Jonsson, Jonsson, 2011; Ar-
slan et al., 2016; Myp3nHa un ap., 2017; Mueller et al.,
2017), BbICTyNalOT B KayeCTBe OAHOI0 U3 K/IHOYEBbIX
nokasaresieil yCreLwHoro ambproHaibHOro passu-
TUS 1 NOC/IEAYIOLLIEr0 pacceneHns CeroneTok n0co-
CeBbIX PblO M3 HEPECTOBbLIX FHe3[ Mo 6roTonam.

Llenbto  HaCTOALLEro wuccnefoBaHUA SABAIOCH
BbISIBNIEHME 06WMX N cneundunyecknx (BULOBbIX)
0CO6EeHHOCTEeNn NMNNLHOIOo NPOUNIA N AUHAMUKN
cofiep>aHus OTAeNbHbIX MMNNLOB B NpoLecce aM-
OpMOHANIBHOITO M paHHEro MnocTamMbpUOHaIbHOro
passuTua Kymxu (Salmo trutta L.) n atnaHTrnyecKo-
ro nococs (Salmo salar L.).
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MATEPUWA/blI 1 METO/ bl

HeonnogoTBopeHHas MKpa Obina nosyyeHa oT ca-
MOK aT/IaHTU4YeCKOro /10COCs, BbITIOBNEHHOTO B p. Cy-
Mma (6acc. benoro mMops), 1 KyM»u, BbIfIOBMIEHHOW B
o3epe AHMcLApPBKU (6acc. JlagoXKCKoro o3epa), B OK-
TA6pe npu Temnepatype BoAbl 8.6 1 9.6°C cooTtseT-
CTBEHHO. [Noc/e ono40TBOPEHUA UKPY NepeBe3nn B
pbIGHOE X03AICTBO B Noc. Cyictamo U NOMEeCTUIN B
3aBOACKON MHKY6ALMOHHONM NI0TOK C eCTeCTBEHHOV
NPOTOYHOCTLIO U3 P. YMaceH-Mokn (61°54'51" c.uu.;
31°08'56" B.4.) (Supplementary materials 1). Ha 61o-
XVMUYECKUIA aHanIn3 oTompann Kak HeonsofoTBO-
PEHHYIO MKPY N10COCA N KYMXW, TaK N UKPY Ha pas-
HbIX CTaAMAX SMOPUOHaNILHOTO Pa3BUTUS (Tabn. 1).

Ha Kaxkaoii ctagmm passutns 6pann no 20 nkpu-
HOK (MHAMBUWAYa/IbHO) N0COCA U KyMXW. INocne ro-
MoreHusauumn npo6 B 10-KpaTHOM 06beme cmecu
xnopodopm-metaHon (2 : 1 no obbemy) nposoann
3KCTpakumo obwmx nunugos (O1) no metoay don-
ya (Folch et al., 1957) cmecbto Xn10podhopM-MeTaHO/1
(2 : 1 no obbvemy). Cogep>kaHue OOLLMX NMMNUA0B
onpegensann BecoBbiM Metogom (Cugopos u gp.,
1972). KauyecTBeHHOe M KO/NNYECTBEHHOe Orpegene-
HVe NMNWAOB OTAENbHbIX KNAaccoB — 06LLmX dhoconn-
nugos (PJ1), anaumnramuepunHos (AN, Tpuauun-
rnvuepnHos (TAIN), adwmpos xonectepuHa (39XC),
xonectepuHa (XC), cBOOOAHbIX XXUPHbIX K1CnoT (CXKK)
OCYLLIECTBNA/IN NP MOMOLLM MeTOZa BbICOKOI((EK-
TUBHOW TOHKOCNOMHON Xpomatorpaguun (BATCX).
PdpakLMOoHMpoBaHMEe 06LLMX NUNUAOB MNPOBOAUAN
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Ha ynbTpauncTblX nnactmHkax HPTLC Silicagel 60
F,s, Premium Purity (Merck, MepmaHus). HaHece-
Hue npobbl (06beM 2 MKJ/T) NPOBOAWN C UCMO/b30Ba-
HVeM MoJlyaBTOMaTUYeCcKoro annankaropa Linomat 5
(CAMAG, LLseiiLapusi). B kavecTse a/t0eHTa, a TaK-
e pacTBopa /19 HaCbILLEeHMSA aBTOMaTUYeCKON Xpo-
matorpaguueckoin kamepbl ADC2 (CAMAG, LLBeii-
Lapusi), UCMo/b30Ba/IN CUCTEMY PacTBOPUTENEN rek-
CaH—AN3TUNOBbIN 3hMp—yKCyCHas Knucnota (32:8:0.8
no o6vemy) (Olsen, Henderson, 1989). BnaxxHOCTb B
Xpomartorpamyeckon Kamepe roagepXxusanu ne-
peHacbILeHHbIM PaCTBOPOM LIMHKA a30THOKWUC/IOro
(ZNNO; 6H,0). INposBneHWe NUNUAHBLIX NATEH OCY-
LLIeCTBNA/IM B pacTBope MeaHoro Kynopoca (CuSO,) ¢
opTodocopHoit knucnotoi (H;PO,) 1 HarpeBaHMeM
10 160°C ¢ nocnefyroLyM Ka4eCTBEHHbLIM U KOSINYe-
CTBEHHbIM OMpefe/ieHNeM IMNUAHBLIX KOMMOHEHTOB
npu anvHe BonHbl 350 HM Ha AeliTepueBol namne
(Hellwig, 2008) Ha cnekTpogeHcutomeTpe TLC Scan-
ner 4 (CAMAG, LLseliuapus). aeHTUdmnkaumo nm-
NMA0B pa3HbIX KNaccoB NPOBOAWN C UCMOJIb30BaHNEM
pedepeHTHbIX CTaHAAPTOB COOTBETCTBYHOLLIMX BELLIECTB
(“Sigma-Aldrich”, CLLIA) ¢ y4eToM COOTBETCTBMSA 3Ha-
yeHWiA Rf,

KauecTBeHHOE W KO/MMYECTBEHHOE OrnpeaesneHne
oTAeNbHbIX hocthonMnUaHbIX dpakumii — docdatm-
annxonunHa (PX), pocharnamnataHonammHa (P3A),
tocdhatmamncepuHa (PC), docharmannnmHosnTona
(@ I), nnzohocthatmannxonuHa (J1PX), crHromme-
nnHa (CPM) npoBoavIN METOAOM BbICOKO3((eK-
TUBHOW XXNMAKOCTHOW xpomatorpadum (BOXKX). AHa-
N3 BbINOMHANN C WUCMO/b30BaHNEM XXMUAKOCTHOIO
xpomatorpacga “Crariep” (OO0 “AkBunoH”, Poc-
CUST) C KOMIOHKOW pa3mepoM 250 x 4 MM, Harno/IHEH-
Hoi copbeHToM Hykneocun 100-7 (“Dncuko”, Poc-
cus). B KavecTBe NofBmKHOM (hasbl UCMONb30BaIN
CMeCb aueToOHUTPUI—MeTaHoI—rekcaH—85% doc-
thopHas kucnota (918 : 30 : 30 : 17.5 no 06beMy) co
CKOpOCTbtO NMoTokKa 540 mkn/uac. OnpegeneHme aHa-
NN3UPYEMbIX IUMUAHBIX KOMMOHEHTOB OCYLLIECTB/SA-
NN Ha CreKTpodoTOMETPe MO MOrNOWEHUIO B Y/b-
TpachMonNeToBOM CBETE MpU A/IMHE BOMHbLI 206 HM
(Arduini et al., 1996).

CraTtnctnyeckyto 06paboTKy pe3ynbTaToB NpoBo-
ANV B OTKPBITON NporpammMmpyemoii cpege R (Bepcust
3.6.1.) C MCnosb30BaHMEM AOMOSHNTENbHBLIX MaKeToB
“dplyr” (Bepcus 0.8.3), “psych” (Bepcus 1.8.12), “coin”
(Bepcus 1.3-1), “ggplot2” (Bepcus 3.3.0), “corrgram”
(Bepcums 1.13). J0OCTOBEPHOCTbL PasNYUMA Mexay nu-
NUAHBIMW KOMMOHEHTAMW Ha OTAEeNbHbIX CTaAusX
pa3BuUTMA OMnpeLenann HenapaMeTpPUYeCKUM KpuUTe-
puem BunkokcoHa—MaHHa-YutHu (eaHtep, Ko-
pocoB, 2003; Kab6akos, 2016; Yukem, 'poynmyHa,
2019). Paznuuma mexay oTAeNlbHbIMU UNNLHBIMU
rnokasarenamu cumTanu goctosepHoimm npu p < 0.05.
Koppenaunio AMNUAHbIX KOMMNOHEHTOB Ha OTJAe/b-
HbIX CTafMAX PasBUTUA PacCUUTBLIBA/IN MO METOLY
MupcoHa.

WccnefosaHye 66110 BbIMNOMHEHO Ha 6a3e nabo-
paTopumn 3KOI0rMYeCKOM GMOXMMUK C UCMO/b30Ba-
HMeM obopygoBaHuA LIKIT degepanbHOro uccneso-
BaTENbCKOro LeHTpa “KapenbCKuii HayYHbI LIEHTP
Poccuiickoi akagemMmnmn Hayk”.

PE3Y/IbTATDI

Pe3ynbTaTbl UCCMefoBaHUA COLEepXaHUS OO6LLMX
nnnuaos (OJ1) B HEONNOAOTBOPEHHOW NKpe U cpasy
noc/se Ona0J40TBOPEHUS, a TaKXKe Ha OTAe/bHbIX CTa-
ANSX 3MOPUOHAIBHOTO M paHHEro NnocTaMoproHasib-
HOr0 pPasBUTMA aT/IAHTMYECKOIO JIOCOCA U KYMXWN
npefcTaB/eHbl Ha pyc. 1. YCTaHOBNEHO, YTO COAepXKa-
Hune OJ1 B HEONNOLOTBOPEHHOW MKpe aT/IaHTUYeCKOro
NOCOCH U KYMXW [OCTOBEPHO pasnmyanock (20.79 u
16.27% cyxoro BelLlecTBa COOTBETCTBEHHO), B OCHOB-
HOM 3a CYeT 3anacHbIX IMNUA0B — TpUaLUArInLepn-
HoB (TAIN). B npouecce aMOpPMOHA/IBHOIO Pa3BUTUSA
WKpPbI Ha 3Tarne akTMBHOI 0 KNeTOYHOro feneHns (6na-
CTyna, ractpyna, opraHoreHes, MMrMeHTaLUms rnas) y
060MX BUZOB /IOCOCEBbLIX Pbl6 OTMEYEHO 06LLee yBe-
nuyeHne cogepxkaHua OJ1 go 27.91% cyxoro Bele-
CTBa Yy KYMXn 1 ao 31.55% y nococs ¢ nocnegyroumm
CHWXXEeHMeM COOTBETCTBEHHO A0 20.56 n 25.40% cy-
XOro BeLLlecTBa B MEPUOL BbIKIEBa NNUYUHKN. [pu
3TOM AMHaMUKa N3MeHeHUA cogepxaHunsa OJ1 Ha pas-
HbIX CTafMAX AMOPUMOreHesa 10COCA U KYMXKU pasnv-
yanacb. Bo BpemMs amMOpUOHaNIbHOTO PasBUTUSA CO-
fgepxaHve OJ1 BapbupyeT (B CpefHeM) B npegenax
23—24% cyxoro Bewectsa. Ha ctaguun ractpysbl u
opraHoreHesa cogepxxaHue OJ1 gocturaet 27.91 w
31.55% cyxoro BeLecTBa y KyM>Xu 1 1I0COCH COOTBET-
CTBEHHO.

Ha puc. 2 npmBeaeHbl pesynbTaTbl KAYECTBEHHOIO

N KONWYeCTBEHHOro aHanms3a NUMuULoB OTAeSbHbIX
Knaccos. Noka3aHo, Y4TO B KOSINYECTBEHHOM OTHO-
LUeHMN OOMUHMPYeT dpakums 3anacHblx TAI Kak B
HeOornI040TBOPEHHOW MKPE 10COCH U KYMXU, TaK 1 B
MKpe B npouecce 3amMbproHaibHOro passutud. Co-
aepxaHue TAIT B HEONOAOTBOPEHHOW MKpe cocTa-
BMNo 11.42 1 8.93% cyxoro BeLLlecTBa y 10COCA U KyM-
XXV COOTBETCTBEHHO. B npovecce amMbproHaIbHOro
pa3suTUA cofep>xaHne TAIT BapbupoBasio B npefe-
nax 10.83—17.95 n 12.08—15.03% cyxoro BeLLecTBa, a
Ha CTaguu NUUYUHKK (C XEeNTOYHbIM MELLKOM) —
13.93 1 10.33% cyxoro BeLlecTsa y at/laHTUYecKoro
NOCOCA U KYMXW COOTBETCTBEHHO. B MKpe Kymxmu
yCTaHOB/NEHO [JOCTOBEPHOE YBENNYEHWE COAePXKaHUA
TAI Ha cTagum onio40TBOPEHUS, TOr4a Kak y atnaH-
TWUYECKOr0 /10COCA — Ha CTaAmu hopMmpoBaHns b6na-
CTynbl. Ha fJaHHbIX CTagnsax pasBUTUA YCTaHOB/IEHDI
KOppensaunm 3Toro rnokasaresnis ¢ yBe/IMYeHUEM Co-
aepxkaHmsa obwmx gocgonmnuaos (P1) (r=0.84 n
0.84 cOOTBETCTBEHHO) U gnaunnrnuuepuHos (JAIN)
(r = 0.44 n 0.62 COOTBETCTBEHHO), a TAKXKE C 0OLLINM
CHWXEHNEM cofepXXaHnsi CBOOOLHbIX XXUPHbIX KNC-
not (CXK) (r=0.27 n—0.04 cooTBeTCTBEHHO) (Sup-
plementary materials 1). Ana KyMXun v atnaHTU4e-
OHTOrEHES3 Ne 2
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ATNnaHTUYeCcKUiA nocockb
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CTaanst aM6PMOHANIbHOTO Pa3BUTUS!

Puc. 1. iameHeHe cogepxaHns o6Lmx nunugos (OJ1) B HEOMNI040TBOPEHHOM NKPe, Ha OTAEe/bHbIX CTaANAaX 3MOPUOHANbHO-
ro U paHHero NoCTaM6pPMOHaNIbHOrO Pa3BMUTUSA aTnaHTUYeckoro nococs (Salmo salar L.) n kymxu (Salmo trutta L.). Mpumeya-
Hue K puc. 1. AmHamuka cogepxaHusi OJ1 npeacTtaeneHa B hopmate M + SE. * — oTanuma goctosepHbl (p < 0.05) ot
npeablAyLeid CTaaui passuTUs, 0 — OT/INYMA [0CTOBEPHBI (p < 0.05) mMexay aTiaHTudYeckum jococem (Salmo salar L.) u
Kymen (Salmo trutta L.) Ha COOTBETCTBYHOLLEl CTaAun pasBuTHs.

CKOr0 N10COCH BbISIBNIEHO HaKormaeHue 3anacHbIX TAI
Ha paHHUX CTaausX aMOPNOHaLHOMO pa3BuTKA (6na-
CTyna, racTpyna, opraHoreHes) ao 15.03 n 17.95% cyxo-
ro BeLLecTBa COOTBETCTBEHHO, KOPPEMPYIOLLMX C yBe-
nnyeHnem cogepxxaHunsa JATI (r = 0.55 n 0.49 cooTseT-
CTBEHHO) M YMeHbLUEHNEM KOHLUeHTpaunm CXKK (r
= 0.23 n —0.28 cOOTBETCTBEHHO), OTHOCUTENLHO
OMNNOA0TBOPEHHON UKpbl. OAHAKO CTOUT OTMETUTb
pasHoHanpaBneHHOCTb AnHaMukn CXXK (nonoxm-
Te/NlbHasA KOPPensauns y KyMXu 1 oTpuuartesibHas — y
aTNaHTUYeCcKOoro /I0COCA) Ha laHHbIX CTaausIX passu-
TUSA 'y UCCNefoBaHHbIX BUAOB pbl6. Ha aTanax nogro-
TOBKM K BbIK/1EBY W HEMOCPEACTBEHHO B MOMEHT Bbl-
KNeBa SIMYMHKN OTMEYEHO YBE/IMYEHNE KOMMYecTBa
TAI y atnaHTK4eckoro nococs (go 12.46 n 13.93%
CYXOro BeLLecTBa Ha CTagmsax MpefMuynHKn 1 nu-
YMHKM COOTBETCTBEHHO). [Mpy 3TOM Yy NpeaIMYMHOK
KYM>XU BbIsIBNEHO yBenuyeHuve TAIC go 12.45% cyxo-
ro BeLlecTBa, Torfa Kak y IMYNHOK — CHUKEHWE [0
10.33% cyxoro BeLLecTBa.

OHTOrEHES3 Ne 2

TOoM 52 2021

OTANYNTENIbHON 0CO6EHHOCTHIO KYMXKW ABNISETCA
TaKXe [OCTOBEPHO 60/1ee HN3KOE CoAepXKaHue ahu-
poB xonectepuHa (3XC) rno cpaBHEHUIO C aTNaHTU-
yecknm nococem (1.57—2.66 n 1.78—3.30% cyxoro
BeLLleCTBa COOTBETCTBEHHO), Ha NMPOTAXEHUN MpaK-
TUYECKN BCero nepmoja amopruoHanbHOro passuTus

(pnc. 2).

PesynbTaTbl UCCNefoBaHUA COAePXKaHUA NUMKU-
[0B B MpoLecce pa3BUTUS NI0COCEBLIX Pblb, npes-
CTaB/IEHHbIe Ha puC. 2, CBUAETENLCTBYHOT O TOM, UTO
No KO/INYECTBEHHOMY COLEepXXaHWI0 Ha BTOPOM W
TpeTbem MecTe nocne TAI pacnonaraloTcs CTPyK-
TypHble ochonmnuabl (PJ1) n xonectepuH (XC),
cofepXaHne KOTOPbIX B HEOMO40TBOPEHHOM MKpe
atnaHTUYyeckoro nococs cocrtasmso 3.49 n 3.10% cy-
XOro BeLecTBa, a a1 KyMmxu — 2.74 n 2.44% cyxoro
BeLlecTBa COOTBETCTBEHHO. Ha cTagmax amépuo-
Ha/IbHOr0 N PaHHEro rNocTaMbpMOHaIbHOIoO pas3Bu-
TWA OTMEYeHbl Bapmauum B CogepXaHun JaHHbIX -
NUAOB [A1A aT/MaHTMYEeCKOro 10cocA B [AMana3oHe
3.62—5.05 n 3.09—4.63% cyxoro BellecTtBa, a Ans
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CTaus aMOPUOHA/ILHOTO Pa3BUTHS

Puc. 2. I3MeHeHWe cogepxaHna NMMnuaos OTAeNbHbIX Kaccos (06LLMX hocdonmnmnbos, AnaumnrivuepuHoB, TpUauuarin-
LiepVHOB, XO/eCTepuHa, 3(hMPOB XONecTeprHa, CBOGOAHbIX XXMPHbIX KUCNOT) B HEOM/I040TBOPEHHOM UKPE, Ha pasHbIX CTaau-
AX 3MOPUOHAILHOIO W PaHHEro MNOCT3IMOPUOHANBHOIO Pa3BUTUA aTnaHTMYecKoro nococs (Salmo salar L.) n kymxun (Salmo
trutta L.). MpumeyaHme K puc. 2: ®J1— obwme hochonnnugbl, AT — grnaumnrnnuepviHbl, TAT — TprnaumnrivuepunHa, XC —
xonectepuH, IXC — athmpbl xonectepnHa, CXXK — cBO60HbIE XXMPHbIE KUCOTbI; 0 — HEOMN1040TBOPeHHasn UKpa, 1 — onno-
[OTBOPEHHas uKpa, 2 — bnactyna, 3 — racTpyna, 4 — opraHoreHes, 5 — nMrmeHTauusa rnas, 6 — Npef/IMunHKa, 7 — IMYNHKA.
[nHaMunKa nMnuaHbIX KNaccoB NpegcTasneHa B hopmare M + SE. * — otnnums goctoepHsbl (p < 0.05) OT NpegblayLLen ctagmum
pasBuTKS, 0 — OTAMUMA focToBepHbI (p < 0.05) Mexay aTnaHTMYeckmM nococem (Salmo salar L.) n kymxeit (Salmo trutta L.) Ha

COOTBETCTBYIOLLEV CTAAMMW Pa3BUTYS.

KyM>u — 3.46—4.88 1 3.40—4.53% cyxoro BeLLecTBa.
OnHammka ®J1 n XC B nKpe nccnefoBaHHbIX BULOB
NOCOCEBbLIX PbIb CXOAHA U KOPPENpYeT MeXay Co6oi
(r=0.86 1 0.78 pn1A KYM>Xu 1 aTNaHTUYECKOT O /IOCOCSH
COOTBETCTBEHHO). OCHOBHbLIMM Knaccamu hochonm-
NUAOB Yy 0060MX BWUOB /IOCOCEBbLIX PblO SABNAKOTCS

tocpatmamnnxonnH (PX) mn ochatnannaTaHosn-
aMUH (P3A) (puc. 3). YCTaHOBMEHO, UYTO Y KYNMXU
yBeNnYeHue cogepXxaHnsa ®X Nponucxogmt Ha cra-
AN ONNOAOTBOPEHNSI UKPbI, TOFfa Kak y 10cocs —
Ha cTaguu 6nactynbl (Supplementary materials 2).
[anbHenilee n3MeHeHUe cogepxaHns ®X B aMm-

OHTOIrEHES3 Ne 2
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CTaamsi aM6pMOHaNIbHOT0 Pa3BUTUS

Puc. 3. N3meHeHMe cogepxaHmsa oconmnmnaos oTAeNbHbIX KnaccoB (thochaTuannxonmH, gochatmannataHonammnH, oc-
thatnguncepuH, hocdatnananHo3nTonN, M30ocaTnanIXonuH, COUHroMUENH) B HEONNIOA0TBOPEHHOM NKPe, Ha pasHbIX
CTagnsIX SMOPUOHAILHOIO 1 paHHEro NOCTaIMOPUOHaILHOIO pa3BUTUS aTnaHTMYecKoro lococs (Salmo salar L.) u kymxu (Sal-
mo trutta L.). MpumeyaHune K puc. 3: DX — thocthatngnnxonnH, PIA — octhatngmnataHonamm, @C — chocatnanncepmH,
DU — dpochatuannuHosuton, i X — nusodocdarngnnxonnd, CPM — chuHrommenuH; 0 — Heonno4OTBOPEHHas NKpa, 1 —
0MNN0LOTBOPEHHAs UKPa, 2 — 6racTyna, 3 — racTpyna, 4 — opraHoreHes, 5 — NUrMeHTaums rnas, 6 — NPe/INYnHKa, 7 — MMUYMHKA.
[OnHamunka hochonmnmaHbix KnaccoB npeacTasneHa B oopmate M + SE. * — otanums goctoepHbl (p < 0.05) oT npegbiayLuei
CTaguu pasBuTKs, 0 — OTANUMSA focToBepHbl (p < 0.05) Mexay atnaHTuydeckum nococem (Salmo salar L.) n kyvkeid (Salmo trutta L.)

Ha COOTBETCTBYIOLLEN CTaAMM Pa3BUTKS.

bpuoreHese JEMOHCTPUPYET TEHAEHLUMIO K CHUMXKe-
HUIO O6LLIEro KonmyecTBa gaHHoW pakumm dJ1 go
3.16 n 2.90% cyxoro BeLLeCcTBa Y IMYMHOK /I0COCH U
KYM>XV COOTBETCTBEHHO. 119 P3A B 3TOT XKe Nepuoj
yCTaHOB/EHA TEHAEHUNA K YBE/IMYEHUIO COLepXKa-
Hus o1 0.23 n 0.15 go 0.37 n 0.39% cyxoro BeLLlecTBa
Y 710COCSH N KYMXW.

OHTOrEHES3 Ne 2
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Takxe 0TMeYeHO HaKoneHue hocaTngmncepm-
Ha (PC) B MKpe Ha paHHUX MOCTIMOPUOHASbHBIX
cTaamax passutua (go 0.03% cyxoro Bellectsa Y
KYMXW 1 10COCSA), a TaKXKe 1 yBennyeHe MMHOPHO-
ro gocparngunndosutona (PU) (go 0.12 n 0.10%
CyXOro BeLLEeCTBa Y KyMXWU M 10COCA COOTBETCTBEH-
HO) B Npouecce pa3BuTUSA aMbproHa. Ha ctagumsax ra-
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CTPYNSALLMKN 1 OpraHoreHesa BbISIBIEHO CTAaTUCTUYECKN
3HauYMMOe NpeBaIMpoBaHue M30dochaTUaNIX0INHA
(NNPX) y atnaHTMYECKOro /I0CoCA MO CPaBHEHWUIO C
Kymxein — 0.52—0.91 n 0.29—0.08% cyxoro BeLecTBa
COOTBETCTBEHHO. Hanbo bLast KoHUeHTpaums JIdXy
N0cocA OTMeYeHa Ha CTagun opraHoreHesa Cc OfHO-
BpeMeHHbIM CHUXeHUEM MeTaboIMYecKn CBA3aHHO-
ro ®X (no 3.36% cyxoro BeLWEeCTBa), ay KyMXu — Ha
CTaguu racTpynsiumm, oOfHaKo y nocnefHen oTmede-
HO coxpaHeHwue yposHA DX (B npegenax 3.53—3.75%
CyXOro BeLLeCTBa).

OBCYXOEHUE

Bbicokoe cofepxaHue OJ1 B UKpe ABNAETCA Xa-
paKTepHbIM MPU3HAKOM Jf10COCEBbLIX Pblb, CBA3aH-
HbIM C MX 06pa30M XXU3HW, CeLMPUKO NTaHns, a
TaKXKe 3KOJIOTMYECKUMWN OCOBEHHOCTAMU PasMHO-
XeHusa (Atchison, 1975; Zengin, Akpinar, 2006; NaBs-
nos u ap., 2007a, 20076; Bell, Tocher, 2009; Jonsson,
Jonsson, 2011). OG6GHapy>XXeHHble KOMMYECTBEHHbIE
pasnuuns B cogepxxaHunmn OJTy KyMXu U N0COCS B He-
OMN/I0A0TBOPEHHO MKpPE, a TaKXKe Ha HEKOTOPbIX CTa-
ANAX aMOproreHesa 1 paHHero NoCTaMopNOHaIbHOro
pasBUTUA (MUUMHKA C XXENTOYHbIM MELLKOM) YKasbl-
BalOT Ha BUAOCMELNEPUYHOCTL NNMNLHOMO MeTabo-
NN3Ma paHHEro OHTOreHesa y 1ccnefoBaHHbIX BUOB,
yTo, MO-BUAUMOMY, SBNSETCA OLHMM U3 (haKTOPOB,
onpefenarLmnx pa3HOBPEeMEHHOCTL Pa3BUTKA U pas-
NINYMA CPOKOB BbIK/EBA TMUYNHOK. PaHee (Hedenosa
n ap., 2010; Murzina et al., 2014) 6blna NPoOLEMOH-
CTpMpoBaHa pa3HOKa4yeCTBEHHOCTb IMMUAHOIO NpPo-
(hnns Tekyden NKpbl U3 pasHbIX YacTeN ANYHUKA aT-
NaHTU4YecKoro fiococs v ropbyum (Oncorhynchus gor-
buscha), koTopas BMocneACTBAN MOXET CKa3blBATLCA
Ha CrocobHOCTM K OMNJIOLOTBOPEHMUIO, POCTe U pas-
BMTWUW 3apOofblllia U fanbHelwen andhepeHymanmm
MO0/ NI0COCEBbLIX PbIO.

Hwu3kasa Temneparypa v 4nnTenbHbIA MHKy6aum-
OHHbIA Nepuof Pa3BUBAKOLLEACA UKPbl B 3MMHEe
BPEMS, a TaKXXe BbIK/IEB IMYMHOK BECHOM B CreLm-
hryecknx TpohmyecKmx ycnoBusx (Npu HegocTaTke
KOPMOBbIX 0ObEKTOB), MO-BUANMOMY, OMpefenstoT
BbICOKMIM YpOBeHb 3anacHbIX TAI B UKpe 10COCEBbIX
pbi6 (MacFarlane, Norton, 1999; Halver, 2000). Ha
HayaNbHbIX CTagusAXx 3MOPUOHASILHOrO Pa3BUTUA
(6nactyna, ractpyna) TAI He NICNONb3YHOTCS B Kaue-
CTBE WCTOYHWKA 3Hepruu, nockKosbKy Ha AaHHbIX
aTanax npeo6nafaroT peakumn ravkonusa (Mwunb-
MaH n ap., 1977), a nornoweHme KNCnopoaa HeBeIMKo
(PbpKKOB, 1976; O3epHIoK, 1985; FOposuuKuMiA, 1999).
Kpome Toro, cornacHo faHHbIM niutepatypbl (Tocher
et al., 1985; Cejas et al., 2004), Ha paHHUX CTagnAX
pa3BUTMA 3apo/blila BO3MOXeH cnHTe3 TAI de novo.
[na 0601X BMAOB /IOCOCEBLIX PbI6 OTMEYEHO HAKOM-
neHvie TAI Ha paHHUX CTaansX 3SMOPMOHaNLHOIO pas-
BUTWA, TOr4a Kak Ha No34HUX CTaAmsAX aMOpUOHasIb-
HOro pasBuTUA (OpraHoreHes, NUrMeHTauusa rnas,
NpeLIMYNHKA) U paHHero NocTaMopnoHaIbHOro pas-

BUTUSA NMPOCNEXNBAeTCA obLuee CHKEHUE COofepKa-
HuA TAI, 4TO yKasbIBaeT Ha MCMNO/b30BaHWNE JaHHOTO
K/iacca IMNmAoB B KaYeCTBE IHEPIreTUYECKOrO UCTOY-
HVKa. YCTaHOB/IEHHbIE Pa3INUNA BO BPEMEHU WC-
nonb3oBaHMA TAI B KayecTBe 3HEPreTMUecKnx KoM-
MOHEHTOB B MPOLLecce aMOPUOreHes3a N0COCH N KYMXKK
onpeaenstoTcs, CKopee BCEro, BUAOBOM CreuntKoii
pa3BUTMA aIMBPU1OHa, a Ha YPOBHE METAbONN3MA TUMN-
[0B — perynsuuen akTMBHOCTM (hepMeHTa Nvnasbl
NNV aKTUBaUVen epMeHTa n1nasbl.

OTMmeuyeHHOe CHMKeHMe cofep>kaHns TAT y 060-
NX BUAOB PbI6 Ha CTagnmM NUTMeHTauuKn rna3 cBAsa-
HO, CKOpee BCero, C YCWU/IeHWeM MeTabo/IMYeCKmX
NPOLIECCOB — Ha [laHHOW CTagmMuM 3MOPMOHaNbHOro
pa3BUTUA HauMHaeT PYHKLUMOHMPOBATL NeYeHb, rae
npoTekatoT npoueccobl nunoreHesa (MrHatbesa,
1979; OsepHoK, 1985; PbbkkoB, KpyneHb, 2004).
PaHee 6b1110 NnokasaHo (Hedegosa, 1989), uto macca
XXenTka aMbproHa nococsa oT cTagumn ApobneHns o
MUrMeHTaLUumM rnas MoXeT CHUXaTbCA 40 24% 3a cyeT
Aerpagaumm nunuaHbIX KOMNOHEHTOB (B TOM Yunce
aHepreTnyeckmx TAI), uTo 6bIIO TakXKe MOATBEP-
YKAEHO B HacToslLLEel paboTe.

M3BecTHO, UTO A0 Nepexoa Ha 3K30reHHoe NuTa-
HUe JIMYNHKN NOCOCEBbLIX Pblb B TeYeHWe HeCKO/lb-
KMX OHel nocne BbIK/eBa MOyyatoT IHepPruio npe-
NMYLLLECTBEHHO 3a CYET COBCTBEHHbIX 3amnacoB (OKOo-
Noro-6MoXmMmMmnYeckmin cratyc..., 2016; Jin Y. et al.,
2019). Y IMYNHOK KyMXKM 6bI/10 OTMEYEHO CHUXKEHME
cogepxaHnss TAI MO cpaBHEHWMIO C MpeablayLLei
cTaamen passuTus (NPeanNUunMHKON), YTO yKasbiBaeT
Ha aKTUBHYIO ferpagaumnio TAlT, Torga Kaky atnaHTu-
YeCKOro /10coca YCTaHOB/EHO MOBbILLEHME COfepKa-
Hua TAI. OTcyTCTBME Y IMYNHOK /10COCA JOCTOBEp-
HbIX Pa3NNYNA MeXay AaHHLIMW CTaANSMM Pa3BUTUS
B KOJINYeCTBEeHHOM cofepxkaHnn TAIT, BepOATHO, CBA-
3aHO C TeM, YTO JINYNHKM NTOCOCH B KAUECTBE IHEpPreTu-
YeCKNX MCTOYHMKOB, MPeAnoYTUTENIbHEE UCTIOMb3YHOT
YrNeBofbl, a IMUUHKN KYMXN — nunugbl. oxoxue
pe3ynbTatbl ObIM MOMYYeHbl U B APYrnx paboTtax
(NanuH, WaTyHoBckuiA, 1981; Hetenosa, 1989; He-
MoBa W ap., 2014; Myp3unHa n gp., 2017).

JnHamunka ncnonb3osaHus TAIT B KayecTse 3Hep-
reTMyeCKUX UCTOYHMKOB MOATBEPXAAETCHA ee Koppe-
NAUMEN C AMHAMUKOW ero MeTaboIMyeCcKOoro npegLue-
cTBeHHMKa — [AIlT, a Takke MNpPoAyKTOB rMaposmsa
TAI — C)KK. O6HapyxeHo (Supplementary mate-
rials 1), uto KoahthmumeHTbl Koppenaumm CXKK'y at-
NaHTUYECKOro /1I0COCA U KYMXW pasfinyatoTcs, 4To
YKa3blBaeT Ha pa3ivunsi B MeTabonnsme Mnuaos B
ambpuoreHese aTMX BULOB pbl6. MoBbILLEHHOE CO-
aepxxaHne COXKK oTmeyeHo Ha CTagum onogoTeope-
HUSA'Y KYMXXW 1 Ha CTafmuy 61acTy bl y 10COCS, a TaK-
Xe rocne nUrMeHTauuun rnas y obomx BMAOB, YTO
YKa3blBaeT Ha aKTVBHble MeTabo/IMyecKune NpoLecchbl
("MMnonun3) Ha faHHbIX 3Tanax pasBuTUSA. ITU faH-
Hble COrnacyrTcs C MpefcTaBleHNs MM O TOM, 4TO
CXKK aKTMBHO MCMNOMb3yeTCA B Ka4eCTBe SHEpPreTu-
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YECKOro UCTOYHWKA NpU yCUneHnn uranonornye-
CKux npoueccoB (Cowey et al., 1985). Kpome Toro,
yBenunyeHme cogepxkaHmsa COXK okasbiBaeT BANSAHME
Ha MHOTMe KN1eTOYHbIe MPOLLECChI, TAKME KaK peryns-
LnS [eaTeNlbHOCTM HEKOTOPbIX (DePMEHTOB, yyacTue
B Mnepejaye KMETOYHOrO CUrHana, MOAyNMpoBaHue
CBSA3bIBaHWS CTEPOMAHbLIX FTOPMOHOB C peLenTopamMu,
TpaHCKpUNuus HekoTopbix reHoB (Kortesa, besyr-
nos, 1998).

YcTaHOBNEHHasA MOHWXEHHAas KOHLEeHTpauus
OXC B MKpe KyMXM OnpeaensieTcs pasHon notpeod-
HOCTbIO OpraHu3ma B iMnnaax oTAe/IbHbIX K/1acCoB.
CTOMT OTMETUTD, YTO ANHAMMKA U3MEHEHWS COLEP-
XaHunsa XC y KyMXn 1 10cocs B npoLecce aMo6puro-
reHesa B OCHOBHOM CXO/JHa, OfHaKO HEKOTOpble pas-
NN4Yna 06HaPYXXeHbI Ha CTaAMM ONOLOTBOPEHNS UK-
pbl — CHKeHWe cogepxaHua DXC y nococa (¢ 2.13
[0 1.78% cyxoro BeLLeCcTBa) U YBeNNYEHUE ero cogep-
XaHna y Kymxun (¢ 1.57 fo 2.24% cyxoro BeLlecTsa).
OTO MOXeT 6bITb CBA3AHO C 60/1ee aKTMBHbLIM pa3py-
LLIEHVEM KOPTUK&/IbHbIX a/1bBE0JT Ha CTaZ MM OMNJI0A0-
TBOPEHMSA Y N10COCA C NOCNeAyoLWMM BbICBOOOXKIe-
HMEM XOJIeCTepMH3CTepasbl N0 CPaBHEHUIO C KyM-
el (lonescu et al., 1979; Gwatkin et al., 1980).

Pa3BuBatoLLasca B aMOpUOreHese UKpa ABNSETCA
“3aKpbITOIA”, OTHOCUTENIbHO FTOMOTrEeHHOI CUCTEMOMN,
HaxosLLelica Ha MOMHOM “caM00becneyeHnIn” Hop-
Ma/lbHOr0 pa3BuTUSA 3M6proHa. B3aMmocBsizaHHOe
n3MeHeHve obwmx PJ1 n XC B npotiecce passutus
MKpPbl COrnacyeTcs ¢ HeoOXOAMMOCTbIO MOoAAepKa-
HWS OnpegeneHHoN CTPYKTYpbl 6MoMeMbpaHbl KeT-
KW, B YaCTHOCTM ee XngkocTHoctu (bongbipes 1 ap.,
2006). Ha crtaguu onnioAoTBOPEHUS MNPOMCXOAUT
yBenuyeHue cogepXxaHmsa ®J1 n XC, uto Asndetca
OCHOBHOW XapaKTepUCTUKOW CYLLECTBYIOLLNX pa3uv-
UNA MeXAY NOCOCEM U KYNMXKEW, MOCKOMbKY UMEHHO
3Ty CTaguto pasBUTUS MKpbI cBasbiBatoT (Finn et al.,
1995) ¢ Ha4anoM MpoLEeccoB AeNeHns KNeToK u “pu-
rMAHOCTbIO 61OMeMOpPaHbI” OT BO3AEACTBUIA BHELLI-
Heli cpefpl. MNpu 3TOM, faHHbIe 06 06LLEM CHKEHUI
cogepxaHnsa ®X u ysennyeHnn GIA B npotiecce
pasBUTUS UCCef0BaHHbIX BWULOB JIOCOCEBbLIX PbI6
yKasblIBatoT, N0-BMANMOMY, Ha MepPecTpoinKy docto-
NNNUAHOrO Kapkaca MeMb6paHbl NMpWY NOAroTOBKe K
BbIK/IEBY INUNHKN.

OTmeyeHHOe HakorneHne PC B MKPe Ha paHHKUX
NMOCTIMOPMOHANbHBIX CTafMAaX PasBUTUA, YKasbl-
BaeT Ha Mpoueccbl MHAVULIMPOBAHUSA aKTUBHOCTU
Na*/K*-AT®-a3bl — OCHOBHOro KOMIOHEHTA OC-
mMoTuyeckol perynsaumm (Bongbipes u ap., 2006).
YBenunyeHue muHopHoro PW B npouecce passutus
3MOpUOHa onpegensieTca yyactmeM gaHHoro @J1 B
perynsumm obMeHa KasibLiMsi BHYTPU KNEeTKU B Kaye-
CTBe BTOPWUYHOro mecceHmxepa (PagyeHko n gap.,
2005). B cOBOKYMHOCTH, yBenn4yeHne cuHtesa XC,
CHWDKEHWe cofepXkxaHns PX 1 NoBbILLEHWE KOHLEH-
Tpaumn P3IA, PC n PU ykasbiBaeT Ha aKTUBHYIO
KNEeTOYHYO MepecTpoiKy opraHu3ma, HanpaBieH-
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HYI0 Ha YBE/IMYEHME >XMAKOCTHOCTN 6uomembpaH
Kak 411 onTuMasibHOM paboTbl MEM6PaHOCBA3aHHbIX
(bepmeHTOB, Tak U AN nepegayn CUrHanoB BHYTPb
KNeTkn. ONTUMasibHOe COOTHOLLIEHUE XOJfIeCTepUHa
K hochonunupam (XC/PDJ1), koathdmumeHTa Opep-
AN, KOTOPbIA ONMCbIBaeT MUKPOBA3KOCTb GMoOMeM-
6paHbl, CBUAETE/ILCTBYET O BIMSAHUM 3TOr0 NapamMeT-
pa Ha aKTMBHOCTb MeEM6PAHOCBSA3aHHbIX (DEPMEHTOB U
06MeHHbIe MPOLECChl B Pa3BMBAOLLEMCH OpraHu3Me
(Crockett, 1998; Mitra et al., 2004). Ha npoTsxkeHUW
BCEro aMO6pUOHa/IbHOr0 1 paHHero NoCTamMOproHab-
HOro PasBUTUA UKPbI 3TO COOTHOLLIEHNE COXPaHSAI0ChH
B Nnpejenax OAMHaKOBbIX 3Ha4YeHW y 0601X BMAOB /10-
COCeBbIX Pbl6. TONBKO Y paHHUX JIMYNHOK B MepUoL
nocsie BbIK/IEBa MKPbl M3 0060/104eK Oblna OTMeYeHa
TeHAeHUMS K yBennyeHuto XC/PJ1 fo 1.00 1 1.10% cy-
XOro BeLecTBa Yy KYMXW W aT/laHTUYeCcKoro /10cocs
COOTBETCTBEHHO.

Y atnaHTUYecKOro 10coCH OTMeYeHa BbICOKas
KOHLeHTpauua JI®X Ha cTagnu opraHoreHesa ¢ oj-
HOBPEMEHHbIM CHYKEHNEM MeTaboIMYECKN CBA3AH-
HOro ¢ HUM @ X, Torfa Kak y KyMXu — Ha atane ra-
CTPYNALUKM C coOXpaHeHMeM ypoBHS DX, 4To, Bepo-
ATHEe BCEro, CBA3aHHO C peauunuposaHuem JIPX
(KaparessiH, 1972; Murzina, 2009). 3BecTHO, 4TO
HakoneHne J1®X yBenuMBaeT MPOHULLAEMOCTb
MembpaHb! 418 noHos (Ocafyas u gp., 2004). Kpome
Toro, J1®X nog aenctemem dhoconmnasbl D MoxeT
npespaLLaTbca B M30hocdaTngHyro KUCIOTY, KOTO-
pas, B CBOIO 0o4yepefb, TECHO CBSA3aHa C npoLeccamm
AndepeHLMaLMN KNETKK, ee POCTOM, NMOABUXHO-
CTbHO 1 BbbKMBaHMemM (bepaunyeseu, 1 ap., 2010).

SAKMHOYEHUE

MNpwv nccnegoBaHUY NNUAHOTO NPOGUIA U ANHa-
MUKW COAEpXXaHus OTAeMbHbIX NG0B B NpoLiecce
3MOPMOHANIBHOIO M PaHHEro MOCT3MOPUMOHAILHOMO
PasBUTUA KYMXXW M aTIaHTUYECKOro /I0cocs Oblna no-
KasaHa 6MOXMMMNYecKas pa3HOKa4eCTBEHHOCTb (KOW-
YeCTBEHHas) IMNUAOB Kak Mo CTaausiM pasBuTus, Tak
N MeXay nccnefoBaHHbIMU BUAaMKU pbl6. Bbicokoe
cofep>XaHue 06LLMX NUMUAO0B N NX IHEPreTUYECKNX
thopM B MKpe nccnefoBaHHbIX 0COCEBbIX Pblb 00Y-
C/IOB/MIEHO HEO6XOAMMOCTBIO MX MCMOMb30BaHUS B
nocnegytoweMm 3mMOpUOHaIbHOM WM PaHHEM NNYK-
HOYHOM Pa3BUTUN B IKOSIOMMYECKMX YCIOBUSX, CO-
XUBLUMXCA B 6LMOTONAX, B KOTOPbIX MONOAb pa3BuBa-
eTCA A0 HaCTYMNeHUs CMONTUUKALUKN 1N nepexosa
13 NPECHOW cpefbl B MOPCKYH. HecMoTps Ha To, YTO
3TU TMpOLEeCChbl TeHeTUYeCKU [eTepPMUHUPOBAHBI,
OHW TECHO CBSi3aHbl U PErynpyroTCS anureHeTnye-
CKUMW YCNOBUSIMU, CBA3AHHBIMU C YC/TIOBUAMU Cpesbl
06uTaHuA (Temneparypoir, YpoBHEM pPacTBOPEHHOro
Kucnopoga, otonepnogom n ap.). Tak M3MeHeHUs
CcofepXXaHMs N COOTHOLLEHUA MHAMBUAYASIbHBIX PJ
(DX, PIA, PC) MOXKHO paccmaTpmBaTh KaK KOMMEH-
CaTOpHYH0 afanTaumio 3SMOPMOHAILHOTO U PaHHEero
NOCT3MOPNOHANILHOIO Pa3BUTUA UCCNEAYyeMbIX Pbib,
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HanpaBNeHHYID Ha noajepXXaHue ONTUMa/IbHOM
MUWKPOBSA3KOCTN 61uomembpaH. Kpome Toro, gaHHbIe
006 M3MeHeHUN TakKuX (U3NONIOTUYECKN aKTUBHbIX
BELLECTB INNMAHONM npupoabl Kak @, NdX n AAT
B npovecce aMOPUOHANIBHOTO PasBUTUA N10COCH U
KYMXW MOXHO paccMaTpuBaTb C TOUYKWN 3PeHUA X
3HAYMMOCTM B perynaumnm 6MoXMMnNYecKnx n musno-
JIOTVYECKMX MPOLIECCOB B KAYECTBE BTOPUYHbIX Mec-
CEH/>KEePOB.

Ha o6Lwmii MexaHM3M aganTaumm K 0CBOEHMIO HO-
BOI Cpefbl 06UTaHMSA Y 060MX BULOB /10COCEBbIX PbI6
nocsie BbIK/EBa JIMYNUHKNA U3 000/I0YKM CBUAETESb-
CTBYIOT laHHbIe O MoBbILUeHNN cofepxaHna dC, mn-
HOpHOro hochonMnunia, y4acTeyHOLLEro B peryisumm
(hepmeHTa OCMOPErynsauuKn, KOTOpbIA aKTUBUPYETCA
npw Nepexo/e 0co6ei N3 NPecHo cpeflbl B MOPCKYIO.
Kpome Toro, n3sectHo, 4to ®C npmMHUMaeT aKTuB-
HOe yyacTue B NnpoLeccax HemporeHesa, YTo 0Cob6eH-
HO BaXKHO AN passumBatoLLeics Monogn. O6HapyXeH-
Hble Pa3NnNYmsa Mexay aTfaHTUYECKMM NI0COCEM U KyM-
el (6onee BbICOKOe coiepxkaHne OJ1, 3anacHbIX TAI
n IXC, a Takke MeTaboNMYeCKNe U3MEHEHWNS HEKOTO-
PbIX CTPYKTYPHbIX IMNUZAOB W, 0CO6eHHO, thocdonum-
NUAOB) Ha OTAe/bHbIX 3Tanax aMOPUOHAILHOIO U paH-
Hero NocTaMbpUOHaIbHOI 0 Pa3BUTUA, OTPaXKAtOT 0CO-
GEHHOCTN >KWU3HEHHOW CTpaTerMm WCCneaoBaHHbIX
BUZOB pbl6. /11 MKPbI aT/laHTUYECKOro /10COCA Xa-
paKTepHO HaKOM/EHNe IHEPreTUUYECKN LIEHHbIX NN-
NUAHBIX KOMMOHEHTOB (B YacTHOCTU TATI 1 9XC) Ha
aTane aKTUBHOIO K/EeTOYHOrO [efleHuns, Torja Kak B
NKPe KYM>XU OTMEYEHO BapbMpOBaHWe CofepXaHus
AaHHbIX UMUAHBLIX KOMMOHEHTOB Ha MPOTSHKEHUM
3MOpPUOHA/ILHOIO pasenTuA. B nepuog BbiK/eBa nun-
UYNHOK N3 060/104EK OTMEYEHO 00LLLEE CHKEHWE CO-
[epXXaHnS JaHHbIX KOMMOHEHTOB.

Taknm 06pa3oM, pesynbTaTbl U3YYeHUS UNUG-
HOro npodnns B MKpe B aMOPUOreHese Ny paHHEN
NNYNHKWN aTNIaHTMYECKOr0 /10COCS U KYMXW CBUae-
TeNbCTBYIOT Kak 06 o6LWmx mexaHM3max, TaKk u o
creungmyecKnx pasnnyansx, onpegenstowmx 6mo-
XVIMUYECKYIO Pa3HOKayeCTBEHHOCTb OpPraHm3MoB,
OTpaXKaloLLlyto, B CBOKO ouepefb (HeHOTUMNYECKYHO
pa3sHOKa4yeCTBEHHOCTb, KOTOpas B MOCNefyoLLeM
onpegenseT BHYTPUNONyALNOHHOE pa3Hoobpasne
BMAA, CreundunKy >XMU3HEHHOW CTpaTerum, CPoKu
pa3BUTMA M TOTOBHOCTN MONIOAN K CMONTUMUKALNN.
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Comparative Species-Specific Characteristics of Lipids and Their Dynamics During
Embryogenesis and Early Postembrional Development of Atlantic Salmon
(Salmo salar L.) and Brown Trout (Salmo trutta L.)
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A comparative species-species study of the content of total lipids and their individual classes (total phospho-
lipids and their fractions, triacylglycerols, diacylglycerols, cholesterol esters, cholesterol, non-esterified fatty
acids) in unfertilized eggs, during embryogenesis (fertilized eggs, blastula, gastrula, organogenesis, eye pig-
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mentation, pre-hatching larvae) and early postembryonic development (alevin) of Atlantic salmon (Salmo
salar L.) and Brown trout (Salmo trutta L.). The relatively high content of total lipids (due to the fraction of
storage triacylglycerols) in unfertilized eggs, especially in Atlantic salmon, is a necessary prerequisite for their
further embryonic and postembryonic development. The dynamics of the lipid composition in the studied
species during embryogenesis also differed, which may indicate the feature of lipid metabolism in these spe-
cies. At the stages of active cell division (blastula, gastrula, organogenesis) during embryogenesis of Atlantic
salmon and Brown trout, the content of lysophosphatidylcholine increased. At the later stages of embryogen-
esis (eye pigmentation, pre-hatching larvae) and early postembryonic development (alevin), the amount of
phosphatidylserine increased. The biochemical heterogeneity due to the quantitative content of individual
lipid classes at the studied stages of development, is apparently associated with the feature of embryogenesis
of the studied species, in particular, the differences in time-scale of these processes.

Keywords: salmonids, Atlantic salmon, Brown trout, embryogenesis, early postembryonic development,
lipids, fatty acids
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B SiMYHMKe MIEKONUTAOLLMX CEPOTOHMH MMEET BCE KOMIMOHEHTbI, HEO6X0ANMbIE AN OCYLLIECTB/IEHUS €r0
CUTHA/IbHOM (hYHKUUK, U BNVSET Ha YHKLIMOHAbHYH0 aKTUBHOCTb K/1IETOK rpaHynesbl. B T Xe Bpems Ha-
KOMJIeHWe CEPOTOHMHA C MOMOLLBH0 creLmMdmnyeckoro TpaHcnopTepa SERT nponcxoanT NpeumyLLecTBeH-
HO B OOLMTaX PacTyLUMX OBapuasbHbIX PONINKYNOB, Y NPAKTUYECKM OTCYTCTBYET B K/IETKaX rpaHynesbl.
Ha sKkcnepuMeHTaIbHOM Mogenn KynbTypbl OBapuasibHbIX (DONNNKYNOB MPOBEAEH KOMYECTBEHHBIN aHa-
nn3 akenpeccnn MPHK mapkepoB nponndepatmm, anontosa u yHKLNOHAbHOIO COCTOSAHUA (hONNNKY-
NSAPHBIX KNETOK, a TaKXKe 00LMTapHbIX (hakTopoB pocTa. CepoToHUH (1 MKM) He NPOsIBASET BbIPaXKEHHbIX
MUTOrEHHbIX, NPO- Y aHTUANONTOTUYECKNX CBONCTB 1 HE BIUSET HA KCNPECCUI0 MapKepOoB cTeponore-
Hesa. [py 3TOM CEpOTOHWH CTMMY/NMPYET B KETKax rpaHynesbl 3KCAPECCUIO reHoB UnKnHoB Cendl,
Ccnd2, Ccnel, a Takxe Has2, Ptgs2, Ptgfr, Igfbp n Ihh. Kpome Toro, fo6aBneHmne cepoTOHUHA NPUBOANT K
yBenmMyeHmto akcnpeccum Gdf9 B oountax. Habnogaetca 60nee BbIpaXKeHHbIV MO CPaBHEHUIO C MEPBUY-
HOWM KyNbTYpPOW KNETOK rpaHynesbl aheKT CepOTOHMHA, KOTOPbI BO BCEX CAyYasiX, 3a MCKIHOYEHVEM
UVKNHOB, OTMeHsieTCs dhiyokceTMHOM (10 MKM). MonyyeHHbIe pe3ynbTaTbl CBUAETENLCTBYET O TOM, UTO
(PYHKLMOHaNbHas aKTUBHOCTb K/ETOK rpaHy/iesbl PerynnpyeTcs CEpOTOHMHOM Yepes ero Bo3geicTeue Ha
OOUMT 1 OMOCPesoBaHO aKTMBHOCTLI0 SERT.

KntoueBble €noBa: Mblllib, AMYHMK, OBapuabHbIA hONNNKY/, FpaHynesa, 0ouuT, cepoToHuH, CMO3C,

tbnyokceTuH, SERT, akcnpeccusi reHOB
DOI: 10.31857/S0475145021020063

BBEAEHUNE

XOpOLLIO M3BECTHO, YTO CEPOTOHUH NPOSBASET (K-
3M0/10rMYECKYH aKTUBHOCTb Ha CaMbIX PaHHWUX CTaau-
AX MHAMBMAYyanbHoro passutus (Buznikov, 2007) n
MPOLO/KAET UrpaTb BaXKHY PONb MNEAOTPONHOIO
rOPMOHa BHe HEPBHOW CUCTEMbI Y B3POC/IbIX XKUBOTHbIX
(Amireault et al., 2013). BosnbLuasi YaCTb CEPOTOHNHA Y
NMO3BOHOYHbIX CUHTE3NPYETCA SHTEPOXPOMaPIHHDI-
MW K/IETKaMM Keny04HO-KULLIEYHOro TPaKTa, rae oH
UrpaeT po/ib BXXKHOIO perynaropa rnagKoMbILLeYHOM
MOTOPUKN W CEKPETOPHOM aKTuBHOCTM (Mawe,
Hoffman, 2013). 3gecb ke OH nonagaeT B KPOBAHOE
PyCno 1 HakanaMBaeTcs B TpOMOOLMTAX, Urpast Bax-
HYIO PO/b B NpOLIeccax Ba3OKOHCTPUKLIMA U CBEPTbI-
BaHMA Kposu (Mercado, Kilic, 2010). N'ymopanbHoe
BO3/ENCTBME LIMPKYMPYHOLLErO CEPOTOHNHA Ha KN1eT-
KN MOXET ObITb OMOCPEA0BaHO aKTVBaLme MeMopaH-
HbIX PeLenTopoB, BMEKYLLEN 3arnyCcK COOTBETCTBYO-
LWMX CUTHa/IbHbIX KackajoB, WU/Win 3axBaTOM €ro
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BHYTPb K/IETOK C MOMOLLbHO MeMO6pPaHHOro TpaHc-
noprtepa SERT, nocne 4ero OH MOXXET y4acTBOBaTb B
NOCTTPaHCNALMOHHOW MoAumKaumm 6enkoB mno-
cpefcTeom cepoToHunmnposaHusa (Paulmann et al.,
2009). M13MeHeHNSA KOHLIEHTpaL M LUPKYINpyLoLLe-
ro CEpOTOHMHA accoLMMpPOoBaHO C PAAOM MaToiorn-
YECKWNX COCTOSIHWIA, KaK LeHTpanbHOM HEPBHOWM CU-
CTeMbl, Tak 1 nepudepnyecknx opraHos (Mercado,
Kilic, 2010).

OfHOI N3 MULLIEHEN NepdepnyecKoro cepoTo-
HUHA ABNAETCA AWYHWUK, TAe OH AeTEeKTUpyeTcs B
(h1310N0rNYECKN aKTUBHbIX KOHLeHTpaumax (Bodis
et al., 1992) n nmeeT BCe KOMMOHEHTbI, HEO6X0aM-
Mbl€ 415 OCYLLECTB/IEHMS €r0 CUTHAbHOM (hYHKL MK
(Dubé, Amireault, 2007). HecmoTpa Ha Haimuue
3Kcnpeccumn (hepmMeHTOB CUMHTE3a CepOTOHMHA, OC-
HOBHbIM MexaH13MOM, 06ecrneynBaroLLMM HaKomne-
HWe CepoTOHMHA B ANYHUKE, ABNAETCS ero 3axear ¢
NOMOLLLKO crieunduryeckoro TpaHcnoptepa SERT,
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KOTOPbIA NPOUCXOANT NPENMYLLECTBEHHO B OOLMTaX
pacTyLLmMX OBapra/ibHbIX (0OSIIMKYN0B, U MPaKTUYECKN
OTCyTCTBYeT B K/eTkax rpaHynesbl (Nikishin et al.,
2019). Hanbonee BblpaXXeHHbIM (DN3N0NOTNYECKMM
3(hheKTOM CepOTOHNHA Ha PYHKLMIO ANYHNKA, NPO-
ABNAOLLMMCSA Y pa3HbIX BULOB MIEKONUTAOLLMX, SIB-
NSAETCA aKTUBALMA CEKPELIMN CTEPOUAHBIX TOPMOHOB
KNeTKamMu rpaHynesbl, KOTOpas OrocpefyeTcs pe-
LenTopHbIMKM MexaHu3Mammn (Koppan et al., 2004).
Hamu paHee nokasaHo B/ISIHWE CEPOTOHMHA Ha AKC-
NPEecCU0 MapKepoB (PYHKLMOH&/IbHOTO COCTOAHUS
KNeTOK rpaHynesbl, KOTOPOe, BBUAY OTCYTCTBUS aK-
TMBHOCTU SERT, cKopee Bcero, onocpefoBaHo aKTu-
Bauven peuentopoB (HUKMWKUH n gp., 2018a). Oa-
HaKO, CUCTEMHOE MOJaB/ieHMEe MexaHM3Ma 3axBaTa
CEepoTOHMHa NyTeM HOKayTa reHa Sert v npmeHe-
HWS CENEKTUBHbIX MHIMONTOPOB 06pPaTHOro 3axBaTa
cepotoHuHa (CNO3C), HeraTMBHO BNNSET Ha (PYHK-
LIMOHa/IbHYH0 aKTMBHOCTb K/IETOK rpaHysnesbl, B TOM
uncne yrHeTaeT cekpeuuto actpagmona (Zha et al.,
2017). Mo Bceli BEPOATHOCTM, HAKOM/EHME CepOTO-
HUHa B 00OLMTax pacTyLmx (hosININKYN0B OMocpeso-
BaHHO B/MAET Ha (PYHKUMOHA/IbHYI aKTMBHOCTb
KNeTOK rpaHynesbl.

[JaHHasa paboTa NocBsLLEeHa UCCNeA0BaHNIO BNNSA-
HUS CePOTOHMHA Ha (DYHKLMOHa/bHbI cTaTyc on-
NNKYNAPHBIX KETOK B KyNbType W30/MPOBAHHbIX
0BapuasibHbIX (HONNKY/IOB U BbISB/IEHMIO PO/IN MeXa-
HM3Ma 06paTHOro 3axsata CepPOTOHMHA B 3TOM Mpo-
Liecce.

MATEPUWA/blI 1 METO/ bl

MNepBUYHbIE MHOIOC/IONHbIE OBapuasibHble (oS-
NNKYNbl B CTEPU/BbHBIX YCNIOBUAX BbIAENANN U3 ANY-
HUKOB Mblwei nmuHun C57BL/6 (MUTOMHUK nabo-
paTopHbIX XMBOTHLIX “CT0n60oBas™) B BO3pacTte
14 pHel. AVYHMKW BbILENANKN, pa3fensnm Ha 8 va-
CTelA, nepeHocunu B cpedy Jlenbosuua L15 (Biosera,
®dpaHumsa) ¢ gobasneHnem 50 mkr/mn Liberase DH
(Roche, Lseiuapust) n nHkybuposanu npu 37°C B
TeueHve 30 MMH. B npouecce MHKy6aumn TKaHb iny-
HWKa Bpems OT BPEMEHM pa3pbliBa/iv ABYMSA UHCYIN-
HOBbIMU Urnamu. N3onnposaHHble ONNNKYNbI OT-
MbIBa/IN OT (PEPMEHTOB N OLEHMBAIN MOJ KOHTPO-
NeM CTepeOMMKPOCKOMa MO CNeLy LM KPUTEPUSIM:
1) anameTp 100—130 MKM; 2) NOBEPXHOCTb rN1agKas n
He NoBpexaeHa; 3) 04UH-ABa CNosA KNETOK rpaHyne-
3bl (BO3MOXHO Ha/IM4YMe HECKObKUX pacniacTaHHbIX
KNETOK Teku); 4) Hanmume LieHTPasIbHO PacrosioxeH-
HOro oKpyrioro oouuta (cMm. puc. 3r). OBapnasibHble
(hONNNKY/bl, OTBEYAIOLLME ITUM KPUTEPUAM, PaHAOM-
HO MEePEHOCUNN B NIYHKW 6-1TYHOYHOT O Ky/bTypasibHO-
ro nnaHweta (Corning, CLUA), cogepXalune 3 Mn
KynbTypanbHoi cpeabl DMEM/F-12 (MaH3ko, Poc-
cus), ¢ fobaBneHneM 5% aMOPUOHaNbLHON TeNAYbEN
cbiBOpPOTKM (Biosera, ®paHums), 3 MM anaHun-rny-
TamnHa (MaHako, Poccus), 0.1 ME/mn ®CIT (Merck
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Serono S.A., LLiseliuapus), 0.1 MKM aHfpocTeHANO-
Ha (Sigma-Aldrich, CLLA), 100 EA/mMA neHnuunIu-
Ha (MaH3ko, Poccna) n 0.1 mr/mn cTpenToMULMHA
(MaHako, Poccusa) U KynbTUBMPOBAIM B TEYeHWe
6 cyToK B aTMocepe 5% CO, npu 37°C 1 exxeiHeB-
HOl cMeHe cpefbl. [anee honnnKynbl, KOTOpble
NPUKPENWINCL U aKTUBHO pocnn (CM. puc. 34), oT-
MbIB&/IN OT CbIBOPOTKU U KYNbTUBUPOBA/IN B Cpeje
DMEM/F-12 ¢ po6asneHnem 3 MM anaHun-rnyTa-
MMWHAa, MHCYNMH-TPaHCgEeppUH-CeNneHoBOM a06aB-
kn (MaHako, Poccusa), 0.1 ME/mn @©CI, 0.1 MkM
aHfpocTeHavoHa, 100 EA/mn neHvuunavHa mn 0.1 mr/mn
CTpenToMMUMHa. B aKcnepnmeHTa/IbHbIX Fpynnax K
KneTkam rpaHysnesbl jo6asnsanu 1 MKM cepoTOHMHA
(5HT); nnn 1 MKM cepoToHuHa 1 10 MKM dbriyokce-
™mHa (SHT + FLU). CmeHy KynbTypaibHOW cpefbl
NPoBOAWIN KaxkAable 12 4. Yepes 48 4 cpeay 3ameHANN
Ha DMEM/F-12 ¢ go6aeneHnem 1 mr/mn Konnare-
Hasbl | (MaH3ko, Poccusa) n 100 mkr/mn AHKa3sb! |
(Sigma-Aldrich, CLUA) un uHky6buposaim 30 MUH
npu 37°C 1 nepnoanyecKkom akKypaTHOM NUMNeTupo-
BaHMW. OOUUTbI M3 LUCCOLMMPOBAHHbIX (HONIINKY-
NOB cObMpann CTPUMNMEPOM Noj KOHTPOJIEM CTEPEOD-
MWKPOCKOMa M MCMOMb30BN NS UCCNeLOBaHUS
aKcrpeccuun reHoB Bmp6, Bmpl5, Gdf9 n Igfl. Knet-
KW rpaHynesbl nponyckanm yepes 40 mkm cuto (SPL
Lifesciences, Kopes) n ocaxganu LeHTpudyrnposa-
HueM B TeyeHue 5 muH npu 1000 g, nocne yero uc-
Nonb30Ba/IN AJ19 UCC/Ef0BAaHUA 3KCMPECCUN TeHOB
Bad, Bax, Bcl2, Casp3, Ccnal, Ccnbl, Ccndl, Cend2,
Ccnel, Cypllal, Cypl7al, Cypl9al, Foxo3, Fshr,
Has2, Igfbp4, Ihh, Lhcgr, Mki67, Trp53, Pcna, Ptgfr,
Ptgs2 n Star.

ToTtanbHyto PHK 13 nonyyeHHbIX Npo6 Bblaensi-
M C nomollpo peareHTa ExtractRNA (EBporeH,
Poccus), ncrnonb3ysa 3 MKT rIMKOreHa B Ka4ecTBse Co-
ocagutensi, n obpabateiBann AHKazon | (Thermo
Fisher Scientific, CLLIA). Bubnuotekn kAHK cuHTe-
31poBa/IM C MOMOLLbIO Habopa peakTnBoB Maxima H
Minus ¢ NpYMeHeHeM paHAOMHbIX FeKCa0/IUTOHYK-
neotngos (Thermo Scientific, CLLUIA). MNLP B peasnb-
HOM BPeMeHM NPOBOAMAN Ha amnandukaTope 7500
Real-Time PCR System (Applied Biosystems, CLLIA) ¢
NCMOb30BaHMEM KOMMePYECKO cMmecn qPCRmix-HS
SYBR+HighROX (EBporeH, Poccust). OTHoCUTENb-
Hyt0 3kcnpeccuto reHoB (NRQ) paccuntbiBan
meTtogoM ddCt ¢ HOpMMPOBKOWM Ha reH Rpsl8 1 KoH-
TPONbHYO Npoby. INocnegoBartesibHOCTU cneuugun-
YeCKUX OfIMFOHYKNEOTUAOB Ansd nposefeHunsa MUP
npvieegeHbl B Tabn. S1. DKCNepyvMeHT MPOBefeH B
yeTbIpex MOBTOPHOCTAX. CTaTUCTUYeCKyo 06paboT-
KY NMOMyYeHHbIX pe3y/ibTaToB NPOBOAWIV B MPorpam-
me Graphpad Prism 5 (GraphPad Software, Inc.,
CLUA) c npuMeHeHMeM t-KpnTepnst BUNKOKCOHa.

[N OLEHKM XXN3HECNOCOBHOCTN (DONNKYNOB B
Xofle ANUTENbHOTO KyNbTUBMPOBaHUS, BbINo NpoBe-
[EHO OKpaluMBaHue (ONINKYNOB, NPETepPreBLLNX
BCE AKCMePUMeHTa/IbHble MaHUMYNSLUN, PeareHToOM
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ReadyProbes™ Cell Viability Imaging Kit, Blue/Red
(Thermo Fisher Scientific, CLLIA) 1 nocnegytoLee
BbISIB/IEHME XKMBbIX U MEPTBbIX K/IETOK Ha /la3epHOM
CKaHMpYoLLeM KOH(OoKaslbHOM MUKpockorne Olympus
FV10i (JlabopaTtopmsi KOH(hOKa/IbHOM MUKPOCKOMMM
LKM MI'Y um. M.B. JlomoHocoBa). 11 OLEHKN aK-
TWUBHOCTW 3aXBaTa CepOTOHMHA KOMIMOHEHTamMu 0Bapu-
a/lbHOro (PoNIMKyNa B YCNoBUAX 2D-KynbTypbl, 6b1nn
NPOoBeLeHbl NHKYbaL MK KyNbTUBUPYEMbIX (PONIUKY-
noB ¢ 1 MKM cepoTOHMHA B TeveHKe 2 4. POoNNnKybl
thukcmposanu B 4%-m napadopmansgernge (pH 7.5)
N OKpawmBann KPONUYbUMU aHTUTENaMU MPOTUB
cepoToHuHa (S5545 Sigma-Aldrich, CLUA, pa3sege-
Hue 1 : 1000) 1 KO3bMMUW aHTUTeNTaMM NPOTUB Ig Kponu-
Ka, KOHBLIOrMpoBaHHbIMK ¢ hnyopodropom CF™568
(SAB4600085 Sigma-Aldrich, CLLUA). Cneuunduy-
HOCTb MMMYHOTMCTOXMMUYECKOWN peakLun OLeHU-
Ba/I1 M0 OTCYTCTBMIO (0/IyOPECLEHLIMN NPY OKpaLLIV-
BaHWUW TOMIbKO BTOPUYHbIMW aHTUTENamu. Mpenapa-
Tbl aHaN3MPOBANIN HA Na3epPHOM CKaHUPYHOLLEM
KOH(hoKannbHOM MUKpocKone Zeiss LSM 880 (Mpyn-
na ontudecknx metogos LIKI NBEP PAH) n perun-
CTPUPOBAIN UMMYHOM/TYOPECUEHLMI0 Ha CpPeauH-
HOM ONTUYECKOM CPe3e NPW MOCTOAHHbLIX NapameTpax
WHTEHCMBHOCTU fla3epa 1 YyBCTBUTENIbHOCTU JeTEKTO-
pa. ¥ poBeHb MMMYHOMyOpecLIeHLMM Ha NONYYEHHbIX
N306pKEHNAX ONPeAeNsan ¢ NOMOLLIO NPOrpaMMbl
ImagelJ. Mony4yeHHbIe pe3ynbTaTbl 06pabaTbIBa/IN CTa-
TUCTUYECKM C MOMOLLbI0 NporpaMMbl Graphpad Prism 5
(GraphPad Software, Inc., CLLIA).

PE3Y/NIbTATbl 1 OBCYXXAEHWE

PaboTa 6blna BbINONHEHA Ha W30/IMPOBAHHbIX
npeaHTpasibHbIX OBapUaibHbIX (DONIMKYNax, Kyfb-
TUBMUPYEMbIX Ha MOBEPXHOCTU MnacTuka (2D-kynb-
Typa) B TeyeHue 6 cyT 1 48 4 akcnepumeHTa. B xoge
KYNbTUBUPOBaHWA PONTUKY/IbI MPUKPENASAINCH K NO-
BEPXHOCTW, Pacn/iacTbIB/IMCb U POCN, OCTaBasCb
Npv 3TOM MOPOIOrMYECKN LIeIOCTHLIMK (CM. pyc. 1B).
MNpoBefeHHOE B KOHLE 3KCMepUMeHTa BbifBNIeHME
XMBbIX N MEPTBbIX KETOK (puc. 1) nokasano, 4to B
X0fle KyNbTUBUPOBaHUA KaK KMETKWN rpaHynesbl, Tak
N 00UMTBI OCTatoTCA XUBbIMK (pUc. 16, 14, 1e). He-
3HaUUTENbHOE KO/TMYECTBO MEPTBbIX PONTUKYNAPHBIX
KNETOK BbIABNANOCL Ha MOBEPXHOCTU HEKOTOPbIX
thonnmkynos (puc. 1r, 1e). IMMyHOrMCTOXUMUYECKOE
nccnefoBaHMe akTMBHOCTM 3aXBaTa CepPOTOHNHA B OBa-
praibHBIX QPONNKYNax B YyCnoBusax 2D-KynbTypbl No-
Kaszasio, 4To npu fo6aBfeHNN CEPOTOHMHA B Cpely
MPONCXOANT €ro HaKomMIeHne B 00LMTaX, TOr4a Kak B
K/eTKax rpaHy/nesbl ero KOJIMYeCTBO He M3MEHSETCH
(pwvic. 2). AaHHble pe3ynbTaTbl MOMHOCTLIO COrNacyroT-
CA C AaHHbIMW, NOMYYeHHbIMU paHee Ha N30/IMPOBaH-
HbIX OBapuaibHbIX onmkynax (HUKMWuH v ap.,
20186) n hparmeHTax oBapuanbHor TKaHu (Nikishin
etal., 2019), uTo NoATBEPXKAAET aeKBaTHOCTb UCMO/b-
3yemoii aKCreprMeHTaIbHOM MOZeNN.

DYHKUNOHA/bHbI CTaTyC 0BapuasibHOro goonnm-
Ky/a B Meprog, akTMBHOI 0 POCTa BbIPAXKAETCH, Npexae
BCero, nokasarensiMm (PyHKLMOHa/IbHOro COCTOAHNA
KNETOK rpaHy/ie3bl — BOXKHEULLNMW N3 KOTOPbIX AB/NS-
IOTCA NpONnepaTMBHass aKTUBHOCTb, OTCYTCTBUE
aronTo3a, CTePOMAOreHHasa akTMBHOCTb U MapKepbl
cTeneHn andpepeHumposkm (Kranc et al., 2017). Ans
OLIEHKM 3TUX nokasateniei B paboTe MCMO/Mb30BaIN
KO/IMYECTBEHHbIV aHan3 akcnpeccun MPHK reHos,
ABNAOLLMXCA MapKepamuy pyHKLIMOHaNbHOI0 COCTO-
AHUA KNeTOK rpaHynesbl (puc. 3a, 36). CHmxeHMe
nponudgepaTMBHOM aKTUBHOCTU, B COYETAHMM C aK-
TUBaL e MeXaHN3MOB K/IETOUHOW rnbenn, saenseT-
CA MapKepoM aTpeTuyeckux rnpoueccos (Zhen et al.,
2014). Mpn pobaBneHMM CEPOTOHMHA K KynbType
N30/IMPOBaHHbLIX OBapuasbHbIX (DOS/IMKYNOB reHbl-
Mapkepbl nponudepaumn Mki67 n Pcna (a Takke
unknuHos Ccnal m Ccnbl) He M3MEHWAN YPOBEHb
9KCrpeccun 0THOCUTENbHO KOHTPOA. OTO roBOpUT
06 OTCYTCTBMM BbIP2XXEHHOIO0 MUTOFeHHOT0 afpdeK-
Ta CepPOTOHMHA Ha K/eTKN rpaHynesbl. B 1o e Bpe-
MS$l, KO/IMYEeCTBEHHbI aHaIn3 BbISIBUN AOCTOBEPHOE
yBeNn4yeHne YpoBHS akcnpeccun umknmHa Cendl B
1.58 pa3 (p = 0.0294), Ccnd2 B 1.63 pa3 (p = 0.0409) n
Ccnel B 1.49 pa3 (p = 0.044). Uuknunubl D n E aBnsa-
HOTCA KNHOYEBLIMW PErYNSATOPHBLIMW GenkaMu, KOTo-
pble criocobCTBYET Nepexody KNeTok K gase S uepes
thasy G1 (Bertoli et al., 2015). CeneKTBHbIA UHIU-
6rTOp 06pPaTHOrO 3axBaTa CEPOTOHNHA (P/TYOKCETUH He
OTMeHSET 3(PEKT CEPOTOHMHA Ha 3KCMPECCUI0 LINK-
JMHOB, YTO rOBOPUT O TOM, YTO B JAHHOM 3(pdheKTe He
yyacteyeT SERT, 1 OH, CKOpee BCero, ornocpefoBaH
BO3/[EMNCTBMEM Ha PeELIENTOPbI CEPOTOHMHA. TaKM 06-
pa3oM, 3ah(heKT CepoTOHMHA Ha MNponudepaTUBHbIE
CBOWCTBa K/ETOK rpaHysne3bl OrpaHNYMBaeTCs BUS-
HVEM Ha YPOBEHb SKCMPECCUN PErynfaTopoB KIeTou-
HOro LMK, HO He MPUBOAUT K YBENNYEHUIO MPOnN-
(hepaLMn. YpoBeHb anorTo3a, 0CO6eHHO B YCNOBUAX
KYNbTYypbl, SBNAETCA O4YEHb BaXKHbIM OKa3aTesem
(pyHKLMOHAILHOIO cTaTyca 0BapuasibHOro oNKy-
na. CepOTOHMH, B 3aBMCUMOCTM OT TUMa aKTuBMpYye-
MOrO peLienTopa, CNoco6eH BbICTyMNaTh Kak Npo- Tak 1
aHTnanonToTu4eckmm areHTom (Azmitia, 2001). B Ha-
LLUEM 3KCMEepPUMEHTE He BbISIB/IEHO CTaTUCTUYECKU
3HaYNMbIX N3MEHEHWNI YPOBHSA 3KCMPECCUN Kak re-
HOB-MapKepoB arnonTo3a Bax, Bad, Bcl2, Casp3,
Trp53, Tak 1 Fox03, KOTOpbIA ABASETCS UHMLMATO-
pOM anonTo3a B K/eTKax rpaHysesbl, YTo yKa3blBaeT
Ha OTCYTCTBME BbIPaXKEHHOI 0 MPO- 1 aHTUAMoMNTOTU-
YeCKoro agptheKTa CEpOTOHUHA.

BaxkHelLuMMKn nokasatensiMm (yHKUNOHaIbHOW
aKTMBHOCTU COMATMYEeCKUX KOMMOHEHTOB OBapu-
anbHOro (hONIMKYyNa ABNSAETCA 3IKCNPECCUs Kitove-
BbIX CTEPOUNOreHHbIX (DepMEHTOB, a TakXXe reHa Star,
Koaupytowero ahdeKTop CKOPOCTb-IUMUTUPYIO-
et ctagun ctepongoreHesa (Bao et al., 1997; Zhen
et al., 2014). HecMoTps Ha nnTepaTypHbIE AaHHbIe O
B/MAHUN CEPOTOHUHA HA CTEPOULOreHHYI0 aKTUB-
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(2)  (©)

(B)

Puc. 1. BbisiBNeHMe XMBbIX U MEPTBbIX KNETOK B 0BapUasibHbIX (DONNMKYNax nocse 6 CyT npeABapuTenibHOro KybTUBMPOBaHNA
1 48 4 KynbTUBUPOBaHWSI B 6ECCLIBOPOTOUHOM cpege. (a, 6) — CpeAnHHbIM KOH(OKaNbHbIA ONTUYECKWUI Cpe3, MPOXOASLLNIA
yepes apa 00LUMTOB; (B) — MUKpOOTOrpadms B Ja3oBOM KOHTpAcCTe; (F—e) — MaKCMaslbHas MPOeKLUUS CTOMKN KOHOKab-
HbIX MUKpodoTOrpaduii. (a, r) — MepTBble KETKW, OKpaLleHHble MoAMAoM nponuauns; (6, B) — Aapa XMBbIX KNEeTOK, OKpa-
LeHHble KpacuTenem Hoechst 33342; (e) — COBMeELLIEHHOE N306paXeHMe MEPTBbIX KIETOK (KPacHbIN) 1 SiAEP XKMUBbLIX KNETOK
(CMHWIA), MYHKTMPOM 0603HaYeHbI rpaHKLLbl 00UMTOB. MacluTabHbIi 0Tpe3oK 100 MKM.

HOCTb, MpW aHanm3e akcnpeccun reHos Cypllal,
Cypl7al, Cypl9al n Star AOCTOBEPHbIX pPa3NyuniA
MeXay rpynnamu He BbisiBNieHO. Mo BCell BUANMO-
CTW, ONM1CaHHbIe B IUTepaType aheKTbl CBA3aHbI C
perynsumeli akTMBHOCTM KOMMOHEHTOB CUCTEMbI
CMHTE3a CTEPOMAHbIX TOPMOHOB Ha MOCTTPaHCKPUN-
LUWOHHbIX cTagusax. KonnmyectBeHHbIMU MapKepamm
cTerneHn AnddepeHUMPOBKN KETOK rpaHynesbl sB-
NAKOTCA reHbl peLienTopa oNIMKyNoCTUMYNNPYLOLLe-
ro ropmoHa Fshr n peuenTtopa NIOTEMHU3NPYIOLLETO
ropmoHa Lhcgr (Bao etal., 1997), a Takxke rvmanypoHaH-
CUHTa3bl Has2, CBA3bIBAIOLLErO MHCY/IMHOMOLOOHbIN
thakTop pocTa 6enka lgfbp4, peuentopa npocTarnaH-
anHa F2-anbgha Ptgfr, ymknookcureHasbl Ptgs2 n nn-
raHga Hedgehog-curHansHoro nytu thh (Zhen et al.,
2014). Mpwn aHann3e akcnpeccum reHoB Fshr n Lhegr
[OCTOBEPHbIX pasinumnii Mexxay rpynnamm He BbisiB-
NneHo. B TO >ke Bpems, ypoOBeHb 3KCMpeccun reHa
Ptgs2 npw fo6aBfieHNN CEPOTOHNHA YBE/IMUNBAETCS B
4.59 pa3 (p =0.0425), Has2 — B 2.26 pa3 (p = 0.0492),
Igfbp4 — B 1.56 pa3 (p = 0.0373), lhh — 1.5 pa3 (p =
=0.0045), Ptgfr — B 1.4 pa3 (p = 0.0172). Mpwn aTom
fob6aBneHMe (PlyOKCETUHA CHUKAeT YPOBEHb 3KC-
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MPeccun reHoB A0 YPOBHSA, CTAaTUCTUYECKUN He OT/IN-
YaroLLEerocs OT KOHTPOSA, YTO FOBOPUT O HaIMYUK
BK/1afla 3axBara CepOTOHMHa B pean3aLuio 3TOro
afphekTa. IKCNpeccHa AaHHbIX FeHOB XapakKTepHa
0J15 3penbiX KNETOK KyMy/itoca, B KOTOPbIX OHW 06ec-
NneynBatoT CMHTE3 MEXK/IETOYHOr0 MaTpuKca, Heob-
XOAMMOr0 A1 3KCMaHCUM Kymyntoca, U yHKLMO-
HUPOBaHWE K/OUEBbIX MEXaHU3MOB MEXK/IETOUYHOA
curHanmnsaumn (Diaz et al., 2007). Takmum o6pa3om,
CEPOTOHMH NPOSBASAET NMPU3HaKK (hakTopa, crnocob-
CTBYIOLLLErO CO3PEBAHUIO KIETOK rpaHynesbl U UX
AnddepeHLMPOBKeE B HaNpaBs/ieHM KyMy/toca.

OpHoM 13 Lenen gaHHOM paboTbl 6bIN0 COMOCTaB-
NeHKe MonyYeHHbIX pe3ynbTaToB ¢ apdeKTamm cepo-
TOHWHA, Hab/lAaeMbIMW B IKCMEPUMEHTaxX Ha nep-
BMYHOW KyNbType KNeTOK rpaHynesbl, B OTCYTCTBUE
BO3MOXXHOIO BNAHMA oouuTOoB (CM. puc. 4). Mpun
NPSIMOM BO3/€ACTBUM CEPOTOHMHA Ha KNETKM rpaHy-
Nne3bl HabN4ANICA CXOAHBIN 3P EKT HA IKCNPECCUIO
reHoB-nokasarener nx PyHKUNOHaIbHON aKTUBHO-
CTW, OIHAKO CTaTUCTMYECKN 3HAUYMMbIA 3PEKT Ha-
6ntoganca Tonbko ansa reHos Cendl, Has2 u Thh (Hu-
KAWWH 1 ap., 2018a). B KynbType M301MPOBaHHbIX



124 HUKULIWH u gp.

(8)
- 250 KOHTpOnb
5200 5HT (1 MmKM)
o
150 -
s
§100 -
o 50r
° 0

paHynesa Oouuntsbl

(e)
< 250r KOHTpOnb
8200 5HT (1 MKM)
=
=150+
S
g 100 [
s 50r
O

[paHynesa Oouuntsbl

Puc. 2. IMMyHOrMCTOXMMUYECKOE BbISIBIEHNE aKTUBHOCTM 3axXBaTa CePOTOHUHA B KY/bType 0BapuasibHbIX (hoNnnKynos. (a,
6, I, i) — COBMeLLIEHHble KOH(OKa/IbHbIE CPeAMHHbIE ONTUYECKME CPe3bl 0BapUaIbHbIX (DONINKYNOB, KYNbTUBUPYEMBIX B Te-
yeHuie 6 cyT (a, 6), ¥ 4ONONHUTENBHO KyNbTUBMPYEMbIX B 6ECCHIBOPOTOUHON Cpefe B TedeHne 48 U (I, i), OKpaLleHHbIX aHTH-
Tenamu NPoOTMB CepoTOHMHA (KpacHbIiA) 1 Kpacutenem Hoechst 33342 (6enbliit). (a, r) — KOHTPOAb; (6, &) — MHKybaums ¢
1 MKM cepoTOHMHA B TeyeHMe 2 Y. MacLuTabHblli 0Tpe3oK 100 MKM. (B, €) — U3MepeHME YPOBHSA MMMYHOMyOpeCLEHLNN
CepOTOHMHA B K/IETKaxX rpaHynesbl 1 00LMTax 0BapuasibHbIX POSINIMKYNOB, Ky/IbTUBMPYEMBIX B TeYeHue 6 CyT (B), U [OMONHN-
Te/lbHO Ky/bTUBUPYEMbIX B 6ECCbIBOPOTOYHOI cpefe B TeueHue 48 4 (E). M + SD, * —p < 0.0001 no t-kputeputo CTblofeHTa.

oBapuasbHbIX PONANKYNOB HabNaaeTcs 6onee Bbi-
paXXeHHbIM 3(h(PeKT CepOTOHMHa, YTO, MO BCEi BEPO-
ATHOCTWN, OOBACHSIETCA 6ONbLUEA BOCMPUUMYNBO-
CTbIO K/IETOK rpaHy/esbl K BO34eNCTBMIO CEPOTOHNHA
B 3TUX YC/0BUAX, 601ee NPUOIMKEHHbIX K HATUBHO-
MY COCTOSIHMIO. 13BECTHO, YTO OOLUTbI TECHENLLMM
06pa3oM cBA3aHbl C POMNNKYNAPHBIMA KIETKAMN U
B3aMIMOPEryNNpYoT UX (OYHKLMOHa/IbHOE COCTOAHME
(Kidder, Vanderhyden, 2010). Jlorm4yHo npegnona-
ratb, YTO YCUNIEHME BNNAHMA CEPOTOHMHA Ha PyHK-
LIMOHaNIbHYH0 aKTMBHOCTb K/ETOK rpaHy/esbl CBA3a-
HO C [OMOSIHUTE/IbHLIM BO34eNCTBMEM 00UMTOB. B
Mosib3y 3TOr0 MPeArosOXEHUSA TOBOPUT OTMEHa Ha-
6ntogaemMbIX a(PGHeKTOB NPU UHIMOUPOBaHUK 06paT-
HOro 3axBara CepOTOHMHA, KOTOPbIA aKTUBEH B 00LM-
Tax, HO He B KJeTKax rpaHynesbl. YuuTblBas, 4To,
NoOMUMO MemMBpaHHOro TpaHCNopTepa CePOTOHMHA, B
oouMTax IKCNpPeccupyeTcs Be3NKyNAPHbIA TpaHCMop-
Tep MOHoaM1HOB (HUKuwnH n ap., 2018B), ecTb Be-
POSATHOCTb, YTO OOLIUT 3KCKPETMPYET HAKOM/EHHbIN
CepOTOHMH W CO3/aeT BOKPYr cebs NOKa/ibHY 06-
NacTb €ro MoBbILEHHON KOHLEHTpauun, ycunmneas
Takum 06pa3oMm ero BO3AECTBME Ha KNETKM rpaHy-

ne3bl. C Apyron CTOPOHbI, CEPOTOHNH BO MHOTMX TU-
nax K/eTOK UrpaeT posib perynsaropa ceKpeTopHOl
aktmeHoct (Paulmann et al., 2009). CepOTOHMH,
HaKOM/eHHbI B OOLUTE, BEPOATHO, MOXET B/IUATb
Ha Cekpeumio 6enKoBbIX (PaKTOPOB pOCTa, Urparo-
LLMX BXHYK PO/b B NOALep>XXaHWUW MOMHOLEHHO
XU3HEeAeATENbHOCTN (hoNNUKYNApHbIX KneTok (Kid-
der, Vanderhyden, 2010).

[1a NpoBepKn 3TOro NpeLnonoXeHus, Uccnefosa-
Hbl 3))eKTbl CEPOTOHMHA U (P/IYOKCETUHA Ha 3KC-
MPECCUH0 B 00LMTAX K/THUEBbIX (haKTOpOB poCTa, pery-
NMpYOLWNX (YHKLMOHANbHBIN CTaTyC PONINKYNAP-
HbIX K/IETOK (puc. 3B). B Ky/nbType N301MpoBaHHbIX
(hoNNMKyNnoB Npu BO3AENCTBMM CEPOTOHMHA YpO-
BeHb aKkcnpeccuy Bmpl5, Bmp6, 1gfl B ooumTtax He
n3MeHsieTcs, npu atom Gdf9 — yBennumsaetcs B
1.52 pa3 (p = 0.0116), npuyem B NpUCYTCTBUN (D/TyOK-
CeTMHa faHHbIA 3EKT CHUXKAETCH, YTO FOBOPUT O
BOB/IEYEHHOCTU MEXaHN3MOB TPaHCMopTa CePOTOHN-
Ha B 3TOT adhpekT. M3BecTHO, Yto GDF9 ABnsercs
OfHUM W13 K/HOYeBbIX (PAKTOPOB, PerynnpyoLmx
npouecc oNmMKynoreHesa Ha ctagum ONNNKynsap-
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Puc. 3. DhtheKT cepoTOHUHA U hlyoKCceTMHA Ha DYHKLUMOHANbHbIA CTaTyc oBapuanbHbIX (PONIMKYNOB B KYNbTYpE in vitro.
(a—B) — M3MeHeHMe YPOBHS 3KCMPECCUU B KNETKAX rpaHy/e3bl MapKepoB X (hyHKLMOHaIbHOW aKTUBHOCTU (@, 6) 1 YPOBHS
3KCMNpeccum B ooumTax (DakTopoB pocTa (B) B Ky/bType U30/MPOBaHHbIX 0BapuabHbIX (POINKYNoB Npu gobasneHnn 1 MkM
cepoToHuHa (5HT) n 1 MKM cepoToHuHa ¢ 10 MKM dnyokcetnHa (SHT + FLU). NRQ — HOpMMpOBaHHas Ha KOHTPO/IbHYHO
npoby OTHOCKTENbHAsA 3KCMPECCHs reHa, B Ka4ecTBe pedpepeHCHOro reHa Mcnonb3osany Rps18. KpacHoi inHueli 0603HaueHa
3KCMNpeccus reHOB B KOHTPO/bHOW Npo6e, NpuHsATas 3a 1. * — p < 0.05 no t-kpuTepumto BunkokcoHa. (r—a) — nepBuyHbIA MHO-
roCNOViHbIA 0BapuabHbIA HONANKYN cpasy nocne nsonauum (r) n vepes 6 gHel KynbTypbl in vitro (4). MacLiTabHbIn 0TPe30K

100 MKM.

HOro pocrta v oBynsumn. Tak, Hanpumep, NoA fen-
cterem GDF9 B KfieTKax Kymyntoca Bo3pacraeT aKC-
npeccus reHos Has2 n Ptgs2 (Gui, Joyce, 2005). Mo
BCE BMOMMOCTM, 3axBaT CepOTOHMHA OOLUMTaMn B
pacTyLmx oBapuasbHbIX (ONNMKYyNax, AeACTBUTENb-
HO, CMOCOBCTBYET CUHTE3Y U CeKpeLun (hakTopoB, KO-
TOpble BANAIOT Ha (DYHKLIMOHA/TbHYH aKTUBHOCTb KJle-
TOK rpaHysessbl.

MexaH13M BINAHWSA 3axBaTa CEpOTOHMHA O0LM-
TOM Ha 3KCMNPecCuto reHOB U CeKpeLnto hakTopos
pocTa rnoka octaeTcs HeICHbIM. BO3MOXHOCTb BHYT-
PUKNETOYHOWN CUTHabHOM aKTUBHOCTM CEPOTOHUHA
ABNSETCA MPEeAMETOM MHOrOMETHMUX AWUCKYCCUIA —
WMEHHO Ha ooumTax U paHHKX 3MBPUOHax Bbin Mo-
NyyeHbl (PapmMaKoIorMyecKne CBULETENbCTBA BHYTPU-
K/IETOYHOM aKTMBHOCTM CEPOTOHMHOBBIX PELLENTOPOB,
KOTOpasi ocTaeTcsa HemccnefosaHHom (LUmyknep, Hu-
KULLIWH, 2018). C apyroi CTOPOHbI, BHYTPU KNETKK ce-
POTOHWH CrocobeH NPUHUMATBL YYacTue B perynaumm
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aKTUBHOCTM 6eNKoB MyTeM WX CepOTOHWUIMPOBAHWUSA
(Bader, 2019). 3T0T MexaHW3M 33l ACTBOBaH B peryns-
LN CEKPETOPHOI aKTUBHOCTM B TpomboumTax (Wal-
ther et al., 2003) 1 B-KneTKax NogKeNya04HOM XKenesbl
(Paulmannetal., 2009), MOXeT BNNATL HA 3KCMPECCUI0
reHoB nytem mMoauukaumu ructoHos (Farrelly et al.,
2019) u, BNOMHe BePOATHO, TakKXKe aKTUBEH B OOLIUTAX.

Taknum 06pa3om, B IKCMEPUMEHTaxX Ha Ky/bType
N30/IMPOBaHHbIX OBapua/ibHbIX (hOMIMKYMNOB BbISB-
NeHbl 3PeKTbl CEPOTOHUHA Ha 3KCIMPECCUD He-
CKO/IbKMX reHOB-MOKa3zaTenel (yHKUNOHa/IbHOW
aKTMBHOCTU KNeToK rpaHynesbl (Cendl, Ccnd2,
Ccnel, Has2, Ptgs2, Ptgfr, Igfbp n 1hh), a Takxe Bax-
HeliLLero ooumTapHoro hakTopa pocta Gdf9. bonbLuas
YacTb Hab/roAaeMbIx 3hPeKTOB OTMEHSETCS (hyoKce-
TWUHOM, CNefoBaTe/lbHO, ONOCPeLoBaHa aKTUBHOCTbLIO
creyundmyeckoro TpaHcnopTepa cepoToHuHa SERT.
IMonyyeHHbIA pe3ynbTaT SABNSETCA O4YeHb BAXKHbLIM
CBWAETENLCTBOM TOr0, YTO OBapUa/IbHbIA CEPOTOHUH
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Puc. 4. Cxema npsamoro 1 ornocpegoBaHHOro 00LUTOM BAUAHUSA cepoToHMHA (SHT) Ha dhyHKLMOHaNbHYI0 aKTUBHOCTb KNETOK
rpaHynesbl. B KynbType KeTok rpaHynesbl (1) CepoToOHUH CTUMYNMPYeT aKenpeccuto uuknnHa D1 Cendl, ruanypoHaHcuHTa-
3bl Has2 n curHanbHomn monekysnbl Thh (no: HuknwmnH v gp., 2018). B KynbType pacTyLiux oBapunanbHbIX (onankynos (2—5)
nNpoucxoauT (2) HakoneHne CepoTOHMHA B OOLLMTAX 3a CYET aKTMBHOCTM MembpaHHoro TpaHcnopTepa SERT, koTopas Hrn-
oupyetcs dnyokceTHoM (FLU). (3) CepOTOHUH CTUMYNUPYET B KETKAX rpaHynesbl akcrpeccuio LuknmHos Cendl, Cend2 n
Ccnel, OTBETCTBEHHbIX 3a MEPEX0f, K CUHTETUYECKOW (hase KIeTOYHOro umkna. dPdeKT He OTMeHSETCS (hTyOKCETUHOM.
(4) CepOTOHMH CTMMYNMPYET 3KCMPECCUIO B KNETKaxX FpaHynesbl MapKepos 3penoctu Has2, Ptgs2, Ptgfr, Ihh n Igfbp4. SddekT
oTMeHseTCA (hyoKceTUHOM. (5) CepOTOHMH CTUMYIMPYET SKCMPeCcCuto B ooumTax thaktopa pocta Gdf9. SdhekT oTMeHseTcs
thnyokceTnHoM. (6) GDF9 aBnsieTca perynsitopoM (hyHKUUOHaIBHOrO COCTOSIHMA (ONNMKYNApHbIX Knetok (Gui, Joyce,

2005).

BO3/ECTBYET Ha (hyHKLIMOHa/IbHYIO aKTMBHOCTb K/le-
TOK TrpaHy/nesbl OMOCPefoBaHHO uYepe3 BAMSIHME Ha
oouWT, 1 TPeBYeT AanbHeliLLero 60/ee BHUMATeIbHOMO
CcCnefoBaHUs.
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Oocyte-Mediated Effect of Serotonin on the Functional Status of Granulosa Cells

D. A. Nikishin®*, Y. V. Khramova?, N. M. Alyoshina?, L. A. Malchenko?, and Y. B. Shmukler?
IKoltzov Institute of Developmental Biology, Russian Academy of Sciences, Moscow, 119334 Russia
2|_omonosov Moscow State University, Moscow, 119234 Russia
*e-mail: d.nikishin@idbras.ru

In the mammalian ovary, serotonin has all the components necessary for the implementation of its signaling
function and affects the functional activity of granulosa cells. At the same time, the accumulation of serotonin
by the specific transporter SERT occurs mainly in oocytes of growing ovarian follicles and is practically ab-
sent in granulosa cells. A quantitative analysis of the expression of mMRNA markers of proliferation, apoptosis,
and the functional state of follicular cells, as well as oocyte-derived growth factors, was carried out on an ex-
perimental model of the ovarian follicles culture. Serotonin (1 uM) does not show pronounced mitogenic,
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pro- and anti-apoptotic properties and does not affect the expression of markers of steroidogenesis. At the
same time, serotonin stimulates the expression of genes of cyclins Ccnd1, Cend2, Cenel, as well as Has2, Ptgs2,
Ptgfr, Igfbp, and Ihh in granulosa cells. Also, the addition of serotonin leads to an increase in Gdf9 expression
in oocytes. A more pronounced effect of serotonin in comparison with the primary culture of granulosa cells
is observed, which in all cases, except for cyclins, is canceled by fluoxetine (10 pM). The results obtained in-
dicate that the functional activity of granulosa cells is regulated by serotonin through its effect on the oocyte
and is mediated by the SERT activity.

Keywords: mouse, ovary, ovarian follicle, granulosa, oocyte, serotonin, SSRIs, fluoxetine, SERT, gene ex-
pression
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Mony4yeHbl HOBbIE AaHHbIE O BANSIHWMW LOMOMHUTE/IbHOMO OCBELLEHMS Ha IMNUAHBIA Npodusib CEroneTok
0+ aTnaHTWYECKOro N0COCs B MPOLLeCcce pocTa M pa3BUTUA NPU UCKYCCTBEHHOM BbipallyBaHUN B 3aBO/-
CKUX YyCNoBUSIX. 13y4yeHOo BNNSHME pa3HbIX CBETOBbIX PEXMMOB: 3aBO/CKOe OCBeLLeHWNe (KOHTPO/b), IKC-
neprvMeHTa/IbHbIE PeXKMMbl — 16 4 ocBeLeHMA 1 8 4 3aTeMHeHUs (16:8), nocTosiHHOe ocBelleHue (24:0). Y
CeroneTok, pa3BMTNE KOTOPbIX MPOXOAWIIO B YCIOBUSAX 3KCMEPUMEHTAIbHBLIX PEXUMOB hoTonepmnoga, 06-
Hapy>eHbl cneungprnyeckne Mogumkaumm nMNNGHOro Npoguns, rnaBHbIM 06pasomM — B COfepXXaHuu
CTPYKTYPHbIX MNngoB (PocthonmnmaoB), a TakKe MHAEKCOB COOTHOLLEHWI CTPYKTYPHbIX U 3aMacHbIX n-
nnaoB.: xonectepuH/dochonunugsl (XN/PJ1) n TprnavnnrnnuepuHsl/dochonunugbl (TAF/ D). 311 13-
MeHeHWS B 60/1bLLEl CTEMEHW NPOSBUAMNCL Y MOJIOAM NOCOCS, BbIPaLLMBAEMO NPU KPYri0CyTOYHOM OCBe-

LeHuu (24:0).

KntoyeBble cnosa: MMNugbl, CbOTOI'IepI/IO,CI,, aTNaHTUYeCKWUiA 10COChb, MNCKYCCTBEHHOE BblpallBaHNe
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BBEAEHUNE

CBeT, Kak abnoTn4ecKunin aktop, BO3LeicTByeT
Ha pasHble acneKTbl XU3HeAeATeIbHOCTU pbl6. OAns
KaXXA0ro Buga pblb xapakTepeH ornpeaeneHHbIn on-
TUMasbHbI Arana3oH O0CBELLEHHOCTH, NPY KOTOPOM
ynyuLuaeTcst PU3nonormyeckoe COCTOAHNe opraHms-
Ma, NPOMCXOANT HaKoneHe Macchl. Noatomy npu
NCKYCCTBEHHOM BblpaLBaHUM MOJIOAN TOCOCEBbIX
N JPYyrux BUAOB Pblb HEPEAKO MCMOMb3YHTCA pery-
NINPyeMble CBETOBbIE PEXMMbI, KOTOPbIe B/UAIOT Ha
poct u pa3sutne monogn (Villarreal et al., 1988;
Makinen, Ruohonen, 1992; Boeuf, Le Bail, 1999;
Taylor et al., 2006; Bjérnsson et al., 2011). B nccnepo-
BaHWAX Ha Monoau pblb (hopenb, 6enblit TONCTONO-
6VK, Kapn, LlyKa), nogpaliBaeMoii npn nepemeH-
HOM CBETOBOM pexume (MCKYCCTBEHHOM W ecTe-
CTBEHHOM OCBELLEHUK), MOKasaHO OT/nyune 6onee
BbICOKOW CKOPOCTM POCTa MU MaKCUMa/IlbHOM BbDKN-
BaemocTu (Bnacos u ap., 2013). Hanpumep, y Kapno-
BbIX PbI6 MPWY KPYrnocyTOYHOM OCBELLIEHNN BO3pac-
TaeT apPeKTMBHOCTbL KOHBEPTMPOBaHUA nun (Py-
unH, 2012), B MbiWLAX OCeTpa MNpU MNepeMeHHbIX
pexunmax (12-4acoBoi CMeHe OCBELLLEHHOCTI) NOBbI-
LIAeTCA coAepXxaHve NUNUAOB M 6eNKoB Ha (PoHe
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CHWXeHUs nx opofgHeHHoCTU (Py4uunH, 2007). MNoka-
3aHO, YTO yBe/MYEHME CBETOBOIO pexxnma c 8 fo 16 4
CTUMYNMPYeT POCT U PasBUTME MOSIOAU NTOCOCEBLIX
pblb, MOBbLIWAETCA 3GEKTUBHOCTL MNOTPEOIEHUS
Kopma 1 ero KoHeeptauus (Clarke, 1981; bpeTT, 1983).
MNpesLIecTBYIOLLME YCNOBUS YKWU3HWM MOJIOAN /TIOCOCH
(ceronetok 0+), cBsi3aHHble C M3MEHEHVEM Temriepa-
TYpbl U MPOLO/MKUTENBHOCTEH0 CBETOBOrO Mepuoja,
MOTyT B Ja/ibHelLeM MNoBAUATb Ha CPOKU CMONTU-
hukaunm geyxnetok nococs (1+) (Metcalfe, Thorpe,
1990), uTO BaXKHO Mpu NX 3aBOACKOM BblpaLLiMBaHNN,
NMOCKO/IbKY B 3TOM BO3pacTe MPOUCXOAUT BbIMYCK
MOJIOZM B MPUPOLHYIO Cpeay AN NOAAepXKaHUA Ync-
NEHHOCTM NPUPOLHON NONYNALMN aTNaHTUYeCKOro
nococs.

M3BeCcTHO, YTO MNNLbI B 3HAYNTENIbHOW CTEMEHN
obecneynBaloT aganTalmoHHbIe COCOBHOCTY opra-
HU3Ma B OTBET Ha cneunduyeckme ycnoBus NCKyc-
CTBEHHOW cpefbl, BKIOYasA potonepuog, Temrnepa-
Typy, aspauuio cpegbl 1 gp. (Murzina et al., 2009;
Nemova et al., 2020) 1 TeM cambIM MOTYT CUMTATLCSH
NHAMKATOpaMy pocTa 1 pa3BUTUSA XXN3HECTIOCOOHOM
MONOAM nococs. B HacTosL el paboTe OLEeHUIN BNN-
AIHME pa3HbIX CBETOBbIX PEXUMOB (3aBOLACKOE OCBe-
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24:0 16:8
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Puc. 1. Cxema 3KcneprMeHTa Mo OLEHKE BAIMSIHNSA Pa3INYHbIX PEXXMMOB (hoTOMepPMoAa Ha IMMUAHBIV NPogUb CeroneTok ar-
NaHTUYECKOr0 /I0COCSH, BbIPaLLMBAEMbIX B YCI0BUSIX BbIrCKOro pbi63aBoga.

LLIeHe — KOHTPO/1b, 3KCMEPUMEHTA/IbHbIE PEXMMbI —
NPOJIOHIMPOBaHHOE OCBeLlleHMe — 16 4 cBeTa u 8 4
3aTeMHEeHWS, MOCTOAHHOE OCBeLLleHMe — 24 4) Ha Nn-
NUAHbLIYA NPOGWb U POCT CeroneTok 0+ atnaHTuYe-
CKOTO0 /10C0CS B YC/IOBUAX MCKYCCTBEHHOI O BbIpaLly-
BaHUS.

MATEPWA/blI 1 METO/ bl

B wione ceronetkn (0+) aT1aHTUYECKOro /10COCA
ObINN MepeHeceHbl U3 UHKYOALMOHHOIO LIEHTpa B
BbIPOCTHbIe 6acCeiHbl BbIrcKoro pblI60BOAHOrO 3a-
Boja (Pecnybnvka Kapenvsa) npu JOCTUXEHUN CO-
oTBeTcTBYtOLLEl Macchbl (0.96—1.00 r). lMNocne He-
AeNbHOWM afanTalmm, B Ha4ane aBrycra, 6bia nocras-
NeH 3KCMEepPUMEHT MO BANSHUIO PasHbIX PEXMMOB
thoTonepmoga (KOHTPONb—3aBOACKME YCNOBUA, pe-
XUMbl 16:8 1 24:0) Ha NMNMAHbLIA NPodUbL cerone-
TOK flococsl. B panbHenweM npobbl MOMoAM nococs
oToupann Ans OGMOXMMWYECKOrO aHannsa NMnnaos
ABaX[bl — B CEHTAGPe 1 OKTSA6pe. Mosob /1ococs co-
fepxanacb B 6acceiHax pasmepom 2 x 2 M. [nsa Kax-
[0ro 13 uccnefyembix 3KCNepuMeHTaIbHbIX PEXXUMOB
OCBeLLeHS, a TakKe /151 3aBOLACKOro pexxmma (KOH-
TPOsb) 6bINM OnpegeneHbl No aa 6acceiHa. M3 Kax-
[0ro 6acceliHa ¢ COOTBETCTBYHOLLMM PEXUMOM OCBE-

LLIEHWNSA 3a6Mpann paBHOE KO/IMYECTBO PbI6, An1s Ghop-
MWPOBaHUS CMeLLaHHOoM BbI6opkn (n = 20). Tem
cambIM, UCCNeLoBann TpU rpynnbl pbl6: KOHTPOSIb-
Has — 3aBOJCKOe OCBelleHMe, 3KCMepuMeHTalb-
Hble — 16:8 (16 4 cBeTa 1 8 U 3aTeMHEHMS) U KPYro-
CYTO4YHOe/NOCTOAHHOE ocBeLeHNe, 24:0. OnucaHne
PeXMMOB OCBELLEHNA ObINI0 paHee MpeLCcTaB/eHO B
pa6ote H.H. HemoBoli ¢ coasTopamu (Nemovaetal.,
2020), B KOTOPOWA 06Cy>KAannch aHHbIE MO XXUPHbIM
KMCNOTaM 1 Macce Y MOJIOAM /TOCOCS B IKCNEPUMEHTE C
thotoneprogom. Cxema aKCrepumeHTa fjaHa Ha puc. 1.

DKcneprMeHTa/bHble 6acceiHbl 6bInm 060pya0Ba-
Hbl ABYMSI CBETOAMOAHbLIMU CBETU/IbHMKaMu (Aquael
leddy smart led sunny, 6 W, 6500 K), a anst co3gaHus 3a-
TEMHeHUS1 6acCeiHbl HaKpPbIBaIM YePHOW, Henpomnyc-
KatoLeli CBeT M/IeHKOW. [epek/oueHne pexrmMoB
NPOVCXOAWN0 aBTOMATUYECKN C MOMOLLbIO PO3ETOK-
TaiimepoB (Feron TM-50). Bce ocTanbHble YCNOBUA
cogepXXaHusa ans Bcex 6accerHoB OblN O4UHAKOBbI-
MW: NIOTHOCTb MOCAZAKN, PEXMUM KOPM/IEHUS U KOPM
(cornacHO NOTPEBHOCTAM BO3PaCTHOM rpynmnbl), Npo-
(hrnakTMyecKme Mmepbl 1 yxog 3a 6acceriHamn. ns mo-
NOAM NOCOCH, BbIpaLLMBaEMOiA B YC/TIOBUSAX 3aBOAaA, UC-
NoNb30Ba/IM KOMMEPYECKUI KopM Mapku BioMar Ini-
cio plus G (Biomar, Danmark) (cTapToBbIii KOpM ANns
ceroneTok 0+).
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KonnyectBo ceronetok, cogepxawymxcs B 6ac-
ceiiHax cocTaBuno: 7541 wT. (KOHTPOAb), 7361 LT.
(pexxmm 16:8) 1 7400 (pexxmnm 24:0). Boaa B 6acceiiHbl
noctynana ¢ MaTKOXHEHCKOro BOAOXpaHWUIMLLa
(p. HwXHWIA Bbir). TemnepaTypHbIA peXum 6bin
eCTeCTBEHHbI. 3HaYeHNs1 TemnepaTypbl 3a Nepuog,
nccnefosaHmAa coctasmam B asrycre 18.2—13.8°C,
ceHTsA6pe 13.8—9.8°C, okTs6pe 9.8—2.4°C. IKcne-
PUMEHT NMPOBOANICA 0 KOHLA OKTAGPSA. MNpo6bl pbib
(TYLWKu pbI6) Ha MMNUAHBIN aHanu3 6pain B KOHLE
KaXxoro mecsaua.

B3BewmBaHne pbli6 NPOBOANAM KaXAblA MecsLy
(no 3—5 pa3 B MmecsL) Ha 3aBoje. UmnuposaHue cero-
NETOK He MPOBOAMIOCL BCNEACTBME UX MaSIEHbKUX
pa3mepoB, MNO3TOMY aHHbIe Mo Macce pbl6 nonyyanu
Nno pesynbTaTamM MOBTOPHbIX B3BELLMBAHWIA No 70—
100 ocobein BMecTe. CpeaHss Macca Mooan 10cocst
0+ B Hayane uccnesoBaHUsA B pa3Hbix 6acceinHax co-
ctasnsAna; 0.96 = 0.07 (koHTposnb), 1.00 £ 0.04 (pe-
1M 16:8), 0.96 =+ 0.03 (pexxmm 24:0). 3a BeCb Nepuog,
3KcrepumeHTa 66110 cobpaHo 465 NPob ceroneTok.
Kpome Toro, cnegyet oTMeTUTb, 4TO “0TX04" B 6ac-
celiHax C 3KCrnepvMeHTa/lbHbIM OCBeLLeHWeM Obln
HWXKe MO CPaBHEHWUK C KOHTPOAbHbIM (139 wWT.,
1.84%) wn coctaBun 45 ocobein (0.61% — pexum
16:8), 72 (0.97% — pexxum 24:0).

OKCTpaKLUMIO IMNNL0B 13 0TOO6PaHHbIX 06pa3LIoB
(Tywka) mosiogn nococs npoBoOAUAN MO MeToay
®donva (Folch et al., 1957) n Keiitc (Keiite, 1975). 3a-
TeM JINMVAbLI KOHLIEHTPUPOBAN C MOMOLLIbHO POTOPHO-
BaKyyMHoI ycTaHOoBKM Heidolph Hei-Vap (Heidolph,
lepmaHuna). BblgeneHHble cymmapHble unuapl U
06e3XKMPEHHbIN 0CTaTOK (BK/OYAOLWMA 6enku, yr-
NeBOAbl, HYK/IEMHOBbLIE KMUCNOTbI, aMUHOKUCNOTbI U
MWKPO3/IEMEHTbI) CYLUWIM O NOCTOSAHHOM MaccChl.

KayecTBeHHOE N KOMNYECTBEHHOE OMpeAeneHune
OTAeNIbHbIX IMMUAHBIX KNACCOB OCYLLECTBAANN MPU
NMOMOLLM MeTOAA BbICOKO3((EKTUBHOM TOHKOC/ION-
Hol xpomatorpagun (BOTCX). dpakuMOHUPOBa-
HUe 06LLMX NMNUAOB NPOBOAMN HA NIACTUHKAX Ha
cTeknsiHHol ocHoBe — HPTLC Silicagel 60 F s, Premi-
um Purity (Merck, M'epmaHus). HaHeceHWe aKcTpakTa
NNNWAO0B OCYLLECTBNAIOCH MPY MOMOLLM NO/yaBTOMa-
Tuyeckoro annankatopa Linomat 5 (CAMAG, LLseii-
Lapus) MUKPOLLINPUUOM Ha 100 MK/ LUTPUXOBLIM Me-
TogoM. B KauecTBe 3/110eHTa, a TakXe pacTeopa 4.
HacbILWEeHNs XpomaTorpaduyeckon kamepbl ADC2
(CAMAG, LlBeiuapus), ncnonb3osanacb cCUCTeMa
pacTBopuTenein rekcaH—AMaTUNOBbIA 3PUp—yK-
cycHas Kucnota (32 : 8 : 0.8 no o6vemy) (Olsen, Hen-
derson, 1989). HacblleHre xpomMaTorpapuyeckoi
Kamepbl NpoBoannn B TedyeHne 20 MUH C O4HOBpe-
MeHHbIM KOHTPONeM BnaxkHocTh (10 MuH), nocne ve-
ro NPOBOAMNOCH HACbILLEHWE NNaCTUHbI (20 MUHYT).
OuncTaHums noaBuXHOM ¢hasbl cocTaBnsina 80 Mm
(Rf koHe4yHast = 80 MM), CyLLIKa NaCTUHbI OCYLLECTB-
nanacb B Te4eHMe 5 MUH. [posBneHne MNNUGHBIX
NATeH NPOBOAW/M B pacTBOpe MeLHOro Kyropoca
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(CuSO,) c optohoctopHoi kucnotoi (HzPO,) u
HarpesaHueM MaacTMHbI 4o 160°C B TeyeHue 15 MuH
(Hellwig, 2008). KayecTBeHHOe N KONNYECTBEHHOE
onpegeneHne NUNUAHbIX KOMMOHEHTOB Obli0 Bbl-
MnonHeHo B Kamepe geHcutometpa TLC Scanner 4
(CAMAG, LLBetiLapuns) Ha feiiTepreBoli namre npu
A/iviHe Bo/THbI 350 HM B pexxnme agcopbumm (Hellwig,
2008). MgeHTndmkauma nMnmuaHbIX Knaccos NpoBo-
Annacb No peepeHTHbIM CTaHLapTaM COOTBETCTBY-
OLLMX KOMMOHeHTOB (Sigma-Aldrich, CLUA) ¢ yye-
TOM COOTBETCTBUSA 3HavyeHnH Rf. B cocTase 06Lmx
NMNUAOB aHaNM3npoBann: obline docdonnnuibl
(@), TprauunranuepuHsl (TAD), anauynnrnnue-
puHbl (AAI), xonectepuH (XC), admpbl xonectepu-
Ha (3XC), cBO60AHbBIE XMPHbIe KNUcnoTbl (CXKK).

CocTtaBs WHAMBUAYaNnbHbIX ocdonmnnios —
hochatmgmnnxonmua (PX), doctaTtnannataHos-
aMmnHa (P3A), pocatnanncepmHa (PC), ocha-
TnannnHosutona (PW), comHrommennHa (CPM),
nmsoocharmannxonmia (JIdX) aHanmsnposanu
MEeTOJOM BbICOKO3((EKTUBHOM XNLKOCTHOW XpO-
marorpapuun Ha ctanbHol konoHke Nucleosil 100-7
(“3dncnko”, MockBa), UCNOJb3ys 3/IH0EHT aLeTo-
HUTPWI—reKCaH—METaHOI—OPTOOCHOPHas KNCN0-
Ta (918 : 30 : 30 : 17.5). [eTeKTnpOBaHWE NMPOBOANIN
no cteneHun nornoweHns ceeta npu 206 Hm (Arduini
et al., 1996). COOTHOLLUEHNE MeXay KOMMOHEHTaMu
OLIeHMBa/IV M0 Be/IMYMHAM MNJI0LLAZeN NMNKOB Ha XPo-
marorpaMmmax.

[JaHHble B TabA. 1 1 2 npeacTasneHsbl B Buge M = SE
(owmbka cpefHero apumetTnyeckoro). ObpaboTka
pe3ynbTaToB NPOBOAMIACL MPU MOMOLLY HenapaMeT-
pYYecKoro MeTofa TecTa paHroBbIX CyMM BUIKOKCOHa—
MaHHa—YWTHM B OTKPbITON cpefe NporpaMMupoBa-
Hus R (Kopocos, Mop6ay, 2007). Paznmums cumntaroTcs
foctosepHbIMU Npu p < 0.05.

WccneposaHus BbINOHEHbI Ha 6a3e nabopatopumn
3KO/IOTMYECKOM BMOXMMUN N C WUCMNONb30BaHUEM
obopyfoBaHMs LleHTpa KONNEKTMBHOrO MoJb30Ba-
Hus ®ULL “KapenbCKunin HayyHbIin LeHTp Poccuia-
CKOW aKafieMnn Hayk”.

PE3Y/IbTATDI

Pe3ynbTaTbl MCCNEAOBAHNIA MO BANAHUIO PasHbIX
peXxMmMoB hoTonepmnoaa Ha MMANAHbLIA Npotnnb ce-
roNeToK /10COCA NMPU ero UCKYCCTBEHHOM BbIpaLLn-
BaHWW NpeAcTaB/eHbl B Tabn. 1 n 2.

Y ceronetok n3 Tpex 6acceiiHoB ¢ pa3HbIM PeXu-
MOM OCBeLLEHNA, BK/HOYasi KOHTPO/IbHbIN, 0TOOpaH-
HbIX B CEHTA6PE, NMMNUAHBIA NPOUAL AOCTOBEPHO
He oTnauyancsa no cogepxkaHuo OJ1 (B npegenax
26.59—27.13% cyxoil mMaccbl), B TOM 4MCne cyMmap-
HbIX DJ1 (3.69—4.02%) n OAl (1.22—1.24%). Mpun
pexxumax 16:8 n 24:0 y cerofnetok oTMeyeHo [0CTO-
BEPHO 3HAYMMOE CHWXeHue kKonuyectea XC, Mu-
HOPHbLIX PU 1 dC, a Takke cHxeHne JTPX n IXC —
npu pexumme 24:0, nHgekca XC/®dJ/1 — npu 16:8.
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Tabnuua 1. CopgepykaHue 06LLMX IMNULOB U NNMUAHBIX KNAccoB (hocthonnnugbl, TpUaLuarinuepuHbl, anauunrimuepuy-
Hbl, 3MpPbl XONECTEPUHA, XONECTEPUH, CBOOOAHbIE XXUPHbIe KUCNO0TbI) (% CYXOi Macchbl) y CEroneToK aTaHTU4ecKoro no-
cocs (Salmo salar L.), BblpalymBaeMbIx Ha BbIrCKOM pbI60BOAHOM 3aBOJe MpK pasHbIX CBETOBbLIX pexnmax. O603Have-
HWS: N — YK1Ccno npob, 16:8 — 16 4 ocBeLleHUs 1 8 U 3aTeMHeHUs1, 24:0 — NOCTOSIHHOE ocBelleHne, OJ1 — o6LLme NUnnabl,
D1 — thochonumnuapl, TAT — TpraupmnrnnuepuHel, AT — gnaumnrnnuepuHel, IXC — admpbl XxonectepuHa, XC — xone-

cTepyiH, CXKK — cB060AHbIE XMPHbIE KUCNOTbI

Mecs, CeHTA6pb OKTA6pb
Pexxum ocseleHns|  KOHTposb 16:8 24:.0 KoHTposb 16:8 24:.0
n 20 20 20 20 20 20
Macca*, r 2.47 £0.09 2.51 +£0.08 2.62 £0.19 3.68 + 0.13A 3.50 + 0.15A 3.74 + 0.24A
Macca*, r 1.88—3.09 1.90-3.01 1.55—4.30 3.04—-4.7 2.58—4.94 2.49-5.45
min—max
OnnHa (TL)*, cm 6.12 +0.05 6.09 +0.07 6.18 +0.14 7.16 + 0.08° 7.04 + 0.10A 7.12 + 0.14A
OnvHa (TL)*, cm 5.8—6.5 5.5—-6.4 5.4-7.3 6.72—17.73 6.44—7.92 6.22—8.15
min—max
on 2713+0.34 |26.80+0.91 |26.59+0.39 32.81 +0.87” |34.23+0.78" |32.72 + 0.94A
(oJ]] 4.02 £0.08 3.69+0.13 3.84 £ 0.07 5.66 +0.36" | 5.67+0.13A 4.68 + 0.11AL 2
OAT 1.22 +0.03 1.22+0.06 | 1.24+0.03 1.37+0.10 1.26 +£0.04 1.15 + 0.03% 2
XC 3.64+0.04 319+011% | 3.45+0.06%2 | 4.35+0.12" | 4.80+0.09°| 4,55+ 0.11"2
CXK 1.48+0.06 1.49 +0.07 1.80 £0.07%2 | 0.72+0.04" | 0.89+0.04A| 0.95=+0.04A!
TAC 15.00+0.22 | 15.34+0.52' |14.85+0.23%> | 18.26+0.73" | 19.39+0.56" | 19.77 +0.69"
IXC 1.77 £ 0.05 1.86 = 0.08 141+ 0.05%2 | 2.45+0.15A 2.20+0.13 1.63 + 0.06AL 2
XC/dNn 0.91 +£0.02 0.87 +0.01 | 0.90+£0.02 0.79+0.03~ | 0.85x0.01 0.97 + 0.01AL 2
TAr/®] 3.75+0.06 417 +0.07* | 3.87 £0.03? 34+021 3.43+0.09% | 4.22+0.08AL2

IMprmMeyaHue. * — pa3MepHO-BECOBbIe XapaKTePUCTUKWN CEr0NeTOK B3ATbIX 414 OGUOXMMUNYECKOTO aHaNn3a,

A_ OTIYNA [OCTOBEPHbDI

(p<0.05) oT TakoBbIX Y pbl6 B CEHTAGPE; T otanuns pocToBepHbI (p < 0.05) 0T TakoBbIX Y Pbl6, BbIpaLLiMBaeMbIX MNPy 3aBOACKOM OCBe-
LeHUM (KOHTPOb); 2 — OTAMUMSA JOCTOBEPHBI (p < 0.05) OT TaKOBbIX Y PblG, BLIPALLMBAEMbIX B YCIOBUSIX peXXUMa 16:8.

Mpuuem copepxkaHve TAT n nHpekc TAT/PJ1 no-
BbICU/INCb Y CErofieToK MpU pexume OCBeLLEHUS
16:8, a CO®M n CKK — npu pexxmme 24:0 no cpaBHe-
HUIO C KOHTposeM. Hanbosnbluve N3MeHeHUs u-
NUAHOro NPOMUNA Y CEroneTok B CeHTAOpe yCTaHOB-
NeHbl Npn pexxnme 24:0. CHMWKeHMe Npu pexxnme
24:0y MONI0AM B pa3HOW CTENeH OTAe/bHbIX KNacCoB
mmnungos (PN, ®C, NIPX, IXC) nonoxutensHo
Koppenmposano ¢ nosbieHnem CXKK. Npu aTom y
CerosieToK /10cocs B CeHTAGPe npu pexxume 24:0, Ha-
6110a10Cb MOBbILLEHME Pa3MePHO-BECOBbIX XapaK-
TEPUCTUK — 2.62 T 1 6.18 cm NpoTuB 2.51 1 1 6.09 cm;
2.47 1 1 6.12 cm npu pexxnme 16:8 1 KOHTPOSIE COOT-
BETCTBEHHO.

Y ceronetok, oTobpaHHbIX B OKTA6pe, B LIeIOM
(NMpw BCEX peXxxnmax, BK/KOYas KOHTPO/Ib) OTMEYeHO
nosbilweHne cofepxaHms OJ1 (B npegenax 32.72—
34.23% cyxoii maccbl), B TOM YUC/IE JOMUHUPYHOLMX
3anacHbIx TAI (18.26—19.77%), a Takxxe ®J1 n XC B
OKTA6pe Mo CpaBHEHWIO C CeHTS6peM. OCHOBHbIE U3-

MeHeHMA NIMMNLHOIO CNeKTpa Npv BAUAHUN BYX pe-
YXUMOB (hoTOMepnoaa 0TMeUeHbI y CerofeTok, afanTu-
POBaHHbIX K pexknumy 24:0 (OTHOCUTENBHO KOHTPO/ISA) 1
CBA3aHbl CO CHWKEHMEM COAEPXXaHWS CTPYKTYPHbIX
®J1 (B ToM uncne ®X, JIbX), JAT, IXC v nosbiLle-
Huem CXK, nHgekcoB XC/®/1 n TAM/PN. Mpn
3TOM Yy pbl6 Npu pexunme 16:8, OTHOCUTENBHO KOH-
TPONS, YCTaHOB/IEHO JOCTOBEPHOE MOBbILLEHWE CO-
fepxaHna XC, COKK v cHukeHne OXC. Y CeroneTok,
POCT 11 pa3BUTME KOTOPbIX MPOXOANSIO NPY PEXKUME (0-
Tonepunoga 24.0, oTMeyeHa TEHAEHLUMS K MOBbILLEHWUIO
Beca— 3.74 r npotuB 3.50 T 1 3.68 r — (COOTBETCTBEHHO,
npu pexxume 24:0, 16:8 n KOHTPOE).

OBCYXOEHVE

Jivnuapl, Kak W3BECTHO, SIBNSIKOTCS HE TO/MbKO
CTPYKTYPHbIMM KOMMOHEHTaMM XXMBbIX CUCTEM U UC-
TOYHMKOM 3HEpPrumn, HO N BbIMOMHAIOT CUTHa/bHbIE
(hYHKUMW, MOLYNNPYS aKTUBHOCTb KNETOUHbIX (hep-
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Tabnuua 2. CogepxxaHne UHAMBUAYaNbHbIX ochonmnuaoB (% cyxold maccbl) Y CerofieToK aTnaHTUYecKoro f10cocst
(Salmo salar L.), BbipalLmBaembix Ha BbIrCKOM pbi63aBo/ie NMPu pa3HbIX CBETOBbIX pexkumax. O603HaueHMs: N — YNC/o
npo6, ®U — dhochatnamnuHosmton, PC — chochatmannceput, @ 3A — hochatmannataHonammH, ®X — chocatmann-

XONUH, NP X — nnsoochatnannxonnd, COM — chuHrommennH

Mecsy, CeHTA6pb OKTa6pb

ocE:LKJ,ngMﬂ KoHTposb 16:8 24:0 KoHTposnb 16:8 24:0
n 20 20 20 20 20 20
Macca*, r 2.47+£0.09 2.51+0.08 2.62+0.19 3.68 +0.13A 3.50 + 0.15” 3.74 + 0.24~
Macca*, r 1.88—3.09 1.90-3.01 1.55—4.30 3.04—-4.7 2.58—4.94 2.49-5.45
min—max
OnvHa (TL)*, cm 6.12 £ 0.05 6.09 +£0.07 6.18 £ 0.14 7.16 + 0.08” 7.04 + 0.10A 712 + 0.14A
OnuHa (TL)*, cm 5.8—6.5 5.5-6.4 54-73 6.72—7.73 6.44—7.92 6.22—8.15
min—max
g 4.02 +0.08 3.69+0.13 3.84+0.07 5.66 +0.36" | 5.67+0.13" | 4.68=+0.11AL2
on 0.17+0.01 015+0.01! | 011+0.01! | 0.07+0.00" | 0.07+0.01" | 0.06+0.01"
®C 0.04+0.004 | 0.03+0.003 0.03+0.004' | 0.09+0.01" | 0.08+0.014 0.08 +0.014
PIA 0.56 £0.02 0.48 +0.03 0.49+0.03 0.96 + 0.05” 1.07 = 0.03A 0.91 &+ 0.02A2
®X 2.97+0.06 2.79+0.11 2.99+0.05% | 419+0.33* | 412+0.09 | 3.39+0.09°%2
NnoX 0.26 +0.02 0.23 £0.02 0.21+0.01' | 0.09+0.01" | 0.08+0.01A | 0.05=+0.00AL2
CoM 0.005+0.001 | 0.003+0.001 | 0.01+0.001> | 0.01+0.004 | 0.01+0.00" | 0.01+0.00"
HewnssecTHble 0.01+£0.003 | 0.01+0.002 | 0.01+0.001 | 0.25+0.04" | 0.24 +0.02° 0.17 + 0.02A2

IMprmMeyaHue. * — pa3MepHO-BECOBble XapaKTePUCTUKW CEr0NeTOK B3ATbIX 414 BUOXMMMNYECKOTO aHaNn3a,

A _ 0TAMUMA JOCTOBEPHI

(p<0.05) 0T TaKOBbIX Y Pbl6 B CeHTs6PE; L — 0TAMuUNSA AocTOBEPHBI (p < 0.05) OT TAKOBBIX Y PbI6, BbIPALLMBAEMbIX NPY 32BOCKOM OCBe-
LieHnM (KOHTPONb);  — OTANUNS A0CTOBEPHBI (p < 0.05) OT TAKOBbIX Y PbI6, BbIPALLMBAEMbIX B YCNIOBUSX PeXiMa 16:8.

MeHTOB. MoaToMy MoanmMKaLnum NMNULAHOTO OKpYy-
YKEHUS1 OpraHM3MOoB, Bbl3BaHHbIe BO3AECTBMEM pa3-
NNYHBIX )aKTOPOB, OKa3blBatOT BINSAHME Ha Lie/bli
pAL (M3NONOTMYECKNX MPOLLECCOB, BK/KOYas pocT U
passutue (Hochachka, Somero, 2002; Arts, Kohler,
2009). PesynbTaTbl UccnefoBaHWA BAUSIHUS CBETO-
BbIX PEXMMOB Ha NMMNUAHbIM CTaTyC CeroneTok ar-
NaHTUYeCKOro 10COCHA CBUAETENLCTBYHOT O TOM, UTO
y CEroneToK B CeEHTAGpPe, Ha )OHE OTCYTCTBMA U3Me-
HeHWi B cofepxaHum OJ1, cymmapHbix ®J1 n OAT
OTMEYEHO CHuXeHMne XC 1 ero 3anacHom opmbl
OXC, a TaKKe MUHOpHbIX PJ1 (PN, ®C, NPX),
YTO MOSIOXKUTESIbBHO KOPPENNPYET C MOBbILLIEHVEM
CXK (B 1.2 pasza). 3T U3MeHeHuns B 60/bLLIEN CTe-
NMeHW OTMeYeHbl y CerofieToK, CoAepXallmxca B 6ac-
ceiiHax npu dotonepuoge 24:0. YcTaHOBNEHHble
MOANMNKALMKM YKa3biBaOT Ha 60/1ee aKTUBHbIE Me-
TabonMyecKme NpoLecchbl y pbib B yCIOBUAX KPYTio-
CYTOYHOro ocBeLleHus. N3BecTHO, YTO Yy pblb npu
aKTuBauunm un3nonornyecKmMx NPoL,eccos N3 NUnu-

OHTOrEHES3 Ne 2
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[0B ObICTPO MOBUNN3YIOTCA XKUPHbIE KNCMOTbI, 06-
pasysa nyn CXKK, obecrieuvBas UM NpUTOK 3HepPrum
(CaytuH, 1989). YcuneHune OKUCAUTENbHBIX peak-
LWIA B OTAENbHbIX IMNUAAX BMOHE MO0 NPUBECTU
K nosbiweHnio CPM (B 2 pasa), UTO CnocobeTyeT
pUrMAHOCTM BUOMEMOPAH 1 MOXKET paccmaTpmBaTb-
CA KaK KOMMeHCcaTopHas peakums Ha MpOAO/IKM-
TeNbHOE OCBELLEHVE.

COBOKYMHOCTb M3MEHEeHWU OTAe/bHbIX K1acCcoB
®J1, 0c06EHHO MMHOPHbIX, KOTOPbIE, KaK N3BECTHO,
ABMAOTCA NOCPELHNKAMM MHOTUX CUTHa/IbHbIX Me-
XaHWU3MOB PerynsiLMm BaXXHENLLNX MeTaboIMUYeCcKnX
MpoLeccoB, Hanpas/eHa, No-BUANMOMY, Ha obecne-
yeHVe afjanTaumn CEro/IeTOK J10COCA B OTBET Ha BO3-
[eliCTBME TaKOro MOLLHOrO (P13MYeckoro hakropa
Kak HenpepbIBHOE OcBeLeHMe. [Mpu yBennyeHnn cy-
TOYHOr 0 Nepuoa OCBeLLEeHUA MONOb Pblb Hanbonee
3(pheKTMBHO ycCBavBaeT KOPM, OT/MYaeTcsa 6Gonee
BbICOKOW »XM3HECMOCOOHOCTLIO M CKOPOCTbIO pocTa
(Bnacos v gp., 2013). B HaLLeM 3KCMePUMEHTE B CeH-
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TAGpe ceroneTtku fococsa npu pexume 24:0 nmenu
CPaBHUTENbHO NyYyLLInIA BeC U pocT — 2.62 T 11 6.18 cm
npoTtus 2.51 1 1 6.09 cm — npu pexume 16:8; 2.471n
6.12 cM — B KOHTpO/IE.

CnepfyeT OTMETUTb, YTO Y CErONeTOK B OKTAOPE, BO
BCEX MCCefyeMblX BapuaHTax poTonepunosa, BK0-
Yyas KOHTPO/b MO CPaBHEHUIO C CEHTAGPEM, OTMeye-
HO nosblweHune OJ1 3a cyeT 3anacHbIX TAI 1 CTpyK-
TYPHbIX nunuaos — XC n ®J1 (B ToMm uncne PC,
DIA, DX, CDOM), UTO CBUAETENLCTBYET He TOJ/IbKO O
BMAHUM Pa3HOro pexuma otonepmoa, Ho, BO3-
MOXHO, W TemnepaTypHOro gakrtopa. B okTa6pe
Temneparypa cHu3unacb Ha 4°C (go 9.8—2.4°C) no
CpaBHEHWIO C ceHTA6pemM (13.8—9.8°C). ApanTauus
CEerofieToK K aKCrnepuMeHTaIbHbIM CBETOBbLIM PEXU-
MaM Ha YpOBHE IMMNNL0B MOXET peasin30BaTbCa pas-
HbIMW OMOXMMUYECKUMM MeXaHu3mamu. C OAHOW
CTOPOHbI, MPU 3KCNEPUMEHTA/IbHbIX CBETOBbIX pe-
XMMax Yy CeroneTtoK MoBbILLAeTCA WMHTEHCUBHOCTb
Nnnonmsa, CBsi3aHHas ¢ MobunmaaL el aHepreTnye-
CKMX KOMIMOHEHTOB /IMMNAOB, Ha 4YTO YKasblBaeT
CHWXeHue cofiepxkaHua OXC, OAT u PJ1, BkoYvas
OX n NPX, n nosbieHne CXKK, a Takke NHAEKCOB
XC/D/, TAT/®DN (npu pexnme 24:0). Cnegyet oT-
MeTUTb, YTO CHUXeHMe OAl B OKTAGpe y CeroneTok
0+ npn pexxnme 24:0, BO3MOXHO, CBA3AHO C KOM-
MNIEKCHbIM [eNCTBMEM MPOAO/HKNTENBHOCTU OCBE-
LLEHUSA 1 CHYDKEHWEM TeMMepaTypbl. Auaunirivue-
PUHbBI ABNAKOTCA MYbTUMYHKUMOHAIbHLIMUY BeLLe-
cTBamu, npeaLlecTtBeHHUKaMn He TonbKo TAIT, HO 1
MHorux ®dJ1, a HanpasneHWe UX MeTaboMMYECKUX My-
Tel perynnpyetca Kak BHYTPeHHUMU, TaK U BHeL-
HUMK hakTopamm cpebl (CayTuH, 1989). Mpu atom
CnefyeT yumTbiBaTb He TOMbKO cogepxaHue XC u
®J1, HO 1 nx cooTHoLeHNe XC/dJ1. Tak, B OKTA6pe
Nnpyn UCCnefyemblX CBETOBbIX PeXXumMax y CerofieTok
YCTaHOB/NIEHO MOBbILLEHNE WHAEKCA COOTHOLUEHUA
MembpaHHbIX nunungos XC/P N (po 0.97 npu pexu-
mMe 24:0 u go 0.85 npu pexmnme 16:8 npotms 0.79 B
KOHTPO/Ie) 3a CYeT CHWXKeHUsA cogepxaHua PJ
(rnaBHbIM 06pa3om P X, a Takxke JIPX). 13meHeHne
COOTHOLEHNS XC/®PJ1 ABNseTCsS OAHUM U3 Ktoue-
BbIX MEXaHW3MOB Perynsunmn rUanKo-xMMmM4ecKoro
COCTOSIHMSA BMOMEMOPAH M X MOHHOM MPOHULIAEMO-
CTW, YTO BAUSIET Ha pa3/INyHble 06MeHHbIe NpoLec-
Cbl, TaKMe KaK (CKOPOCTb TpaHcnopTa MOHOB, MeTa-
6onntoB 1 Boabl (HeTioxanno, TapaceHko, 2001;
Perevozchikov, 2008). Pe3ynsTatomM MOXET ObITb UH-
rMéupoBaHve oKUCIeHNS Kak XC, Tak U 0TAeNbHbIX
MUHOpPHbIX KnaccoB ®J1 (PN, dC, PIA, COM).
Bce oTMeYeHHble N3MEHEHUSA NUNUAHOTO NPOpUNSA
CerosieToK /10coCA B NpoLiecce pa3BUTUSA B YCOBUSAX
3KCMepuMeHTa B 60fbLUEN CTEMeHN NPOSBUANCL B
OKTSA6pe NPV KPyrnocyTOYHOM PeXuMe OCBeLLEHUA
24:0. Kpome TOro, K 3T0My rnepuoay Kak B KOHTPO/e,
Tak 1 Npy 060MX CBETOBbIX PeXUMax Yy Ceronetok
BO3pacTaeT cofepxxaHune 3anacHbIx TAI 1 noBbIWwa-
etca uHaekc TAT/®/1 (npu 24:0), 4TO CBUAETESb-
CTBYET O MOBbILUEHUN Y PblO 3HEPreTUYecKoro no-

TeHuMana, KoTopblil NOAJEePXXMBAETCA 3a CHeT 6onee
3(pheKTMBHOr0 KOHBEPTUPOBaHUS KOpMa B YCNOBU-
AX [OMNONHUTENIbHOTO OCBELLEHUS, a TaKXKe MOXET
ObITb CBA3AH M C TeMrnepaTypHbIM (hakTopom. Bos-
MOXHO, CHWKeHMe Temrnepatypbl BOAbl B OKTAGpe
MOB/INA/IO Ha NOBbILLEHME aKTVBHOCTM NINNasbl B XKe-
NYLOYHO-KULLEYHOM TpaKTe pblb, YTO CNOCO6CTBO-
BaJI0 HauyylleMy KOHBEPTUPOBAHMIO MULLK. Tak
pe3ynbTaTbl paboTbl KMTANCKMX YYEHbIX MOKasaiu,
4TO MOJIOJb aMYPCKOr0 OCETPa XOPOLLO NepeBapmBa-
eT MMNuAbI NPy NOHWXeHHOW Temnepatype (14°C), a
npotenHbl — npun 21 n 28°C (Hong-jie et al., 2007).

OTMeuyeHHble U3MEHEHUA B COAeP>XXaHUM OCHOB-
HbIX IMNNAHBIX KNacCoB NOMOXUTENIbHO KOppenupy-
tOT C TEHAEHLMEN NOBbILLEHNSI TEMMOB pOCTa Cerosne-
TOK Mpu CBETOBOM pexxume 24:0. CnefyeT OTMETUTD,
YTO AlaHHble COrnacytTcs ¢ ony6/MKoBaHHbIMU pa-
Hee (Nemova et al., 2020) pe3ynbTataMn N3yyYeHUs
YXXVPHOKMUC/IOTHOTO COCTaBa MOJI0Au S10coCs Nnpu Ba-
pbMPOBaHUN CBETOBbLIX PEXMMOB B aHaJI0rM4yHOM
3KCrepuMeHTe.

SAKMHOYEHWE

BBeaeHVe AONONHNTENLHOMO OCBELLEHUSI NpU 3a-
BOACKOM BblpalliyBaHUM MOSIOAN aT/aHTUYeCKOro
N0COCS Ha 3Tarne CerofieToK NPUBOAUT K KONIMYECTBEH-
HbIM 1 KayeCTBEHHbIM MOAUMDMKALMSAM CTPYKTYPHbIX
W 3aMacHbIX MMWAOB U UX COOTHOLLIEHWI (MHAEKCOB),
HanpaBNeHHbIX Ha PErynsaumio XXN3HeHHbIX (yHKLMI
CerosieToK 710cocs MyTeM TaKMx KOMMEHCATOPHbIX 13-
MEHEeHWI A NMNWAOB, KOTOPble 06ecrneynBardT ONTU-
Ma/lbHble aaanTalMOHHbIE BO3MOXHOCTU X BbDKMBA-
HWUS. BapbMpoBaHMe CBETOBbIX PEXUMOB MpU Bblpa-
WMBaHMM MOMIOAN NIOCOCA B YCOBUSAX CEBEPHbIX
pbl6OPa3BOAHbIX 3aBOJOB MOXKET B/IMSTb Ha MoOsyYe-
HKe 60/1ee XKN3HECTOKOM, FOTOBOW K BbINYCKY B eCTe-
CTBEHHYIO Cpefly MOJIOAM 3a CHET YCKOPEHUs MpoLiec-
CoB ee pocTta. [OnoMHUTENbHOE OCBELLEHME MOXET
NPUMEHATLCSA C Lie/bH0 YCKOPEHUS pocTa MO/I0AM /I0CO-
CS1, HaCTyM/IeHNS Neproga CMONTUNKaLMK, OTCPOYKN
Mo/IOBOro co3peBaHus. Kpome Toro, nonyyeHHbIe pe-
3y/nbTaTbl 0 MOAUMUKALMMA NMNNLHOTO COCTaBa Cero-
NETOK MpY UCMO/b30BaHUW LOMOHUTENBHOIO OCBe-
LLIEHNS B NPOLIECCE Pa3BUTUSI MOTYT MCMO/b30BaTLCS B
NpaKTVKe BblpaLLyBaHNSi MOIOAM NI0COCS B 3aBOACKUNX
YCNOBUAX NPU pacyeTax KOPMOBbLIX KOIPHULIMEHTOB,
061LEMOB MCMO/b3YEMOro KOpMa, a Takxke 19 XapaKTe-
PUCTUKM ee (IM3MO0/0rMYECKOr0 COCTOSAHKS.

PNHAHCVPOBAHWE PABOTbI

PaboTa npoBefeHa nNpy oMHaHCOBO NOAAEP>KKE Mpo-
ekTa Poccuiickoro HayuHoro hoHaa Ne 19-14-00081.

COBNMOAEHNE STHUNYECKNX CTAHOAPTOB

Bce NpUMeHUMble MEXAYHapOAHbIE, HaLMOHA/IbHbIE
/M MHCTUTYLIMOHASbHBIE MPUHLMMLI UCMO/b30BaHUSA
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YXMBOTHbIX B 3KCMEPUMEHTAX M YCNOBUS yXxoda 3a HUMK
6b1111 COBGMIOAEHBI.

KOH®JIMKT MHTEPECOB

ABTOpbI 3as1BNISIIOT 06 OTCYTCTBUM KOH(INKTA UHTE-
pecos.

MH®OPMALUWMA O BK/IALE ABTOPOB

H.H. Hemosa, 3.A. HedepoBa, C.A. Myp3nHa — 06-
CYXXEHWE pe3ybTaToB UCCNefOBaHMWA, MOAIOTOBKA My6-
mmkaumn, C.H. INekkoeBa — NpoBeAeHMe aHam3a mnum-
[0B M XXUPHbIX KMUCMOT B TKaHAX MCCNeL0BaHHOW MONoan
pbI6, yyacTue B NoAroToske nyb6avkaumu. B.MN. BOPOHUH —
c60p maTepuasna B Xofe 3KCneanLnn, NPoBeLeHne aHan-
3a IMNNLOB M XXMPHbIX KACNOT B TKaHSX UCCNeLoBaHHOM
MOJI0AM pPbl6, CTaTUCTMYECKNIA aHanu3. T.P. PyokonaiiHeH —
npoBefeHMe aHan3a MHAMBUAYa/bHbIX KnaccoB (pocgo-
NNNWUA0B METOAOM BbICOKO3(W(EKTMBHOM >XNAKOCTHOW
Xpomartorpapun.
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HEMOBA n gp.

The Effect of the Photoperiod on the Lipid Profile in Hatchery-reared
Underyearlings (0+) of Atlantic Salmon Salmo salar L.

N. N. Nemova *, Z. A. Nefedova?, S. A. Murzina?, S. N. Pekkoeva?,
V. P. Voronin?, and T. R. Ruokolainen?
Linstitute of Biology of the Karelian Research Centre of the Russian Academy of Sciences,
ul. Pushkinskaya 11, Petrozavodsk, 185910 Russia
*e-mail: nnnemova@gmail.com

New data on the effect of prolonged light on the lipid profile in the hatchery-reared underyearlings (at 0+ age)
of Atlantic salmon were obtained. The effect of different light regimes (usual hatchery lighting — control, ex-
perimental lighting — 16:8 h light/dark (LD 16:8) and 24:0 h light/dark (LD 24:0)) was studied during growth
and development of fish. It was found specific alterations in the lipid profile, mainly in the content of struc-
tural lipids (total phospholipids), also in the ratios of structural to storage lipids: cholesterol/phospholipids
(CHOL/PL) and triacylglycerols/phospholipids (TAG/PL) in the fish under experimental light regimes.
These changes were most pronounced in the underyearlings under continuous light (LD 24:0).

Keywords: lipids, photoperiod, Atlantic salmon, hatchery-reared fish
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BNOJIOI A

PA3BUTNA PACTEHUI

YK 631.524.825:582.717.4

HAUA/TbHbIE 3TAMbI OHTOMEHE3A MPEACTABUTENE POJA
HYDRANGEA L. B YCJ/IOBUAX KYJIbTYPbI

©2021r. &P. K. Mypsabynatosa® *, 3. X. LLInranos?, H. B. INonskosa?

aHO>KHO-YpanbCKuidi 60 TaHNYeCKMIA Ca-UMHCTUTYT YDMMCKOro (heepanbHoro NccneaoBaTenbCKoro LieHTpa
Poccuiickoii akafemumn HayK, yn. MeHgeneesa, 195, kopn. 3, Ytha, 450080 Pecny6nnka balikopTocTaH, Poccus
*e-mail: murzabulatova@yandex.ru
Moctynuna B pegakuuio 28.04.2020 r.

Mocne gopaboTkm 14.09.2020 1.
MpuHATa K Nny6nmkaumm 21.09.2020 r.

OnucaHbl HavanbHbIe 3Tanbl OHTOreHesa BUAoB poga Hydrangea L. ccnefoBaHns NpoBOAUANCE Ha NPO-
TshkeHnn 2007—2015 rr. Lienb gaHHO paboTbl — M3y4nTb 1 ONMCATb Hava/lbHble 3Tanbl OHTOreHe3a npef-
cTaBuTenei poga Hydrangea B ycnoBmsx KynbTypbl B balikmpckom Mpegypanse. B xofe nccnegosaHuii bbl-
NN peLLeHbI CriefytoLme 3afaqm: onpegesieHbl 3Tanbl BUPrMHUALHOTO BO3PACTHOMO COCTOSHMS N3yYaeMblX
BWZO0B rOPTEH3MM; ONMCaHbl NPU3HaKW, XapaKTepHbIe 418 K&XA0ro atana; oxapakrepmnsosaHbl MOpPgo1o-
TMYECKKME NMapameTpbl PACTEHMIA HA K&XKAOM 3Tarne pasBUTUS; BbIsIB/IEHbl 0COGEHHOCTM Pa3BUTUS U3YYeH-
HbIX BUAOB Ha HaYa/lbHbIX 3Tanax OHToreHesa. OnucaHbl 4 3Tana BUPrMHWIBHOIO BO3PacTHOro COCTOS-
HUSI: NPOPOCTKMN, FOBEHU/TbHbIE, UMMATYPHBbIE 1 B3POC/Ible BEFETATUBHbIE PaCcTeHMS. DTan FOBEHU/TbHbIX pac-
TEHWI y rOpTEH3MIA HAaCTyNaeT B CPeAHEM Yepes 25 AHel nocre NpopacTaHus CeMSIH C MosiBNEHMEM 2-1i Napbl
HaCTOSLLMX INCTBEB; UMMATYPHbLIX — B OCHOBHOM Ha 3 rofly, Moc/ie Havasia BETB/IEHNS OCEBOro rnobera; BMp-
TMHWUNBbHBIX — Ha 4—5 rogy XXMU3HW € Ha4a10M KYLLEHWS U NPUOBPeTEHEM XU3HEHHO (hOpMbI B3POC/IOro
pacTeHus.

Kntouesble cnosa: Hydrangea, HauanbHble aTarbl OHTOreHe3a, BO3PACTHOE COCTOSIHME, MPOPOCTKMU, HOBe-

HW/IbHbIE paCTeEHNA, UMMaTYPHbIE PaCTEHNA, B3POC/IbIE BET€TaTUBHbLIE PACTEHUA

DOI: 10.31857/5047514502102004X

BBEAEHUNE

Pop MopTeHsusa (Hydrangea L., Hydrangeaceae Du-
mort.) BKOYaeT B Ce65 KpacKBOLIBETYLLME KyCTapHW-
KW, eCTECTBEHHbI apeas pacnpoCcTpaHeHUsi KOTO-
pbix — Kutai, Mmanamn, AnoHns, CesepHas n KOXx-
Haa AMepuKa, eAUHNUYHO — PUAMNNUHLI 1 0. fBa. B
HacTosiLLIee BpeMs pPog BK/IOYaeT okoso 200 BUA0B n
6onee 350 copToB (van Gelderen, 2004). B nocnegHve
rofibl FOPTEH3MM CTaIM Ype3BblYaliHO MONYNAPHbLI B
[eKOpaTMBHOM CaflOBOACTBE W NaHAWAMTHOM An-
3aliHe, 1, cnefoBaTeNlbHO, BO3HMK/IA HE0OX0A4UMOCTb
B U3YYeHUWN NX poCTa U PasBUTUA B YCNOBUSAX KOH-
KPETHOr0 pernoHa 1 KMMaTnyecKom 30HbI.

B HacTosLee Bpems NoLpo6HOE aHaTOMUYECKOe
N MOpPONOrnyeckoe onucaHue cemsiH ropTeH3ui
AaHo B paboTax L. Hufford (1995), A.J1. TaxTamksaHa
(2000), T.A. Jlobosoii (2000), M. Morozowska,
A. Woznicka, M. Kujawa (2012). CemeHa ropTeH3ui
MHOro4ucneHHble, Menkue, 0.4—1.5 Mm ginHbI, 0.5—
2 MM WpKUHBbI, 0.3—1 MM TONLWMHBI. LIBeT cemaH oT
30/10TUCTO-XENToro 0 TeMHO-KOpuU4YHeBoro. dop-
Ma CceMsiH pa3Hoobpa3Has: OCHOBHas 4acTb BWAOB
NMeeT BepeTeHOBUHbIE, 06PaTHOANLEBUAHbIE, LLN-
poKosiiLieBUAHbIE 1 OBasnbHble cemeHa. H.A. Konsaga
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(2007) B cBOMX ONbITax C 5 BUAAMN ropTeEH3N Onun-
casia Moponornio CemsiH, KONIMYeCTBEHHbIE napa-
METpbl, UMEIOLLME BXKHOE 3HaYeHWe NS NO3HaHNA
nx 6uonornn. B 4acTHOCTU, MaKCUMa/bHbIA BeC
1000 wT. cemsiH oTMeYeH eto y H. paniculata — 0.091 T,
H. bretschneideri —0.075r, H. paniculata f. grandiflora—
0.060 r. B npupoge, no gaHHbIM M. Hara n gp.
(1999), a Takke H. Kanno n K. Seiwa (2004) y H. pa-
niculata cpegHwin Bec ceMsiH cocTasnseT 1.01 r. Bepo-
ATHO, Takas pasHULa B BeCce CEMSAH B MPUPOLAHbIX
YCNOBUAX U MPU UHTPOLYKUUN MOXeT CBUAETENb-
CTBOBaTb O KapAWHa/IbHOW pasHuLE B KOMIIEKCe
KIMMaTUYeCKMX YCM0BUIA, B KOTOPbIX MPOUCXOANT
3aBA3blBaHWe U co3peBaHMe ceMsH. O npopacTaHnn
CeMsH BUOB ropTeH3ui MMetoTCH JaHHble B paboTax
H.A. Konsagbl (2007). Mo ee cBefeHUAM, B AeHApa-
pun FopHo-TaexHoin ctaHumn OABO PAH nabopa-
TOpPHas BCXOXECTb CEMSAH FOPTEH3WUM [0CTaTOYHO
BbICOKasA W B cpefHeM cocTaBnsieT 79%, a y H. bret-
schneideri oHa gocTturaet 90%. Mo gaHHbIM J1.A. Cem-
KnHoi 1 FO.B. Libikapesa (1994), B yCnoBUAX KyNbTy-
pbl Ha CpeaHem Ypane H. bretschneideri 06unbHO LBe-
TET, HO BCXOXECTb ee CeMAH B nabopaTOpHbIX
ycnosusax coctasnseT Bcero 37%. B ycnosusax bo-
TaHn4eckoro cagar. Kneea (KopkyneHko, 2013) ceme-
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Ha MHTPOAYLMPOBaHHbLIX FOPTEH3MIA UMEIOT BbICOKYHO
BCXOXKECTb 1 He HY>XKAAlOTCA B NPeLNOCeBHOM MOAro-
TOBKe, N1abopaTopHas BCXOXECTb X gocTuraet 99.3%.

[aHHbIX N0 0CO6eHHOCTAM pocTa U MOpPOorun
NMPOPOCTKOB M FOBEHWU/IbHbLIX PacTEHWIA TFOPTEH3UIA
NPy NHTPOAYKLUMW B NUTepaType HeT. MImeroTcsa He-
KOTOpble faHHble MO NU3yY4eHN0 MOPMOIOrN N OH-
ToreHesa LiBeTKoB ropteH3uii (Roelsetal., 1997; Huf-
ford, 2001).

M.T. Ma3sypeHko u A.l'N. Xoxpsikosa (1977) n3y-
Yasin 0CO6EHHOCTM NPopPacTaHUsi CEMAH U pa3BUTUSA
CesiHLEB ropTeH3nn KpynHonucTHoi (H. opuloides)
B €CTECTBEHHbIX MECTOOBUTAHMUSAX B OKPECTHOCTAX
r. barymu (py3ns); B UX ONKUCaAHUAX OTCYTCTBYET
NH(hopMaLMa 0 XxapaKTepe pocTa NPOpPOCTKOB. [daH-
HbIMW aBTOpPaMu YCTaHOB/IEHO, YTO B cucTeMe nobe-
roB )opMMPOBaHMA MOXET pPa3BUTLCA 0 6 NOPALKOB
no6eros, MpY 3TOM OCHOBHOW LKJ/T MPOXOANT BCEro
3a 3, pexe 4 roga. Ero nepuogst:

1. PocT no6era hopMmmnpoBaHnsi 1 NOGEroB BETB-
NeHMs NepBoro nopsiaka (Nepsblii FOA XXU3HK, pexxe —
Havasno BTOPOro roga).

2. Pa3Bntme no6eros BETB/IEHWNS MePBOro-BTOPO-
ro, pexxe TPETLEr0 NOPSIAKOB (BTOPOI rOf XXN3HN).

3. OTMUMpaHme BepXyLLKM CUCTEMbI MO6GEeros op-
MWpOBaHWA, pasBuTMe U OTMUpPaHWe Noberos BETB-
NEeHNA TPeTbero-LlecToro NopsiAKoB (TPeTuii-yer-
BEPTbIN rof X13Hu).

Taknm 06pa3om, YMC/o NOPSAKOB NO6EroB 34echb
60/1bLLe, YeM YMCNO JIET OCHOBHOTO LMK/Ia. 3TO CBS-
3aHO0, 04eBUAHO, C 6osiee A/IUTeNTbHbIM NePUOLOM Be-
retaluu B yClIOBUSAX TEMNJIONO KInMMaTta W, Kak cneg-
CTBWE, 3aKNafKON 1 poCTOM 6GOMbLUErO KOMMYecTBa
noyek n noberos (Ma3ypeHKO, XOXpsKoB, 1977).

AHanus nuTepaTypbl No TeMe AaHHOM paboTbl NO-
KasbIBaeT, 4TO 610/I0rMYecKne 0CO6EHHOCTU UHTPO-
AyUMPOBaHHbIX BUAOB rOPTEH3MIA N3yYasinch Ha 6a3e
KOMNEKLMIA KpynHbIX 60TaHMYeCKMX cafos B Poccuun
(r. Mockga) 1 YkpauHe (r. Knes). CBefeHusi 0 61o-
NOTNW BULOB rOPTEH3UI B APYTUX perMoHax HOCAT He
MOJIHBIN W OTPLIBOYHBIN XapakTep. VIH(popmaumm no
KynbType ropTeH3nii Ha Ypane (B T.4. Ha KO)XHOM Ypa-
ne) n B Mpurypasnbe NPaKTUYeCKN HeT. ACMeEKTbI OHTO-
reHesa BMJOB FOPTEH3UI B Ky/bType Kak B 3apyoex-
HOW, TaK 1 B OTEYECTBEHHOW IMTEpaType He OcBeLle-
Hbl, @ WMEHHO: OTCYTCTBYeT [O/IHOE OMnucaHune
OHTOreHETMYECKOrO PasBUTUSA TOPTEH3WIA, HET [aH-
HbIX M0 MOPPOMETPUYECKMM MapamMeTpam pacTeHwWi B
K&XJ0M BO3PaCTHOM COCTOSIHUW, HE BbISIB/IEHbI OCO-
OGEHHOCTN MHAMBMAYA/IbHOTO PasBUTUA Ha KaXXom
3Tarne OHTOreHesa. JTO 0OOYCNOBMAMBAET HeOOXOAM-
MOCTb 0006LLEHNS CYLLIECTBYHOLLMX JaHHBIX, a TaKkxke
NX YTOYHEHWA U geTann3aummn. Takum 06pa3oMm, akTy-
a/lbHOCTb M HOBM3HA MNPeLCTaB/eHHbIX pe3y/bTaToB
oyeBMaHa. Llenb fJaHHOM paboTbl — U3y4nTb M ONKCATb
Haya/lbHble 3Tanbl OHTOreHe3a npeacTaBuTenell poja
Hydrangea B ycnoBusx Ky/bTypbl B BalWlKMpcKoMm

Mpepnypanbe. B cOOTBETCTBMM C 3TOW LieNbtO GbInv MO~
CTaB/eHbI CnefytoLlye 3aa4m:

— onpegennTtb aTanbl BUPTMHWUIBHOIO BO3pacT-
HOro COCTOAHNA N3yYaeMbIX BUAOB rOPTEH3NN,

— onuncatb NPU3HakKn, XxapaKTepHble 014 KaXXaoro
aTana,

— 0XapaKTepu30BaTb MOP(ONOrMYecKMe napa-
MEeTPbI PaCTEHUI Ha KaX/40M aTarie pasBuTus;

— BbISIBUTb 0COB6EHHOCTHU pPa3BUTNA N3YyHEHHBLIX
BMNAOB Ha Ha4Ya/IbHbIX 3Tarax OHTOreHe3a.

MATEPWA/bl 1 METO/ bl

WccnepoBaHusa npoBoguanc Ha 6a3e KoneKLmm
ropTeH3nii KOXXHO-YpanbCKOro 60TaHNYecKoro ca-
[a-UHCTUTYTa YUMCKOro hegepasibHOro nccnemo-
BaTe/nbckoro ueHtpa PAH (FOYBCU YP UL, PAH) B
nepuog ¢ 2007 no 2015 rogel (Myp3abynaTosa, IMo-
nsKoBa, 2016). O6beKTaMK UCCNeaoBaHNS ABASINCH
6 B1goB 1 1 nogsng poga Hydrangea, npounspacTato-
LLIMe Ha KONIEKLMOHHOM Y4YacTKe JeKOPaTUBHbIX KY-
CTapHMKoB (PpyTnLeTyMme):

Mopacekums Americanae

Bugpbl: ropteH3us apesoBmgHast (H. arborescens L.);

ropteH3ns nydnctas (H. arborescens subsp. radiata
(Walter) McClintock);

ropTeHsusa nenenbHasa (H. cinerea Small).
Mopacekumst Heteromallae

Buabl: ropteH3nsa meTensyatasn (H. paniculata Sie-
bold);

ropTeH3ns noysonokposHaa (H.
D. Don);

ropteHsns bpetwHengepa (H. bretschneideri
Dippel);

ropTeH3uns 3onotuctoxmnkosasn (H. xanthoneura
Diels).

Knumatmyeckume ycnosusi panoHa uccnegoBaHuii
NMeKT CBOM OCOBEHHOCTWU M OT/IMUYUSA OT YCNOBUIA
eCTeCTBEHHOr0 NpouspacTaHns ropteHsnii. Knumar
Bawukumpckoro Mpeaypanbs KOHTUHEHTaNIbHbIN U Xa-
PaKTEPU3YeTCSA XONOAHOM 3UMOI N TEM/bIM IETOM,
60MbLIOA aMNANTYAOM KonebaHWin TemnepaTtypbl B
TeyeHue roga, paHHUMN OCEHHUMU U NO34HUMM Be-
CEHHMMW 3amopo3Kamu. B 1. Ya cpegHemMHOroneT-
HAA TeMnepaTypa Bo3gyxa coctasnset +3.4°C, cpeg-
HAA Temnepatypa sHBaps —13.5°C, a6CoMOTHbIMN
MUHUMYM gocTuraet —48.5°C, 3MMOIA HepeaKn OT-
Tenenun, 6e3MOPO3HbIN Nepuos LNTCA B CPeHEM
144 nHsa. CpegHsas Temnepartypa vionsa +19.5°C, abeo-
NHOTHbI MaKCMMYM 3adMKCMpoBaH Ha ypoBHe +40°C.
Knumart foCTaTOuHO BNa@XKHbIN: CpefHErofoBoe Ko-
IN4eCcTBO OcaaKoB cocTtasndetr 500—590 mm, B T.u.
0Kono 350 Mm B Tensbiii nepnof (MakCMMym ANpUXo-
ANTCA Ha UIOHBb—WI0/b). CHEXHbI MOKPOB yCTaHaB-
NVBaeTCHA B HOAGPe N fepXuTcsa B cpefHem 155 cyt
(MyTeHuxnH n ap., 2017).

heteromalla
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HAUA/IbHbIE 3TAMblI OHTOrNEHE3A MPEACTABUTE/IEN POOA

Kak n3BecTHO, B OHTOreHe3e pacTeHUI BbIAENAT
4 nepmopa (Cepebpsikos, 1952, 1964; YpaHos, 1967;
Borchert, 1975; Hackett, 1985; PekomeHgaumu no
N3y4YeHUI0 OHTOreHesa.., 1990; Donovan, Ehleringer,
1991; Paiva, Machado, 2006; Wang et al., 2011; Albert
etal., 2012):

— NATEHTHbIN (COCTOSAHME CEMEHMW);

— BUMPIMHWABHBIA (BKNOYAKOLWNIA 3Tanbl Npo-
POCTKOB, FOBEHWU/bHbLIX, UMMATYPHbIX W B3pPOC/bIX
BereTaTMBHbIX pacTeHWiA);

— TreHepaTuBHbI (3Tanbl MOMOAbIX, CPEAHEBO3-
PaCTHbIX U CTapbIX reHePaTUBHbIX PACTEHWUI);

— CEHWNbHbIA (CYBCEHWUNbHbIA WU CEHWUbHBbIN
aTansl).

IMOCKO/IbKY TOPTEH3UW ABNAKOTCA [PeBeCHbLIMU
OONTOXMBYLLIMMUN paCTEHNAMWU, Mbl B HalLMX NUCC/1E-
AOBaHUAX OrpaHNYNINCL ONMcaHNeEM 3TarnoB BUPIrn-
HWABHOI O Nepunopa.

B mnccnegoBaHmsx 6binm 3agecTBoBaHbl N0 30 3K-
3eMN/ISIPOB KaXJ0ro 1M3y4aeMoro TakcoHa. Bce oHM
ObINN 3TUKETMPOBAHbI, KaXKAable 7 AHEN hMKCMpOoBa-
NICb N3MEHEHMS MX YaCTeil N OpraHoB B MpoLiecce
pasBUTUSA, OTMEYa/ICb NPU3HaKM nepexoja 04HOro
3Tana BO3pPacTHOro COCTOSAHUS B ApYroii. ns npose-
AEHNS1 3aMepoB MOPCOIOTMYECKUX MapameTpoB U
N3y4YeHNs1 CTPOEHNSA KOPHEBOW CUCTEMbI pPacTeHWu
Ha Ka&XX0M 3Tarne BblKanblBa/JIMCb MOAENbHbIE pacTe-
HUSA, KOTOpble (hoTorpadmpoBaInCb AN 3apUCOBbI-
BaJIUCh.

CratrcTnyeckast 06paboTka AaHHbIX MPOBOAWNACH
C NOMOLLIbO NakeTa aHanu3a Microsoft Excel v ctatu-
CTUYeCcKux nporpamm Statistica 6.0; Statistica 10.

PE3YNIbTATbI 1 OBCYXXAEHWE

AHanu3 pocTta 1 pasBUTUSA TOPTEH3UIA NPU TPYH-
TOBOM MOCeBe MO3BOMUA OMWcaTb 4 3Tana BMPru-
HWILHOrO BO3PAacTHOIO COCTOSIHUSA: MPOPOCTKM,
tOBEHW/IbHbIE, MMMAaTYPHbIE U B3pPOC/Ible BEreTaTUB-
Hble pacTeHusl.

MpopocTtok (plantules (FopbiwumHa 1 ap., 1988)).
CoCTOsiHME NPOPOCTKOB ONpeensieTcs ¢ MOMeHTa Nno-
ABNEHNA CEMSAAO0NEN A0 UX OTMUPAHUSA U XKe [0 MO-
MeHTa MosB/IEHNSA NepPBOI Napbl HACTOALLMX NINCTLEB.
Y NpPOPOCTKOB N3y4eHHbIX HaMV BUAOB rOPTEH3MI Ha-
6noganach crefyroLas ovepesHOCTb Pas3BUTKA: POCT
NMepBMUYHOrO KOpeLLIKa > POCT rMMoKOTUAA > BbIHOC
ceMsifonelt > pa3BopayrBaHme ceMsifosein > pocT ce-
MSAJ0/ed > Hayano pocTa NoYeykm > pa3sopadvBaHve
1 POCT NePBOW Mapbl HACTOSALLMX NNCTLEB (pUc. 1, 2).

Ha atom 3Tane y HeKOTOpbIX MNpeacTaBUTENei
noacekunn Heteromallae HabnoganUcb OTKNOHEHUS
B CTOPOHY YBeNMYEHNS KONMYecTBa cemsagonei (no-
NNKOTMANA) 06bIYHO A0 3-X (puc. 3).

Hauano pocta KopHeii 1-ro nopsigka npovcxoanT
Ha CTaguu pocTa cemsaaoneid. B nepvog opmuposa-
HWS1 MOYEYKM MPOPOCTKM UMEIOT INaBHbIA KOPEHb U
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Puc. 1. Bexogpl H. arborescens.

Puc. 2. Bexogpl H. xanthoneura.

Puc. 3. MonnKoTUAMS Y NPOPOCTKOB FOPTEH3UIA MOACeK-
umm Heteromallae.
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Tabnnua 1. OCHOBHbIE (ha3bl pocTa 1 pa3BUTKS MPOPOCTKOB ropTeH3uiA (B AHSX OT Hauasia mpopacTaHus)

Bug Hauano pocta OKOHuaHue YceixaHne
1- napbl IMCTLEB | 2-7 Napbl MUCTbEB | 3-i napbl iMcTees | POCTa CEAHLA cemafonen
Moacekumns Americanae
H. arborescens 13+0.17 24 +0.42 40+ 1.32 —* 70+ 1.16
H. cinerea 14 + 0.56 31+164 40 £ 1.59 —* 70+ 0.69
H. arborescens 19+ 0.47 35+0.40 43+ 0.32 —* 75+1.91
subsp. radiata
Mopacekuus Heteromallae
H. paniculata 22 +0.48 27 +0.29 35+0.35 92 +0.23 77+£0.39
H. bretschneideri 12 +0.16 18 +0.42 32+0.29 108 +1.32 57 +0.96
H. heteromalla 12 +0.13 17 £ 0.58 32+0.25 107 £ 1.26 56 +0.88
H. xanthoneura 12 +0.15 25 +0.87 39+ 0.97 97 +£0.86 71+0.93

MNpriMeyaHwue. * — y flaHHbIX BUOB eCTECTBEHHbIV POCT B KOHLIE B
HechopMUPOBAHHOW MOYKOIA.

ereTalyOHHOr0 Neprofa He 3aBepLUeH, CestHLb! YL NOA 3UMy C

Ta6nuua 2. BblcoTa OfHOMETHMX CESHLEB U AIMHA LEHTPa/IbHOr0 KOPHS

CpefiHee KONN4YecTBo
HassaHwue Buga "
MEX0Y3/NI, LUT.
Mopcekuma
H. arborescens 3.7+0.18
H. arborescens subsp. radiata 1.7+0.21
H. cinerea 1.7+0.13
Mopacekums
H. paniculata 2.3+£0.10
H. bretschneideri 20+£0.14
H. heteromalla 16+0.13
H. xanthoneura 1.6 £0.15

CpepfHasa onvHa
CpefHss BbICOTa, CM
LEHTPa/IbHOr0 KOPHS, CM

Americanae

3.9+0.34 3.2+0.15

2.1+0.07 95+12

2.0£0.16 4.8+0.38
Heteromallae

1.7+0.09 4.7+0.32

1.2+0.12 9.7 £0.60

0.8+0.04 12.6 £0.37

0.6 £0.12 6.8 +0.21

HECKO/IbKO 6OKOBbIX KOPELLKOB. MMMOKOTWb Fofbl,
BHavase 6en10BaTbli1, 3aTeM NOCTENeHHO NpuobpeTaeT
3e/1eHyH0 OKpacKy. [/iHa rMnoKOTUAS NpeacTaBuTe-
neii nogacekumm Americanae go 0.4 cm, a y npopocT-
KOB 13 nogcekumn Heteromallae — go 0.2 cm. Cems-
[0/bHbIE NNCTbA CBET/I0-3€/1IEHbIE, FOfble, C e/e 3aMeT-
HOW LIeHTPa/IbHOW YXMMKOM. BepxyLuka cemaaonbHbIX
NCTbEB CEAHLEB Yy MpeAcTaBuTeNien Mnoacekumm
Americanae okpyrnas, a B noacekuun Heteromallae
CNerka 3a0CTpeHHas. Y npefctaBuTeneldi MoaceKumum
Heteromallae MeXaoy3nus YKOPOUeHbl, pacCTosiHWE
MeXay HUMUM cocTaBnsaeT fo 1.5 mm. MpogomkuTens-
HOCTb XKM3HW CEMAJOMbHbIX INCTbEB COCTaB/AET B
cpefHem ot 56 gHeli (H. heteromalla) go 77 gHei (H. pa-
niculata) (Tabn. 1). OKoOH4YaHWe BereTauum CesiHLUEB
Ha MepBOM TrOLY >XM3HW 3HAMeHYeTCA 3aK/IafKou
anuKanbHOM MOYKN W 3aBepLUeHVeM pocTa nobera.
CesHubl BMgoB 13 nogcekumm Americanae (H. arbo-
rescens, H. cinerea, H. arborescens subsp. radiata) He
yCMneBalT 3aKOHYMTb Beretaumio 1 copmmpoBaTb
anunKasbHyt NoYKy, HO CEMALO/bHbIE JINCTbA Y HUX

YCbIXaloT 1 OMajaroT TaK Xe, KaK Yy BU0B U3 Apyroii
NOACEKLMN.

MWHMa/IbHOIM BbICOTON 0CEBOro nobera oT1uv-
yaroTca ceaHubl H. xanthoneura (Tabn. 2), a makcu-
ManibHOM — H. arborescens, y KOTOPOI OTMEYEHO Haun-
6osbLlee KOMYeCTBO MeTamepoB. K KOHLY Ce30Ha
oceBast YacTb Nnobera ogpeBecHeBaeT. B nasyxax ce-
MSLOMbHBIX IMCTLEB Y HYXKHEN Mapbl INCTLEB 3aK/a-
AbIBAtOTCS MOYKMN BO306HOBNEHWSA. NaBHbI KOPeHb
NMeeT HauMeHbLUMIA pa3mep y H. arborescens (B cpeg-
Hem 3.2 cM), a camblil ANnHHBIA Y H. heteromalla (B
cpegHem 12.6 c¢M), C pa3BUTUEM HAA3EMHOM 4acTu
NPOPOCTKOB yBeMUYNBatOTCS 6GOKOBbIE KOPHW. [Mep-
Bble HaCTOSALLME TUCTbSA CESHLIEB UMEIOT SN1IMMTUYe-
CKYIO U ANLIEBMAHO-MPOAONTOBaTY0 (hOopMy INCTOBOW
nnacTUHKN. OKpacka IMCTbEB CBEPXY APKO-3e/ieHas,
CHUW3Y — CBET/10-3e/1eHas.

MepBas Napa IMCTbEB C MaKCUMa/IbHbIM pa3me-
pom 3adimkcmpoBaHa Hamu y H. bretschneideri, a ca-
Mas Menkasa — y H. paniculata. Hanbonee kpynHas
BTOpas napa NMUCTbeB OTMeyeHa y H. heteromalla, a
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Ta6nuua 3. CpefHue 3HaYeHMs1 MOPGOMETPUYECKMX NMapaMeTPOB U UX M3MEHUMBOCTb Y 2-NIETHUX CeAHLIEB (FOBEHW/b-

HbIA MEpPNOA) ropTeEH3NIA

CpeaHss BbicoTa CpeaHsis onvHa CPeAHAR BeNMumMHa CpepaHee
[inameTpa KOPHEBOW | komuecTBO
HasBaHue Brga pacTeHus 0CEBOr0 KOpHS LIeliK BoKoBLIX
BbicoTa,cM | CV,% | anuHa,cm | CV, % |gvametp, Mm| CV, % noGeros, LUT.
Mopacekuns Americanae
H. arborescens 13.0+0.63 16.8 15.8+ 0.6 n7 3.5+0.16 20.9 04+0.2
H. cinerea 10.8 +£0.83 22.4 17.6 £0.9 17.2 3.5+0.21 32.4 0
H. arborescens subsp. radiata | 13.9 +£0.99 28.1 15.4+0.7 15.1 3.7+£0.20 141 05+0.2
Moacekunsa Heteromallae
H. paniculata 12.8+1.35 23.0 9.8+0.3 10.6 25+0.28 39.5 0
H. bretschneideri 10.0+0.79 34.2 125+0.6 16.7 3.9+0.19 22.4 0
H. heteromalla 10.6 +£0.7 7.0 15.7+0.3 12.4 3.7+0.21 194 0
H. xanthoneura 12.8+1.78 61.0 14.8+110 | 24.9 3.8+0.24 17.6 0

MUHUM&/IbHBIA pa3mep /IMCTOBOM NIACTUHKW BTO-
poii napbl Takxke y H. paniculata. KopHeBas cuctema
OJHONETHUX CeAHLEB XapaKTepusyeTcs y4/IMHEHNEM
rN1aBHOIO KOPHSA 1 YBE/IMYEHNEM KONIMYeCTBa BOKOBBIX
KOpeLUKOB. Han60/bLLEel BLICOTO B MEPBbI Fof Kn3-
HW XapaKTtepu3oBanmck H. arborescens (3.9 cm B cpef-
HeM) 1 H. paniculata (2.3 cm), HaMeHbLUel — H. het-
eromalla (0.8 cm B cpesHem) 1 H. xanthoneura (0.6 cm).
MakcuMa/ibHbIV  namMeTp CTBOIMKA Y KOPHEBOW
LWenkn oTmeyeH y H. xanthoneura, H. heteromalla
H. bretschneideri (0T 2.2 0 2.6 MM), MUHUMa/IbHbI —
y H. cinerea (1.6 mm). CBsi3b MeX/y BbICOTOM pacTe-
HWIA N JUaMeTPOM CTBO/A YMEPeHHas oTpuLaTeNibHas,
Ko3hpmumeHT Koppenaumm r =—0.52 (p < 0.05). Aunc-
MePCUOHHbIV aHaM3 NoKasas, YTo BUAbl FTOPTEH3UN
pas3NyaloTCs YXKe Ha Haya/lbHbIX 3Tanax OHTOreHesa
KaK Mo BbICOTe OAHO/MEeTHUX cesHues (F = 81.900; p <
<0.001), Tak NO ANIMHe UeHTpanbHoro KopHsa (F =
=45.91; p < 0.001).

FOBeHUsbHbIE pacTeHus (juvenile plants (Hackett,
1985; Popov et al., 2004)). JaHHbIA 3Tan ganTcsa ¢
MOMEHTa pa3BopaymBaHus BTOPO Napbl HACTOALLMX
NUCTbEB A0 Havana BeTeneHms (Cepebpsikos, 1952;
PekomeHZaUMM No M3y4YeHUO OHTOreHesa..., 1990).
Y npefcrasuteneii 06emx NogceKLMiA NepBble HacTo-
ALLME INCTOYKM NMOXO0XW Ha INCTbA B3POC/bIX pacTe-
HWI, HO MeHbLLEro pa3mMepa U UMELOT 6osee pefKoe
onyLlueHne; pa3Mep SIMCTOBbIX NJACTUHOK YBe/nyn-
BaeTCs NPOnopLMOHabHO BbICOTE CEAHLEB. B 3TOM
BO3PaCTHOM COCTOSIHUWM HabnofaeTcs pocT 3NUKo-
TUNA CesAHLEB NOACeKUMM Americanae, rnocnefosa-
Te/lbHOe pasBopaymBaHue 1 poct 3-ro, 4-ro 1 nocne-
OYIOLINX HaCTOALLMX NNCTLEB, MPeKpalleHne pocTa
CEMSALOSbHBIX JIMCTLEB, MpPeKpaLleHne anukaabHoro
pocTa 1 hopMmnpoBaHmne TEPMUHANTBHON NOYKN (TOSb-
KO Yy BUAOB noacekumn Heteromallae, B nogcekumu
Americanae TepMUHa/IbHasA NOYKa He 3aK/1afblBaeTcs),
N3MeHEHMe OKPaCcKu CeMsifioNeld, OTMUPaHe 1 onage-
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HUe 1X, NMpPeKpalleHne pagnasibHOro pocTa CesHLEB.
HOBEHW/bHbIE PaCTEHUS UMEOT MOHOMOAMAILHO (04-
HOOCHO) pacTyLLMIA NoGer, KOpHeBasi CUcTema COCTOUT
3 rNaBHOMO 1 GOKOBbIX KOPHEN.

B toBeHW/IbHOM BO3pacTe (BTOPOW oA XXM3HK) ca-
Mble BbICOKUE CesHUbI 3ahpukcupoBaHbl y H. arbo-
rescens 1 H. arborescens subsp. radiata (13.0 n 13.9 cm),
HanmeHbLUIMin NokasaTens 3amkcmpoBaH y H. bret-
schneideri u H. heteromalla (10.0 n 10.6 cm) (Ta6n. 3),
KO3(h(PULMEHT BapmaL M BbICOTbI BUA0B KOsiebneTcs
oT 7 po 61%. Hambonblumin guameTp CTBOMMKA 3a-
tbukcuposaH y H. bretschneideri (3.9 mm), a Hau-
MeHbLUWIA noKasaTenb — y H. paniculata (2.5 mm).
CBA3b MeX[y BbICOTOW pacTeHWUI 1 AnaMeTpoM CTBO-
na yMepeHHO MooXnTebHaa 1 KOahPULUMEHT Kop-
penaumn r = 0.35 (p < 0.05). CoxpaHsieTca v pa3su-
BAeTCS OCEBOW KOPEHb, Takxe HabntogaeTca ysenu-
yeHMe Ko/n4yecTBa OOKOBbIX KOpHel Ao 4—5-ro
nopsigka (puc. 4). Buabl, Bxogswine B nogcekumto
Americanae, B ycnoBusiXx 60TaHMYeCKOro caja He
yCcresaroT (hOPMMPOBaTL BEPXYLLUEYHble MoYKK (6e3
KPOKLLMX Yellyn) U KOHUYMKK MOGeroB 3acbixatoT
1Y 06Mep3aloT N 'y HEKOTOPbIX CEAHLEB HA BTOPOM
rogy HauymMHaeTcs BeTBleHMe. ANCNEePCUOHHbIV aHa-
N3 NOATBEPXAAET, YTO Ha CTafuM FOBEHW/bHbIX pac-
TEHWIA CesHLbl TOPTEH3UIM TaKXXe MMEKT pasinyms
no sbicote (F = 2.59; p < 0.001) n AfMHe LEeHTPasIb-
Horo KopHs (F = 17.256; p < 0.001).

MmmaTypHble pacTeHuna (immature plants). 3toT
aTan HayuHaeTcs C BeTB/eHUA cesHUeB (Cepebps-
KoB, 1952; PekomeHaaumm rno n3y4eHMo OHTOreHe-
3a..., 1990) n ABnsAeTcA nepexoiHbIM OT FOBEHUbHbIX
pacTeHWU K B3pOC/IbIM BEreTaTUBHbIM. Y HEKOTOPbIX
CesiHLEB FOPTEH3MIA BETB/IEHNE HAYMHAETCs BO BTO-
poM BereTauMoHHOM CEe30He; MO HalvM Habnoge-
HUAM, KO/IMYeCTBO OGOKOBbIX BETBEM CesiHLEB pas-
JINYHO B 3aBMCMMOCTU OT MPUHALIEXHOCTUN K NOf-
cekumam (tabn. 4). Y Bua0B ropTeH3nin UMMaTypPHbIN
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P1 ) P3 Pa

Puc. 4. 3tanbl BUPrMHWALHOIO BO3PAcTHOr0 COCTOAHNSA
BW/0B rOpTEH3NIA: MPOPOCTKK (P1, P, P3, Pa), HOBEHUNb-
Hble (j), MMaTypHbIe (im) 1 B3poC/ble BereTatusHble (V)
pacTeHus.

BO3pPAcTHOW MepMOfL B OCHOBHOM HayMHaeTCs Ha
TPETbEM Oy XM3HW. Y NnpeacTaBuTeNein o6enx noa-
CeKunin HabntogaeTcsa hopMmpoBaHme N pocT 60KO-
BbIX NM06eros (puc. 4) HanbosbLIee KOMYECTBO KO-
TopbIX Habnogaetca y H. arborescens subsp. radiata
(Tabn. 4), HebONbLLIOE KONMYECTBO MX Yy BMAOB H.
bretschneideri n H. heteromalla. KopHeBas Lwwelika y

BCEX CesHLEB YTOMLWAETCHA, MaKCUMasbHbI npu-
pocT oTmedeH y H. bretschneideri (6.8 Mm), MUHK-
ManbHbI —y H. cinerea (5.1 mm). B aToM Bo3pacTte
POCT LeHTPa/IbHOr0 KOPHA Y BCEX BUA0B 3aMef/ifeT-
cA, HabnofaeTcs yTONWEHNE LLeHTPasIbHOro 1 60-
KOBbIX KOPHEW 1 yBennyeHme Konmyectsa 60KoBbIX
KOpHel. Ha TpeTbeM rogy >XM3HW PoCT OCEBOrO Mo-
6era NPoJO/MKAETCA, M TPEX/IETHME CEAHLIbI TOPTEH-
3UiA JOCTUTaloT BbICOThI 17.2—61.6 cM 1 5.3—6.8 MM B
AnameTpe y KOpHeBOW Wweiku (Tabn. 4). Makcnmanb-
HOI BbICOTbI B 3TOM BO3pacTe gocturam H. arbo-
rescens (65.8 cmy 0TaenbHbIX 0co6ein) u H. bretschnei-
deri (61.6 cM), HaMMeHbLUWI NokasaTteNb 3aPUKcn-
poeaH y H. paniculata (17.2 cm) n H. xanthoneura
(24.5 cm). OnnTensHOCTb MMMATYPHOI0 BO3PacTHOro
COCTOSIHMSA Y BUAOB FOPTEH3UI COCTaBNAET 0ObIYHO
O[VH rog,.

Y eANHWNYHbIX CeAHLIEB, 0COOEHHO B MOACEKL MM
Heteromallae, Habnwogancsa yCKOPeHHbIN Temn pas-
BUTWSA, KOTOPbIA NPUBOAUA K MEpexody CesHLEB B
reHepaTMBHOE COCTOSIHME U K MOABIEHWNIO 3aLBeTat0-
WX BeHUNbHbLIX (H. paniculata) 1 MMMaTypHbIX
(H. xanthoneura) pacTeHWiA.

[nNcnepcroHHbIN aHaM3 NoKasas, YTo Ha CTagumn
WMMAaTYPHbIX PacTeHM BUAbl FTOPTEH3NA WMEIOT
pasnunums no BoicoTe (F = 18.143; p<0.001), B TO Bpe-
MSi KakK pasinumii No AAnHe LEHTPa/IbHOMO KOPHS
y>ke He oTMmevaeTcs (F = 1.500; p = 0.186).

B3pocnble BeretaTuBHble pacTeHns (adult phases of
vegetative development in plants (Wang et al., 2011)).
B aTOT 3Tan pasBuTUA CesiHLbl BU0B rOPTEH3UIA ne-
pexogaTt Ha 4—5 roj XusHU. Ha nepBMYHOM KycTe
pa3BMBalOTCA MepBble POCTOBbLIE MOGEr BbICOTOM OT
13.5 go 37.9 cm (Tabn. 5), oHM ABNAKOTCA nNoberamm
thopmmposaHua (Ma3ypeHKo, Xoxpsikos, 1977; Yy-
6apb, 2013); npn aTOM HabNKOAAETCA KYLLEHWNe pacTe-
HUWIA. Y NpeacTaBUTenein o6enx NoaceKLmii B 0CHOBa-
HWW rNaBHOro Nobera Haf No4YBo (a3POKCUILHO) U3

Tabnnua 4. CpefHUe 3HaUYEHNS MOP(HOMETPMYECKMX NMApaMeTPOB U NX U3MEHUMBOCTb Y CeSHLEB B MMMaTypHOM BO3-

PacTHOM COCTOAHUN

CpefHss BbicoTa CpefHss anvHa Cpearss BENMHIHE Konnuectso
JmnameTpa KopHeBoM
Bug pacTeHus 0CEBOro KOpPHS LIeTK GOKOBbIX
no6eros, LUT.
BbicoTa, cM | CV, % | gnuHa,cm | CV,% | guametp, mm | CV, %
Mopacekuns Americanae
H. arborescens 65.8 +£2.39 19.0 158+3.1 16.8 59+0.31 17.9 1.9+0.3
H. cinerea 53.9 + 3.60 19.9 14.3+5.2 34.3 51+0.21 10.4 1.7+04
H. arborescens subsp. radiata | 40.2 +6.64 | 42.0 16.1+4.1 26.4 6.2 +0.42 27.8 20+04
Moacekuusa Heteromallae
H. paniculata 17.2+1.80 n.7 124+4.2 31.8 5.4+0.38 24.3 1.7+0.3
H. bretschneideri 61.6 £5.59 56.9 13.4+3.2 23.7 6.8+0.30 28.0 09+0.2
H. heteromalla 52.7+6.39 | 30.9 155+45 29.3 6.2+0.47 14.9 09+0.2
H. xanthoneura 245+3.70 | 444 13.6 +5.4 39.6 5.3+0.48 31.2 17+01
OHTONEHE3 TtOoM 52 Ne2 2021
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Tabnnua 5. KonnuecTBO 1 BbICOTa NMOGErOB Y B3POC/IbIX BETETATUBHbIX PACTEHUIA FOPTEH3MIA

BbicoTa no6eros, cm
HasBaHue B1a y KonunyecTBo no6eros, LWT.
cpeaHee min max
Moacekumns Americanae

H. arborescens 36.0 £5.61 10.3 59.5 2
H. cinerea 37.9+3.76 15.0 53.6 2
H. arborescens subsp. radiata 27.9+4.01 10.5 60.2 2

Mopacekuus Heteromallae
H. paniculata 13.5+2.77 5.6 23.0 2
H. bretschneideri 14.7+115 9.0 23.7 2
H. heteromalla 16.3+10.5 9.0 23.0 2
H. xanthoneura 18.5+1.88 10.5 35.6 2

cnawmx novek (MoYKm Bo3o6HoBNEHNS) (pUC. 5) Ha-  reokcunbHble) (KanpaHosa, 1980; TuuleHKo, 2004)
YMHaIOT pacTu Nobern; B fasibHenwem nossnstoTcs  (puc. 5).

M MOGErv 13 MNOASEMHbIX MOYEK (a3POKCUNbHO- Camas 60/bLIasA BbICOTa N06eros oopmMmpoBaHns
(6yayLme CKeneTHble OCK) Ha aTare B3pOC/bIX Bere-

Puc. 5. H. arborescens subsp. radiata. 1 — Haf3eMHble No6ery nav noberyv GopmMnpoBaHnst; 2 — NoA3eMHbIE MOYKK; 3 — Npuaa-
TOYHblEe KOPHW; 4 — rNaBHbIli KOPEeHb.

OHTONEHE3 Ttom 52 Ne2 2021
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TaTMBHbIX pacTeHWin oTMedeHa y H. cinerea (cpefHee
3HayeHue 37.9 cM), caMble HU3KMEe Mobern opmu-
poBaHWA Ha 3TOM 3Tane 3aKcuposaHbl y H. panic-
ulata (cpeagHee 3Ha4veHue 13.5 cm) (Tabn. 5). Konnue-
CTBO 3TMX NOGEroB B MOACEKLMM Americanae HaCcUUTbI-
BaeTca OT 1 10 2 Ha OfHOM pacTeHUN, B MOLCEKLMN
Heteromallae y oTaenbHbIX pacTeHWin nobern opmmn-
poBaHWA He MOABUINCH U 3TN 3K3eMMN/ISPbI OCTa/IUCH B
NMMaTYpHOM COCTOSIHUW. Y B3POC/bIX Beretatue-
HbIX pacTeHM o06pasyeTcsi Macca NPUAATOYHbIX
KOPHEW, rNaBHbIA KOPeHb CO BpeMeHeM rnepecTaeT
Cpean HUX BbIAENSATLCA U TepseTca B 06LLen Macce
KOpHei (puc. 5).

SAKIHOYEHVE

Mpy n3y4eHUN Haya/bHbIX 3TaroB OHTOreHesa
BMAOB ropTeH3uii kKonnekuun HKOYBCU YDUL]
PAH BbIsiBNeHbl 0CO6EHHOCTY 4 3TanoB BUPTUHWb-
HOro BO3PacTHOIO0 COCTOSIHWA: MPOPOCTKW, HOBe-
HWUMIbHbIE, UMMATYPHbIE U B3POC/ble BEreTaTuBHbIE
pacTeHusi. B cBSi3n C OTCYTCTBMEM NIUTEPATYPHbIX
AaHHbIX MO U3YYeHMIO OHTOreHe3a ropTeH3ui B 4py-
rMX pernoHax wu, cnefoBatesibHO, CPaBHEHWU, Npu-
BOAATCA pe3ynbTaTbl COGCTBEHHbIX HABGMOAEHWIA.

MaKcnmanbHOM BbICOTOWM B MEPBbLIA FOf, XXN3HN
xapaKTepusytotca cesHubl H. arborescens (3.9 cm) n
H. paniculata (2.3 cm), MMHUManbHOW — H. hetero-
malla (0.8 cm) n H. xanthoneura (0.6 cm). Cpean
TPEX/IETHUX CEesHLEB HaMMeHbLuask WU3MEeHYMBOCTb
no BbicoTe Habnwoganock y H. paniculata (17.2%);
HaMbonNbLUNI MoKasaTeNb Ko3ahduLUMeHTa Bapua-
6e/bHOCTN MO BbIcOTE OTMeyeH y H. bretschneideri
(56.9%), a No AnameTpy KOPHEBOW LLIENKN HaMeHb-
LLMIA NoKasaTenb 3admKempoBaH Yy H. cinerea (10.4%),
MakcumabHbIn — y H. xanthoneura (31.2%). Makcu-
Ma/lbHOI CKOPOCTBHO pocTa 06/1a4atoT cesiHLb! H. arbo-
rescens, Mefi/leHHee BCex pacTyT cesHLbl H. paniculata.

Mepexof, MPOPOCTKOB B tOBEHW/IbHbIE PacTEHUA
NPOUCXOANT NOC/e NOSBNEHNA BTOPOW Napbl HAaCTO-
ALLNX NNCTbEB, B CPeaHEM Yepe3 25 AHel noce npo-
pactaHua. MOMeHTOM Mepexofa OT H0BEHWU/bHbIX K
MMMaTYPHbIM PACTEHUSIM MOXHO CUuTaTb Havyalo
BETB/IEHWNS B CPEAHEN 1 BEPXHEN YacTn NePBUYHOIO
nobera, T.e. pocT no6eros |l nopsgka, KOTOPbIA Npo-
NCXOANT B OCHOBHOM Ha 3 rofy Xu3sHu cesHues. Ne-
PeXOZ K B3pOC/bIM BEreTaTMBHbIM PACTEHUSAM CBA3aH
C Haya/Jlom oTpacTaHua noberos hopMMpoBaHUS U3
cnAWwmMX noyek (MoYkn BO306HOB/EHMSA) B OCHOBa-
HUX nepBuYHOro notera (MasypeHKo, XOXPAKOB,
1977; Uy6apsb, 2013). Mpwv gasibHelilleM pocTte yBenn-
4MBaeTCHA pasMep PacTeHUM 3a CHeT KyLleHus. nas-
Hbl1 KOPeHb B HaYasle pocTa CeAHLIEB XOPOLLIO BbIpa-
XeH, Mo Mepe pocTa Ha4YMHAET CUbHO BETBUTLCH, U
TEpsIeTCs B 06LLIEN MAcCe KOPHEiA.
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0hOPMNEHNN 3NIEKTPOHHOI0 BapMaHTa CTaTby.
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Early Ontogenetic Stages of the Hydrangea Species
in Floriculture Conditions

F. K. Murzabulatova® *, Z. Kh. Shigapov?, and N. V. Polyakova!

1South-Ural Botanical Garden-Institute — A Separate Structural Unit of the Federal State Budget Scientific Institution
Ufa Federal Research Center of the Russian Academy of Sciences,
ul. Mendeleeva 195, building 3, Ufa, 450080 Russian,
Republic of Bashkortostan

*e-mail: murzabulatova@yandex.ru

The initial stages of ontogenesis of species of the genus Hydrangea L. were described. The studies were carried
out during 2007—2015. The purpose of this work was to describe the initial stages of ontogenesis of represen-
tatives of the genus Hydrangea under the culture conditions in the Bashkir Cis-Urals. In the course of research
work, the following tasks were resolved: the stages of the virginil age state were determined for hydrangea spe-
cies under investigation; the features characteristic for each stage were described; the morphological param-
eters of plants at each stage of development were characterized; the characteristic features of the species early
ontogenesis were revealed. Four stages of the virginil age state were described: plantules, juvenile, immature
and adult vegetative plants. The stage of juvenile plant in hydrangeas begins on average on the 25th day after
the seed germination with the appearance of the second pair of true leaves. The stage of immature plant be-
gins mainly at the age of 3 months, after the beginning of branching of the dominating shoot. The stage of
adult vegetative plant begins at the 4th—5th year with the onset of tillering and acquisition of the life form of

an adult plant.

Keywords: Hydrangea, initial stages of development, age state, plantules, juvenile plants, immature plants,

adult phases of vegetative development in plants
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B/IMAHNE MHCYJTIMHONOA4OBHOIO ®AKTOPA POCTA INEPBOIO TUTA

HA PA3BUTKE IN VITRO 3MBEPVIOHOB MbILLIEW
MOCJIE X KPMOKOHCEPBALUMW
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KprokoHcepBaLmio raMeT 1 3M6PMOHOB LLUMPOKO MPUMEHSIOT A/11 COXPaHEHWNS TeHETUYECKUX PECypCcOB
XXMBOTHbIX. B paboTe nccnegoBaHo pasBUTHE APOOSLLMXCA 3MOPUOHOB Mblleid MHKIA CD1 B KynbType
in vitro Nnpy BO3AeNCTBMM MHCYNMHONOA06HOro hakTopa pocTta nepeoro Tuna (IGF-1) nocne npoueayp
KPW1OKOHCepBaLn. 3apofbILUN MblLLIEl, MOTyYeHHbIE in Vivo Ha CTagum 4—6 KeTOK BHavasle 3aMopaXXuBai,
COrNacHoO CTaHAapTHOMY MPOTOKO/Y MPOrpaMMHOro 3aMopaXKmBaHWsA ¢ 1Cronb3oBaHneM 10%-ro pacteopa
NPOMNUNEHTINKONA B Ka4YeCTBe KPMOMPOTEKTOPA, a Noc/ne 0TTauBaHUA KynbTUBUPOBaU in vitro Ao cTagun
6nactoumcTbl B cpefe KSOM B TeueHue 48 u. [lobaBneHne B cpedy Anst KynbTuBupoBaHus IGF-1 B KOHLEH-
Tpauun 40 Hr/ma NPUBOAUAOC K NOBbILLEHWIO J0/IM Pa3BUBAOLLUXCA [0 CTaAmMu 61acToLmMCTbl SMOPUOHOB
Mo cpaBHEHUIO C KOHTPponem (78.9 1 47.4% cooTBeTCcTBEHHO, p < 0.01). KpoMme TOro, 3aMOpoXKeHO-0TTasH-
Hble 3MBPMOHLI Nocse KybTueMpoBaHUS ¢ IGF-1 nMenun 6onbLLee YACIO KNETOK NO CPaBHEHWIO C KOHTPO-
nem (79.8 = 3.9 1 58.6 = 3.6 K/NETOK COOTBETCTBEHHO, p < 0.001). MexXay TeM, ypoBeHb hparMeHTaLmm agep He
pasnuuancs Mexkay 3TMMu rpynnamm 61actoumcT. PesynbTaTbl NPeAcTaBieHHbIX 3KCNEPUMEHTOB CBUAETE b-
CTBYHOT O CTUMY/IMPYHOLLIEM BO3aeiACTBUM (hakTopa pocTa IGF-1 Ha pa3BuThe ApOGSLLIMXCA SMOPMOHOB Mbl-
LLEW B NPeEMMMNNaHTaLMOHHbIV MEPUOZ NOC/E UX KPUOKOHCEPBALIN.

KntoueBble CNoBa: MbILLIW, MPEUMIIaHTaLMOHHbIe 3MOPUOHBI, KPMOKOHCEPBaLMS, Ky/bTUBUPOBaHWE in vi-

tro, IGF-1
DOI: 10.31857/S0475145021020026

BBEAEHUNE

KprokoHcepBay Mo 61M010rMyecknx 06 LeKTOB U
co3fjlaHMe KpUobGaHKOB TEHETUYECKUX PecypcoB
YCMELLUHO NCMNOMb3YT 151 COXpaHeHUa 6uopasHo-
06pasnsa XMBOTHbLIX; B TAKMX KPUOGaHKax XpaHAT
CrepmaTo3ounfbl, 0OLMUTbI U NPenMIIaHTaLnoHHbIe
amMbpuoHsbl (Agca, 2012). OgHako B npoLiecce ox/a-
XOEHWS 1 NMOC/eayoLLLEero oTTansaHns aMmoproHoB
HepeaKo BO3HUKAKT KpnonospexaeHns (MroHnHa
n ap., 2015). KynbTBMpoBaHne 3aMOPMOHOB in Vitro
nocne npoueayp KpWOKOHCepBauuu Mo3BOAET
OLIeHUTb CTemMeHb MX Xn3HecnocobHocTh (Brusent-
sev et al., 2014; iroHnHa n gp., 2015).

CoBpeMeHHbIe nUTaTe/bHbIE CPefbl 418 KyNbTU-
BMPOBaHWA in Vitro penpoLyKTUBHbIX K/IETOK MOryT
CW/IbHO BapbMpOBaTb MO CBOEMY XMMWYECKOMY CO-
CTaBy, OCTaBasCb MpW 3TOM Cy6ONMTUMaIbHBIMU MO
cpaBHeHWMIO C ycnosuamK in vivo (Aguilar, Reyley,
2005), 4TO HeraTMBHO BNUSIET Ha Ka4ecTBO aMOpUo-

HoB MnekonuTatowmx (Khatir et al., 2005; Brusentsev
et al., 2014). N3BeCTHO, UYTO BK/HOUEHUE OTAE/bHbIX
pOCTOBbIX (DaKTOPOB B COCTaB Ky/bTypasibHOM cpe-
Abl MOXET MUHUMWU3NPOBATb HEraTuBHble 3NIEKTbI
KYNbTUBMPOBaHUS aMOPMOHOB in vitro (Amstislavsky
etal., 2015; BpyceHues u ap., 2015).

OLHVMM U3 BAaXHEWLUMX POCTOBbIX (PaKTOPOB,
Yy4acTBYHOLUMX B POCTEe U Pa3BUTUU (DOSINIMKYIOB U
3MOPUOHOB, AIBNAETCS UHCY/IMHOMOLOGHbIV (hakTop
pocta 1-ro Tuna (IGF-1), KoTopblii B nepcnekTnBe
MOXET 6bITb MCMO/b30BaH B K/IMHUYECKOWN NpPaKTn-
Ke. PeuenTtopbl K IGF-1 fgeTeKTnpyloTca, Ha4MHas ¢
PaHHUX CcTaguMii ApobGneHMA 3apofbilleil MbILLEw
(Heyner et al., 1989). B HacTosiLLee BpeMsi MMeKTCS
[aHHble 0 CTUMynunpytoLlem BosgencTeumn IGF-1 Ha
3MOPMOHBI 3TUX XUBOTHbLIX (Lin et al., 2003). OaHa-
KO, u3y4yeHue Bo3gencTeus daktopa IGF-1 Ha
3M6PUOHbI MbILLen Nocne Npouesyp 3amopaxmBa-
HUA-0TTaMBaHWA MPOBOAUN TNLLb B IBYX UCCNEAO0-
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BaHuAX (Desai et al., 2000, 2007). B nepsom 13 HUX
n3yyanu pasBuTUE in Vitro NpenmnaaHTaunoHHbIX
3MO6PMOHOB NOC/Ne X KPUOKOHCEePBaLMN Ha CTagnn
mopynbl (Desai et al., 2000). B gpyroii paboTte aToro
YKe KON/IeKTMBA aBTOPOB n3yyanu BnnaHmne IGF-1 Ha
pa3BuUTKeE in vitro NperMnaaHTaLnOHHbIX 3MOPUOHOB
nocre X KpUOKOHCcepBaLMmn Ha cTagum 3urotbl (De-
sai et al., 2007). Llenbto HacToSLLErO MUCCneaoBaHUS
661710 U3yyeHre BnnaHNA |GF-1 Ha pa3BuTUe in vitro
3MOPUOHOB MbILLIER MOC/e X KPUOKOHCEPBaLUK Ha
cTagnun gpobneHus.

MATEPUA/IbI 1 METO/blI

B akcnepumeHTe 6b1710 MCMoib308aHO 10 nono-
BO3pesbIX CAMOK U MATb CamL0B MblLLen ninHmum CD1
B BO3pacTe OT [BYX [0 Tpex MecaueB. XKUBOTHbIX CO-
[ep>Kan B CTaHLAPTHbIX YCNOBUAX KOHBEHLUNOHA/b-
HOro BuBapua VIHCTUTYTa UMTONOTUN N TEHETUKU
(HoBocunbupck, Poccus).

CamoK Mblwen nuHum CD1 Ha cTagmMm nNpoacT-
PYyC-3CTPYC CCaXMBa/IM Ha HOYb C (DEPTU/IbHBLIMU
camuamu 37O e NMHUW. [leHb 06Hapy>KeHWUsi Barn-
HaNbHOW NPOGKM CUMTaANM NEPBbIM AHEM GEPEMEHHO-
CTW. Takmx caMOK Mofseprain asTaHasuu nyTem aumc-
NOKaLMK LLEeNHbIX MO3BOHKOB Ha BTOPOW [eHb bepe-
MEHHOCTK, B 16 4. AlLeBoabl U MaTKy U3BNEKaIN W
npombiBanu cpefoit Flushing Solution (FertiPro, Bel-
gium), Kak onucaHo paHee (lIgonina et al., 2019).

[na KpUOKOHCepBauumn ApobALMXCA 3apoabl-
LLeM MblLLIEM MPUMEHANN MPOrpaMMHOe 3aMOPaXKN-
BaHMe. Bce nony4vyeHHble SMOPUMOHbLI GbIIN Ha CTa-
AN 4—6 KNneToK. B KayecTBe KpUOMpOTeKTOpa UC-
nonb3osanv 10% (v/v) nponuneHrnnkons (XumMeg,
Poccus) B cpege Flushing Solution (FertiPro, Bel-
gium). DMOPUOHbI MOMELLANN B LEEHTPa/IbHYIO YacTb
(BTopoii cektop) 0.25 M NIACTUKOBOW COIOMUHbI
(Cryo Bio System, ®paHUMA) N KPMOKOHCepBUPOBa-
NN C NCMO/b30BaAHNEM MPOrPaMMHOI0 3aMopaXXmBaTe-
na CL 8800 (CryoLogic, Australia) kak ornvcaHo paHee
(UroHnHa u ap., 2015; Amstislavsky et al., 2015).

[ns oTTamBaHUs CONOMUHbI C 3MBPMOHaMK [0-
CTaBa/IM U3 pe3epByapa C XXNLKNUM a30TOM, BblePXN-
Ba/I1 B TedeHue 40 ¢ Npy KOMHATHOW TeMneparype, a
3atem nomewiann Ha 40 c¢ B BOAAHYH GaHIO npwu
30.0°C kak onucaHo paHee (NroHuHa u gp., 2015;
Amstislavsky et al., 2015). CogepXX1uMoe BblaBnnBa-
N Ha vawky Metpu (Corning, USA) n ocsoboxganm
OT KpMONPOTEKTOPa MyTeM nepeHoca OTTassHHbIX 3M-
6proHoB vepes Tpu Kannam (50 mkn) cpeabl Flushing
Solution (FertiPro, Benbrus). Mocne yaaneHns kpuo-
NpoTeKTOpa, 3MOPUOHBI OLIEHMBaIM BU3YyaslbHO. 3a-
poAbIWK, ¥ KOTOPbIX 6bIN0 pa3pyLUueHo 6onee 25%
6nactomepoB, NGO ObINN Cepbe3Hble HapyLleHUs
Npo3payHoi 060/104KM (U ee MNOMHOE OTCYTCTBUE)
OblIM O0TOPaKOBaHbl COrNMacHO KPUTEPUSAM, MPUHS-
TbIM /19 OLleHKWN 3hheKTUBHOCTM NPOLeLypbl KpMo-
KOHcepBaLun 3MOpUoHOB Mbllei (roHnHa u ap.,
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2015); ocTa/lbHble — MEPeHOCUIN B UHAMBUAYab-
Hyto Kannto cpegbl KSOM (Merck, M'epmaHns) n
KYNbTMBMPOBA/IN iN Vitro Kak OnmncaHo HUXEe.

Bbinn cchopmmpoBaHbl ABe rpynnbl: 1) 6e3 fobas-
NeHKs hakTopoB pocTa (KOHTPOSb); 2) ¢ A06aBeHNEM
40 Hr/mn IGF-1 (Merck, MepmaHusa). [aHHaa aosu-
poBKa Bbl6paHa HaMu UCX0AA U3 INTepaTyPHbIX AaH-
HbIx (Desai et al., 2000, 2007) 1 HalLuMX NpeaBapuTeNb-
HbIX MccneaoBaHMiA. CornacHO Hallei npeablayLiei
paboThl, 3Ta 03MPOBKa Oblna ONTUMaNbHOM NS pas-
BUTUSI SMOPUOHOB MbllLIer 6€3 KPUOKOHCEpPBaLMN.
UunctoTa npenapata IGF-1 coctasnsna =98%. Ky/ib-
TUBMPOBaHWE NMPOU3BOANIN NOL MUHEP/IbHLIM Mac-
nom (Merck, Germany) B TeueHue 48 4 npwm 37.0°C, 5%
CO, u BnaxHoctn 90% B CO,-uHKyb6aTope New

Brunswick™ Galaxy 48R (Eppendorf, FepmaHus).

OUeHKy MpevMMnIaHTaUMOHHbIX 3MOPYOHOB Mpo-
BOAWIM MUKPOCKOMWYECKW, OMpefensst CTafuio nx
passuTUSA MpY MoMoLLW cTtepeoMmKpockona S8 APO
(Leica Microsystems, epmaHus). B 6nacroumcrax
Onpeensany HIMUme XaTYMHra, NOACUUTBLIB/IV YACIIO
K/IETOK, VHAEKC (hparMeHTaumm, a Takxe MUTOTUYe-
CKUI nHAeKc nocne okpawmeaHna DAPI (2 mkr/mn
4,6-anaMmnamnHo-2-peHnInHAo0Na), Kak ornncaHo Ha-
mu paHee (Amstislavsky et al., 2015). NoacyeT uncna
NHTepasHbIX A4ep, UX parMeHToB N MeTadas-
HbIX NNACTUHOK B pa3BuBaloLLMxca 61acToumcrax
NPOM3BOAMAN NYTEM BU3YyasbHOM OLLEHKWU npena-
paToB C MpUMeHeHVeM oTyOpeCLLEHTHOrO MMKPOCKONa
Axiolmager Al (Carl Zeiss, l'epmaHus), MMetoLLLErocs B
pacnopskeHnn LIKIM MABO CO PAH, ¢ cooTseT-
CTBYOLLMM KYOUYECKUM (DUIbTPOM [15 OKpaLLvBa-
Hus DAPI. NHaeKc dhparMeHTaumMmn paccUmTbIBaIu,
Kak umcno parmeHtoB %100 AeneHoe Ha obLiee
4mcno agep. MUTOTUYECKUIA MHAEKC PacCUUTbIBAIN,
KaK 41cno mmTto3oB <100 aeneHoe Ha obliee Yncno
anep.

CrartuncTnyeckyo 06paboTKy pe3ynbTaToB Uccne-
A0BaHNA NPOBOAUIN C MOMOLLbIO CTaHAAPTHOrO Na-
KeTa nporpamMmmHoro obecrieueHusa STATISTICA V 8.0
(StatSoft, Inc). Jlonn 3apogpilleii, pa3BMBatOLLMXCS
f0 cTagun 61acToUMCTbI CPaBHMBAIM C MOMOLLBIO
Tecta xv-Keagpar. [1a cpaBHeHNS JaHHbIX MO Yncy
KNeToK B Gnactoumcrax v MHAEKCY hparmeHTaLmm
ncnonb3osBann t-kputepnin CTologeHTa. PesynbTarsl
CUUTAIN CTATUCTUYECKM 3HaUUMbIMU Npu p < 0.05.

PE3Y/IbTATDI

Mocne npouedyp 3amMoOpaXmBaHUA-0TTaMBaHUA
76 13 89 3apoablILLel, BU3yaslbHO OblIN OLEHEHbI Kak
MOpPONOrmyecK HopmasbHble (T.0. BCEro 6b110 OT-
6pakoBaHO ~15%). Bce Moposiormyeckn HopMasb-
Hble 3MOPUOHbI ObISIN UCNO/L30BaHbI B Aa/lbHENLLINX
3KcnepmmeHTax: 38 U3 HUX KyNbTUBUPOBA/IN B Cpeje
KSOM c¢ po6aeneHnem IGF-1 B KOHUEHTpauun
40 Hr/mn n 38 — KyNbTUBMPOBA/IN B TOW Xe cpefe 6e3
nobaBneHns 3Toro (hakropa pocta. [obaeneHue B
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Puc. 1. BnacToumCTbl MOCAe Ky/bTUBMPOBaHUS in Vitro 3aMOPOXKeHO-0TTasiHHbIX 3MOPUOHOB MbiLLeid. BUAHbI fifpa KNeToK
(okpacka DAPI). CTpenku ykasblBatoT Ha hparmeHTaLmm agep. (a) 6e3 haktopa pocta (KOHTposb). (6) ¢ IGF-1 (40 Hr/mn).

KynbTypanscHyto cpegy |GF-1 npMBoanno K ynydtle-
HWIO NnokasaTenel pa3BUTUS IMOPMOHOB MO CpaBHe-
HUIO C KOHTponem (puc. la, 16), Takmx Kak gons 3a-
pofbILLel, pa3BMBaIOLLMXCS A0 CTaAMM 61aCTOLUCTbI
(78.9 n 47.4% cooTBeTCTBEHHO, p < 0.01) 1 uncno
KNeToK B HMX (79.8 = 3.9 1 58.6 + 3.6 COOTBETCTBEH-
HO, p < 0.001). OgHaKo He 6b110 06HaPYXXEHO AOCTO-
BEPHbIX pasnnumnii No fone 61acToumcT LOCTUTLLINX
CTafNN X3TUMHIa MeXAy SKCNepuMeHTaIbHOM rpyn-
noii n koHtponem (13.1 n 7.9% COOTBETCTBEHHO).
Mpy 3TOM MUTOTUYECKUIA NHAEKC ObIN CYLLLECTBEHHO
HWXe npu ucnonb3oBaHMM IGF-1 No cpaBHeHUIO C
KOHTponbHo rpynnoii (5.0 £ 0.7 n 14.1 £ 3.0 cooT-
BETCTBEHHO, p < 0.01). Mexay TeM, He 6b110 06Hapy-
YKEHO JOCTOBEPHbIX pa3inymnii No UHAEKCY (hparMeH-
TauMn Mexay sKCNepMMeHTaNbHOM rpynmnoii 1 KoH-
Tponem (9.2 £ 1.51 9.8 £ 1.7 COOTBETCTBEHHO).

OBCYXOEHWNE

[laBHO yCTaHOB/EHHbIV (DaKT 3amMmel/IEHHOro pas-
BUTWS 3apOfblLLIEN, NOMYyYeHHbIX in vitro, No cpas-
HEHMIO C AMOPNOHAMK, HAXOLAALLMMUCS B YCIIOBUSIX
in vivo (Bowman, McLaren, 1970), yKa3blBaeT Ha
BaKHYIO pOJib NMapakpuHHbLIX (hakTOpPOB, CEKpeTUpye-
MbIX PENPOAYKTUBHbIM TPAKTOM, B YCKOPEHUW UX pa3-
BUTKA. ECcTecTBeHHasA cpefa pernpoAyKTUBHbIX NyTei
M/IEKOMUTAIOLLIMX COLEPXUT MHOXECTBO pasHo0bpas-
HbIX KOMIMOHEHTOB, B TOM YKMC/1e pa3/inyHble (PaKTopbl

pocta (Aguilar, Reyley, 2005). Tak, Hanpumep, B 3H0-
MEeTpMM YeNloBeKa NnokasaHa aKcnpeccus 60/bLIoro
yncna LMTOKMHOB M (paKTOPOB poCTa, NOAAEPKMBa-
OLLKNX ambproHanbHoe passutme (Kawamura et al.,
2012).

NccnepoBaHMA Ha XXMBOTHBIX MOAENSX MOATBep-
XKAAIT BaXHYIO PO/b ayTOKPUHHbIX/NapaKpUHHbIX
(haKTOpOB, CEKPETUPYEMbIX MPenMniIaHTauNOHHbI-
MW 3MOPUOHAMWN N PENPOAYKTUBHBLIM TPaKTOM /151
3MOPUOHA/ILHOIO Pa3BnUTUa N nMmnnaHtaumm (Neira
et al., 2010). NMepcneKTMBHbLIM NOAXOA0M K ONTUMUN-
3aUMn KyNbTypasibHbIX CUCTEM ABNSETCA BK/IIOYEHME
OTAEeNbHbIX (PaKTOPOB pOCTa, MPUCYTCTBYIOLLMX BO
BHYTPUMATOYHOI cpefe in Vivo, Nn NX KOMGUHaLNii
B MUTaTeNlbHble CPefbl, YTO CrOCOBCTBYET ynyuylle-
HUIO paHHEro 3MO6PMOHaNbHOIO Pa3BUTUSA 1 YBENN-
YEHWIO [0NN  UMMNIAHTUPYIOLWMXCA  3apofbllei
(Kawamuraetal., 2012; BpyceHues u gp., 2015; Am-
stislavsky et al., 2015).

B Hawlei pa6oTe 6b110 NOKa3aHO, YTO MpU Ky/b-
TMBMpoBaHUK ¢ IGF-1 3aMOpPOXKeHO-OTTassHHbIX 3M-
O6pMOHOB Ha CTagMn APO6NeHNs MOBbILLAETCS A0NSA
pa3BUBAIOLLMXCA 61aCTOLMCT U YACNO KNETOK B HUX.
Hawwn gaHHble cornacyotcst ¢ pesysnbtatamu 6onee
PaHHMX NCCnefoBaHNiA, B KOTOPbIX 6bI1I0 NOKAa3aHo,
yto fgobasneHme IGF-1 K cpefam ans KynbTUBMpPOBa-
HUS in vitro NoBbILLAIO JO/H0 Pa3BMBaAOLLMXCA [0 CTa-
AnKn 61acToUmMCTbl 3SMOPMOHOB Y Mbilleit (Desai et al.,
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2000), u y Apyrux BMAOB MiekonuTawowmx (Siri-
sathien, Brackett, 2003; Chenetal., 2017). B yacTHO-
CTW, B KOHUgeHTpauunm 30 Hr/m/ 3TOT (haKTop NoBblI-
Wwan gonto obpasoBaHust 61aCTOLMCT U YACNO Kie-
TOK B HUX MNPU Ky/[bTMBUPOBAHUWN 3apOAbILLei
MbiLel in vitro (Desai et al., 2000). Moka3aHo, 4TO
IGF-1 cTumynupyeT aM6proHabHbIM POCT 1 pa3Bu-
TVe, AeCTBYS B KayecTBe MUTOFeHHOro (paktopa,
NHAYUMPYIOLLLEro nponmdepaLnio KneTok Yyepes Mu-
TOreH-aKTMBMPOBaHHYHO NpoTenHkunHasy (Velazquez
etal., 2009). Kpome Toro, IGF-1y4acTByeT B perynu-
pOBaHMM CBSA3aHHbIX C anonTo3om reHos Bcl-2/Bax
(Chenetal., 2017). 2710 noaTBEPXKAAETCS pe3y bTaTa-
MW ApYrux UCCNefoBaHWA, KOTOPble YKa3blBalOT Ha
TO, 4TO KynbTuBMpoBaHMe ¢ IGF-1 criocobeTByeT
CHIDKEHWIO YPOBHSA anonTo3a B 61acTouuncTax, KoTo-
poe npomcxoauT Yepe3 aktusaumo PI3K/Akt nytn
(Velazquez et al., 2009).

CornacHO HalMM jaHHbIM, MUTOTUYECKUIA MHLEKC
B GnactoumcTax npv KynstmsmposaHun ¢ IGF-1 6bi
HWXKe, YeM B KOHTposie. [lelCTBMUTeNbHO, HalKn pe-
3ynbTaTbl, B CBOEN COBOKYMHOCTW, CBUAETE/NbCTBYHOT
0 TOM, YTO MpW BO3AENCTBMM AaHHOTO (haKTopa po-
cTa 6nacToumcTbl 601ee NPOABUHYTHI B CBOEM Pa3BU-
TN (MMeroT 60/1bLLE YACNO KNETOK). Mexay TeM, n3-
BECTHO, 4TO B 60/iee MO34HUX NPenMMIaHTauMoH-
HbIX 3MOPUOHAX MbILLEN CKOPOCTb AeNeHUs KNeToK
cHmxkaeTca (Copp, 1978; Handyside, Hunter, 1986).

PaHee yxxe vccnegosanv BnusiHue haktopa IGF-1
Ha MpoLLeccbl BOCCTAHOB/IEHMA MPenMIaHTaunoH-
HbIX 3MOPMOHOB MbILLIEN, MOABEPraBLUMXCSH KpPUO-
KOHcepBaLmn Ha cTaguu mopynel (Desai et al., 2000)
n 3urotebl (Desai et al., 2007). Bblno nokasaHo, 4To
MOPY/ibl MbILLIEN MOC/IEe KPUOKOHCepBaLMu 1 rnocrne-
[yIOLLEero oTTaMBaHWs ObICTpee AOCTUrAOT CTaguu
6nacToumMCTbl U UMEKOT BOJIbLLIE KNETOK, eCN Ky/lb-
TMBMpoBath Ux ¢ IGF-1 B KoHueHTpauuun 30 Hr/mn
(Desai et al., 2000). OgHako, ecnm sMOpPUOHbI Mbl-
LLeli BblNn 3aMOPOXKEHbI Ha CTagnK 3UroTbl 3TOT (-
thekT HMBenmposasca (Desai et al., 2007). B gaHHo#
paboTe Mbl BOCMOIHWAWN NMPO6eN, CBA3aHHbIN C TeM,
4TO He ObIN0 U3YYeHO BIMAHWE 3TOrO (hakTopa Ha pas-
BUTME 3apOfblLLe MbiLLel Nocne UX KPUOKOHCepBa-
LUMN Ha cTagumn ApobneHnst 1 NPOAeMOHCTPUPOBaIN
crnocobHocTb IGF-1 B KOHUeHTpauuun 40 Hr/mn cTu-
My/IMpoBaTb pa3BUTWME APOGALLMXCSH 3apofblllei B
NPUMMNIaHTaLMOHHbIV NepyoA nocne NpoLeayp 3a-
MOpaXMBaHNA-0TTauBaHWA.

BNAFOOAPHOCTU

ABTOpbI BblpaXatoT 6narogapHocTe LUK “MeHeTun-
YeCKUMX pecypcoB 1abopaTopHbIX XXMBOTHbIX™ (http://spf.
bionet.nsc.ru) n LKIT “MuUKpPOCKONMYECKOro aHaamsa
6ronornyeckmnx o6bvekToB” NUMI CO PAH (http://www.
bionet.nsc.ru/microscopy).
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Effects of Insulin-Like Growth Factor 1 on the in vitro Development
of Mouse Embryos after Cryopreservation

E. Yu. Brusentsev?, E. A. Kiziloval, T. N. Igoninal, S. V. Ranneval, and S. Ya. Amstislavsky?® *

Linstitute of Cytology and Genetics, Siberian Branch, Russian Academy of Sciences,
prosp. Lavrentyeva 10, Novosibirsk, 630090 Russia

*e-mail: amstis@yandex.ru

Cryopreservation of gametes and embryos is widely used for mammalian Genome Resource Banking. Effects
of insulin-like growth factor-1 (IGF-1) on the in vitro development of cleavage stage CD1 mouse embryos
after their cryopreservation were studied. The mouse embryos developed in vivo up to the 4—6 cell stage were
frozen in a programmable freezer according to a standard protocol with a 10% propylene glycol as a cryopro-
tectant, thereafter were thawed and cultured in vitro in KSOM for 48 hours. The percentage of embryos de-
veloped up to blastocyst stage in culture medium supplemented with IGF-1 (40 ng/mL) was higher as com-
pared to controls (78.9 and 47.4%, respectively, p < 0.01). Moreover, blastocysts developed in the presence of
IGF-1 contained more cells as compared to controls (79.8 + 3.9 and 58.6 + 3.6 cells, respectively, p < 0.001).
However, index of nuclear fragmentation did not differ between these groups. Experimental results presented
herein revealed the stimulating effects of IGF-1 on the mouse preimplantation embryos after their cryopres-

ervation.

Keywords: mice, preimplantation embryos, cryopreservation, in vitro culture, IGF-1
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MpoBeAeHO CpaBHEHWE TEMMA Pa3BUTKSA 1 CKOPOCTU NOTPe6IeHNS KACIOPOAa Y Fof0BacTUKOB OCTPOMOp-
[OW NArYLWKKW 13 pasHbix nonynsaumii (bpsiHckast 1 MOCKOBCKasi 061acT) Npw BblpalyBaHUn B nabopa-
TOPHbIX YCNOBMSX Npu Temnepatype 20°C. Temn pa3BuTKs, CKOPOCTb NOTPe6eHNs KMCNopoaa Ha 0cobb
1 Ha rpaMM Beca, a TaK)Xe CKOpPOCTb MpMpOoCTa MaccChbl Tena y 0cobein 13 6onee ceBepHOM NOMynsaumMm okKa-
3a/IMCb JOCTOBEPHO BblLLE. MoNyYeHHbIe AaHHbIE COOTBETCTBYIOT BbISIBIEHHOM HaMW paHee 3aKOHOMEPHO-
CTW: 60/1ee BbICOKass CKOPOCTb POCTa r0/10BaCTMKOB XapaKTepHa /1 MonyauniA co CpaBHUTENIbHO KOPOT-
KMM Ce30HOM aKTMBHOCTM, YTO YKa3blBaeT Ha Ha/IMYMe HacNeACTBEHHO OCHOBbI 0COGEHHOCTEN NX MeTa-

601mM3ma.

Knioyesble cnosa: Temn pasBuTuUS, r|0Tpe6neH|/|e Kncnopoaa, rooBaCTukKun, octpomMmopaas ndaryLika, Mexx-

nonynsiLMOHHbIE pasnnuns
DOI: 10.31857/50475145021020038

BBEAEHUNE

MN3MeHUMBOCTb KOIMYECTBEHHbIX MPU3HAKOB, Ha-
npa./ieHHas NPOTMB rpafueHTa YCIoBUIA cpefbl, — 3TO
BbISIBNISIEMble B €CTECTBEHHbIX YC/IOBMSAX MEXMNOMyNs-
LMOHHbIE (DEHOTUMNYECKME Pa3nyns, Harpas/eH-
HOCTb KOTOPbIX MPAMO MPOTUBOMOMOXHA afanTuB-
HbIM FreHETUYECKUM U3MEHEHUAM, (POPMUPYHOLLIMMCS
Kak OTBET Ha [aHHbIA rPagneHT BHELLIHUX YCNOBWIA.
[axxe ecnu Takme U3MeHeHUs yxxe ChopMUPOBaHBbI, UX
MOXHO BbISIBUTb TO/IbKO B 3KCNEPUMEHTaX, 00bIYHO B
OJMHAKOBbIX YC/TOBUSAX N1ab0PaTOPHbIX OMNbITOB, CyLLe-
CTBEHHO PEXe C MOMOLLbH0 MeXNONYNSALMOHHbIX MNe-
peHoCcoB 0co6eli B eCTeCTBEHHbIX ycnoBusx (Berven,
1982). Tak, Hanpumep, Ha NPeACTaBUTENSAX ABYX LLUN-
poKoapeasibHbIX BUA0B BYpbIX IArYLLEK — OCTPOMOP-
poii (Rana arvalis Nilss.) n TpassaHoi (Rana tempo-
raria L.), NoKa3aHo, 4TO B eCTECTBEHHOI cpeae 06um-
TaHUA B KOXKHbIX NONynaumMax obomx BMAOB TEMI
pa3BUTUSA rONI0BACTUKOB BbILLIE, YEM B CEBEPHbIX, UTO
00YyCNOBAEHO Pa3HOI TeMMepaTypot MecT 06UTaHKsI.
Ho B nabopatopHbIX YCMOBUSAX MPU OLMHAKOBOM
TemrepaType COAepXXaHnsi, 0CO6U 13 CeBEPHbIX MO-
NynauMin - pasBmMBannCb ObICTPEE, YEM M3 HOXKHbIX
(NankoB n gp., 2009; Niankos, 2016). MpenmyLie-
CTBO CpaBHUTE/ILHO ObICTPOro pocTa M pasBUTUA
0co6eli 13 6onee ceBepHbIX NONYASALNA OYEBUIHO,

MOCKO/bKY B YCNIOBUSIX OrpaHNYeHHOM ANNTeNbHO-
CTW Ce30Ha aKTUBHOCTM 3TO MO3BONSET UM BbICTpee
AOCTMYb HEOBXOAMMOro pa3mMepa Ans YCneLHon 3u-
MOBKMW.

MOX0Xyt0 3aKOHOMEPHOCTb BbISBAIM Habnoae-
HWS1 3aBMCUMOCTM 3HEPreTUYecKoro metabonmsma ot
TeMnepaTypbl y NONKNNOTEPMHbIX XXUBOTHbIX. IHTEH-
CUBHOCTb MeTabonmn3ma y npeactaBuTenieli ceBepHbIX
Nonynsuni, paccyMTaHHas Mo ypaBHEHWUIO 3aBUCU-
MOCTM OT TemnepaTypbl, 3aMETHO BbILLIE aHaN0rny-
HOWM BeNNYMHbI Y obuTaTeNein HU3KUX LUMPOT Npu
TOW e TemnepaType. B 61M03HepreTuke 37o sABeHMe
HOCWT Ha3BaHVe TeMnepaTypHOl KOMMNeHcaumm me-
Tabonuama (O3epHIoK, 2006).

BmecTe ¢ TeM, M3BECTHbI (haKTbl MOAMDMKaLMN 3a-
BUCMMOCTW 3HEPreTUYecKoro metabonmama ot Temne-
paTypbl NPY aKKAMMaumMm MOAKUIOTEPMHbIX YXMUBOT-
HbIX K pa3HbIM TeMrepaTypam CoAepXKaHus BCeACTBUE
M3MEHeHMs1 3KCnpeccun n3odepmeHToB. [MokasaHo,
4TO CMeLleHMe MMHUMYMa KOHCTaHTbl Muxasnmca
nakratgerngporeHasbl pblb Npy nepeHoce 0cobeli B
cpefy ¢ 6071ee BbICOKOW MM HA3KOM TeMMnepaTypori co-
OTBETCTBYET HOBbIM YC/I0BUAM 06UTaHUSI U MPOMCXO-
AWT 3a CHET N3MEHEHUS ee N30hepPMEHTHOrO COCTaBa
(Klyachko, Ozernyuk, 1998). OfHaKo BblpaLleHHbIe B
OAMHaKOBbIX ab0PATOPHbIX YCMOBUAX FON0BACTUKM
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Tabnuua 1. Macca Tena, CpefHuiA NPUPOCT MacChl 1 CKOPOCTb MOTPE6IeHNS KMCNOPOAa roloBacTKaMmn 0CTPOMOP/Oii

NArYLIKM
Bt ronoBacTKa MoTpe6eHre K1ciopoaa CpenHuii npupocT
Monynsums Mpynna o (mr) Ha 0006_|>l Ha rp_aMM Befa Macchb! Tef"l}‘
(M1 MuHY) (mn =t mueY) (mr cyTkn™)
X % st.er. X % st.er. X % st.er. X % st.er.
1 1 20 698.8 £ 27.2 0.886 £ 0.062 1.280 +0.082 16.05 +0.61
2 20 710.0 £30.9 0.942 £ 0.053 1.352 +0.077 16.32 +0.71
BpsHckas 06n. ) 1 20 6875+ 12.0 0.875 £ 0.032 1.291 + 0.054 15.80 £ 0.27
2 20 695.0 £19.2 0.986 = 0.029 1.426 +0.037 15.98 £ 0.45
Bce Bmecte | 80 697.8 + 11.5 0.922 +0.023 1.337 £0.033 16.04 £ 0.26
3 3 20 654.0 + 14.0 1.085 £ 0.039 1.667 £ 0.060 17.68 £ 0.38
4 20 6775+ 13.5 1.025 £0.028 1.516 +£0.035 18.31 +0.36
MockoBckasi 0611. 4 3 20 670.5+16.3 1.012 £ 0.036 1.514 +0.049 18.63 £ 0.45
4 20 735.0 £ 17.3* 1.101 + 0.027 1.506 = 0.038 20.42 £0.48*
Bce Bmecte | 80 684.2 +8.3 1.056 = 0.017 1.551 +0.024 18.76 £0.24

MpumeyaHue. BblaeneHbl XMPHbIM LWPUHTOM Napbl CPEAHNX 418 MONYASLMIA 3HAYEHWNI, AOCTOBEPHO PasINyatoLLMeCs MeXAy COBOM,
n — 06beM BbIGOPKM; X = st.er. — cpeAHee + CTaHAAPTHas OLWMOKaA. * — [LOCTOBEPHO OT/INYAIOTCA OT aHAIOMMYHBIX BEIMYUH Y OCTa/Ib-

HbIX FpyNn JaHHOM Nonysumun.

TPaBsSAHOW NATYLWIKN U3 HECKONbKUX reorpamyeckm
YAaneHHbIX Apyr OT Apyra Nonynsumi yCTonumMBo pas-
NNYaNCb MO MHTEHCMBHOCTW NOTPEBIEHNS KUC/IOPO-
Aa, YTO CBMAETENbCTBYET 06 OTCYTCTBUM MOMHOM aK-
KIMMauun B MNepuoj npeaMeTamopo3HOro pocta
(Lindgren, Laurila, 2009).

Bonpoc o Tom, B KaKoli Mepe TaKme BaXKHble CBOW-
CTBa OpraHM3Ma Kak TeMmn pasBUTUS N UHTEHCUB-
HOCTb MeTabonmM3ma 3aKpensieHbl FeHeTUYeCcKu, a B
KaKoW npeacTaBfeHbl HOPMOWM peakumMn B npeaenax
[vianasoHa TONepaHTHOCTU BUAR, A0 CUX MOpP OTKPbIT.

3agaveil Haweli paboTbl ObII0 U3YyYEeHWE NUHTEH-
CMBHOCTM MeTabonmsma ronoBacTMKOB OCTPOMOp-
[0 NArYLWKN, NPOUCXOAALLMX M3 ABYX NOMYNALNNA,
obMTalOLWMX Ha pasHoW wnpoTte (YyCnoBHO — 6onee
tOXKHOI 1 60siee CeBEpPHOIM), NP MX BbIPaLLMBAHUN B
CTaHAapPTHbIX 1a60PaTOPHBIX YCNOBUSX.

MATEPUA/IbI 1 METO/blI

B KauyecTBe UCXogHOro marepuana 6111 Ncnosb-
30BaHbl N0 4 rpynnbl NO/IHbIX CMBCOB, NONYYEHHbIE B
pe3ynbTarte aKCrnepuMeHTaIbHbIX CKpeLLBaHMIA NO-
NOBO3PeNbIX 0CO6eN 0OCTPOMOPAON NArYLLIKN, OT/I0B-
NEHHbIX B KaXKAOWN 13 ABYX UCCNEL0BaHHbIX MONyns-
LW B HEPECTOBbIX BOZOEMaX B Mepuof pasmMHOXe-
HMA. MecTo 0T/nI0Ba 0CO6el 13 NepBoi nonynsaumm
Haxogmnocb B bpsaHckoii 06n. (52°27' N; 33°53" E),
LNNTeNbHOCTL Ce30Ha aKTUBHOCTU — 7 Mec. MecTo-
obutaHne BTOpo nonynaumMm — MocKosckas 0671.
(55°44' N, 36°51' E), 4nTenbHOCTL Ce30Ha aKTUBHO-
CTN — 6 Mec., Ha4Ya10 Pa3MHOXXEHUSA — B CpeHEM Ha

2 Heflenv nosaHee (J1ankos u ap., 2009). B kaxaoii no-
NynsumMm 66111 OTNIOBEHBI MO 2 cCaMKK 1 N0 2 caMmua. B
pesynbTate KOHTPONMPYEMBIX MEPEKPECTHbIX CKpe-
LLIMBAHWIA, OT poauTenen Kaxkaon u3 AByX Uccnemo-
BaHHbIX NONYyALMIA 6b110 NOYYEHO MO 4 pa3nyHble
rpynnbl MOTOMKOB — MOMHbLIX CMBCOB (CM. Tabs. 1).
OnoLOTBOPEHHbIE ALA COAEPXKaIN B EMKOCTAX C
YPOBHEM BOAbl 5 cM, Npu Temnepatype okono 15°C
[0 AoCcTKeHMA 39-1 cTagum (Ha4yano akTUBHOIO NK-
TaHWA No Tabnnuam HOPMaslbHOro Pa3BUTUS TpaBs-
HOW narywku no JabarsH n CnenuoBsoid, 1975). 3a-
TEeM ro/ioBaCTMKOB paccaxxmBaivi Mo 20 3K3. 0T KaxK4oM
rpynnbl cM6COB B 2 aKBapuyma eMKOCTbO 20 1 KaX-
Ablii. [anbHeiillee BblpallyMBaHMe r0/0BaCTUKOB BO
BCEX aKBapuymax NpoBOAWN NPU NOCTOSAHHOM TeMne-
patype 20°C v npu 0ANHAKOBOM PeXXnme KOPM/IeHUS
KOPMOM /191 IeKOPaTMBHBIX Pbib hpMbl TetraMin, a
TaKXe CyLleHbIM raMMapycoM W1 BapeHOW KparvBoM.
[ns onpegeneHns MIHTEHCMBHOCTW NOTPe6/IeHNs K1e-
nopoga mcnonb3oBaan no 20 3K3. OT Kaxaon u3 4
rpynn cubcos, MPOMCXOAALMX 13 ABYX MOMYNAUMA,
Bcero 160 3k3.

OnpegeneHne MHTEHCUBHOCTM MOTPe6eHNs Kuc-
/lopoja ronioBacTMKamu NpPoBOANAN Ha cTaauax 46—47
(no: fabsaraH, Cnenuosa, 1975). 3mepeHMsa nNpons-
BOAMNN C MOMOLbIO okcumeTpa Orion Star A323
RDO/DO meter (Thermo Fisher Scientific Inc.).
[010BaCTMKOB MO OAHOMY 3K3eMMASAPY NOMeLLanun B
repMeTUYHYHO CTEKIAHHYIO Kamepy, U3 KOTOPOWA cpa-
3y oT6upanu 1 mn BoAbl 415 U3MEPEHUsI HaYa/lbHOW
KOHLeHTpauun kucnopoga. OTéop npobbl Npon3so-
AWAN TakKMM 06pa3oM, 4TOObl B KamMepe OCTasioChb

OHTOrEHES3 Ne 2

TOoM 52 2021



MEXMOMYNAUNOHHBIE PA3JTMYA B TEMIE PA3BUNTUA 153

poBHO 20 M BOAbI M OTCYTCTBOBA/IN MY3bIPbKW BO3-
ayxa. Yepes 20 MUH 13 KaMepbl OTOMpann BTOPYHO
Npo6y BOAb! ANS U3MEePEHNS KOHLEHTPaUumM KUCno-
poja. nsa 3anofHeHWa KaMep UCMOoNb30BaIv BOAY 13
aKkeapuvyma, B KOTOPOM COAEPXXancs AaHHbIA 3K3eM-
nnap. KoHTponem cnykunu 2—3 Kamepbl 06beMOM
20 mn 6e3 06bEKTOB, 3aM0/THEHHbIE BOAOW U3 TOTO0 XKe
akBapuyma. VIHTepBas BpeMeHU Mexny oTtbopammu
npo6 n3mepsnn ¢ TOMHOCTLIO A0 1 MUH. CKOPOCTb
noTpebneHns KUCMopoja BbIYUCNSNN A/19 Kamepbl
WHAMBUAYaNbHO, 3aTeM BHOCUMAW MOMpaBKy Ha Mo-
TpebneHre K1cnopoga MMKPObroToN, BblunTasi cpef-
Hee 3HayeHWe CKOPOCTM MOTPebNieHuss Kucnopoga B
Kamepax 6e3 o6bekTa. o OKOHYaHUM K3MepeHUs
noTpebneHns KUCNOpoJa Kaxgoro rosoBactuka
B3BELLUMBA/IN C TOYHOCTLIO 10 10 Mr 1 3aTem BO3Bpa-
LA B aKBapuyMm.

CratncTmyeckyto 06paboTKy NPoBOAWN C MOMO-
weto naketa nporpamm STATISTICA 8.0 (StatSoft
Inc.). [oCTOBEpHOCTb pas/iMynii Mexay CpesHUMU
ANs NonynAuni 3Ha4eHUAMN OLEHUBaIU C MOMO-
LLIbHO ABYX(PaKTOPHOI0 MepapXmyecKoro ANCrepCuoH-
HOro aHasn3a, B KOTOPOM MepBbIM (PakTopoM (BKIIHO-
yaroLMm B cebst rpagaumm BTOporo hakropa) 6binv
“rnonynAaumMmn’, BTOPbIM (PAKTOPOM — TPYNMbl MOMHbIX
CnbCoB. [JOCTOBEPHOCTL PasnNumnii MeXxay CpeaHUMU
3Ha4YeHNAMM NMOTOMCTBA Pa3HbIX CaMLOB U PasHbIX Ca-
MOK B npejenax Kaxxaow U3 AByx Nonynsumii oLeHmnBea-
NN C MOMOLLBIO TPexdhaKToOpHOro AMCrNepCYOHHOIO
aHasm3a, ¢ hakTopamm “camkmn’, “camuibl’’ 1 “roBTop-
HOCTW” (CXema C NOSHOM KnaccuurKaumei).

PE3YJ/IbTATbI
Pasnnuuna mexkay aByms nonynsumsamm

MpofomKNTENbHOCTL PAa3BUTUA OT OMNJOA0TBOPE-
HUA o cTagmm 47 coctaBuna B MOTOMCTBe MOMyns-
umm 13 bpsiHckol 06n. 43.5 cyT, n3 MOCKOBCKOWA
06n. — 36.5 cyT. Pasnnuma cpegHUX coCTaBnsoT
19.2% wn poctoBepHbl (p < 0.001). He o6HapyxeHO
[OCTOBEPHbIX MEXMOMYIAUMOHHbIX pasnymii no
CpefHeMY 3Ha4YeHMIO0 MaccCbl Tefla ronoBacTMKOB Ha
cTagnun 46—47 (tabn. 1).

Pe3ynbTaTbl U3MepeHNs MIHTEHCUBHOCTW NOTPe6-
NEeHUs1 KNCNOPOAa OKa3a/IMCb CXOAHBIMU MO BEINYN-
He C N3BECTHbIMU U3 HAY4YHOM NnTepaTypbl AaHHbIMU
Anst 61M3KOro Buaa — TpaBsiHOW narywkum (Lindgren,
Laurila, 2009). O6Hapy>XeHbl AOCTOBEPHbIE pa3nn-
4nAa CpeLHUX 3HAYEeHNIA NOTPebIeHMA Kucnopoja ro-
NOBACTMKaMU M3 pasHbIX MONyNAUniA B pacyete Ha
0Ccobb M Ha eauHULY Macchl Tena. Oba nokasaTens
6bIn1 focToBepHO Bbiwe (npu p < 0.0001) y noTom-
CTBa poauTenen, B3ATbIX M3 MOCKOBCKOWM 00/., Ha
13.5 n 14.8% cooTBeTCTBEHHO (Tabn. 1). CKopoCTb
npupocTa Macchbl Tesla Takxke Obl1a Bbille Y rosioBa-
CTMKOB nonynaumm MocKoBcKoi 06/1. Ha 15.6% (p <
< 0.0001).
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BHY TpUnonynsiLMoHHas 3MeHYMBOCTb
nccnefoBaHHbIX XapaK TepucTyrK

B npegenax nonynsaummn n3 bpsaHcKom 061. He 6bl-
N0 BbISIBNEHO pa3nnymii Mexay NoTOMCTBOM [BYX Ca-
MOK 1 MeXZy NMOTOMCTBOM [IBYX CaMLLOB MO CpefHUM
3HaYeHMAM BCeX YeTbIpex M3yyaeMblX XapaKTepu-
CTUK (Tabn. 1). B npegenax nonynaunm n3 Mockos-
CKOW 00/. cpefiHMe 3Ha4YeHUNSI MacChbl TeNa U CKOpo-
CTV ee NpuUpocTa y MOTOMKOB CamMKK 2 1 camua 2 6b110
AOCTOBEPHO 60/bLUE, YeM Y Tpex Apyrvx rpynn no-
TOMKOB (Tabn. 1). He BbISIBNEHO pas3nuunii mexay
NMOTOMCTBOM [ByX CAMOK 1 MeX/y NOTOMCTBOM [BYX
camu0B MO CpegHMM 3Ha4YeHMAM NOTPe6eHNS Knc-
Nnopo/a Ha 0Ccobb 1 Mo cpefHNM 3HaYeHMAM NOoTPeb-
NEeHUs1 KUC/IOPOZ, Ha rpaMM Macchl Tena, 4To yKasbl-
BaeT Ha OTCYTCTBME BIMSHUS HA HUX MaTEPUHCKOro
sthpekTa. OTCYTCTBUE BUSHUA CaMLOB Ha 3TW
XapaKTepuCTUKM MeTabonmn3mMa B 06enx nonynaumnsax
03Ha4aeT HU3KYH afANTUBHYK M3MEHYMBOCTb, UYTO
NPUHATO MHTEPMPETUPOBATb KaK JOCTaTOYHO XeCT-
KUA KOHTPO/Ib OTOGOPOM MO AaHHbIM MpU3HaKaMm
(Falconer, Mackay, 1996).

OBCYXOEHVE

JocToBepHble pa3nnumsa no npogomKMTENbHOCTH
pas3BuTUSA [0 47 CTafgmm NpU 04UHAKOBOW TeMnepary-
pe cofiepXXaHns YKa3blBatoT Ha YCTOMUMBbIE MEXXMNONY-
NAUMOHHbIE Pa3INYmsA TEMMNOB Pa3BUTUA OCTPOMOPLOM
NAryLKn 13 bpsiHckoi n MocKoBCKOW obnacTeid. Pe-
3y/bTaTbl NPOBELEHHbIX paHee UCCNeL0BaHUIA TEMMNOB
pasBUTKA 1 poCTa rofIoBaCTUKOB B slabopaTopuun npu
Takux Xe ycnosusx (20°C 1 HayanbHas MAOTHOCTb
1 0co6b Ha 1 1) 13 Tex e NonynaumMii Nokasanu, yto
ronoBacTUKM U3 BpsAHCKOW 061, pa3BnBa/IUCh LOCTO-
BEPHO Mef/leHHee, HO 6bIIN HECKOMBKO KpynHee 60-
Nee CeBEPHbIX KOHCMeUMgpUKoB M3 MOCKOBCKOIA
006n. MNpofoMKNTENBHOCTb Pa3BUTUA OT OMI0A0TBO-
peHvs [0 3aBeplUeHMA MmeTaMmop@o3a cocTasnsna
53.6 N 49.7 CYyTOK COOTBETCTBEHHO, a [/IMHA Te/la No-
Cne 3aBepLueHUNs meTamopdo3a paBHaNach 14.52 n
13.88 MM cooTtBeTCcTBEHHO (J1AnKoB 1 ap., 2009). B
Hallem 3KCrnepuvMeHTe COOTHOLLEHWe MaccCbl Tena
ro/I0BaCTUKOB COXPAHANO0 faHHYH TEHAEHLMIO, XOTA
pas3nnyns He 6b1IV LOCTOBEPHDI.

MonyyeHHble HaMW pPe3y/bTaTbl MOKa3aIn YeTKYHO
HanpaBNeHHOCTb Pa3INYniA B NOTPeBIEHMM KMCTOPO-
fa:y ocobeii 3 nonNynaumm ¢ 6onee f/iNTeNbHbIM Ce30-
HOM aKTUBHOCTM 3TOT NOKa3aTe/b JOCTOBEPHO HXKE B
CPaBHEHNN C OCOGAMWN M3 60Nee CeBepHOM Monyns-
LMW, Takol pe3ynbTaT BMOSHE OXWUAaeM, UCXOL4A U3
YCTaHOBNEHHOr 0 paHee (hakTa 60s1ee BbICOKOM CKOpO-
CTW pocTa ro/ioBaCTUKOB U3 MOMYAUMIA CO CPaBHU-
Te/IbHO KOPOTKMM CEe30HOM aKTUBHOCTU (J1ANKOB
n ap., 2009). CoxpaHeHuMe 3TOro COOTHOLLEHMS Npwn
pa3BUTUN roI0BaCTUKOB B N1abOPaTOPHbIX YCNOBUAX
npu 04UHAKOBOM TemMrepaType yKa3blBaeT Ha TO, YTO
0COBEHHOCTM KX (M3NONOrMmM, 3agaroLlime pasHblii
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TeMnN pa3BUTKA B MOMYNSLUAX, BEPOSTHO, 3aKpene-
Hbl FeHETUYECKMN.
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Interpopulation Differences in the Developmental Rate and Oxygen Consumption
in Tadpoles of Moor Frog (Rana arvalis Nilsson, 1842, Anura: Amphibia)
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A comparative study of the developmental rate and oxygen consumption in Rana arvalis tadpoles from the
population of the Bryansk region (Southern) and Moscow region (Northern) in laboratory conditions at a
temperature of 20°C was carried out. The rates of growth and development, the rate of oxygen consumption
as well as the specific rate of oxygen consumption in individuals from a Northern population were significant-
ly higher. This result corresponds to the previously detected higher growth rate of tadpoles from populations
with a relatively short season of activity (Northern) and indicates that these tadpole metabolism features are

probably genetically determined.
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