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MHTepec K NanopoTHUKaM KaK 00beKTam 6MOTEXHONOrMYECKUX UCCe0BaHWIA ONpeaensieTcss 0CO6eHHO-
CTAMM MX Pa3BUTUS N PEMPOLYKLMM, 3HAHNE KOTOPbIX BXKHO /11 NOHMMaHWA MyTeli 3BONOLUN HA3EMHbIX
pacTeHWiA. B 0630pe NpoaHan13npoBaHbl 1 0606LeHbI AaHHbIE TMTepaTypbl 06 y4acTm (OUTOrOPMOHOB B
perynsiLmn OHToreHe3a raMeToMToB NanopoOTHNKOB NPY KyNbTUBMPOBaHMM in Vitro. PacCMOTpeH Bonpoc
0 BO3MOXXHOCTM Pa3MHOXXEHWS ManopoTHMKOB MyTEM MCMO/b30BaHMA CrOpP B Ka4eCTBe 3KCM/IaHTOB MeTOfa-
MW in vitro. MpoaHanM3npoBaHbl 3)PeKTbl SK30reHHOM 06paboTKM LIMTOKUHMHAMUN, ayKCUHaMn, rnbbe-
pennvHamm, 3TUIEHOM, XXaCMOHOBOW KNC0TOM 1 6paccMHOCTepoMiamMy Ha npopacTaHue cnop, mopgo-
NOTVIo 1 pasBuTMe raMeTodmnTa. OBCyKaaeTCsa posb rMb6epenIMHOB 1 aHTEPUAMOreHa B (HOPMUPOBAHN
MosoBoOro AMMopdunama rameTonToB NanopoTHNKOB. O606LLEHbI AaHHbIE O HAapYLLEHWUSIX MO0BOMO Mpo-
Lecca y NanopoTHWKOB, y4acTMM (OMTOrOpMOHOB B 06pa3oBaHMM anoramMmHbIX COPO(UTOB Ha TanioMax

rameTouTOoB.

Kntouessle cnosa: Polypodiopsida, cnopbl, raMeToduT, CrnopouT, KynbTypa in vitro, (OUTOropMOoHbI

DOI: 10.31857/50475145020020068

BBEOEHUWE

ManopoTHMKM — COCYAUCTbIe CMOPOBbIE pacTte-
HMA — BMECTe C XBOLLLaMW U NCUNO0TOBLIMK 06pasyoT
knacc Polypodiopsida (PPG |, 2016). o pa3HbIiM
oLeHkam HacumTbiBaloT oT 9000 go 10600 BmaoBs
(Smith et al., 2008; Christenhusz, Chase, 2014; PPG I,
2016), npeacTaBneHHbIX Ha3eMHbIMW, ANUPUTHLIMK
1 BOAHbIMU hopMamu. XapaKTepHO 0CO6EHHOCTbIO
NaropoTHMKOB SABMSETCS YepefoBaHME NOKONEHWNA,
KOTOpOe 06ecneymBaeT He3aBUCMMOE pa3BuTHE bec-
Mo/0ro NOKONeHNss — crnopodmTa 1 NoaoBoro NOKo-
neHnss — rametogmta. CnopouTel, Kak rnpasuso,
MHOrO/IETHME PacTeHUsI C Pas3IMYHOM NPOAOIHKN-
Te/IbHOCTbIO XXU3HW, TOrja Kak pocT 1 pasBuUTue ra-
MeTO(PUTOB NMPOTEKAET ObICTPEE.

MameTO(hUT NanopoTHNKOB pa3BUBaETCA U3 CMo-
Pbl U IBNSIETCA CBOOOAHOXMBYLLMM (POTOCUHTEINPY-
ownm opraHnsmom (Sharpe et al., 2010). Passutue
TajloMa rametomMta HauMHAEeTCA C MpopacTaHus
Crnopbl 1 (HOPMUPOBAHUA MPOTAINAIBHON HUTW,
KoTOpas AndhepeHLMpyeTCa B 10NaTOBUAHbIV Npo-
TaNNNiA, a 3aTeM B OAHOC/NONHbIV Tanom, hopma Ko-
TOPOro MOXeT M3MeHsATbCA (ApHayToBa, 2008). Ha
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Tas/lome rametomta POPMUPYIOTCA >KeHCKMe (ap-
XEroHMN) U MYXCKue (aHTepuaumn) penpopyKTuBe-
Hble opraHbl, 06pasytoLune rameTsbl. [ocne onnogo-
TBOPEHUSA U3 3UTOTbl HA raMeTo)nTe pa3BUBaETCA
cnopodunT. B ganbHelem raMeToouT OTMUPAET, a
CropoMUT NepexoimT K CaMOCTOATENbHOMY CyLle-
CTBOBaHMIO. BO Bpemsa pocta 1 passutus cropodmTa
06pasytoTca CropaHrum, cofepxkalme CroporeHHyto
TKaHb, 13 KOTOPOWA, B pe3y/ibTare Melio3a, (hopMupyoT-
cA cnopbl (Banks, 1999; ApHayTtoBa, 2008). Paznnyatot
paBHOCMOpPOBbIe (FOMOCMOPOBbLIE) M Pa3HOCMOPOBbIE
(reTepocnopoBble) NanopoTHUKK. PaBHOCMOPOBbIE
NanopoTHUKU NPOAYLMPYIOT OAUH TUM Crop, Torga
KakK pa3HOCMOpOBble Pa3MHOXAKTCA MOCPEeLCTBOM
Meracrnop M MMUKpPOCMop, U3 KOTOPbIX 06pasytoTcs
raMeTouTbl, NPOU3BOAALLME TOMBKO XXEHCKME WA
My>CcKue rametbl (Johari, Singh, 2018). MNogaensto-
Lee 60/bLUMHCTBO COBPEMEHHbIX MarnopOTHUKOB
ABNAKOTCA PAaBHOCMOPOBbLIMU.

B oHTOreHese rameToMTOB PAaBHOCMOPOBLIX Naro-
POTHWKOB BbIAENAOT YeTbIPE MEPMOoaa Pa3BUTUS: Nep-
BUYHbIV NMOKOW, BUPTMHWbHbLIN, JePUHUTUBHBIIN, Ce-
HWMbHLI U BOCEMb OHTOFEHETUYECKUX COCTOSIHWIA:
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Ccrnopa, NPopPOCTOK, FOBEHU/IbHOE, UIMMATYpPHOE, BUPTn-
HWNbHOe, Ae(MHUTUBHOE, CY6CEHN/IBHOE U CEHWb-
Hoe (LLlopuHa, 1987; BapabaHwiukosa, 2009). Tun
pasBUTUSA TaslloMa onpeaensieT B fasibHeliwem ¢op-
MY 3pefioro npotannms. B pabote H.M. [lep>kaBnHOW
(2017) 0606LLeHbI JaHHbIe KacaTe/lbHO Knaccugmka-
LW hopM pasBUTMA Ta/INIOMOB raMeTopuToB. ABTO-
pPOM OTMEYEHO, YTO CYLLECTBYET Macca UCK/IHOUEHNIA
3 pacCMOTPEHHbIX B paboTe Knaccugmnkaumin. OgHoin
N3 NPUYUH BaprabenbHOCTU (hOpM Tasl/IOMOB MOXKeT
ObITb TOPMOHa/IbHAsA Perynauma MoporeHesa, KoTo-
pasi KOHTPO/IPYETCA He TO/IbKO COBCTBEHHLIM rop-
MOHOM aHTEPUAMOreHOM, HO W aHTepuAMOreHamu
ApYyrx BUAOB NanopoTHUKOB (Schneller, 2008).

FamMeTOoPUTbI NaNoOPOTHUKOB ABNAIOTCA UAeasb-
HbIMW MOJe/IbHbIMWN 06beKTaMK /19 HabNoAeHWA 3a
npoueccamn pocta n passutna (Hickok et al., 1987,
Banks, 1999), nx nerko KynbTMBUpOBaTh in vitro go
cocTtosiHMA nonHol 3penoctn (Raghavan, 1989;
Menéndez et al., 2010). Kpome Toro, OHu1 MoryT pas-
MHOXaTbCS BeretatMBHO C 06pa3oBaHNEM K/IOHOB
rametocuToB (Johari, Singh, 2018). ccnegoBaHue
rameTouToB B N1abOpaTOPHbIX YCNOBUSAX NO3BONSA-
eT BbISIBUTb OCO6EHHOCTU BANSHUSA Pa3/INYHbIX K-
30TeHHbIX (haKTOPOB Ha npopacTaHue crnop, pocT n
mMopdhoreHes Tainioma, NoaoBo AMMopdnam, obpa-
30BaHWe 31roTbl M JOPMMUPOBaHKE 3apojbiLLa Cropo-
thuta. N30nmpoBaHHbIE B Ky/bType in vitro rametoqu-
Tbl YCMELUHO UCMOMb3YHTCA ANst U3yYeHUst TeHeTuYe-
CKUX N (QM3MONOTNYECKMX MEXaHM3MOB Perynsuum
pocTa 1 pa3BUTKSA, YTO COCOOCTBYET NMOMYHEHWNIO HO-
BbIX AaHHbIX 00 3BOMOLMM HA3eMHbIX PaCcTEHWIA
(Banks, 1999).

Mpoveccobl pocTa 1 pa3sBUTUA rameTopuTa 1 cro-
porTa NanopoTHUKOB, KaK W1 NpescTaBuTenen apy-
rMX TAKCOHOB, KOHTPO/IMPYHOTCA MHOTOKOMIMOHEHT-
HOV ropmoHasibHol cuctemoit (Haufler et al., 2016).
OnpegensitoLnm B XxapakTepe AeicTBMA (UTOropmo-
HOB SIBNISIETCA UX KOHLEHTpaums 1 nokKaimsauns B
OTZENbHbIX OpraHax M TKaHsax pacteHuin (Davies,
2010). bnarogapsi ropMOHanbHOM perynsumm n Ban-
AHWIO 3K30reHHbIX (PaKTOPOB 3Tarbl peann3aummn re-
HeTUYEeCKOWN NporpamMmmMbl pacTUTENIbHOTO OpraHnU3Ma
MOTyT yCKOpATbCA 6o 3ameanatbes (Bradford, Tre-
wavas, 1994). Tak, ayKCUHbI BAUAIOT Ha MUTOTUYE-
CKUW LMK, Nepexos KeTOK N3 COCTOSHUA MOKOS K
aKTUBHOM  nponudepaunn, 3aaeMcTBOBaHbl B
3Mb6puro-, opraHo- 1M MopcoreHese, pasBUTUN KOp-
HeBOW CMCTeMbI, (HOPMUPOBAHUN LIBETKOB, CEMSIH,
nnogos (Del Pozo et al., 2005; Ludwig-Muller, 2011).
rnebepennuHbl (MK) KOOpANHMPYIOT NpoLeccs! ge-
NEHNA N PacTSXXEHUA KIETOK, UHAYLUPYHOT LiBeTe-
HWe, perynvmpytoT Nnon, akTMBUPYIOT 3aBsi3blBaHME U
pasBuTWe MNOLOB, & TakXe NpopacTaHVe CeMSH,
Kny6Hei n nykosuu (Peng, Harberd, 2002; Chandler,
2011; Daviére, Achard, 2013). B chopmmpoBaHunmn aH-
TepUAMEB Ha NOBEPXHOCTM rameTouTa 3a4ecTBo-
BaHbl aHTepuauoreHsl (AlN) — cneunduryeckue MK-
nofo6HbIe ropmoHbl (Atallah, Banks, 2015). O6paso-

BaHMeE MYXXCKOro rametogmTta NpoMCXoauT Npw Bbl-
COKOW KOHLIeHTpauun aHgoreHHoro AlT, B ciyyae e
ero OTCyTCTBUS (DOPMUPYETCH XKEHCKNIA FaMeTO(UT.
Huskasa koHueHTpauns Al obycnoBnvBaeT pas3Bu-
Tne agynonoro 3apocTtka (Haufler et al., 2016). Al
MOXET MPOHNKATbL B MOYBY Ha rMy61HY OT OJHOr0 [0
nATHaguatn caHTUMeTpoB (Schneller, 1988). Bhige-
NEeHHbI B NOYBY Ha CTaguun passuTus npotanma Al
aKTMBMpyeT npopactaHue gpyrux cnop (Chiou, Far-
rar, 1997), a Takxxe UHAyLMPYeT pa3BUTUE aHTepPUam-
eB Ha 60/1ee No34HNX CTagnsIX pa3BUTUA rameTogmra
(Tanaka et al., 2014). A" urpaet BaXXHYt0 po/ib B BU-
[000pa3oBaHUN 1 3BOMKOLMM NAanoOpPOTHMKOB, MO-
CKOJ/IbKY OH CMoCcO6CTBYET MepeKpecTHOMY MeXra-
MeTO(hMTHOMY OM/I0A0TBOPEHUIO U (POPMUPOBAHUIO
reHeTMyeckoin reteposmrotHoctn (Chiou, Farrar,
1997; Korpelainen, 1998; Tanaka et al., 2014).

LnToknHMHbI (LLK) cTuMynupytoT npoueccsl fe-
NeHNA 1 pocTa KeToK, 0bpa3oBaHue Noberos 13 Kan-
NYCOB B KyNbType in vitro, akTMBUPYIOT BUOreHe3 n
anddepeHLMaLIMio X0PoNaIacToB, UHIMOUPYOT POCT
anunKanbHON MepuCTeMbl KOPHS, TOPMO3AT NpoLiecc
CTapeHns NINCTbEB, PEryNPYIOT MOKOW U npopacTa-
Hue cemsH (PomaHoB, 2009). LIK Takxe BNUAKOT Ha
YCTOMUMBOCTb pacTeHuii K HebnaronpuaTHbIM BO3-
[encTBusaM OKpyxatoweli cpegbl (Ha et al., 2012).
Abcumsosast kucnota (ABK), aTuneH, BMecTe ¢ »ac-
MoHoBOM Kucnoton (XKK) mn 6paccuHocTepongamm
(BC) oTHOCATCA K hUTOropmMoHaM, KOTopble 3afei-
CTBOBaHbI B peaKLNsX pacTEHNIA Ha aBUOTUYECKUE U
6rnotmyeckme ctpeccel (Bartoli et al., 2013; Babenko
et al., 2015). ABK, noM1Mmo perynsiummn 3amTHbIX
mexaHu3moB (Vishwakarma et al., 2017), ynpasnset
npoueccaMmy MOKos, MpopacTtaHuUA CeMsH, Bererta-
TMBHOro pocTta (Finkelstein et al., 2008). NpopacTa-
HWe CeMsH, pa3BuTUe, CO3peBaHue NIOLOB 1 CTape-
HWe pacTeHWn HaXOAWUTCA MOA KOHTPONEM 3TU/eHa
(Pierik et al., 2006). >XK perynupyet npoLeccbl co-
3peBaHUst CEMSH W MN0A0B, POCT KOPHEN, crnocob-
CTBYET BbIXOLY M3 COCTOSAHUA NOKOS, UHAYLMPYET 3a-
WMTHbIe peakuum (Hyun, Lee, 2008; Babenko et al.,
2015). BC — pactutensHble gmutocTeponabl (Arora
et al., 2008) — BAUSOT Ha npoLecchbl pocTa, hopmun-
pOBaHWA COCYANCTOM CUCTEMbI, PEMPOAYKLMIO, pa3-
BuTMe uBeTkoB N nnogos (Khripach et al., 2000).
KoHTponupys MHrmbutopHsble atekTbl ABK, 6pac-
CUHOCTEpPOUbl MOMOXUTENILHO BANAKOT Ha Npopac-
TaHwe cemsH (Hu, Yu, 2014).

Cnopbl 1 ramMeTouTbl NaNOPOTHUKOB aKTUBHO
NCNONb3YKT MNpPU MPOBEAEHUN (HU3NONOTNYECKUX
(Ballesteros et al., 2012; Zhang et al., 2016), reHeTun-
yeckux (Rutherford et al., 2004; Plackett et al., 2015),
ymTtonormnyecknx (Rodriguez-Romero et al., 2018),
ornoxmmmndeckmx (Nekrasov et al., 2019) 1 3KOTOKCU-
Konornyeckux mccnegosaHuii (Garcia-Cortés et al.,
2018). 3T0 06yCcNOBNEHO MPOAYLMPOBAHMEM Mamno-
POTHMKaMM 60MbLUMX KONNYECTB CMop, NPOCTOTOM
nx cbopa 1 xpaHeHus, LOCTaTOYHO HECNIOXKHbLIMUK Me-
TOoAamMM MpopaLlLmMBaHUSA U NOCNeAYOLWEro KynbTu-

OHTOrEHES3 Ne 2
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BUPOBaHWeM raMeTomToB. V3yyeHne BINSHUSA K-
30reHHbIX PUTOropMOHOB Ha POCT 1 pa3BUTUE rame-
TO(PUTOB OTKPbIBAET BO3MOXHOCTU [/151 MOUCKA NyTei
ynpaeneHns aTumm npoueccamu. Llenbio Halero o06-
30pa 6bln aHaIM3 1 0600LLIEHNE Pe3y/bTaTOB HayYHbIX
NCCNeAoBaHWNIA, MOCBALLEHHbIX W3YYEHUIO BUAHUS
3K30reHHbIX (PMTOrOPMOHOB Ha MpopacTaHue criop,
perynaumio MopdoreHesa, peannsaumio Nososoro au-
mMopm3Ma rameTomMTOoB, ONTUMMU3ALMIO Pa3BUTUA
CMopoUTOB Ha MOBEPXHOCTY Ta/I/IOMOB raMeTohUTOB.

BIMNAHNE SK3OINEHHbIX PUTOITOPMOHOB
HA NMPOPOCTAHWE CI10P

Ha npopactaHve cnop nanopoTHUKOB BAUSIOT
pas3fnnyHble BHelHMe hakTopbl. Cpean HUX: ocBe-
LLeHVe, TeMnepaTypa, anemeHTbl NuTaHus (Du et al.,
2009; Wu et al., 2010; Ballesteros et al., 2012; Juérez-
Orozco et al., 2013; Suo et al., 2015), rpaBuTauus
(Edwards, Roux, 1998), Tsxxenble MeTa/bl U NeCTU-
ungbl (Draghiceanu, Soare, 2016; Soare et al., 2019),
no4YBeHHble MUKpPoopraHmambl (Ganger et al., 2019).
B ycnosusx in vitro crnopsl, Kak npasuio, NpopaLum-
BatoT 6e3 f06aBNeHNA PerynsaTopoB pocTa, YTo KOc-
BEHHO yKa3blBaeT Ha JOCTaTOYHOE KO/IMYECTBO 3HA0-
FeHHbIX TOPMOHOB /1A 3arycka W perynsiumMm npo-
uecca (Pinto et al., 2013). Tem He MeHee, 3K30reHHas
06paboTKa, B 3aBUCUMOCTM OT KOHLIEHTpaLMN rop-
MOHOB, CMOCOOHa YCKOpATb NMB0 3amen/ifATb Npo-
pactaHue crnop (puc. 1). MNonoxmtensHoe BIUSAHWE
Ha npopacTaHWe Crop OKasblBalOT rMb6epennHbI.
Tak, NATMMUHYTHas 06paboTka cnop Athyrium multi-
dentatum (Doll.) Ching 20 mr/n rn66epennoBoi Kuc-
notoii (M'K3), a Takke BHeceHue 10 Mr/n ropmoHa B nu-
TaTeNbHYH Cpeay y/yywano npopactaHue (Guo et al.,
2007; Zhang, Yang, 2011). 'K; B KoHueHTpauwmm 0.15 x
x 10" r/n yckopsana npopacTaHue crnop Pteridium
aquilinum (L.) Kuhn (Zhang, Niu, 1999). 3Hauntess-
HO 60nee BbICOKME KOHLIEHTpaumm ropmoHa (0.5, 51
50 uM) akTMBMpOBaNN nNpopactaHue cnop Blechnum
spicant L. (Fernandez et al., 1997). Hamu 6b1710 NoKa-
3aHO, YTO BbICOKME KOHLIEHTpaumm MK, (10751 1075 M)
CYLLLeCTBEHHO TOPMO3U/IM NpopacTaHune crop Polys-
tichum aculeatum (L.) Roth., Torga kak 6onee HU3Kue
KOHLeHTpaumm (10~ 1 10~8 M) yckopsanum aToT npo-
uecc (Babenko et al., 2018). B T0 e Bpemsi U3BECTHO,
4TO CMOPbI HEKOTOPbIX BMAOB ManOPOTHUKOB HeYyB-
CTBUTENbHbI K rnb6bepenivHam. B yactHocTu, K3 He
BNMSANa Ha npopactaHue cnop Pteridium aquilinum
var. latiusculum (Desvaux) L. Underwood ex A. Heller
(Zhai et al., 2007) n Sphenomeris chinensis (L.) Maxon
(Ren et al., 2008). MNMoka3zaHo, 4To 'K; ynydwana
npopactaHue criop Pteridium aquilinum, Polystichum
munitum (Kaulf.) Presl. n Polypodium feei (Bory)
Mett. B TemHoTe (Weinberg, Voeller, 1969). Mm66e-
pennuHbl I'K;, 'Ky, TK; 1 MKy MHAYLWpOBann nNpo-
pactaHue cnop Anemia mexicana Klotzsch n Anemia
phyllitidis (L.) Sw. B TemMHOTe, npuyem 60nee 4yB-
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CTBUTENbHBbIMW  OKasanucb cnopbl  A. phyllitidis
(Nester, Coolbaugh, 1986). Hanbonbwimnin sgekT
npossnsanm 'K, n 'Ky, Torga Kak I'Ky; 6b11a MeHee ag-
tbektneHoii (Nester, Coolbaugh, 1986). Monoxutens-
Hoe BinaHue IK;, 'K, 'Ky Ha npopactaHue crnop B
TEMHOTe MOKa3aHO Takke ans Lygodium japonicum
(Thunb.) Sw. (Sugai et al., 1987). T'mb66epennnHbl He
BNMANN Ha NpopacTaHue cnop Schizaea pusilla Pursh
B TemHoTe (Guiragossian, Koning, 1986), ogHako
Mpwv UCMoJIb30BaHMM KPacHOro CBeTa CTUMY/IMPOBaA-
nn npouecc, npuyem apdekt MK, okasanca 6onee
BblpaXXeHHbIM, YeM MK, , ;. OCO6EHHOCTN BANAHUS
I'K; Ha npopacTaHue crop L. japonicum B TEMHOTE U
Mpwv OCBELLEHUW MO3BONNIV aBTOPaM UCCef0BaHUSA
(Kagawa, Sugai, 1991) NpeanonoXuTb, YTO KPaCHbI
CBET aKTMBUPYET OGMOCUHTE3 rMb6epenIvHOB, 4TO
MPVBOANT K YNy4LLIEHWIO NpopacTaHus crop.

Cnopbl Campyloneurum angustifolium (Sw.) Fée,
C. phyllitidis (L.) C. Presl., Lepisorus thunbergianus
(Kaulfuss) Ching, Microgramma heterophylla (L.)
Wherry, Phymatosorus scolopendria (Burm. f.) Pic.
Serm. 1 Polypodium pellucidum Kaulf. npopactanu B
NPUCYTCTBUMN COOGCTBEHHOIO aHTEPUANOreHa, KOTo-
PbI TaKXXe NHAYLMPOBa pa3BUTUE aHTEPUANEB Ha
npotannuu (Chiou, Farrar, 1997). HanpoTus, cnopbl
Phlebodium aureum (L.) J. Sm. Ha co6CTBEHHbIN Al
He pearvpoBain, a NPopacTaiv B NPUCYTCTBMM aHTe-
puguoreHa suga Pteridium aquilinum (Alp), npu
aToM Al p; He NPOSB/SAN BUA0BOM CNELNEHUYHOCTI 1
NONOXUTENBHO BIMAN Ha NpopacTaHue Cnop 1 pas-
BUTUE aHTepUAMEB BCEX MEPEeUYNC/IEHHbIX Bbllle BU-
[0B NanopoTHNKOB. C Apyroi CTOPOHbI, aHTEPUANO-
reH Ph. aureum cTumynmMpoBan npopacTaHue criop
Onoclea sensibilis L. (Chiou, Farrar, 1997).

WcecnefoBaHns a(pgeKTOB LUTOKUHUHOB U ayK-
CMHOB Ha npopacTtaHue crnop NarnopoTHMKOB HEMHO-
rouncieHHbl. CUHTETUYECKUIA ayKCevH 2,4-[, (2,4-an-
XNOPJEeHOKCUYKCYCHasA KUCNOTa) He BNUAN Ha Npopac-
TaHue cnop Pteris longifolia L. (Strickler, 1946) n
Alsophila odonelliana (Alston) Lehnert (Bonomo,
2013). Hamu 6b110 yCTaHOB/IEHO, YTO 3K30reHHas
06paboTka 6-6eH3nnammHoMypuHoM (BAIT) B KOH-
LeHTpaumm 10~° M cyLlecTBeHHO TOpMO3una npo-
pactaHue criop Polystichum aculeatum, a npn KoH-
LieHTpaumm ropmoHa 1078, 10~7, 108 M ctumynmpy-
toLmiA aghchekT oTcyTcTBOBaN (Babenko et al., 2018).
B apyrom uccnegfosaHum (Bonomo et al., 2013) coo6-
Lanoce, 4Uto BamaHue BAI B koHueHTpaymsx 0.01,
0.1, 1.0 mr/n Ha npopacTtaHwue criop Alsophila odonelli-
ana 6b110 ¢nabo BbIpaxXeHHO. [JobaeneHne B cpeay
BAIM n 'K, yckopsno npopacTtaHus criop Pteris iner-
mis (Rosenst.) Sota, Toraa kak otaenbHo BAIT Ha npo-
pacTaHue crnop cyLectBeHHO He Baman (Tanco et al.,
2009). Hamn (Romanenko et al., 2019) 66110 nokasa-
HO, YTO 3K30reHHble LIK KnHeTuH, BAI, N°-2-n30-
neHTeHnnageHnH (MMA) nHrnémposann npopacra-
Hue cnop Dryopteris filix-mas (L.) Schott, npn atom
ahheKT ObIN NPSIMO MPOMOPLIMOHANIEH KOHLIEHTpa-
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Puc. 1. ®dutoropmoHanbHasa perynaums npopactaHms crnop. O603Ha4eHNs: CNJIOLLIHAA IMHUSA — MNO3UTUBHOE [eliCTBUE; -
HEWHBbIA NYHKTUP — HEraTUBHOE, TOUEYHbI MYHKTUP — HelTpanbHoe; MK — rnbbepennvHel, Al — aHTepuguoreH, LIK — um-
TOKUHWHBI, Agyyr — QYKCUHBI CUHTETUYeCKME; 3T — aTuneH, XK — xacmoHoBas kucnota, ABK — abcumsosas K1cnota,
BC — 6paccmHocTepounibl (NprBeAeHHbIE CBeAeHNS aganTupoBaHbl 13 Suo et al., 2015 1 A0NONHEHDI).

Ly ropMmoHa. OKaszanocb, YT0 HaMBObLLNIA MHIMOKN-
pyrowmii athcpekt npossnan UMA. TonoxuTensHO
B/INA/ Ha MpopacTaHue Crop 3eaTuH, KOHLeHTpaums
ropMoHa 10~" M 6bina camoli adcpekTmBHoOM (Roma-
nenko et al., 2019).

B pabotax gpyrux astopos (Jarvis, Wklkins, 1973;
Chia, Raghavan, 1982) coo6Lanocb, 4To 3K30reHHas
ABK B KOHUeHTpaumn 10 Mr/n He BiMsina Ha npopac-
TaHwe criop Mohria caffrorum Sw. n Matteuccia struthiop-
teris (L.) Tod. B T0O e BpeMs 6blI0 NOKa3aHO, YTo
ABK B KOHLEHTpauum 5 Mr/n nonHoOCTbO 610KNPO-
Basia npopacTtaHme cnop Lygodium japonicum (Swami,
Raghavan, 1980).

STUNeH B TEMHOTE MHIMOMpoOBan npopacTaHue
cnop Onoclea sensibilis, ogHako Npyv HopManbHOM
ocseleHUn 1o 50% cnop npopactano (Edwards,
Miller, 1972; Fisher, Miller, 1975). ®oTONHAYLMPO-
BaHHOe npopacTtaHue cnop O. sensibilis perynupoa-
NOCb Ha YPOBHE aHTarOHWCTUYEeCKOro B3amMojeli-
cteua mexay CO, n atnneHom. Ecnv atuneH nonHo-
CTbKO YrHeTas npopacTaHve Crop B TEMHOTe, TO B
fa/bHeliLlleM Takoe MHIMBUPOBaHME YaCTUYHO yCTpa-
HSAM0Ck NpuU ocBeLleHnn 1 obpabotke CO, (Edwards
1977). O6paboTKa Crop 3TUNEHNPOAYLIEHTOM 2-X/10p-
3TUNDOCHOPHON KMNCNOTbI YCKOPSiIa BCXOXKECTb CBe-
XecobpaHHbIX 1 He3pesbIx criop Ceratopteris richardii
Brongn., ogHaKo MHrMémpoBsa/ia npopacTaHue 3penbix

n pmtenbHO XpaHuslumxca criop (Warne, Hicko,
1987). NonyyeHHble pe3ynbTaTbl MO3BOAWAN aBTO-
pam MpegnonoXuTb, 4TO 2-X10P3TundocthopHas
KMC/0Ta YCKOPSAET MPOLLECChl CO3peBaHUA He3pesbIX
Crop U CTapeHus 3pesblX, a 06bACHAETCA 3TO BbICBO-
6oXaeHMeM 3TU/IEHa NPU TUAPONN3e 2-XI0P3TUN-
(hocthopHOM KMCNOTbI 1 NOCNELYHOLLEN aKTUBaLMel
rOPMOHOM BbILLIEYNOMSAHYTbIX npoLeccos (Warne,
Hickok, 1987).

KK He Bnnsina Ha npopacTaHue criop Platycerium
bifurcatum (Cav.) C. Chr., ogHako, akTUBMpOBa/ia paH-
Hee pa3BuTHe 1 pocT pusoungos (Camloh et al., 1996).
CnepnyeT OTMETUTb, UTO NOA0GHLIE adhheKTbl KK 1
ABK Habnoganucs npy npopactaHnUN CeMsiH BbiC-
wmnx pacteHnin (Wasternack, 2007).

BpaccuHocTeponibl yay4Llanm npopactaHue crop
Polystichum lonchitis (L..) Roth. FopmMOH B KOHLEHTpa-
umm 10~ M 6bin Hambonee athheKTUBHBLIM. B TO Xe
Bpems BC yrHeTanu npopactaHue Pteridium aquilinum
1 He BANANN Ha cnopbl Pteris vittata L. (GOmez-Garay
etal., 2018). Mo MHeHWIO aBTOPOB MccneaoBaHns (Go-
mez-Garay et al., 2018), BnusiHne BC cBsizaHO ¢ 06pa-
30BaHMeM aHTepuguoreHa. Cropbl P. aquilinum w
P. vittata 6b111 1OCTATOYHO YyBCTBUTENbHBLI K Al (GO-
mez-Garay et al., 2018), Tora Kak B cnopax P. lonchitis
KO/IMYECTBO CMHTE3MPYEMOro rOpPMOHa OKa3aiocb
Hu3KMMm (Pangua et al. 2003). HepaBHWe nccnefoBaHUA
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MoKasanu, 4To 3K3oreHHble BC NoaaBnsOT BUOCUHTES
aHAoreHHbIX BC, a Take aKTUBUPYIOT reHbl, OTBe-
valolme 3a akTMBHOCTb ['Kj-okcmgasbl, 3H3MMa
yyacTBYyIOLLEro, B WHaKTUBauMu rmnbéoéepeniuHoB
(Tong et al., 2014).

BIMMAHNME SK30OINEHHbLIX ®UTOIOPMOHOB
HA MOP®OIrEHE3 TrAMETO®UOB
B KYJIbTYPE IN VITRO

ameTohmMTaM NanopoOTHUKOB CBOMCTBEHEH Tasl-
NOMHbI TN MOPONOrMYecKon opraHusaumm (Ap-
HayToBa, 2008). OCO6eHHOCTN Pa3BUTUS raMeTotm-
TOB B Ky/IbType in vitro npoaHann3npoBaHbl B paboTax
(LWWenuxaH, Hekpacos, 2018; Rivera et al., 2018). B
Tabn. 1 Mbl NPeLCTaBUIN UMEIOLLMECA B HAYYHOM NN-
TepaType faHHbIe O BINSHUM 3K30TreHHbIX (OUTOrop-
MOHOB Ha MOPpOoreHe3 raMeTo(PUTOB NaropPOTHUNKOB.

MHponnn-3-ykcycHaa kucnota (MYK) cnoco6-
CTBOBa/1a YA/IMHEHNIO NMpoToHeMbl Onoclea sensibilis B
Ky/bType in vitro B TemHoTe (Miller, 1961). Hu3kue
KOHL|EHTpauumy ropMoHa Bbi3bIBa/IN YBENNYEHWE YNC-
Na KNeToK M 3HA4YNTE/IbHOE BbITArMBaHWe NPOTOHEMBI,
TOrAa Kak npw BbICOKOM KOHLEHTpauun NYK npoTo-
HeMbl COCTOS/IN U3 MEHBLLIETO KO/IMYECTBA K/ETOK U
npuobpetany KomnakTHyto copmy (Miller, 1961). B
BbICOKOI KOHUeHTpaumn WNYK yrHetana geneHue
KNeTok B npotoHemax Pteridium aquilinum (Sobota,
Partanen, 1967). B T0 e Bpemsl ayKCUH He BNUAS Ha
passuTMe rameTouTta Anemia tomentosa (Savigny)
Swartz var. anthriscifolia (Schrader) Mickel (Castilho
etal., 2018). MYK, nugonun-3-auetoHutpun (MAH)
N CUHTETUYECKMIA ayKCUH 2,4-[] TaKXKe aKTUBUPOBa-
N fleNeHne KNeToK U MHAYLMpOoBa/Iv Pa3BUTHE HUT-
yaTtbIx Tannomos y Lygodium japonicum (Swami, Ra-
ghavan, 1980), onHako, B KoMbuHauun ¢ ABK aTo
B/ISIHVE HVBENNPOBA/IOCH, BCIEACTBUE YEro passu-
Ba/IUCb MEHEe [/INHHbIE, PacLUVpPeHHbIe TaJI/IOMbI.
MNYK KoHTponupoBana obpa3oBaHWe PU30OUAOB Y
Platycerium coronarium (Koenig) Desv. (Kwa, 1995).
CuHTeTMYeCKMe ayKCUHbI HaTunykcycHasa (HYK)
n 2,4,5-TpnxnopdeHoKcnyKeycHas (2,4,5-T) Kucno-
Tbl NMOAABNANM aKTUBaLMIO OOKOBOW MEpPUCTEMbI Y
Ceratopteris richardii, B pe3ynbtare 4ero u3amMeHsinacb
thopma Tannoma (Gregoric, Fisher, 2006). HYK cno-
cobCcTBOBasIa Pa3BUTUIO KpaeBbiX pusonpos y Cera-
topteris thalictroides (L..) Brongn., Torga Kak B KOHTRO/E
OHV (hOPMMPOBA/INCL B 6a3aslbHOM YacTu TasioMa
(Hickok, Kiriluk, 1984). O6pa6oTka 2,4-[1 yBennumea-
na pasmepbl KNeTok npotannms C. thalictroides, a Takoke
NHULMMPOBa/a pa3BuUTUE YAIMHEHHbIX Ta/IIOMOB. Bbl-
COKME KOHLEHTPaLMK 3TU [1BYX CUHTETUYECKNX ayKCU-
HOB OKa3blBa/IN /leTa/lbHOE AeNCTBME Ha pasBUTUE ra-
meTocutoB C. thalictroides: nocne npopacTaHMs cnopsbl
Ja/bHEMLLINIA pocT NPOTOHEeMbI Npekpattanca. YK u
nHaonnn-3-macnsHasa kucnota (MMK) He okasbiBann
CyLLLeCTBEHHOr 0 B/IMSAHUA Ha (hOpMy Ta/1I/IOMOB M POCT
pusongos C. thalictroides (Hickok, Kiriluk, 1984). Mpu-
MEHEHME KaK HU3KMX, TaK N BbICOKMX KOHLEHTpauuii
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MMK y Blechnum spicant oTpuLaTenibHO CKa3blBa/10Ch
Ha poCTe rameToMTOB Ha BCEX 3Tarax OHTOreHesa,
Cnoco6CTBOBA/1I0 MOSAB/IEHMIO BO/LLIOTO KOMMYecTBa
3apoCTKOB 6e3 pa3smToi MepucteMbl (Fernandez et al.,
1997). Mpw HW3KOWM KOHLUeHTpauun 2,4-[1 o6pas3oBbl-
Ba/IUCb CW/bHO BbITAHYTbIE npoTanium Yy Alsophila
odonelliana, a ¢ yBeiM4eHNEM KOHLEHTPpaLUKM ayKCcuHa
POCT rameTo(hMTOB 3aMeS/ISANCs, Ta//IOMbl Oblnn BbITS-
HYTO (hOPMbI CO C1ab0 BbIpaXXeHHOM BbleMKol (Bono-
mo et al., 2013).

'K; B BbICOKOW KOHLIEHTpauuu nogasnsna poct
npoTannms Lygodium japonicum, Torfa Kak B H3KOM —
He Bnusina Ha ero passutune (Takeno, Furuya, 1977),
NN CNOCO6CTBOBaIA PACTSIKEHNIO KNETOK (Swami,
Raghavan, 1980). ¥ Blechnum spicant no6asneHue B
cpeny NK; B KoHueHTpaumsx 0.5, 5 n 50 uM cyuue-
CTBEHHO MHIMOMPOBAIO POCT rameToOUTOB Ha BCeX
aTanax OHTOreHesa W TMpPensaTCTBOBA/IO Pa3BUTUIO
crnopodutos (Fernandez et al., 1997). 'K, BnsAna Ha
KNeTOUHOe AeneHmne B npoTannnsax Anemia phyllitidis,
4TO NPUBOANIIO K YMEHbLUEHNIO CKOPOCTU [iefleHuns
KNeTOK 1 06pa3oBaHUIO Ta/INIOMOB MEHbLLMX pa3me-
poB, a POCT NPOTA/ININA OCYLLECTB/ANCA 3a CHeT pac-
TSOKEHUSI OTAenbHbIX KneTok (Kazmierczak, 1998,
2003). MopobHble adhheKTbl 0TMeYeHbl U ang Os-
mundastrum cinnamomeum (L.) C. Presl, y koToporo
FOPMOH B HU3KOW KOHLEHTpaLnn 3Ha4nTeIbHO yBe-
NN4YmBan pasmepbl NPOTa/INA, TOrAa Kak Nnpuv yBenm-
YEeHMN KOHUEHTpaL My pa3mep Ta/iioMa 6bl1 MeHbLLIE
KoHTponsa (Hollingsworth et al., 2012). Haww nccne-
posaHua (Babenko et al., 2018) nokasanu, 4TO BbICO-
Kne KOHUeHTpauun MK, yrHetann opmupoBaHue
MepUCTeMbI 1 CNOCOOCTBOBa/IN MOSABNEHUIO HEOO/b-
LWIMX BbITAHYTBIX Ta/IIOMOB 6€3 XapaKTepHOW cepa-
ueBmaHon opmbl y Polystichum aculeatum. C yBenu-
yeHnem KoHUeHTpaumn 'K, Habnoganmucb aHoma-
NN B PasBUTUM MEPUCTEMbI, CepaLeBnaHas gopma
Ta/i/IoMa NPUCYTCTBOBaNa, OLHAKO NMeNa HePOBHbI
Kpai 1 gedhopmmpoBaHHyto BbleMKy (Babenko et al.,

8).

LnToKnHUHLI BATT, NITTA 1 KUHETUH UHAYLM-
poBann MopdoreHes y rametogutoB Ceratopteris
richardii, BblpalLleHHbIX B TEMHOTe, BNSA/M Ha CKO-
poCTb pocTa, AeneHve U andcepeHUMaLnio KeTok
(Spiroetal., 2004). O6pa6boTka aTMu LIK B KOHLEH-
Tpaymm 10~ M cnoco6cTBOBas1a YMEHBLLEHNIO ANN-
Hbl KIETOK, YCKOPSi/a X AeNeHre B annKaibHOM 30He
npoTannna, MHAyuMposasa 0bpasosaHue puzongos. C
MOBbILUEHMEM KOHLEHTPaLM ropMOHOB aKTVBMPOBa-
Nnocb (hOpMUPOBaHNE MEPUCTEMbI U annKaibHOM Bbl-
eMKW, Npuv 3TOM Hanbosee akTMBHbIM 6611 BATT (Spiro
et al., 2004). Mocne 06pa6oTKn BAI BbICOKOI KOH-
LeHTpauumn pasmep MpOTafInS BblPalleHHbIX Ha
ceeTy rametodmtoB C. richardii 3HauUMTeNbHO YMEHb-
wanca. CHKeHMe KOHLEHTpaunmn ropMoHa cyle-
CTBEHHbIX W3MEHEHWA B pa3BUTUKN rameToduTa He
BbI3bIBasI10 (Spiro et al., 2004).
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Tabnuua 1. BAvsHue 3K30reHHbIX (PUTOrOPMOHOB Ha MOPOreHes3 raMeToUTOoB B Ky/bType in vitro

KoHueHTpaumsa
Bug PUTOropmMoH (buTOropMoHa OhhekT huToropmoHa NcTouHMK
AYKCUVHbI
Onoclea sensibilis | YK 10°M YKOpOUeHHbIE MPOTOHEMbI, YMeHb- | Miller, 1961
LLIEHME KO/IMYeCTBa K/eTOK B Npo-
Tannmm
105, 10~7, 108 M | BbITArMBaHVe NPOTOHEMbI, aKTVBa-
Lus feneHns KNeToK
Pteridium aquilinum| MYK 10°M MHrmbmnposaHme KNeTo4Horo Sobota, Partanen,
LeneHns, KoMnakTHas opmMa 1967
npoTanms
Lygodium japonicum| YK 2wmr/n Hwutyatas hoopma Tannoma, aktuea- | Swami, Raghavan,
2,4-11 0.01—5.0 mr/n LS KNETOYHOrO fefleHNns 1980
MNAH 5wmr/n
Ceratopteris thalic- |2,4- 104 M JleTanbHoe gencTeme Hickok, Kiriluk, 1984
troides
105,107 M YBenuyeHue pasMepoB K/eTok,
06pasoBaHme YAMHEHHbIX
TasIIoOMOB
HYK 104 M JeTanbHoe aeicTBme
1075, 10~ M Pa3sBuTMe KpaeBbIX pr3ona0B
NYK, NAH 1075, 1076, 10~7 M | HeliTpanbHoe fericteme
Platycerium coro- |UNYK 80—100 uM AKTMBaLMA pocTa pu3onos Kwa, 1995
narium
Blechnum spicant | UMK 5,50 uM MHrnémnposaHue hopmmpoBaHus | Fernandez et al., 1997
MepucTeMbl
Ceratopteris richardii | HYK 10°M MHrmnémnposaHue akTUBHOCTY 60KO- | Gregoric, Fisher, 2006
245T 104 M BO MEPUCTEMB, qu)pMMposaHme
TaJINIOMOB OKPYT/10i (hopMmbl
HeboNbLLIOro pasMepa
Alsophila odonelli- |2,4-1, 0.1mr/n O6pasoBaHue YANMHEHHbIX HUTe- | Bonomo et al., 2013
ana BMAHbIX NPOTA/I/INEB C pa3BeTBe-
HUAMM
2mr/n O6pa3oBaHVe YKOPOUEHHbIX HUTe-
BUAHBIX NPOTa/ININEB
Anemia tomentosa | YK 2.8;5.4; 11.4 uM | HeliTpansHoe geiictaue Castilho et al., 2018
TMMBBEPENNTNHDbI
Lygodium japonicum| MKy 1074, 10°M TOpMOXeHMe pocTa NpoTanans Takeno, Furuya, 1977
105, 10" M PacTseHune KNeTok npotannusa Swami, Raghavan,
1980
Blechnum spicant | 'Kj 0.5,5n 50 uM MHrmnémposaHue pocta rametodutos | Fernandez et al., 1997
Anemia phyllitidis | TKj 10~ M, 30 uM PacTskeHWe KNeToK, CHUXeHNe Kazmierczak, 1998;

K/METOYHOr0 AeNeHNs B BeretaTuB-
HbIX KNeTKax, 06pa3oBaHue Tanno-
MOB He60/bLLOro pasmepa

Kazmierczak, 2003
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KoHueHTpaumsa
Bug PUTOropmMoH (huTOropMoHa OdhhekT huToropmoHa NcTouHmK
Osmundastrum MK 1074 M YBenuyeHwue pasmepos npotaiva | Hollingsworth et al.,
cinnamomeum 2012
103 M O6pa3oBaHue Tan10MOB HEOO/b-
LLIOro pasmepa
Polystichum MK 1075, 10 M Ob6pa3oBaHue TaNI0MOB HEOO/b- Babenko et al., 2018
aculeatum LLUOro pasmepa BbITAHYTON (hopMbl
10~7,108 M O6pa3zoBaHNe HECUMMETPUYUHbIX
cepALeBUAHBIX TaIIOMOB C gedop-
MWPOBaHHOI BbIEMKOIA
UNTOKNHUHbI
Ceratopteris richardii | BAI, UTMA, 107°, 108, 107 M | AKTMBaLA 06pasoBaHNsA Mepu- Spiro et al., 2004
(6e3 ocBeWeHNA) | KUHETUH CTeMbI 1 BbIEMKU, MHAYKLUMSA hOTO-
MopdoreHesa
10712 M CHWMXeHMe pacTsaXeHUA KNeToK,
VMHAYKUMS hoTomopdhoreHesa,
aKTMBaLUSA KNETOYHOr0 AeeHnsa 1
06pa3oBaHuMsA pU30UL0B
Ceratopteris richar- | BAI 107’ M YMeHbLLEeHME pa3mMepoB NpoTaning
dii (c ocaetuiemenm) 10°M HeiTpansbHoe gelicteue
Blechnum spicant | BAT 0.5; 5; 50 uM MHrnbmnposaHme hopmmpoBaHus | Fernandez et al., 1997
MepucTeMbI
4.44 uM [Jethopmauma Tannoma, otcytcteme | Menéndez et al.,
CepALEeBMAHON (hopMbl 2009
Osmunda regalis KnHeTnH 0,1nM YBenuuyeHme pasmepos Tal/IoMa, Greer et al., 2012
CTUMYNMPOBaHME pPasBUTUS anun-
Ka/IbHOM MEpUCTEMBI
103,104 M YMeHbLUeHWe pasMepoB Ta/l/ioMa,
AechopmaLms BbIEMKK
Alsophila odonelliana | BAT 0.01, 0.1, L mr/n O6pa3oBaHMe HUTYATLIX U pa3BeTB- | Bonomo et al., 2013
NeHHbIX NpoTanveB
Polystichum BAT 105, 10°%, 107 M | BnoknpoBaHve passuTus HopMasb- | Babenko et al., 2018
aculeatum HOVi NPOTOHEMbI, MOSIBNIEHNE
HECKO/IbKMX MHNLMa/IbHBIX KIETOK
108 M Ob6pa3oBaHme NPOTaNININEB C pas-
BETBNEHNAMW U HEPOBHbLIM Kpaem
Dryopteris filix-mas | MA 1075, 10~ M BnokuposaHue pa3BuTus HopMmaib- | Romanenko et al.,
HO MPOTOHEMbI, YMeHbLLUEHME pa3- | 2019
MepoB NPOTaINNSA, UHTMOMPOBaHWE
pas3BUTUA PU30UL0B
UMA 10~7,108 M O6pa3oBaHue BbITAHYThIX Ta/I/IOMOB
BAI, KNHETUH, [10-5 M AKTMBaLMA pa3BUTUA PU3OU[0B,
3eaTuH 06pa3oBaHme TaN10MOoB ¢ fedopma-
UnsMm
BAI, KUHETWH, |10~7, 1078 M AKT/BaLMA KNETOYHOrO fefeHns,
3eaTuH yBeNMYeHWe pa3MepoB Taioma
OHTONEHE3 TtOomM 51 Ne2 2020
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KoHueHTpaumsa
Bug PUTOropMoH (buTOropMoHa SdhhekT huToropmoHa NcTouHMK
Lygodium japonicum| A6cumsoBas 0.5, 1 mr/n MHrmbuposaHue KneTo4Horo gene- | Swami, Raghavan,
Kucnota HUSA, (hopMUpOBaHMe YKOPOUeHHbIX | 1980
npoTanines
Ceratopteris richardii 104 M MHrmnémnposaHme pocrta pmusongos, | Hickok, 1983
aKTUBHOCTM MEPUCTEMbI
10 M AKT/BUMpPOBaHMe pocTa pn3onaos,
pa3BUTME TaNIOMOB MEHbLLETO pas-
Mmepa
Onoclea sensibilis | 3TnneH 0.01—1000 ppm MHrmnbuposaHue KnetouHoro gene- | Miller et al., 1970
HWA, PacTsHKEHWE KNeTOK, YAHe-
HWEe HUTW MPOTOHEMbI, TOPMOXKEHME
pocTa p13ongos
Anemia tomentosa | XXacmoHoBas 0.01; 1; 10 uM AKTVBHbIA pocT Tannoma v passutme | Castilho et al., 2018
Kucnora CMopohUTOB Ha ero NOBEPXHOCTU
Platycerium bifur- 0.01, 1 uM AKTUBaLMA aeneHUs KneTok, nepe- | Camloh et al., 1996
calum X0f, 0T HATHATOM K /10NaToBMAHON
thopme, yBenmMUyeHne KonmyecTsa
W A/IMHbI PU30U0B
10, 100 uM MHrnémnposaHue BCex POCTOBbIX
npoLLeccoB

MpumevaHwe. 2,4-1 — 2,4-anxnopdheHOKCMyKCyCcHas K1cnoTa; 2,4,5-T — 2,4,5-TpuxnopgeHOKCcnyKeycHasa kucnota; BAIM — 6-6eH-
sunamvHomMypuH; 'Ky — rmbbepennosas kucnota, UMK — nHgonun-3-macnsHas kucnota; UMA — N6—2-m30neHTeHmna,quMH;
MNYK — nHpgonnn-3-ykcycHas kucnota; HYK — HadTunykcycHas Kucnorta.

[o6aBneHve MUKPOMONAPHbIX KOHLEHTpaumi
BATIM B cpeay BbipaLLmBaHms Blechnum spicant Bbi3biBa-
no 3afiepXkKy passutma npotanma (Menéndez et al.,
2009), nopasneHve hopM1poBaHNE MepUCTEMbI, UH-
rmémposano passutue cropodmntos (Fernandez et al.,
1997). BHeceHWe KMHETUHA B KYNbTYpasibHYHO cpesy
rametodmtoB Osmunda regalis L. nokasano, 4to c
yBe/IMYEHEM KOHLIEHTpaL MM ropMOoHa pasmep Cepa-
LieBMAHOr0 Tasi/iomMa YMeHbLUWACA, AedpopMMpoBasiach
BbleMKa MeXJy /10nacTsaMu, MHIMoMpoBasioch passu-
Tue anukanbHou mepuctembl (Greer et al., 2012). Mpu
BblpawmBaHun rametodmra Alsophila odonelliana B
KynbType in vitro go6asneHne BAIT pa3nnyHOn KOH-
LieHTpaLMn MHULMMPOBA/IO 06pa3oBaHne BbITAHYTbIX
HUTYATbIX W Pa3BETB/IEHHbIX NPOT/INEB Y MHOMO-
YMCNEHHbIX Nponudepaumii Tanoma (Bonomo et al.,
2013). Hawwm nccneposaHus (Babenko et al., 2018) no-
Kaszanu, uto BAI 61oKMpoBan pa3BUTUE MPOTOHEMBI
Polystichum aculeatum B Ky/nbType in vitro, a CTeneHb
B/IMSAHMA FOPMOHA 3aBK1Cesa OT ero KOHLUeHTpauum B
nuTaTteNibHOM cpefe. Tak, B BbICOKMX KOHLEHTpaun-
Ax BAI BbI3bIBaUT NOAB/MEHNE YKOPOUEHHbLIX NPOTO-
HeM C OIMHOYHbIMY GOKOBbIMM BETB/IEHUSAIMU. 0 Me-
pe CHWKEHUS KOHLIEHTpauun B cpefe, NMPOUCXOANIIO
06pa3oBaHue N0NaToBMAHOIO NPOTA/I/INA, YacTo C pas-
BETB/IEHMAMN N HepoBHbIMU Kpasmin (Babenko et al.,

2018). MocnepytoLme Hawm akcnepmmeHTsl (Roma-
nenko et al., 2019) nokasann, 4YTO BbICOKNE KOHLEH-
Tpauun UTMA, BAI, KnHeTUHa 1 3eaTnHa TOPMO3UN-
N1 passutre npoTtoHembl Dryopteris filix-mas, nHN-
UununpoBasn 06pasoBaHVe CepLueBUAHbIX TaslIOMOB
neopmmpoBaHHoOM dropmbl. HU3KKMe KOHLEHTpaumm
3TVX FOPMOHOB aKTMBUPOBa/IN K/IETOUHOE [eNeHue, B
pe3ynibTate Yero KO/IMYECTBO KJ/IETOK B MPOTa/UINAX
yBenmumBanocb. OHaKO MO BAMSHMEM HU3KOM KOH-
ueHTtpauuu UIMA, BAIl, KNHeTUHaA 1 3eaT1HA NPOLO/I-
YXa/1 pa3BMBaTbCA aHOMasTbHbIe CEPALEBUAHbIE Ta/N0-
Mbl. B TO ke Bpema atn LK akTnBMpoBasiv pocT 1 pas-
BuUTMe pmnsongos y D. filix-mas. SddekT BO3pacTan ¢
MOBbILLUEHNEM KOHLEHTPaLMX TOPMOHOB B MuUTa-
TenbHOWM cpefe. AeiicTBrne UIMA 6b110 caMbIM Bblpa-
YKEHHbIM. [OPMOH B HauvBbICLUE/ KOHLEHTpaLuun
6NoKMpOoBan pa3BUTME NMPOTOHEMbI, & B Hanbonee
HU3KOW — CepAueBUAHOro TannoMa. 3eaTuH B Ma-
NbIX KOHUEHTpaunsax CTUMyIMpoBasl pasBuTue ra-
mMeTounTa, MUHUMU3NPOBAN NOSBNEHME fedhopma-
LWiA Tannoma, akTMBMpoBas POCT U pa3BUTUE MHO-
rouncneHHbIx pusongos (Romanenko et al., 2019).

AbcLM30BasA K1UCNOoTa Nojaensana feneHve v yoanm-
HeHMe KNeToK rametodmToB Lygodium japonicum, Bbl-
paleHHbIX B PeXXUMe KPacHOro M CUMHEro CBeTta, B
CNEeLCTBMM Yero (hOPMUPOBA/IUCHL YKOPOUEHHbIE M10C-
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Kue npoTtanimm (Swami, Raghavan, 1980). Npwu cos-
MeCTHOM npumeHeHun ABK u 2,4-[1, B oTAinymne ot
pa3aenbHoro AeiicTBMA FOPMOHOB, 06Pa30BbIBA/INCH
BbITAHYTbIE Ta/I/IOMbI, COCTOSILLME M3 BO/bLLErO KOMN-
yecTBa KNeTok (Swami, Raghavan, 1980). IHrnéunpy-
tollee [AeMcTBME BbICOKOW KOHUeHTpauun ABK Ha
POCT MepUCTEMbI NPOTAIINSA U PU30MA0B NOKa3aHO
ans Ceratopteris richardii. B HU3KOW KOHLEHTpaLmn
FrOPMOH CTUMY/IMPOBA/T POCT PU3OULOB U NUHAYLM-
poBan pasBUTMe Ta/l/IOMOB MeHbLUero pasmMepa
(Hickok, 1983).

Ha atane pa3sutus npoToHembl Onoclea sensibi-
lis aTMNeH HrMbuposan aeneHne KNeToK, NHAyLUmM-
poBa MUX PacTsXXeHue N YANUHEHWe NpoTa/inaib-
HOWN HUTW, 3ameansin poct pusongos (Miller et al.,
1970). FOpMOH YCKOpsN peopraHn3auunio SaepHoro
XpomaTuHa 1 nHayumposan cuHTes AHK B aape aH-
TepUANaNbHOM YacTN KNeTOK MY>XCKOro rameTon-
Ta (Kazmierczak, 2010).

YKacmMoHOBas K1cnoTa akTMBMpOBasia KeTOUHbIe
npoLecchbl Ha paHHWX (hazax OHTOreHe3a rameTouTa
Platycerium bifurcalum (Cav.) C. Chr. (Camloh et al.,
1996). B HM3KMX KOHLUeHTpauusax XXK ctumynumposa-
na fieneHune KIeToK U paHHee pa3BuTre NPOTOHEMBI,
ycKopsina nepexof rametouta OT HUTYATOM K No-
NaTKOBMAHOW (hopme, cnoco6CcTBOBaNa YANNHEHNIO
N yBENNYEHNIO KonnyecTBa pm3onaos (Camlohetal.,
1996). MNpoTMBONONOXHbIA 3hPeKT HabAaM Npu
NPYMEHEHNN TOPMOHA B BbICOKMX KOHLEHTPaLMAX.
ABTOpbI UccnegoBaHmsa (Castilho et al., 2018) o6bsic-
HAIOT pocTcTumynupytollee feictene XKK akTusa-
uwei cuHtesa MPHK, BbI3BaHHOE rOPMOHOM. DK30-
reHHas >XK crioco6cTBoBasia akTMBHOMY POCTY ra-
MeTO(UTOB W JanbHeliLleMy pa3BuTUIO cnopoduTta
Ha NOBEPXHOCTM TasiloMa y Anemia tomentosa var. an-
thriscifolia (Castilho et al., 2018).

BIMNAHWNE SK30IN EHHbIX @ TOIM OPMOHOB
HA MO0N0BOV ANMOP®N3M N AINTOIrAMUIKO
FTAMETO®UTOB B KYJ/IbTYPE IN VITRO

MonoBOMY MOKONEHNIO MHOTMX BULOB NanopoT-
HWKOB CBOWCTBEHEH MOI0BOW AUMOPN3M, NP KO-
TOPOM (DOPMUPYHOTCS MYXCKUME, XXEHCKUE U [BYMNO-
nble (bucekcyanbHble/repmadpoanTHbIE) EHOTUMbI
(Banks, 1999). MIHAYKTOPOM MOM0BOro heHoTUnNa y
paBHOCMOPOBbLIX MariOPOTHUKOB SABMSETCH aHTepu-
AVOreH, CeKpeTMpyeMblli rameToUTOM nepBOHa-
yaslbHO Ha cTaguu npotannuns (Tanaka et al., 2014).
Hanbonee akTMBHO rOPMOH CUHTE3NPYETCA Ha CTa-
ann cepguesngHoro Tannoma (Atallah, Banks, 2015).
Mocne BbigeneHUsa Al BO BHELLIHIOIO Cpefy NPoUCXo-
OUT NHLYKLMS Pa3BUTUS MYXXCKUX raMeTaHI1eB B CO-
cefiHMx 6ecnosnbix rametTodmTax (Strain et al., 2001).

WccnenosaHus (Fernandez et al., 1997; Kazmierczak,
1998, 2003; Menéndez et al., 2006a) nokasanu, 4To
9K30reHHble rnbbepenuHbl Hanbonee akTMBHO UHU-
LUMMpytoT 06pa3oBaHMe aHTepUAneB y raMeToqpuToB
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MHOrMX BMAOB NaropoOTHMKOB. YCTaHOB/MEHO, YTO Ha
paHHMX 3Tanax oHToreHesa rametouta 'K nHgyum-
PYIOT aKTUBHOE 06pa30BaHNe MY>KCKMX Ta/I/IOMOB He-
60nbLUOro pasmepa. Hanbonee aktmsHbiMK 'K, cTU-
MYMPYIOLLMMIN paHHee 06pa3oBaHWe aHTepUanEB Ha
npotanmsax Anemia phyllitidis, okasanuce N'Kg n MK,
HanmeHee — 'K, 'Ky, 'Ky, Torga Kak n I'Kqy 3aHam
NPoOMeXyTouHoe nosoxeHue (Schraudolf, 1964).
Mo3sgHee (KaZzmierczak, 1998, 2003) 6b1/10 yCTaHOB-
NeHo, 4to MK; MHrMbmMpyeT MUTOTUYECKYHO aKTUB-
HOCTb BereTaTMBHbIX KNeToK npoTannuns
A. phyllitidis, npn aToM aKTUBMpPYS ee B KNeTKax, OT-
BEYalLUMX 3a aHTepuanoreHes. Takue KETKN NOS
penictemeM MK; CTaHOBUAMCH LWIMPE anuKabHbIX,
OT/IMYaINCh MOMNepeYHbIM POCTOM, TOrAa Kak B anu-
Ka/IbHOW 30He NPOTaNIMA KEeTKM POC/M Kak B none-
PeYHOM, TaK 1 NPOAOSIbHOM HamnpasieHUN.

PasnuuHble hopmbl 'K no-pasHomy BAMSAIN Ha
thopMmpoBaHMe raMeTaHrMeB Ha pasINYHbIX 3Tanax
mopdoreHesa L. japonicum (Takeno, Furuya, 1975,
1977). Hanbonee akTMBHbIMU CTUMY/IATOPaMm 06paso-
BaHWNA aHTEPUAMEB Ha MPOTOHEMe oKasannch 'K, MK,
'Ky 1 K3, HaumeHee — 'Ky (Takeno, Furuya, 1975).
K3 B KOHUeHTpauun 10~* 1 10~° M nonHocTbio no-
[AaBNANN pa3BUTHE apXeroHNEB Ha aTane cepaLeBns-
Horo tasyioma. Mpu ymMeHbLUEHUM KOHLEHTpaLmmn
ropMoHa yrHeteHme 06pa30BaHUA >XEHCKUX rame-
TaHrnmeB Hmeenuposanockb (Takeno, Furuya, 1977).
Coob6uanock, MK, n MKy B KoHUeHTpauun 10~° M
NOLABNANN Pa3BUTUE XEHCKUX NOJIOBbIX OPraHOB Ha
cepauesmaHoM Tannome, torga Kak 'Ky, IN'Ks n 'Ky
He Topmo3unn ux passutue (Takeno, Furuya, 1977).

I"'K; B KOHUeHTpauuu 50 WM nHrnéuposana gop-
MUpoBaHue aHTepuanes y Blechnum spicant (Fernan-
dez et al., 1997), Torga Kak B 60/1ee HU3KMUX KOHLEH-
Tpaumsax (0.28 n 2.8 uM) He BvANa Ha UX pa3BUTHE
(Menéndez et al., 2006a). 'K, ; B KOHLeHTpaLmu
1 Mr/n vHMUMMpoBana pasBUTUE XKEHCKUX rameTo-
(PUTOB, CHUXEHME XXe KOHLIeHTpauun ropmoHa Ao
0.1 mr/n cnoco6CTBOBA/IO 3HAYMTENILHOMY YBe/nYye-
HUIO 40NN MYXCKNX rameTouTos (Menéndez et al.,
2006a). MNMokasaHo (Hollingsworth et al., 2012), yto
I'K; BO KOHLEeHTpaumm 10—31n 10~ M Topmo3sunna pas-
BUTWe aHTepuames Osmundastrum cinnamomeum, 4To,
MO MHEHMIO aBTOPOB, CBA3aHO C MHIMOMPOBaHWEM
(hopMMpOBaHMA annKaibHOM MePUCTEMbI.

BnvsHue gpyrnx UTOropMoHOB Ha Perynauuio u
peanv3alumio NonoBoro AMMopgm3Ma rametTo(puTos
NanopoTHMKOB MCCNeA0BaHO YacTUYHO. CHMHTETUYe-
CKMe ayKcuHbl HYK 11 2,4-[1 B KOHUEeHTpauum 1075 n
10— M MHrnémpoBann pasBuTNE aHTEPUANEB U 06-
pasoBaHMe MYXCKUX Tal/IOMOB, OfLHaKO CMoco6-
CTBOBa/IM Pa3BUTUIO apPXeroHMeB N XXEHCKNX raMeTo-
tutoB y Ceratopteris thalictroides (Hickok, Kiriluk,
1984). Oeinctere MYK B Takux e KOHLEHTpaumsax
Ha pasBUTUE MYXXCKWUX rameTaHrneB 6bl10 MeHee
BbIPAXXEHHbIM, OAHAKO B KOHLEHTpauun 10~ M
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rOPMOH CYLLLeCTBEHHO OrpaHuM4YMBan Ux obpasoBa-
HMe M CNOCO6CTBOBa Pa3BUTUIO MYXXCKUX Tasio-
moB. UMK B KoHUgHTpauun 10~4—10—" M cTtumy-
NMpoBana pasBmUTME MY>KCKUX Tan/IOMOB C HE60/b-
wnm KonnyectsoM aHTepuames (Hickok, Kiriluk,
1984), ogHaKo, B KOHLEHTpaLmm 5 1 50 UM nHrméunpo-
Ba/la AefcTBne CO6CTBEHHOrO aHTepmanoreHa y Blech-
num spicant (Fernandez et al., 1997), B pe3ynbTarte 4ero
MY>XCKWME rameTaHr My He pasBmBa/InCh.

OK30reHHble LUTOKMHUHBI M0-pasHOMY BAVAIN
Ha obpa3oBaHue rameTaHrneB. BAI Kak B HW3KOW
(0.3; 3 uM), TaK 1 B BbICOKOM (30 UM) KOHLEHTpa-
LUMAX MHrM6MpoBan (POpMMpOBaHME aHTEPUAMEB Y
Blechnum spicant (Fernandez et al., 1997). KuHeTuH B
KOHUeHTpaumm 102 1 10-° M cnoco6cTBOBaN passu-
TUIO 6ecnosblX U MYXXCKUX Ta//IOMOB M YMeHbLUas
[O0/H0 XEHCKUX Ta/IIOMOB B NONyNsLMN raMeTopu-
ToB Osmunda regalis (Greer et al., 2012). B 60nee HU3-
Koli KOHUeHTpauun (1071° M) KMHETUH CTUMYNMPO-
BaJ1 pa3BMTUE apXeroHneB 1 6O/MbLUErO KONNYeCTBa
YKEHCKMX TannomoB B nonynauum O. regalis (Greer
etal., 2012). Haww wuccnegoBaHus (Romanemko
etal., 2019) nokasanu, 4To 3eaTUH U KNHETUH B KOH-
LeHTpaumsx 10~ 1 10~8 M aKkTMBMPOBa/IN paHHEe pas-
BUTKE apxeroHuneB y Dryopteris filix-mas, Torga kak
WIMA u BAI B Tex »Ke KOHLeHTpaumsax oKasauch
CTUMYNSATOPaMK PasBUTUS aHTEPUAMEB.

ABK AaBnseTcA aHTaroHMCTOM aHTepuumoreHa
(Banks, 1999). B KoHLeHTpauun 10~* M ropMoH non-
HOCTbIO 6/10KMpOBan 0bpa3oBaHVe aHTepuanes y Cer-
atopteris richardii, gae B NpUCyTCTBUX COGCTBEHHOIO
aHTupuamoreHa Al . (Hickok, 1983). ABK B KOHLeH-

Tpaumm 10-6 1 10~ M yacT14HO NoaaBns/a passuTme
MY>KCKMX rameTtaHrmes C. richardii, n He 6nokupoBana
pasBuTUE MepUCTeMbl U MoCnedyroLlee (opMMpoBa-
Hue apxeroHues (Hickok, 1983). B T0 >ke Bpems 3K30-
reHHad ABK B koHueHTpauum 0.035, 0.35 1 3.5 UM He
NMHIMbMpoBana passnThe aHTepnames y Blechnum spi-
cant (Menéndez et al., 2006a).

[na HeKOTOpbIX BUAOB NMarnopoTHNKOB XapaKTep-
HO HapyLLIeHWe NON0BOro nNpouecca. Anorammsa — ya-
CTbI CNyyain anoMUKcKca y NanopoTHNKOB, Xapak-
Tepu3yeTcs 06pa3oBaHUEM criopoduTa U3 comaTnye-
CKMX Knetok rametodmta (Liu et al., 2012). ¥
MaropoTHMKOB Pas3NNyaloT 06/UraTHY0 N (haKy/b-
TatuBHyto anoramuio (Sheffield, Bell, 1987; Ragha-
van, 1989). O6nuratHas anoramus xapakTtepHa ans
BWAOB, CMOPOhMTLI KOTOPLIX pa3BmBaroTcs 6e3 civ-
SAHMS NOMOBbLIX KNeToK. CoobLanock, 4to ana 10%
N3BECTHbIX Ha CEroAHs BUAOB NarnopOTHUKOB CBOW-
CTBEHEH TaKol cnocob pas3suTusA criopodumTa, cno-
COOHbIX K crnoporeHesy (Liu et al., 2012). OagHako
(hakTopbl, NPeNsATCTBYOLLME NOMOBOM PYHKLMM ra-
MeTO(hMTOB, OCTAOTCA Malo UCCnefoBaHHbIMU. Ha
raMeTopurTax KiacCM4ecKmx anoramHbIX BULOB Ya-
CTO pa3BMBalOTCHA aHTEPUANM, CrepMaTo3onibl Ko-
TOPbIX MOTYT OMNJOAOTBOPATb ANLEKIETKN APYrnX
pPOACTBEHHbIX BUAOB. DOpMUpPYIOLLMECS B TaKuX

CNyyasix apxeroHMn He YHKUMOHUPYIOT, YTO 06b-
ACHAETCA UX “HegopasBuTvemM” UAM “Hekpo3om™
anyeknetok (Gastony, Haufler, 1976). CnopoduTbl
anoraMmHbIX NanopoTHUKOB 06pa3ytoTcs, Kak npa-
BW/O, M3 COMATUYECKUX K/ETOK, PacrosioXeHHbIX
3a anvkanbHOM MeprcTemoli B 06/1aCTV pa3BUTUA ap-
XEroHueB, Wau B Jpyrnx mectax rametogura (Shef-
field, Bell, 1987). dakynbTaTMBHasi anoramms uatie
BCEro BO3HUKAET NPU N3MEHEHWUN YCTOBUIA KY/bTUBM-
posaHus in vitro (Cordle et al., 2007), B yacTHOCTH,
npun gecdunumte Boabl (Whittier, 1975), noBbILLEHNUN
YPOBHSA ocBeLeHHOCTW (Sheffield, Bell, 1987), Bbico-
KNX KOHUeHTpaumax yrnesogos (Whittier, Steeves,
1960; Whittier, Steeves, 1962; Cordle et al., 2007).
IMprMeHeHWe 3K30reHHbIX (OUTOrOPMOHOB MOXKET aK-
TUBMPOBaTb C/y4YaliHOe pa3BMTME anoramHbIX Cro-
potuToB Ha Tannomax rametogumrtos (Whittier 1966;
Kwa, 1995; Menéndez et al., 2006b).

NYK uHpyumnpoBasa anoraMHoe pasBuUTUE Crio-
pothnta Ha CTepusnbHbIX rametodmTax Platycerium
coronarium. MakcuMasnbHbIA CTUMYNUPYIOLWNIA 3dh-
(bekT HabnogancAs nNpU KOHLEHTpauuMu ropmoHa
40 M (Kwa, 1995). 3HAOreHHbI 3TUNEH Npy A0-
6aBneHnn NYK yrHetan anoramHoe passutue cro-
ponToB Ha rametoduTax P. coronarium, 4Yto MOr/IO
6bITb 00YCNOBNEHO yXYy/LLeHMeM TpaHcnopTa YK B
Knetkax rametogmta (Kwa, 1995). PaHee coobua-
nocb (Elmore, Whittier, 1973), uto aTuneH aktneu-
poBan pa3BuTME anoramHbIX 3apOCTKOB Ha rameTto-
tutax Pteridium aquilinum. YBenuyeHve KOHLEH-
TpauumM TrOpMOHa CHWXano 3(GEKTUBHOCTL €ero
pencteus (Elmore, Whittier, 1973). ®opmmnposaHume
anoramHbIx cnopoduToB Ha rametoduTax P. aquili-
num MHUUUNPOBaSIM 3K3oreHHble HYK 1 I'K; B KOH-
ueHTpaumm 2 n 15 mr/n (Whittier, 1966). FToOpMOHbI
HYK u I''K; B KoHUeHTpauuu 0.53, 5.37 n 2.8 uM
CTUMY/IMPOBA/IN PA3BUTME COMATUYECKMX CMOPOU-
ToB Dryopteris affinis, gna KoTopbIx xapakrepHa 06-
nuratHasa anoramus. flobaesneHne BAIT B HU3KUX K
BbICOKUX KOHUeHTpauusx (0.44, 4.44, 22 uyM) non-
HOCTbIO YrHeTasio (hopMmMpoBaHWe cropogmta U
akTmBmpoBano KannycoreHes (Menéndez et al.,
2006b).

SAKMIOYEHUE

MpoBefeHHbI HaMK aHann3 1 0606LeHNE NTe-
paTypHbIX AaHHbIX CBUAETE/IbCTBYET O 3HAYUTESb-
HOM 3KCMepUMeHTa/lbHOM MaTtepuasne, rMoCBALEeH-
HOM M3Yy4YeHUIO TOPMOHa/IbHOW perynauumn pocra u
pa3BUTUS raMeToUTOB ManopOTHUKOB B YCNOBUAX
in vitro. BAnsHWe 3K30reHHbIX (PUTOrOPMOHOB Ha
npopacTaHue crnop, MopgoreHes, rnosoBoOM AUMOp-
(hr13M, BOSHUKHOBEHWE arnoOMMKCKCa B XO4e OHTOre-
He3a raMeTo(UTOB 1UCCnef0BaHO 60nee YeM Y TpUa-
uatn suaos. MametoduTel Ceratopteris richardii, Blech-
num spicant, Lygodium japonicum, Osmunda regalis,
Pteridium aquilinum, Anemia phyllitidis B 60/1bLLIMHCTBE
C/y4aeB NPUB/EKA/TNCH [/ aHa/IM3a. DK30reHHble (n-
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TOrOPMOHbI MO-Pa3HOMY [eNCTBYIOT Ha npopacTa-
HWe cnop W pasBuTMe rametomToB. HanpasneH-
HOCTb U MHTEHCMBHOCTb OKa3blBaeMOro agpekra
onpefensitoTCa KOHUEeHTpaLmeld ropMoHa 1 3aBUCAT
0T BMJa NanopoTHMKa. PUTOrOPMOHbI raMeTohUTOB
NaropoOTHUKOB, TaKXXe Kak roOpMOHbI BbICLLMX pacTe-
HWIA, UrpatoT KIKOYEBYH PONb B Perynsiumm metabo-
N1N3Ma, POCTOBbLIX U MOPCIOreHETUUECKMX MPOLLECCOB,
thopmmpoBaHnKM afanTUBHBLIX peakumia. Ons guTorop-
MOHa/IbHOV CUCTEMbI FaMeTO(PUTOB XapaKTePHO Han-
yve aHTepuanoreHa, crneyndtmryeckoro ropMoHa, oT-
CYTCTBYHOLLIErO Y BbICLLIMX pacTeHuiA. AT 0TBeYaeT 3a
(hopmmpoBaHUe aHTEPUAMEB, KOTOPbIE MOryT pas-
BMBAaTbLCA Ha N1t0OOM 3Tane OHTOreHe3a rameTouTa,
a TaKXXe MHAYLMpYeT npopactaHue criop B Hebnaro-
NPUATHBIX YCMIOBUAX, B TOM YKUC/E U CNOP APYrnx
BMAOB, BbIMOJIHAA MPU 3TOM POJb annenonarnye-
CKWN aKTUBHOIO COeANHEHUS. BblpaXKeHHbIM Mo3n-
TVBHbIM 3(h(PEeKTOM Ha rnpopactaHune crop oTanya-
IOTCS TMG66EpPEennHbI, AeiACTBUE KOTOPbIX yCUNMBa-
eTcs B TeMHOTE. [1M66epennuHbl, Kak n A, BINSAIOT
Ha nNosoByD AnddepeHLMaumio rameTomUTOoB,
Croco6CTBYIOT Pa3BUTUIO MYXXCKUX Ta/l/IOMOB He-
6onbLOro pasmepa, NoAasnsalT 0bpasoBaHMe ap-
XeroHueB. B BbICOKOW KOHUEHTpaLuun rubbepennn-
Hbl YTHETAIOT feneHne npoTaninanbHbIX KNeToK, B
HW3KOI — CMOCOGCTBYIOT PACTSXKEHMIO BEreTaTuB-
HbIX K/IETOK X 06pa3oBaHu0 LePOpMUPOBaHHbIX
Tas/IoOMOB.

AYKCVHbI B HU3KOWN KOHLEHTpaunm akTUBUPYHOT
NNHEWHBIA poCcT M CTUMYNUPYIOT (POPMUPOBaHME
Ta/I/IOMOB BbITSIHYTOM (POPMbI, B BbICOKOW — WHIU-
OVPYIOT KNETOYHOE AeNeHne, a B OTAE/bHbIX Cyyasx
BbI3bIBaIOT rnbesb rametomrta. MYK n HYK B Hu3-
KOM KOHLEHTpauun akTUBMPYOT POCT PU30UNLOB.
LIMTOKWMHWHbI 33/1eAICTBOBaHbI B Perynsauum Bupru-
HUbHOW U ANPUHNTUBHOM CTagnin OHTOreHesa ra-
MeTO(hMTOB NarnopoTHMKOB, BO BPeMsi KOTOPbIX NPO-
NCXOAUT aKTUBHbIVA POCT NPOTa/IINA, MHOIOK/IETOY-
HOW MepuCTeMbl U PU30MJ0B, POPMUPYETCH BbleMKa
N apxeroHWanbHasA nogywka. LIMTOKUHWHBLI perynmn-
PyIOT 06pa3oBaHMe MY>XXCKUX N XKEHCKMX raMeTaHru-
eB. YuacTtne ABK, XKK 1 BC B perynauum oHToreHesa
rametocmTa uccnefoBaHo parmMeHTapHO. DPDEKTbI
3TUX roOpMOHOB BugocneunguyHbl. ABK 1 atuneH
YrHeTalT KNeToyHoe gefeHue, torga Kak XXKK B oT-
JeNbHbIX Cy4yasx ero CTUMy/MpoBaia U Croco6-
CTBOB&/1a pa3BUTUIO pU30na0B. BepoaTHo, ABK, Kak
aHTaroHUCT aHTEPUAMOreHa, npuyacTHa K opmm-
poBaHWIO aHTepunaneB, OLHaKO UMEIOLLIMECH NnuTepa-
TYpHbIe JaHHbIE He Jal0T OKOHYaTeNbHOro 0TBeTa Ha
3TOT BOMNPOC.

My6nvMKauma cofepXXunT pesy/ibTaTbl UCCNeL0Ba-
HWIA, NPOBEAEHHbIX B paMKax Hay4yHOro npoekTta
HaunoHanbHoM AKagemun HaykK YKpauHbl Ne 11-
71-14.431 “I'opMOHa/IbHbI/ KOHTPO/b pocTa U pas-
BMTUS CMOPOBbIX pacTeHU (Pa3MyHON TAKCOHOMM-
YeCKOM NpUHaaIeXHOCTN)™.
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Interest in ferns as objects of biotechnological research is determined by the characteristics of their develop-
ment and reproduction, knowledge of which is important for understanding the evolutionary pathways of
land plants. The literature data on the phytohormones involvement in the regulation of the ontogenesis of
fern gametophytes during in vitro cultivation are analyzed and summarized. The possibility of fern reproduc-
tion through spores application as explants using in vitro methods is considered. The effects of exogenous
treatment with cytokinins, auxins, gibberellins, ethylene, jasmonic acid and brassinosteroids on spore germi-
nation, morphology and gametophyte development are analyzed. The role of gibberellins and anteridiogen in
the formation of sexual dimorphism of fern gametophytes is discussed. Data on disturbances of the sexual
process in ferns, the phytohormones involvement in the formation of apogamic sporophytes on the gameto-
phyte prothalli are summarized.

Keywords: Polypodiopsida, spores, gametophyte, sporophyte, culture in vitro, phytohormones
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ACYMMETPUSI OTHOCUTENBHO NepefHe-3aAHel 0Cx Tena SBNSeTCH BAXXHOM YepToN niaHa CTPoeHns buna-
TepanbHbIX XMBOTHbIX (Bilateria). HapyLueHnst (hoopMMpoBaHNA NeBO-NPaBoii aCMMMETPUN MPUBOAAT K
NaTonornam pasnnMyHoli CTEMEHN TSHKECTU, MOITOMY U3yUeHMe MeXaHU3MOB ee YCTaHOBEHWS B SMOPUO-
Ha/lbHOM Pa3BUTUU SIBSETCS BKHOW HAay4YHOW U MeAULIMHCKO 3afayeii. OCHOBHO BOMpOC, Ha KOTOpPbIi
MbITAHOTCSA OTBETUTb UCC/EA0BATENM — KaK 1 KOrfa 3anyCcKatoTca MpoLecchl, MPUBOAALLME K HapYLLEHUIO
3epKa/ibHOM CUMMETPWM NIEBOI 1 NPaBO CTOPOH pa3BMBAOLLIEr0Cs opraHu3ma. VccnegoeaHms B 310 06-
NacTV aKTVBHO Pa3BMBAIOTCS, Y XKUBOTHbIX Pa3HbIX IUIOrEHETUYECKIMX FPYIN YXKE BbISBNEHO MHOXECTBO
pa3Ho06pa3HbIX CNOCO60B YCTaHOBMEHMS NEBO-NPaBO acMMMeTpUK. K coXaneHuto, CpaBHUTE/bHbIN
aHanmM3 3Tux crnocoboB 3a4acTyr0 0XBaTbIBAET NNLLb HECKO/bKO (PUNOreHETUYECKUN YaaIeHHbIX 06bEKTOB
61onormm pasBnTUS U He MOKa3bIBaeT pa3HOO6Pa3uns, CyLLEECTBYIOLLEr0 BHYTPU TAKCOHOMUYECKUX TpyMM.
Moatomy uenb gaHHOro ob63opa — MokasaTb MHOroobpasne MexaHW3MOB YCTaHOB/IEHMS IEBO-MPaBOW
acvMMeTpuKM B paHHeM pa3BnTv Metazoa, a Takke cienartb NpesrnonoXeHus 06 3BOMOLMOHHON KOHCep-
BaTMBHOCTM 3TUX MEXaHWM3MOB M O TOM, KaKol U3 06HapYy>XeHHbIX Ha faHHbIA MOMEHT MEXaHNU3MOB 3BO-
NIOLIMOHHO NepBuYeH Kak ana Bilateria, Tak 1 gnsa Bcex Metazoa. B cTaTbe CMCTEMATU3MPYHOTCS 3HaHMSA 06
YCTaHOBNEHMM aCMMMETPMU TeNla Ha OCHOBE CUTHaNbHOro Kackaga Nodal, nposoguTcs cpaBHeHWe Mop-
honornm 1 yHKLMOHMPOBaHNA NIEBO-MPaBbIX OPraHM3aTopoB aCUMMETPUN Pa3HbIX XXMBOTHbIX, CPaBHU-
BAETCA POSib MEXAHWYECKMX HarpsKeHW B YCTaHOBNEHWUM aCUMMETPUN Y NEPBUYHOPOTBIX XXMBOTHBbIX.
O606LLeHVEe N aHa/IN3 JaHHbIX 06 YCTaHOBMEHWM 1IEBO-MPaBO aCUMMETPUM Tefa No3BOSET NO-HOBOMY
B3I/IIHYTb HA 3BOJIIOLMIO PA3BUTNA MHOTOK/IETOUHbBIX XXMBOTHbIX.

KntoueBble CNOBA: /1€BO-NpaBasi aCMMMETPUS, YCTAHOB/IEHME aCMMMETPUM, NIeBO-NpaBblii OpraH13aTop,

nnaH cTpoeHusi, Metazoa, Bilateria, Nodal, passutne
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BBEOEHWE

ACYMMETPUS OTHOCUTENbHO LIEHTPaslbHON OCKU
Tena ABNSETCSA HeYyacTo YNOMUHAEMOW, HO BaXXHOM
yepToli GunaTepaibHO-CUMMETPUYHbBIX YXMUBOTHbIX.
Bonpekun Ha3BaHWIO, 4/19 MHOTMX Bunatepuii xapak-
TEPHO aCUMMETPUYHOE Pa3BUTME NEBON U MpaBoW
CTOPOH Tena. Y YenoBeka yCTaHOB/IEHME /IEBO-Npa-
BOW aCMMETPUI BbipaXKaeTcs B MpaBu/IbHOM pacro-
NOXXEHUWN HernapHbIX OPraHoB, TaKMX KaK MeyeHb,
CepALe 1 XXenyaokK, B rpyaHON 1 GPIOLLIHOM NOMOCTH,
N aCUMMETPUYHOM Pa3BUTMM NapHbIX OPraHoB, Ha-
npumep, nerkux (Shiraishi, Ichikawa, 2012). Kpome
TOro, MexaHu3mbl aCUMMETPUYHOro MmopdoreHesa
npv pasBUTMM TPybUuaTbiX OPraHOB, TAKUX KakK Ku-
LLIEYHWK, 06YCNOBNNBAIOT MOBOPOTHI NeTe/b B CTPOro
onpefeneHHOM HarnpasneHnn. s MHOrMX opraHoB
(Hanpwvmep, cepaua) NpasuibHOe PYHKLNOHNPOBA-
HMe 6e3 acuMmeTpum HeBo3MOXHO (Chen et al.,
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2010). Taknm 06pa3oM, ycTaHOB/EHVE 1EBO-MNPaBO
acCUMMETPUKM HeobX04MMO L1 KOPPEKTHOMO pacno-
NOXEHMA BUCLEpPa/ibHbIX OpPraHoB B TPYAHON W
OpPHOLLIHOM NONOCTAX U ANS yCnewHoro mopdoreHe-
3a, CBSA3aHHOI0 C (PYHKLMOHa/IbHOCTHHO OPraHoB.

HapyLueHns ycTaHOBNEHUST aCUMMETPUM BCTpe-
yaroTCA € YacToTol 0Kono 1/5000—1/10000 uenosek
N NPUBOAAT K NAaTONOrMAM PasIMYHON CTEMEHN TA-
YKECTU — reTepoTakcum, JeKCTpoKapauu, situs inver-
SUS C CMHUCTPOKapAuei, CBA3aHHbIM C 3TUM MOpPO-
Kam cepaua 1 cocygucTo CUCTeMbI, & NP COMnyT-
CTBYIOLLEM AMArHO3e MEPBMYHON  UMIMAPHON
ANCKNHE3NN — K BECNNIOANIO Y MY>XXUUH U XPOHUYe-
CKUM 3a60/11eBaHMAM fblxaTeNbHbiX nyTeint (Afzelius,
1976; Zhu et al., 2006). INo3aToMy M3y4eHNe Mexa-
HW3MOB YCTaHOB/IEHWA N1EBO-MPaBOi aCUMMETPUN B
3M6PUOHa/IbHOM Pa3BUTUN OCTAETCA BAXXHOM Hayu-
HOW 1 MeANLMHCKOW 3afa4ei.
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OCHOBHOW BONPOC, Ha KOTOPbLIV MbITAKOTCA OTBe-
TUTb WUCCMefoBaTeIM — KakK U KOrja 3amnyckarTcs
NpoLLecchbl, NPMBOAALLNE K HapyLLEHWIO bunaTepaib-
HO CMMMeTpMM pa3BMBalOLLErocs opraHu3mMa. Pa-
00Tbl, MPOBEJEHHbIE HA XXMBOTHbIX CaMbIX Pa3HbIX
rpynn, BbISIBUIN MHOXECTBO pa3HO06pa3HbIX CNOCO-
00B yCTaHOBMIEHNS N1IEBO-MPaBO acMMMeTpun. Tem
He MeHee, MeXy HUMW 0BHAapY>KUINCb U CXOLCTBA,
NO3BONISAKOLLME NO-HOBOMY B3[/IAHYTb Ha 3BOOLMIO
pa3BUTMSA MHOTOK/IETOUYHBIX XXUBOTHBIX.

MO3BOHOYHBbIE: MONEKYTAPHBIE
ACMNEKTblIYCTAHOBJIEHNAACUMMETPUN
MNJAHA CTPOEHNA

YCcTaHOB/NEHWe 1eBO-MPaBoi aCMMMETPUM Y BCeX
N3YYeHHbIX MO3BOHOYHbIX >XMBOTHbIX MPOUCXOANT
6naropaps paboTe curHanbHOro Kackaga Nodal. Ero
Ha/IM4me 1 posib B yCTaHOB/IEHUWN aCUMMETPUN NOKa-
3aHbl y NpeacTaBuTeseli MAeKoNUTaloLWmx — A0MO-
BbIX MblLLelr Mus musculus, Kponmkos Oryctolagus cu-
niculus, cBMHei Sus scrofa domesticus, kopos Bos tau-
rus (Blum et al., 2007; Schroder et al., 2016); y
Kypuupl Gallus gallus (Levin et al., 1995); y npeacTa-
BUTENEN aMDNONIA — LUNOPLIEBbLIX NATYLLEK Xenopus
laevis n X. tropicalis, akconotnss Ambystoma mexica-
num (Schweickert et al., 2007; Yu et al., 2002); kocTu-
CTbIX pbl6 — Danio rerio, megaku Oryzias latipes (Ess-
ner et al., 2005; Hojo et al., 2007). bonee TOro, reHbl,
roMOJIOrMYHble reHaM CUrHanbHOro Kackaga Nodal y
MO3BOHOYHbIX, Y4YaCTBYHOT B YCTaHOB/IEHUW J1IeBO-
npaBoii aCUMMETPUM Y BTOPUYHOPOTBIX 6ECMO3BOHOY-
HbIX: NaHUeTHMKa Amphioxus sp., 060/104HMKOB — ac-
unawii Ciona intestinalis u Halocynthia roretzi (Moroku-
ma et al., 2002), UrNOKOXMX — MOPCKMX exeli Paracen-
trotus lividus n Strongylocentrotus pallidus (Duboc et al.,
2005; Tisler et al., 2016), uTo CBUAETENLCTBYET 06 €ro
BbICOKOV 3BO/IHOLMOHHON KOHCEPBATUBHOCTW.

CvrHanbHbI Kackag Nodal y N03BOHOYHbIX (PyHK-
LIMOHMPYET Ha CTaguaxX Herlpynsaumm U COMUTOreHesa.
KnoyeBbIM 3BeHOM 3TOr0 Kackaga siBfisieTcs reH nodal,
npuHagnexawmii K cynepcemeinctey TGF-B. Nodal
3KCMPeCcCcHpyeTcs Ha NeBO CTOPOHe Tesla aMO6pUOHa
BOM3U CpefHel IMHUK 1 00YCNOBNMBAET Aa/lbHeliLLee
pasBuUTME 1IEBOI CTOPOHBI Tefa No “nieBomy” ClieHa-
PUVIO: ECNIY TaM He NMPOU30MAET BCMbILLKW €ro 3KCrnpec-
cun, y ambproHa chopMmpyHOTCA fiBe NpaBble CTOPOHbI
(Saijoh et al., 2003). Qanee 6enok Nodal no BHekneTou-
HOMY MaTpuKCy AUMYHAMPYET B Me30fAepMasibHble
K/METKW Ha neBoii ctopoHe Tena (Oki et al., 2007) n Tam
3anycKaeT 3KCMPeccuo roMmeob0oKCHOro reHa pitx2,
KOTOpbIA OyfeT NMOCTOAHHO 3KCMPEeccUpoBaTbCA B
KNeTKax Me30[epMbl 60KOBOI NMAaCTUHKM Ha NeBoi
CTOPOHe, yNpaBnAs [afbHENLWMM YCTaHOB/IEHUEM
acmummeTpum opraHoB (Logan et al., 1998). BenbiwKa
akcnpeccumn 6enka Nodal Ha neBoli CTOpoHe Tena
oanTea Heponro (6—7 4y mbiwmn) (Shiratori, Hama-
da, 2006), NOCKONbKY OH aKTUBUPYET HECKO/BKO re-
HOB, MPOAYKTbI KOTOPbIX NOAABNSAOT 3KCMPECCUIO U
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pacnipoctpaHeHve Nodal. B kneTkax 60K0BOI Me30-
AepMasibHOM NIACTUHKN OH WHAYLMPYeT 3KChpec-
cuto 6enka Lefty2. OuddyHamMpoBas B 061acTb Cpef-
Heil IMHMM 3MOPUOHA, OH 3arycKaeT 3KCMpPeccuto
Leftyl. Leftyl nogaBnset akcnpeccuto Nodal B6113n
CPeLHeN NIMHUN 1 TeM CaMbIM He NO3BOJISET eMy pac-
NPOCTPaHUTLCA Ha NpPaByto CTOPOHY ambpuroHa (Me-
no et al., 1998), a Lefty2 nogaBnsieT ero aKcrpeccuro
B 60KOBOW Me3ogepme (puc. 1), Takum 06pa3oM KC-
npeccna Nodal orpaHWU4MBaeTCs € ABYX CTOPOH. MomMu-
MO TOro, Ha NnpaBoi CTOPOHEe 3MBPUOHA IKCTpeccupy-
eTcs reH cerl2 (cerberus-like 2), npogyKT KoTtoporo 6/10-
KupyeT audysnio 6enka Nodal, cBA3bIBasACb C HAM
B KOMMJeKcbl. Mo-BUAMMOMY, UMEHHO 3TOT reH,
BHavale IKCNpeccupyowmnincs Ha obenx cTopoHax
Tena, NPMHUMAET NMEePBUYHbIA CUTHaN K YCTaHOB/e-
HUIO0 aCUMMETPUN Ha /IEBOW CTOPOHE, NpekpaLlaeTt
paboTaTb, 3a cyeT aToro 6enok Nodal BbICBO6OXKAa-
eTCs U yCUNMBAeT IKCNPECCUI0 COBCTBEHHOIO reHa
Ha neBoi ctopoHe Tena (Schweickert et al., 2010;
Shinohara et al., 2012). B otcyTcTBME N1O60r0 U3 re-
HoB-penpeccopoB Nodal npoucxoguT ero HeKoH-
TPONMpyemMoe rnpocaymMBaHue Ha MnpaByld CTOPOHY,
4TO NPVBOAMT K OIMOKaM acMMMeTpu3aLmm 1 ya-
CTUYHOMY WM NOTHOMY Pa3BUTUIO NPaBOI CTOPOHbI
no “neBomy” cueHapuio.

MO3BOHOUYHbLIE: CTPOEHUVE N ®YHKLINU
OPITAHN3ATOPOB JIEBO-INPABOU
ACMMETPUWN

AcumMmmeTpuyHasa akcnpeccua Nodal y 60/b-
LLUMHCTBA MNO3BOHOYHbIX XXMBOTHbIX (MbILUX M. mus-
culus, kponumka O. cuniculus, KopoBbl B. taurus, am-
nbuii X. laevis n X. tropicalis, A. mexicanum, Ko-
CTUCTBLIX pblb D. rerio n O. latipes, 0CeTPOBOW pPblbbI
A. transmontanus) BO3HMKaeT B pe3y/bTare paboTbl
TaK Ha3blBaEMOro /1IEBO-MPaBOro opraHmsatopa. JTO
Y4aCTOK Me304epMbl, UMEHOLLMI 3NUTENaIbHOE CTPO-
€HWe 1 MOKPbITbIM NOABMXXHBLIMU PECHUYKaMU, HeAO0/1-
roe Bpems CYLLECTBYIOLMIA Ha CTagusx ractpynbl U
HeWpybl 1 CO3AAIOLLNIA TOK XXUAKOCTUN BO BHEK/ETOY-
HOM NPCTPaHCTBE, KOTOPbIA 3anyCKaeT CUrHa/IbHbI
KacKaf, B Me30JepMe 1IeBOI CTOPOHbI Te/la SIMOPUOHa.
INyywie Bcero cTpoeHne 1 paboTta NeBo-Npasoro op-
raHM3aropa U3y4eHbl y MbILUN.

MbiLLUb: NeBO-MPaBblii OpraHN3aTOop — Y3enoK

JleBO-NpaBbiM OpraHM3aTopoM [OMOBOM MbILUN
SIBNISIETCA BEHTPa/IbHAasA YacCTb Y3e/iKa, MosiBNstoLLe-
rocs BO BPEMS racTpynsuumn v SBASHOLLErOCs roMo-
NOrom 0p3a/ibHOM rybbl 61acTornopa. Y3enoK 3akna-
AbIBAETCA K CelbMOMY [HIO pa3BUTUA B annubnacte B
obnactn 6yayuLiero rofoBHOr0 KoHLUA 3M6puoHa
(pwnc. 2a). BaXXHO OTMETUTH, YTO Y MbILLIM FTMMOGNACT,
NOACTUNAIOLLNIA 3NNBNACT, He SABNAETCS CMIOLIHbIM
cnoem. VIMeHHO nog, y3e/1IKOM OH pacxXoAmTcs B CTOPO-
Hbl 1 06pa3yeT OTBepcTMe. Takum 06pa3oMm, 3penbiii
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CurHan
K YCTaHOB/EHUIO
acMmMMeTpumn \
Cerl2
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A
R

Nodal
L ;

Me3sogepmasnbHble KNeTKN
B6/1M31 OpraHu3aTopa

Mesogepma
60K0BOM
NNacTVHKN

JleBasA CTOpOHa
pasBuBaeTCA He
TaK, Kak rnpasas

L efty2

V.

Nodal

\B:> Aundpthy3ns 6enKa

P = B 6OKOBYIO Me30fepMy

Puc. 1. Cxema 610XMMMNYECKOr0 CUrHaIbHOro Kackaga Nodal, 3anyckatoLLero aciMMeTPUYHOE Pa3BUTIE SIEBOI CTOPOHLI Tena
3aMOproHa MbIWK. Ha Bpeske yc/ioBHasA cxeMa 3MOPMOHa MbILLIM BO BPEMS FacTPyAsaLMN, BUS C BEHTPaSIbHO CTOPOHbI. A 1
P — nepefHAA 1 3aiHAA CTOPOHbI Tefla aM6puoHa, L 1 R — neBas n npasas cTopoHsl. Mo gaHHbIM Lee, Anderson, 2008.

Y3€/10K BbIMNAANT KaK SIMKa Ha BEHTPa/IbHOM CTOPOHE
3M6PUOHa A/IMHO OKO/0 70 MKM 1 COCTOUT NPUMEPHO
n3 250 knetok (Sulik et al., 1994) (puc. 26). Y3enok
OKpYy»eH 20—30 60/1ee NNOCKUMW KNETKaMM, T.H. na-
paxopgaibHbIMU. Ha nonepeyHom paspese y3enka
MOXHO pa3/InynThb AiBa CNOSA: C/IOM XOpPA0Me304epMbl
W C/IOW 3KTOLEPMa/IbHbIX KNETOK, KOTOPbIe BNOCes-
CTBMM 06pa3ytoT HepBHYO nnacTuHKy (Sulik et al.,
1994; Blum et al., 2007) (pwc. 2B).

NTak, anvkanbHas CTOpoHa Me30epMasibHbIX Kie-
TOK Yy3enka (obpalleHHas Ha BEHTPa/IbHY0 CTOPOHY
3MOPMOHa) Hanpas/ieHa B MOMOCTb XXETTOYHOIO MeLLl-
Ka 1 He MpuKpbITa rmno6iactoM. 310 06CTOATENLCTBO
upe3BblYaHO BXXHO /151 YCTAHOB/IEHWS IEBO-MPaBOi
acMMMeTPUN.

Kaxgas n3 me3ofepmasibHbIX KNeTOK y3e/Ka He-
CeT Ha anuKaJbHOM CTOPOHE MO OAHOW PEeCcHUYKe
(pwc. 2r), npyyem 3TN PECHUYKM COBEPLLAIOT BpaLla-
TeflbHble ABVKEHUS MO 4acoBOW CTPesiKe CO CKOpOo-
CTbHO 0K0/0 600 o6opoToB B MUHYTY (Okada et al.,
1999). Mpwn noTepe pecHWUYeK (Hanpumep, NPV Bbl-
K/THOUYEHWM FeHOB MOTOPHbIX 6enkoB KIF3A n KIF3B
N3 CynepcemMeincTsa KMHE3MHOB, HEOOXOAMMbIX A/1s
(hopMMPOBaAHMA PECHUYEK) /IEBO-TpaBasi OCb BOBCE
He hopMmpyeTcs, U naTepanmsalms opraHoB Npounc-
XOAWUT CnyyaliHbIM 06pa3oM, Mpu 3TOM 3MOPUOHBI
OKa3blBaloTCA HeXun3HecnocobHbIMKM (Nonaka et al.,
1998). He cT0/IbKO BaXKHO, BMPOYEM, Ham4vme pec-
HUYeK caMo Mo cebe, CKOIbKO UX MOABVKHOCTbL: MO-
Ka3aHO, YTO HEMoOABMXHOCTb PECHMYEK MK3-3a MOo-
JTOMKM reHa akCoHeMHOro anHeunHa (Ird) npnBoanT K
TaKNM XKe HapyLUeHWsAM, 4TO U UX MOSIHOe OTCYT-
ctue (Supp et al., 1997; Okada et al., 1999).

CyMMapHOe BpalleHne peCHUYeK co3aaeT B 0bna-
CTW y3e/iKa TOK XWMAKOCTWU CrpaBa HaleBo, NpUYem
[AOCTaTOMHO 6bICTPbIN: 0Kono 20 MkM/c (Okadaetal.,
1999; Shiratori, Hamada, 2006). iIMeHHO acMMmeT-
PVYHO HanpaB/IeHHbIN TOK ABNAETCS K/HOYEBbIM MO-
MEHTOM, ONpeaeNALLNM AaNbHENLLYI0 aCUMMETPU-

3aUu0 NPaBOM M NEBOM CTOPOH Tena 3MO6puoHa
(Blum et al., 2009). N'vnoTe3a 0 B&XXHOCTU aCUMMET-
PUYHOr0 TOKa XMAKOCTU nosyymnna HazsaHne Nodal
flow, To ecTb y3en1KOBbIV TOK. NMoKa3aHo, 4YTo Npu Co-
30aHUN B y3e/Ke MbIWM WUCKYCCTBEHHOIO MOTOKa
XWMAKOCTKM cripaBa HaneBo (TO eCTb B 06paTHOM Ha-
npaBneHNN), eCNN OH JOCTATOYHO CUMbHbINA, YTOObI
HUBENMPOBaTb APIEKT OBUEHNSA PECHUYEK, BCE IM-
O6pMOHbI NPUOBPETaOT COCTOAHME Situs inversus. Mc-
KYCCTBEHHbI NOTOK TaKXXe NO3BO/IAET NPOM3BO/bHO
3aaBaTb Situs inversus nnu situs solitus y MmbiLueli ¢ He-
NOABMXXHbLIMU PECHUYKaMK, B 3aBUCUMOCTU OT Ha-
npaBneHns Toka (Nonaka et al., 2002).

Ha nepBbIii B3rnsg, KPyrosble BUXKEHUS PECHM-
YeK JO/MKHbI CO3AaBaTb KPYyroBoM TOK, U HMKaKOro
HanpaBNeHHOro ToKa He NoslyuynTcs. Tem He MeHee,
Hab/1t04aembli in Vivo TOK B CaMOM Y3e/1Ke OTHEeT/INBO
NeBOHanpas/eHHbI. Buogursnyeckoe mogennposa-
HWe Nokasaso, YTO /leBOHarpas/IEHHbI TOK BO3MO-
XXEH B TOM C/lyyae, ec/ivi BCe PECHUYKN OTK/IOHEHbI
Hasaj MUHUMYM Ha 5°—25° (Cartwright et al., 2004).
Mpy nocnegyowmx HabNOLEHMAX OKas3alocb, YTO
anuKaibHas MoBePXHOCTb KXKA0WN KNEeTKM MMeeT Ky-
nonoobpasHyto hopmy; 6azasibHOE TeNo KaXKAoW pec-
HUYKM CMELLLEHO B MOCTEPUOPHOM Hanpas/ieHUn 1
13-3a Kynonoo6pasHoi hopMbl KNETKN OKa3blBaeTCs
OTK/OHEHO K3aau B cpeaHeM Ha 26.6° (Nonaka et al.,
2005). B pesynbTarte Haj NOBEPXHOCTbIO KNETOK TOK
CTaHOBUTCA 60/ee-MeHee 0fHOHanpasneHHbIM. O6-
paTHbIA TOK, MO-BUAUMOMY, MPOXOAUT MEXAY pec-
HUYKaMK 1 NOBEPXHOCTLIO K/IETOK HUXKE U MOCTepn-
OpHee NMpsIMOro TOKa, BblpaXeH crabee 1 He BNNSAET
Ha HanpaB/ieHWe TNaBHOrO MOTOKa, NPOXOAALLEro
Haf pecHuukamu (puc. 3).

BaxKHyt0 ponb B PacronoXeHun 6asanbHbIX Ten
PECHUYEK UrpaeT LIUTOCKeNeT, a UMEHHO CeTb aKTU-
HOBbIX MUKpOMIaMeHToB. MNpy MyTaumax 6enkos
Cofilinl, Vangl2, oTBevatoLmnx 3a NepecTpoMKM aK-
TUHOBOIO LMTOCKeneTa, 6a3a/ibHble Tefla PeCHUYEK
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Puc. 2. (a) O6wuii B 3MOPMOHA MbILLIW Ha CTaAuKW racTpynaumm. (6) Y3enoK aMOproHa MbILLM, BUZ C BEHTPabHOM CTOPOHBI.
(B) MonepeyHbIli cpes yepes y3e0K 3MOPUOHA MbILLK. (T). PECHUYKM Ha KNeTKax y3e/Ka. A n P — nepeaHss 1 3a4HsAS CTOPOHBI
Tena aMopuroHa, L 1 R — neBasi 1 npasast CTOPOHbI; (B) MCMonb3yeTcs ¢ paspeLlleHus Schroder et al., 2016. drHanbHas, onyo-
NMKOBaHHasA Bepcus cTatby JOCTyMNHa Ha http://www.karger.com/?d0i=10.1159/000440951; (a, 6, r) agantuposaHo 13 Hamada,
2016 cornacHo ycnosusim Creative Commons Attribution-NonCommercial 2.5 International License (http://creativecom-
mons.org/licenses/by-nc/2.5/).

OCTalOTCA B LEHTPE KNETKWU, 1 3TO MPUBOAUT K Hapy- MapaxopAaibHble KIETKM, PacrooXeHHbIe Mo
LUEHMAM B OnpeaeneHnn neso-npasoit oc (Mahaf-  60kam OT y3enka, HecyT Kaxpgas Mo O4HOW Heno-
fey etal., 2013). ABVKHOW pecHuuke (McGrath et al., 2003). Mo-Bu-

AVIMOMY, UMEHHO Mapaxopfa/ibHble KIeTKM oTBeYva-
tOT 32 BOCMPUATINE TOKA XXMAKOCTW, CO3JaHHOro bue-
HWeM pecHMYeK. Ha AaHHbIn MOMEHT COCYLLeCTBYOT
[iBe r1noTesbl 0 MexaHu3max BOCMpUSATAA 3TOrO TO-
Ka. MNepBas — XMMUYeCKas, Ux rmnoTesa nepeHoca
SththekTnBHast (hasa Mop@oreHa — YTBepXKAaeT, UTO KNEeTKW y3e/Ka Bblfe-
BpaLLeHws (BN1es0) NAT BE3VKY/bl C PETUHOEBOW KWUCMOTON N 6eNKOM
Sonic hedgehog, KoTopble C TOKOM XXMAKOCTW Hanpas-
NAKOTCA Ha /IeBYIO CTOPOHY W TaM C/IMBAKOTCA C MEM-
6paHamy NapaxopAa/ibHbIX KIEeTOK, 3arnyckas B HUX
kackaz Nodal (Nonakaetal., 1998; Tanakaetal., 2005)
HeahpextneHas  (PUC. 4a). BTopas rmnotesa — GuomexaHuyeckasa —
thasa BpalLeHusi NOCTYy/IMPYET, YTO nepejaya CurHana ot aCuMMeTpuY-
(Bnpago) HOrO TOKa >XWIKOCTWN OCYLLECTB/INETCA 3a CUeT BOC-
P NPUATUA MEXaHNYEeCKOro BO3AeCTBMA TOKa (pyC. 46).

CornacHo 3TOl runoTese, HEMOABVXKHbIE PECHUYKM

UrpatoT Posib aHTEHH, HernocpeACTBEHHO BOCMPUHU-
Puc. 3. Mofienb pesyfbTUpyIOLLEro Toka XUAKOCTH B Mast [aB/ieHue TOKa XXUAKOCTU B y3esike. MexaHnye-

y3enKe MbILUn. A 1 P — nepeiHsst 1 3aHAS CTOPOHbI TeNa CKWW CUTHaJ1 OT PECHUYKM NEPEAAETCA HEPES TPaHC-
3aM6puoHa, L n R — neBas 1 npaBasi CTOPOHbI. M6M6paHHbIVI CEHCOpPHbIN 6enoK Polycystin-1

PecHunuka

Kynonoo6pasHas
MOBEPXHOCTb KNETKM «\\

R
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Puc. 4. (a) inntocTpaums runoTesbl nepeHoca Mopdore-
Ha. (6) nntocTpauusi BuoMexaHUYecKol rmnoTesbl. L m
R — neBas 1 npaBasi CTOPOHbI Tena, 3eMeHble CTPENKU —
HarpasneHe TOKa XXMAKOCTW, 3BE3LOYKN — YacTuLbl
MopdporeHa. AfanTuposaHo M3 Hamada, 2016 cornacHo
ycnosusamM Creative Commons Attribution-NonCommer-
cial 2.5 International License (http://creativecommons.org/
licenses/by-nc/2.5/).

(Pkd1) Ha KanbumeBble KaHasbl Polycystin-2 (Pkd2)
(Field et al., 2011), OTKpbITUE KOTOPbIX MPUBOAUT K
Ka/lbLIMEBOMY MUKY B NapaxopAa/ibHbIX KNeTKax fie-
BOW CTOPOHbI 3MOPMOHA U AaNbHENLLEN aKTUBaLun
MOJIEKYNsAPHOro Kackaga (McGrath et al., 2003). B
No/b3y BTOPOW rMnoTe3bl FOBOPUT TO, UTO 6enoK Pkd2
[encTBUTENbHO HEOOX0AMM [/15 3arnyCcKa KacKaja pea-
NN3aUAN aCUMMETPUN B MapaxopfasibHbIX KNeTKax,
TaK XXe KakK Ha/ln4me HernoABMKHbIX PECHUYEK U CrOo-
COBHOCTb KNETOK co3AaBaTb Bo/HY Ca’* B LMTOMNA3-
me (McGrath et al., 2003; Yoshiba et al., 2012).

Kponuk: neBo-npaBblii OpraHn3aTop —
XopAanbHasi NnacTuHKa

JleBO-NpaBblii opraHM3aTop Kposnvka (PyHKLMO-
Ha/lbHO NAEHTMYEH OPraHMN3aTopy MbILLIN 1 B 3HAUN-
TeNbHOW CTeNneHn MOPONOTNYECKM CXOLEH C HUM.
OpraHun3aTop KposimKa — 3T0 TOXe 3NUTeNnaibHbIin
y4yaCTOK Me30[epMbl Ha BEHTPa/lbHOM CTOPOHE 3M-
6proHa, cBOOGOAHLIV OT rMnobiacTa U HecyLMii No-
ABWXHbIe peCHUYKN. OCHOBHOE pasnnyme COCTOUT B
TOM, YTO rMNO6IacT KpPosmMKa NPopbIBAeTCS He Moj,
y3e/IKOM, a NOA NpueraroLLeli K HeMy € roloBHOro
KOHL,a XOpAa/lbHOM MAacTUHKOW. Mo3TOMy MMEHHO
anekcbl KNeToK XOpAasibHOM MAaCTUHKM OKasblBa-
tOTCS 9KCMOHMPOBAHHBLIMU B MOMOCTb XENTOYHOr0
MeLLKa 1 (hOPMUPYHOT PeCHUYKKN. COOTBETCTBEHHO,
6VieHMe PECHUYEK U TOK XMAKOCTU Y KPoamMKa npo-

[0/10BHOW KOHeEL]
aMb6puoHa

vnogepma
XopgabHas
niacTuHa
PecHuYKn

L _Y3eMoK
o

i
i
.

4

XBOCTOBOW
KOHeLl
3Mb6pMoHa

BHe3apogblLleBble
CTPYKTYpbI

Puc. 5. Cxema aMGpuoHa Kponvka, BUj C BEHTPa/IbHOW
CTOPOHbI. Mo gaHHbIM Blum et al., 2007.

NCXOAUT He B 06nacTu y3enka, a B 061acTu xopaaib-
Hoi nnacTuHkM (Blum et al., 2007) (puc. 5).

Kpome T0ro, y3enoK MbiLIN MPUKPLIT TakK Hasbl-
Baemoli MembpaHon PeixapaTa, COCTosLLEN M3 Of-
Horo cnos Knetok (Lee, Anderson, 2008), 1 nog Hel
thopmmpyeTcs HebO0/bLLIOE NPOCTPAHCTBO /151 LIMPKY-
NAUUN XKNAKOCTKU. Mo3TOMY Y MbIN 06paTHbIA TOK
XMAKOCTK, HanpaeneHHbIM Brpaso, “npwkar’” K no-
BEPXHOCTM PECHUYHBLIX K/IETOK W MNPOTEKAeT Hero-
CPeLCTBEHHO MO /IeBOHANPaB/IeHHbIM TOKOM. Y Kpo-
NINKA YKE XXMAKOCTb B /IeBO-NPaBOM OpraH13aTope CBo-
60[HO COOOBLLIAETCS C XKMLKOCTHHO XKETOUHOI0 MeLLIKa,
N NPOCTPaHCTBO ANA LMPKYNSALMM HAMHOMO 60/bLLE.
BcneacTeume 3TOro 06paTHbIA TOK MPOXOAUT He Mog ne-
BOHarpas/ieHHbIM TOKOM, a HEeCKO/IbKO Kayja/lbHee,
BO/b 3a[Hel rpaHNLIbl XOpAabHON NNacTUHKN. Bos-
MOXHO, 3TO CBUETE/IbCTBYET O TOM, YTO YroJ1 HaK/10-
Ha PecHWYeK B XOPAabHOW MNMaCTUHKe KPOonKa
MeHbLLE, YeM B Y3e/IKe MbILLN.

NsiryLuku: neBo-npasblii opraHM3aTop —
Y4aCTOK KpbILUM racTpoLiens

AHANIOrMYHbIA MbILWM N KPOIMKY MeXaHWU3M pec-
HWUYHOrO TOKa NPeLCTaB/eH B /IEBO-MPaBOM OpraHmn3a-
TOpe aCUMMETPUM LUMOPLIEBON NIAATYLUKW. Y NArYLLKA
3TMM OpraHM3aTopoM SIBASETCS Me304epPMasTbHbIi
YYaCTOK KpbILLUW racTpoLens — Tak HasblBaemas gas-
trocoel roof plate (GRP), To eCcTb OyKBasilbHO NAACTUH-
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Puc. 6. Mopdonorusi neBo-npaBoro opraHm3arTopa B KpblLLe racTpouens LUNOPLEBON NAryLLKW Ha cTagun Helipynbl. hy/nGRP —
rMMNoxopa 1 NOBEPXHOCTHas NMPe3yMNTMBHas Me3oAepMa Xxopabl, SGRP — MoBEPXHOCTHasi MPe3yMMTMBHas Me30epMa COMUTOB,
LEC — naTepanbHble aHTogepMabHble KNeTku, End — sHToaepma, bp — 6nactonop. A v P — nepefHss 1 3aaHsA CTOPOHbI Te/la aM-
6proHa, L n R — neBasi 1 npaBasi CTOPOHbI. Cxema 3apogpbiLlia agantuposaHa 13 Nieuwkoop, Faber, 1994, ¢ M3MeHeEHUAMN.

Ka KpbIwm ractpouens (Schweickert et al., 2007). Ha
cTagmmn Helipynbl obnactb GRP npefcTaBnsieT co6oii
BbITAHYTYIO TPEYro/ibHY0 NIaCTUHKY Ha BHYTPEHHEN
MOBEPXHOCTU KPbILLW raCTPOLENsi, COXEHHYIO Me30-
[epMa/ibHbIMW KNeTKaMmn Npe3yMITUBHOW XOPAbl U CO-
MnTOB. GRP CO BCex CTOPOH OKpYXeHa 3aHToepMasib-
HbIM 3NUTENMEM, OT KOTOPOro OT/INYaETCA MEHbLLLIMM
pasmepom KeTok (Schweickert et al., 2007) (pwuc. 6).
BaXHO OTMETUTb, UTO B TakoM Buae GRP cyuwiecTsy-
eT HefloNro, N YXKe K Hayasy cTagum XBOCTOBOM Mouy-
KM KneTkmn obnactm GRP yxogsT ¢ BHYTPeHHel no-
BEPXHOCTW MEPBUYHOM KULLKMK, SHTOLEPMA KPbILLU
racTpoLens CMbIKaeTCs, 1 NMOBEPXHOCTb racTpoLens
0Ka3bIBaeTCA BbICT/IAHHOM TO/MIbKO 3HTOLEPMasIbHbI-
MU KneTkamun (Shook et al., 2004).

Kak v B cnyyae neBo-npasoro opraHmM3aTopa y
MbILLIY U KPONMKa, KNeTKn GRP HecyT no ogHol no-
ABVDKHOW pecHUYKe. MNoKazaHo, 4TO /19 YCMeLIHOro
(hopMMPOBaHUA U MO3ULNOHUPOBAHUA PECHUYEK
Heobxoanma pabota reHos myosinld v vangl2, otse-
YaroLLMX 3a NaaHapHYH NoSAPHOCTb KNeTok (Tingler
etal., 2018). PecHMYKK Ha KneTkax GRP Bpalatotcs
MO YacoBOW CTpesKe ¢ YacToTon 20—25 6meHwniA B ce-
KYHZY, UX CyMMapHOe BpalLieHWe CO3aeT Haj 06/1a-
cTbt0 GRP TOK »XMAKOCTW cripasa Haneso. Kak 1 B
C/lyyae MblLLK, A1 LUNOPLEBON NATYLLKN MOKa3aHo,
4TO Ha/IMYKe NIeBOHarNpaBieHHOro ToKa Ype3Bblyaii-
HO B&XXHO A/191 YCTAaHOB/IEHNSA aCUMMETPUM Tena am-
6proHa: B YCNOBUSX 3KCMEPUMEHTANIbHOIO G/I0KN-
pOBaHMA TOKa XXMAKOCTU 3IMOPUOHBI Pa3BMBa/INCH C
HapyweHnaMmu acummeTpum  (Schweickert et al.,
2007). MoTtepsi aKCOHEMHOTO AMHenHa (rOMOIornY-
HOro TaKOBOMY Y MbILLN) Bbi3blBasia TAKXe Herno-
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JOBVMYKHOCTb PECHUYEK U faiee HapyLIeHUs YCTaHOB-
NeHVs acuMMeTpun. Kpome Toro, y aMbproHa nsryLu-
K1 6b1/10 MOKa3aHO HaM4me Ha KneTkax GRP nonHoro
KaHana Polycystin-2 n ero Heo6xoAMMOCTb 4S9 npa-
BW/bHOI naTepanun3aumm 3apogpitua (Schweickert et al.,
2007; Tingler et al., 2018).

KocTucTble pbibbl: 1eBO-NpaBblii OpraHn3aTop —
KyndepoB My3blpek

Y koctucTtbix pblb (D. rerio, O. latipes) neso-npa-
BbIM OpraH13aTopoM aCUMMETPUN SBNSETCA Kynde-
poB ny3bipek (Essner et al., 2005). 310 cneynduyHas
AN KOCTUCTbIX Pbl6 CTPYKTYpa, (hopMumpytoLLascsa B
KOHLe racTpynsumm B 3afHeM OTAeNe Tena, BeH-
TpanbHee xopAabl. Kyndepos ny3blipek 06pa3oBaH rno-
TOMKaMM TaK Ha3blBaeMbIX K/E€TOK-TMAEPOB, KOTO-
pble COCTaBNAKT (PPOHT MHBOMOUPYHOLLEA JOP3asIb-
HOW 6n1acTofepMbl BO Bpems racTpynauuun. B KoHue
racTpynaunm aTn KNeTKM aNUTENN3yTCs 1 06pasy-
0T 6ONbLUYK CDEPUYECKYIO CTPYKTYpY. Bo Bpems
Haya/IbHbIX CTafMiA COMUTOreHe3a B LIEHTPe 3TOM
coepbl MOSBAAETCA MOJMIOCTb, & Ha 06paLLeHHbIX K
Heil anuKasibHbIX NMOBEPXHOCTSAX KMETOK HaunMHaloT
thopmmpoBaTbCs pecHMuKK (Linetal., 2017). B o6pa-
30BaHUK NOIOCTU KyrnepoBa Ny3bipbKa 3a4eicTBO-
BaH reH myosinld, npv ero Mytauum NonocTs He hop-
MUPYETCA HOPMa/lbHO, N NIeBO-MNpaBas aCUMMeTpPUs
Hapywaetcs (Saydmohammed et al., 2018). KneTkun
Kyngeposa ny3blpbKa HECyT Mo O4HOW PEeCHUYKE,
o6palleHHOoM B NON0CTb Ny3blpbKa M OTKIOHEHHOM
Ha3ag. bblfo NOKa3aHo, YTO 3TV PECHUYKMN MOABMXK-
Hbl M BPaLLAKOTCA MO 4YacoBOW CTpesike, Kak U pec-
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Puc. 7. CTpoeHue neBoO-NpaBbiX OpraHWU3aTtopoB Yy OT-
JenbHbIX NPeACTaBUTENE MO3BOHOYHbIX XXMBOTHbIX. JK-
ToAepMa NnokKasaHa OpaHXXeBbIM LiBETOM, 60KOBasi Me30-
JepMa — XenTblM, 3HTOAepMa/rnMnobnact — ronyobim,
opraHm3aTtop aCMMMeTpUM — (OMONETOBLIN C 3eEHbIMU
pecHuykamun. © 2008 Wiley. Vcnonb3yeTcsa ¢ paspeLue-
Hus Lee, Anderson. Morphogenesis of the node and noto-
chord: the cellular basis for the establishment and mainte-
nance of left-right asymmetry in the mouse // Develop-
mental Dynamics, John Wiley & Sons.

HUYKM 3MOPMOHA MbILLM, KPONKA U NArywKn. He-
CMOTPS Ha TO, YTO My3bIpeK MMeeT CepnyecKyro
thopmy, B HEM yaaeTcst CO3/4aTb /IEBOHANPaB/EHHbI
TOK 32 CYeT TOro, YTo 80% pecHUYeK CoOCpesOTOUEHbI
Ha Kpbllwe ny3bipbka (Lee, Anderson, 2008). JleBo-
HanpaB/eHHbIA TOK MPUBOAUT K aCUMMETPUYHOM
3KCMpeccuun reHoB cUrHanbHoro Kackaga Nodal —
HanpvmMep, y ANOHCKOW Mefaku reH charon, romoso-
rMyHbIi cerl2 (penpeccopy nodal) y Mbilwn, aKcnpec-
cupyeTcsa cripasa W, No-sBMAMMOMY, TOXe ABMSETCA
penpeccopom romonora nodal (Hojo et al., 2007). ¥
D. rerio aKcrpeccusi reHa spaw, rOMO/I0rMYHOrO FeHy
nodal MbIlK, TaKXe 3aBUCUT OT TOKa XXWUAKOCTU B
KyndepoBOM My3blpbKe: MPU NPaBU/bHOW paboTe
PecHMYeK OH 3KCMpPeccupyeTcs Ha /IEBON CTOPOHe
Tena, 1 ero akTMBaums 3anyckaeT paboTy OCTa/lbHbIX
KOMMOHEHTOB cuUrHasbHoro kackaga Nodal (leftyl,
lefty2, pitx2) (Long et al., 2003). MNMpwu 610KMpoOBaHU
3KCMpeccum spaw HapyLlaeTcs 3KCNpPeccus aTux re-
HOB. B akTnBauuun curHanbHoro Kackaga Nodal y fa-
HNO-PEPUNO, KaK 1 Y MbILLK, YHaCTBYIOT Ka/lbLiMeBble
KaHanbl, Kogmpyemble reHoM pkd2 (Yuan et al., 2015).

Puc. 8. Cxema [BMXXeHUA KNETOK BOKPYr MepBUYHOIO
y3e/ika aMOprOoHa KypuLbl BO BPeMSI raCTpysLmMm, YeTbl-
pe cTagumn npovecca, BUA C JOPCaibHOW CTOPOHbI. Ha
TPeTbei cTagnv BUAHO MaccoBOe MepemMeLlieHne KIeToK
Ha N1eByt0 CTOPOHY aM6puroHa. 3 Gros et al. Cell move-
ments at Hensen’s node establish left/right asymmetric
gene expression in the chick // Science. 2009. V. 324. Ne 5929.
P. 941—-944. Vicnonb3yetcd ¢ pa3pelleHns AAAS.

Pa3Hoo6pasme crnoco6os YCTaHOB/IEHNA aCUMMET pUKn
Cpean NO3BOHOYHbIX

HecmoTpsa Ha TO, UTO MexaHW3Mbl YCTaHOB/IEHUSA
acCMMMeTpUM 3a CYET aKTUBHOCTU PECHUYHbIX Kfie-
TOK Me30[epMasibHbIX CTPYKTYP 3MOPMOHa, CO34at0-
LLMX TOK XXMAKOCTN, 06HapY>XeHbl y NpeacTaBuTesel
pa3HbIX KNaccoB MO3BOHOYHLIX (pUC. 7), 3KCTpano-
NMpoBaTb MX Ha N06Oro NpeacTaBuUTeNs NO3BOHOY-
HbIX ClefyeT C OCTOPOXHOCTbIO. Cpean NO3BOHOY-
HbIX BCTPEYaTCA N UHble MeXaHW3Mbl YCTaHOB/Ie-
HUA acMMMETPUM, He CBA3aHHble C CO34aHUEM
HarnpaB/IEHHOr0 TOKa XXULKOCTH.

Y amb6puroHa KypuLbl, B OT/IMYME OT MbILLW, SHTO-
Aepma, NOACTUNAoLWan NepBUYHbIA Y3e/10K U ConyT-
CTBYHOLLIME CTPYKTYpPbI, CNJIOLLHAsA N HE UMEET paspbl-
BOB. Me3ofepma amMOproHa KypuLbl OKa3bIBaeTcs ne-
PEKPLITON CMNIOWHLIM 3HTOLEPMa/IbHBIM C/IOEM, Y
HUKaKas ee YaCTb He 3KCMOHMPYETCH Ha BEHTPa/IbHOM
CTOpOHe 3aMOpuoHa. TakMM 06pa3oM, Me3ogepma He
MOXET 06pa30BbIBaTh PECHUYKW U 3aryCcKaTb TOK XXNA-
KOCTU, KaK 3T0 Habntogaetcs y mblin (Schroder et al.,
2016; Tsikolia et al., 2012).

OCHOBHbIM MeXaHW3MOM YCTaHOB/IEHUSI acUM-
METPMM Yy 3MOPMOHA KypULbl ABMASETCA KNETOYHas
nepecTpoiika B palioHe NepBMYHOrO y3enka. Ha cta-
AN TacTpynsuumn, BO BpeMs KOTOPOR A/nHa nep-
BMYHO MOMNOCKW MaKCUManbHa, MPONUCXOANT ObICT-
poe (3—4 4) nepemeLLeHMe K/ETOK, OKPYXarLLMX
Y3€e/10K, Ha /IeByt0 CTOPOHY, a caM Y3e/I0K HEMHOr0
n3rnbaetcs (pwc. 8).

B pesynbTaTte reHsl shh (sonic hedgehog) n fgf8 (fi-
broblast growth factor 8), paHee akcnpeccupoBaBLUne-
CH OAAMIHaKOBO C 06enX CTOPOH OT Y3e/Ka, YBennuu-
BaOT MHTEHCMBHOCTb 3KCMPECCUN Ha /IEBOW CTOPOHE
3apogblwa. Shh 3anyckaet sakcnpeccuto nodal B Me-
30[lepMe Ha /IeBO CTOPOHE Tefia 3apojplLla ¢ MoMo-
LLbHO reHa-nocpeaHuKa caronte (Esteban et al., 1999),
4TO MPMBOAMUT K aKTUBALMU XapaKTepHOro 15 BCEX
MO3BOHOYHbIX CUIHaNIbHOrO Kackaga Nodal (Pagan-
Westphal, Tabin, 1998). 9KcnepnmeHTaNbHO MNoKasa-
HO, YTO MpPW HapyLUeHUN MUTPaLmn KIETOK BOKPYr
y3enKa cam y3e/ioK npuvHMmaeT 60/ee CUMMETPUY-
Hyto thopmy, a reHbl shh n fgf8 npogomkatoT akcnpec-
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Puc. 9. Cxema BpallleHNs Helpynbl acuManni B BUTENIMHOBOM 000/104Ke, BMA c3agun. (a) Hauano BpalieHus ambproHa.
(6) KoHeu, BpallleHUst 3MOpPUOHa, ANNTENbHBIA KOHTAKT /IEBOM CTOPOHbI Tefia C BUTE/IMHOBOM 060/104KOM 3anycKaeT 3KC-
npeccuto Nodal B akTogepme. X — xopAa, HT — HepBHasi Tpy6Ka, 3KT — 3KToAepMa, Me3 — Me30fepMa COMUTOB 1 60KOBOI Na-
CTUHKMW, 3HT — 3HTOoAepMa. D n V — cnuHHas 1 6ptoLLiHas CTOPOHbI Tena aM6bpuoHa, L n R — neBas n npaBasi CTOPOHbI.

Mo faHHbIM Nishide et al., 2012.

CUPOBaTbLCS OAMHAKOBO MO 06e CTOPOHbI OT y3e/Ka
(Gros et al., 2009). IMprUUUHBI ITUX KNETOUHbIX 4BU-
YXEHWUI Ha fJaHHbIA MOMEHT HEM3BECTHBbI.

MHTepecHo, 4TO, KakK U y KypuLbl, Y CBUHbU He
HageHO HMYEro NOXOXKEro Ha PECHNYHbIN OpraHn-
3aTOp acCMMMETPUK, 1 3anyck kackaga Nodal Ha ne-
BOW CTOPOHE 3MOPMOHA CBUHbM TaKXXe Bbl3blBAETCSH
MUTpaLmaMm KNeTOK Crpasa HajleBO BOKPYT NepBuY-
Horo y3enka (Schroder et al., 2016).

KoHcepBaTMBHOCTb ponu reHa nodal n 6reHns
PECHMYEK B YCTaHOBNEHUN acCMMET pUi

HecmoTps Ha BapnabenbHOCTb (BO3MOXHO, BTO-
PVYHYI0) MeXaHU3MOB YCTaHOBNEHWSA aCUMMETPUN Y
MO3BOHOYHbIX, MeXaHW3M, CBSi3aHHbI C GMEeHNEM
PECHUYEK M TOKOM XXMAKOCTU, MUMEET, NO-BUANMO-
My, ry60Kune 3BONIKOLMOHHBIE KOPHW. CX0XKe Cro-
co0bbl yCTaHOB/EHNS N1EBO-MPaBOA aCUMMETPUM 06-
Hapy>eHbl Y HU3LUMX XOPAOBbLIX U faxe B npeaenax
POLCTBEHHOIO XOPZOBbLIM TWMa UIMOKOXMX, KOTO-
pble TaKXXe OTHOCSATCS K rpynne BTOPUYHOPOTbIX XM~
BOTHbIX.

Acupany: ponb 3KTOAepPMaIbHbIX PECHUYEK
B YCTaHOB/IEHUM aCUMMET pum

Y nnunHok acumamia C. intestinalis n H. roretzi Ha
CTaguun Helipynbl Ha N1eBOV CTOPOHE Tena Habnaa-
eTca aKcnpeccus reHa nodal, KOTopbIl K CTagnmn XBo-
CTOBOW MOYKM 3amnyCcKaeT aKcnpeccuto reHa pitx (Mo-
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rokumaetal., 2002). O6a reHa roMo/I0rMyHbl TAKOBbIM
Y MO3BOHOYHbIX, XOTS M 9KCMPECCUPYHOTCS HE B ME30-
Aepme, a B aKTogepme. bonee Toro, CTuMyniom 414 3a-
nycka curHasibHoro Kackaga Nodal, Kak 'y MHOTmX
MO3BOHOYHbIX, CNY)XUT paboTa pecHnYeK. Ha nnumnH-
Kax YeTbIpex BMAOB BMAOB acumanii (H. roretzi, C. in-
testinalis, P. mammillata, C. inflata) nokasaHo, 4TO K
CTafMmn Helpynbl 3KTOAePMabHblE KMETKU MO BCEW
NMOBEPXHOCTM Tena, KpOMe HepBHOWM 60po3fpbl, OTpa-
LLMBAOT MO OJHOM PECHUYKe Ha KNETKY. DTN PeCHNY-
KV COBEpLUAtOT MeLJIeHHblE BO/IHOO6Pa3Hble [BMXe-
Hus ¢ yactoToli 1/7 Mepy, (Yamada et al., 2018), 3a cueT
NX paboTbl BCA NIMUYMHKA LIE/IMKOM MOBOPayYnBaeTCs
BHYTPU BUTEN/IMHOBON 060N0YKM MPOTUB YaCOBOW
cTpenku (npwv B3rnage csagn) (puc. 9a) v npekpaiyaet
BpallleHMe, Korja fieBasi CTOpPOHa Tesla OKasblBaeTcs
BHWM3Y. [anbHeliLemy noBopoTy (PU3NYecKn npensiT-
CTBYET BbINyK/as HepBHas Tpybka (puc. 96).

3a cuet TOro, YTO BUTENIMHOBAsE 060/104Ka BABOE
60/bLUe caMol IMUMHKKM (560 MKM NpoTrB 280 MKM),
TO/bKO fleBas CTOPOHa Henpy/bl HenocpescTBEHHO
KOHTaKTVpYyeT C BUTEN/IMHOBON 060/104KON. ITOT
KOHTaKT 1 3anyckaeT akcnpeccuo nodal Ha nesoii
CTOPOHE TeNa NIMYMHKN N ee fasbHelLLy0 aCMMET-
py3aumio: B Clyvae UCKYCCTBEHHO BbI3BAHHOTIO (LieH-
TPUMYrnpoBaHMEM WM CXaTUeM) KOHTaKTa BUTES-
NMHOBOW 060/104KW C MPaBOIA CTOPOHOI Tena aMopu-
OHa akcnpeccus nodal BO3HMKAET Takxe WM cnpasa
(Nishide et al., 2012). 3anyck kackazga Nodal Bbi3biBa-
eTca 6enKamu, NOKann30BaHHbIMW Ha BHYTPEHHEN
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Puc. 10. CurHanbHbI kackag Nodal n acummeTpruyHOe pasBmuTUE IMUMHKM MOPCKOro exa. © 2014 Wiley. cnonb3yeTcsi ¢
paspeLueHus Su Y.H. Telling left from right: Left-right asymmetric controls in sea urchins // Genesis, John Wiley & Sons.

NMOBEPXHOCTN BUTENIMHOBOM 060/104KM, a PECHUYKN
He y4acTBYyHOT B 3TOM npougecce (Tanaka et al., 2019).

MopCKWe e>Ki: IeBO-NpaBblii OpraHn3aTop
acvMMeTpUM, PACMONOXKEHHbI B NEPBUYHON KHLLKE

IeBO-NpaBas acummeTpus y bunatepasibHO-CUM-
METPUYHOWM NINYMHKIN MOPCKOIO eXa MposiBNseTcs B
(hopmMMpoBaHMM 3a4aTKa Tesia B3POC/I0ro XXMBOTHO-
ro: neBbli LEeNOMUYECKNIA MELLOK MPopbIBaeTCs Ha
NMOBEPXHOCTb Tena NIMYNHKN OTBEPCTMEM-TUAPOMNO-
PO, a B AasibHeLLIEeM 06pa3yeT TaK Ha3blBAEMbI py-
AVIMEHT, 3aKNafKy, U3 KOTOPOi pa3oBLETCS B3pOC/0e
XU1BOTHOe (Duboc et al., 2005). Y TMYMHOK MOPCKUX
exenn P. lividus n S. pallidus o6Hapy>keHa acMMMeT-
pyyHasa akcnpeccua reHa nodal, BHayane B BeH-
Tpa/sibHOW 3HAOME30epMe apXeHTepOHa IMUYNHKM, a
3aTem 1 B aKToLepmMe. B 0TiMume OT XOpA0BbIX, Y KO-
TopbIX nodal aKcnpeccupyeTcs Cnesa, y UrNoKOXUX
nodal mapKupyeT npaByt0 CTOPOHY Tefa, He Mo3BO-
NS el pa3BMBaTLCS MO IEBOCTOPOHHEMY CLIEHAPUIO
1 06pa30BbIBaTb IKTOMMYECKYHO 3aKNafKy PyaUMeH-
Ta (Duboc et al., 2005). NMpn 3TOM BaXXHO OTMETUTb,
YTO MCX0AHas 06nacTb akcnpeccum nodal HaxoanTCS
Ha BEHTPa/IbHOW CTOPOHE IMYNHKN, & He Ha A0p3a/ib-
HOW, KaK Yy XOPAOBbIX. DTO CAYXXUT AONONHUTENb-
HbIM apryMeHTOM B M0/ib3y FOMOJIOrMM J0P3a/bHOM
CTOPOHbI XOPAOBbLIX M BEHTPa/IbHON CTOPOHbI U0~
KOXuX (Blumetal., 2009). Momumo nodal, y Mmopcko-
ro eXxa HaiaeH ero penpeccop lefty, KOTopbIii He Mo3-

BONSieT cUrHany nodal pacnpocTpaHATLCA Ha NeBYHO
CTOpOHyY Tena nMumnHkK (Molina et al., 2013), u reH
pitx2, KOTOPbIA HaxoamMTCs nof KoHTponem nodal n
BOB/IEYEH B PEryNaLMIO pasBUTUS aCUMMETPUN Tena
(pwuc. 10) (Su, 2014).

Ha posib 1eBO-npaBoro opraHm3saTopa y MOPCKUX
eXel NpeTeHAyeT y4aCcTOK apXeHTepoHa. Y IMYNHOK
MOPCKMUX eXeli Ha CTagumn racTpynbl O6GHapy>XeHbl
PECHWYKMW, PACMOMIOKEHHbIE HA ME33HTOAEePMa/IbHbIX
KNeTKax nepejHero KoHLa apxeHTepoHa 1 obpalLeH-
Hble B ero nosocTsb (puc. 116). Kaxaaa KneTka HeceT
Ha anvKa/bHOW MOBEPXHOCTM MO OfHON PeCcHUYKE,
CMELLIEHHOW K 3aiHEMY Kpato KneTku (puc. 11r), n atn
PECHMYKM COBEPLLAIOT BpaLlaTesibHble ABUKEHUSA. B
Crnyyae yAasieHUs PECHUYEK C K/IETOK apXeHTepoHa
HapyLaeTcsa npaBuibHasa akcrnpeccus nodal (Tisler
et al., 2016). Bce 3T0 No3BONSET NMPeanonoXuTb Ha-
NNYMEe y MOPCKOTO eXka MexaHM3ma 3arnycKa CUrHaib-
Horo Kackaga Nodal npy nomoLy nNogBMXXHbIX pec-
HUYEK N TOKA XXMIKOCTU, CXOXErO C TaKOBbIM MeXa-
HWU3MOM Y MO3BOHOYHbIX.

CrioCoObbl YCTAHOBJIEHNA
ACUMMETPU3ALNIN
Y MEPBUYHOPOTBIX XKNBOTHbIX

B rpynny 4ByCTOPOHHECUMMETPUYHbIX YXMBOTHbIX
Bilateria, "OMMMO TakCOHa BTOPUYHOPOTbIX — Deu-
terostomia, BXOAMT 06LLUMPHas 1 pa3HOOOpa3HenLLas
rpynrna nepBMYHOPOTLIX — Protostomia. Cpean ee
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. 11. NeBO-NpaBbIii OpraHM3aTop MMYNHKIM MOPCKOTO exa. (a) Cpes yepe3 6nactonop ractpynsi. (6) Cpes uepes NepeaHIo
0611acTb apXeHTePOHa, CTPE/IKaMy yKa3aHbl PECHUYKMN. (B) CxeMa racTpy/ibl MOPCKOTO eXa. () 3agHee MoNoXeHVe pecCHUYEK
Ha anuKabHbIX NOBEPXHOCTAX KNETOK nepefHelt 06n1acTy apxeHTepoHa. AganTuposaHo 13 Tisler et al., 2016, cornacHo ycno-
BusAM Creative Commons Attribution 4.0 International License (http://creativecommons.org/licenses/by/4.0/).

npeacTaBuTeNEN TaKkxKe pacnpocTpaHeHa BHELLHAS 1
BHYTPEHHSIA aCUMMETPUSA Tena, Ype3BblyaiHO MHTe-
pecHas ana u3yyeHus. Protostomia gensatca Ha rpyn-
nbl Lophotrochozoa n Ecdysozoa, B KaXaoi 13 KOTo-
PbIX NpejcTaB/ieHbl CBOU CNOCO6bI YCTaHOB/IEHWS fe-
BO-MPaBo aCUMMETPUN.

Monntockn Gastropoda: cnupansHoe gpo6bneHne
N TeH C MaTePUHCKIUM 3h(heKTOM

"oBOpS 0 1eBO-NPaBO aCUMMETPUM TaKCOHa Lo-
photrochozoa, cnefyet B nepByto oyepesb paccMoT-
peTb GPHOXOHOTMX MOJITHOCKOB. VIMEHHO C HUX Hava-
NOCb U3yYyeHWe aCUMMETPUN Y XNBOTHbIX (Boycott,
Diver, 1923). CyLiecTBytOT Bfbl C NPaBo3aKpy4eHHO
NN NeBO3aKPYYEHHOWN PaKOBMHOW, a Takke BUAbl, Y
KOTOPbIX 3aKPY4YEeHHOCTb PakoBUHbI NHAMBUAYaIbHO
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n3mMeH4YmBa. MoOMUMO CNUPanbHOWM PaKOBUHbI, BHYT-
PEHHWMEe oOpraHbl racTporoj TOXe aCUMMETPUYHDL.
[JeKcTpasibHble Y CUHUCTPaibHbIE 0COOU ABNSOTCA
3epKa/lbHbIM OTPaXEHWEM Jpyr Apyra, XOTH 3epKasib-
HOCTb MPOLLECCOB 3MOPUOreHe3a 0CrnapuBaeTCcs HeKO-
TopbIMK aBTOpamu (Shibazaki et al., 2004). MNoka3zaHo,
yTO XMpanbHOCTb YNUTKM Lymnaea stagnalis o6y-
CNOBJIEHA OLHNM FeHOM C MaTEePUHCKUM 3(DEKTOM,
npuyem AeKCTpasibHbIA annenb ABASETCA JOMUHAHT-
HbIM. Takmum 06pa3omM, eciv B reHOMe MaTepu XOTS
Obl OAVH annenb U3 ABYX AEKCTPa/IbHBIN, ee MOTOMKM
OyayT npaBo3aKpy4YeHHbIMU, AaXe ecnm ux cob-
CTBEHHbIe a/fiefin 3TOro reHa o6a CUHUCTPaSbHbI.
Ecnun B CUHUCTPa/IbHYHO ANLIEKNETKY BBECTU HEMHO-
ro uutonnasMbl U3 LeKCTpasibHOM, TO ANUeKeTka
CMEHUT XMPa/IbHOCTb Ha LeKCTPa/IbHYI0, B TO BpeMs
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John Wiley & Sons.

Kak obpaTHas onepauns He NPUBeAET K N3MEHEHWNIO
xunpanbHoctn (Coutelis et al., 2014).

Ha ponb nckomoro thakropa XmpasbHOCTW Bbl-
[BUraroTCcA [jBa reHa, Kogupyrowiue hopMuHbl — 6en-
KW, y4acTByHOLLME B MOCTPOEHUN aKTMHOBOIO Ln-
Tockeneta (Kurodaetal., 2016). B nonb3y aToi runo-
Te3bl FOBOPUT TO, YTO pa3pyLLeHMe MUKPOTPY6OoUeK
Ha CTagun 4 61aCTOMEPOB He B/IMSAET Ha yCTaHOB/IEHWE
NeBO-MNpaBoi 0CK, a paspyLUeHre aKTUHOBbLIX MUKPO-
(hrnameHTOB HapyLuaeT (HOpMMPOBaHME 3TON OCK
(Shibazaki et al., 2004). Mo nocnegHUM AaHHbLIM, MO-
NIy4YeHHbIM ¢ nomoubto TexHonormn CRISPR/Cas9,
HOKayT reHa poopmuHa Isdial y feKCTpa/ibHbIX YIUTOK
NPUBOAUT K NMOSIB/IEHWNIO Y HUX CTPOr0 CUHUCTPa/IbHO-
ro NOTOMCTBa, HaC/efyoLLEro aTo U3MeHeHVe. Taknum
06pa3oM, MMeHHO Isdial SBNAeTCA UCKOMbIM “TeHOM
XVPaIbHOCTU”. 3TO IeH C MaTePUHCKUM 3h(PEKTOM:
6€NKOBbIV MPOAYKT MPUCYTCTBYET B ANLIEKNETKE W
onpeenser GyayLLyt0 XMPaslbHOCTb IMOPUOHA YKe
Ha CTagun 3UroTbl Ha BHYTPUK/IETOYHOM YPOBHE
(Abe, Kuroda, 2019).

BHeLLHMe Npr3HaKM NeBO-NpaBoil aCUMMETPUN Y
racTporoj nposiBNATCA NPY TPeTbeM feNeHnm 4po6-
NEeHNA, KOraa MUTOTUYECKNE BepeTeHa YeTbipex 6na-
CTOMEpOB OTK/IOHAKOTCA OT BEPTUK&/IbHOW OCU. DTO
NPUBOAMT K BM3yaslbHOMY MOBOPOTY OTAE/INBLLIETOCS
KBapTeTa MMKPOMEPOB OTHOCUTE/IbHO MaKpOMEPOB —
Nno WIn NPOTMB YacoBOW CTpenkun. Takoe ApobrieHune
Ha3bIBalOT CNUPa/IbHBIM, Y OHO XapaKTepHO A/151 rpyn-
nbl Spiralia. Moka3aHO, YTO NyTeEM aKKypaTHOro uc-
KYCCTBEHHOr0 NoBOpOTa KBapTeTa MMKPOMEPOB MOX-
HO O6UTLCS NOMIHOTO U3MEHEHNS XMPaIbHOCTU YIUT-
KU1, MpUYem nosyyYeHHbIe XXUBOTHbIEe bl 340P0BbI U
(hepTU/bHbI, 04HAKO MOLO6HbIE N3MEHEHUS XMpasib-
HocTW He Hacnepytotes (Kuroda et al., 2009).

Y MOJINHOCKOB OTMeYeHbI TOMO/10rv reHoB nodal u
pitx, KOTOpble Yy XOPLOBbIX OTBEYalOT 3a aCUMMeT-
pvito. B pe3ynbTaTe Apo6eHNs 3apoblLLia roMosnoru
nodal n pitx ToXxe 3KCNPeccpyoTcs aCUMMETPUYHO:
Ha NpaBoW CTOPOHE Y AEKCTPasIbHbIX 0CO6El 1 Ha Nne-

BOW — Y CUHUCTPabHbIX (puc. 12). B ganbHeriwem
3Tn 6enKn 06yCNoBNNBAOT BCIO aCUMMETPUIO B3POC-
NOro opraHu3mMa, BeposiTHO, Yepes nocpesHNYeCcTBO
mopcporeHa Dpp. Mpu BBEAEHUN MHIMBUTOPa, Cne-
unduryHoro K cynepcemeinctsy TGF-3 (K KoTopomy
oTHocaTcst Nodal n Dpp), acummeTpus nponagana,
N PaKkoBMHbI YIUTOK MMENN KOHYCOBMAHYIO He3a-
Kpy4eHHyto hopmy (Grande, Patel, 2009).

XapaKTepHbIii 1151 GPHOXOHOMMX MOJINKOCKOB TOpP-
CUOHHbI NOBOPOT (TO eCTb pa3BOPOT BHYTPEHHOCT-
HOro Mellka Ha 180° B xofile OHTOreHesa), SABNSAO-
LLNACA OAHUM W3 MPOSBNEHMIA MOPKONOrNYECKOA
aCUMMETPUK, [ONTOE BPEMS CUUTASICA Pe3y/bTaToM
MbILLEYHOIO YCUANS NINYMHKW, O4HAKO MOKa3aHo
(Kurita, Wada, 2011), 4TO OH NPOMCXOAUT M3-3a NH-
TEHCVBHOI nponudepalm NOTOMKOB K/ETOK, 3KC-
npeccuposasLLmx nodal Ha 60n1ee paHHUX 3Tarnax am-
bpuoreHesa. Bo3aencTene Ha NNYMHKY MOPCKOrO
6ntogeuka Nipponacmea fuscoviridis nHrmémuTopa K
6enkam cynepcemeictea TGF-f3 npnBoanno K no-
[aBfIeHMIO Npomdepaum 3TUX KNeToK, U TOPCUOH-
HOro NOBOPOTa He MPOUCXOANNO.

NEMATODA: NMOBOPOTbI 6/TACTOMEPOB
N HEKAHOHWYECKUW Wnt-TTYTb

Cpeaun rpynnbl Ecdysozoa v3nto6neHHbIM MO-
AenbHbIM 06BLEKTOM OMOMIOrOB SIBNSIETCA HemaToda
Caenorhabditis elegans. HemaTobl 0THOCATCA K Opra-
HMU3MaM C XOPOLLO BbIPaXKEHHbIMU KNETOYHbLIMW NN-
HUAMW, N B MHOTOYMCNEHHbIX MUCCMELOBaHUAX MPO-
cnexkeHa cyabba kaxxaol knetkm C. elegans. HecmoTps
Ha 3TO, NEePBUYHbLIA CTUMYN K HapyLUeHWto Gunate-
palbHOM CMMMETPUM TOYHO He W3BecTeH. [lepsoe
NposiB/EHNE aCUMMETPUU MPUXOANTCH Ha CTaamio Ye-
TbIpex KNeTok. MNpwv NOArOTOBKE K AeNIeHNI0 NepeaHuii
N 3aHWUI aopcanbHble 6/1aCTOMEPbI HEMHOIO MOBOpPa-
YMBAOTCA HaNPaBo, N MUTOTMYECKAs OCb B K&XKAOM U3
HUX nepecTaeT ObITb MEpPreHANKYNAPHON aHTepuo-
NoCTepPMOPHOI 0cK. B pesynbTaTe nocrne AeneHns aTnx
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. 13. OMO6pUOH HemaTodbl Ha CTagun 3UroTbl (a) 1
LecTu Knetok (6). A n P — nepeaHss 1 3ajH1e CTOPOHbI
Tena amb6puoHa, L n R — neBas 1 npaeast CTOPOHbI. CTpen-
Kamu NnoKasaHo Harpas/eHve NoToKa KOPTUKaIbHOIO aK-
TUHOBOrO cnosl. AfanTtuposaHo 13 Naganathan et al., 2014,
cornacHo ycnosusM Creative Commons Attribution 4.0
International License (http://creativecommons.org/li-
censes/by/4.0/).
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. 14. YcTaHoBneHve acummeTpum y D. melanogaster.
(a) TeHeTuueckuii MyTb OMNpeAeneHUss acUMMETPUN.
(6) Baanmopeiictens 6enka Myosinld ¢ akTMHOBbLIM LiW-
TockeneTom. © 2014 Wiley. icnonb3yeTcs ¢ paspeLueHns
Coutelis et al. Diversity and convergence in the mecha-
nisms establishing L/R asymmetry in metazoa // EMBO
Reports, John Wiley & Sons.

6/1aCTOMEPOB OKa3bIBAeTCH, YTO NeBbI 6r1acTomep B
KaXXol nNape pacrnonoxeH 61vxe K OygyLeli ronose,
yem npasbiii (Pohl, 2011). B gsrxeHMsAX 61acToMepoB
3a/lelicTBOBaHa CMCTeMa aKTUHOBbIX MUKPOMIaMeH-
TOB U CUCTEMa MUKPOTPYOOUEK: paspyLLeHVe No6oi
N3 HUX NPeKpaLlaeT NnoBopoT 6/1aCTOMEPOB U acUM-
MeTpm3aUuio ambpunoHa Hematodpl (Naganathan
etal., 2014).

B aBmxeHUsX 6nactomepos yyacTBytoT PAR-6en-
Kn 1 G-6€eKKn, COBMECTHOe [ieiCTBUE KOTOPbIX Bbl-
3bIBaeT Harpae/ieHHble CMELLEHNS KOPTUKA/IbHOMo
CNost KNETKU N MUTOTMYECKOro BepeTeHa (Pohl, Bao,
2010). XupabHble MOBOPOTbI KOPTUKA/IbHOIO C/0A
uuTonaasmbl 0TMedeHbl Y amopuoHa C. elegans yxke
Ha cTtagmm 3urotbl (puc. 13a). MNMokasaHo, 4YTO B3au-
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MOZENCTBMA MUO3UHA C aKTUHOM B KOPTUKa/lbHOM
C/10€ BbI3bIBAIOT MEXaHNYeCKNe Harps>KeHUs 1 Bpa-
LLaTe/IbHble CMELLEHNS aKTUHOBOM CETU MO YacoBOA
cTpenke (KOPTUKaNbHbIA TOK). Ha cTtagumn yetbipex
61acTOMepOB 3TM Xe XMpa/ibHble BpaLLaTe/lbHble MO-
MEHTbl B KOPTUK&/IbHOM C/10€ MPUBOAAT K CMeLLe-
Huio BepeteHa feneHua (Naganathan et al., 2014)
(pwic. 136).

Y Ecdysozoa He HalijeHO roMooroB reHa nodal.
3anyck noBopoTa [Jopca/ibHbIX 6/1aCTOMEPOB  OCy-
LLLeCTBNISIETCS Yepe3 HeKaHOHMYeckuii Wnt-nyTb. 3a-
KpernseHne paHee yCTaHOBNEHHOW MOPMO/IOrMyecKom
NeBO-NpaBoi aCMMETPUN 1 OJHO3HAYHOE Onpesene-
HWe CyabObl KNETOK NPOMCXOAMT HauMHasi co cTagum 12
K/1ETOK, KOrfa MeXzy napHbIMu 6/1acToMepaMuy BO3HU-
KatoT pasnuumsa B paboTe curHanbHoro nytu Notch
(Pohl, 2011).

MPEACTABUTE/Ib ARTHROPODA: MNO3VH
N HATAXXEHNA MEMBPAH KNETOK

Bo BCex pacCMOTPEHHBbIX BbILLE Cy4asix aCMMMET-
pvis opraHy3mMa ycTaHaB/IMBas1aCh B X0fe aMOproreHesa
pa3 1 HaBcerga, 06yc/oBMBas onpeseneHHbIN cLeHa-
puiA pasBUTUSI OpraHoB. TeM yaMBUTENbHEE Crydali
apo3otunbl D. melanogaster (41eHUCTOHOIME, Kak n
HemaTogpl, OTHOCATCA K rpynne Ecdysozoa), y KoTopoli
OTZie/IbHble OpraHbl (KALWEYHNK, CEMEHHbIE NMPOTOKM)
npuobpeTaroT aCUMMETPUYHOE CTPOEHWE HE3aBUCMO
Apyr OT Apyra 1 Ha pasHbIX 3Tarax oHToreHesa. MIx pas-
BUTWE KOHTPONMPYETCA O4HMM reHom myosinld (romo-
NOTNYHBIM TeHY MO3BOHOYHbIX), 3()PeKTbl KOTOPOro
MPUBOAAT K “IeKCTpasibHOMY” heHoTUny myx. MHTe-
PECHO, YTO BbIK/IKOUYEHME 3TOr0 reHa B KOHKPETHOM Op-
raHe NPUBOAUT He K paHAOMM3aLMN aCUMMETPUN Op-
raHa, Kak MOXXHO 6b1/10 6bl 0XKMAaTb, a K pasBUTUIO
NOKanbHOro “CMHMUCTpanbHOro” eHotmna (Spéder
et al., 2006). Cam reH myosinld KOHTpONMpyeTcs of-
HMM 13 Hox-reHos abd-B, 1 npu BbIKIOYEHUN 3TO-
ro reHa acCMMMeTpPUsi BOBCe He pa3susaeTcs (Coute-
lisetal., 2013). Mopo6HbIe 3ththeKTbl BO3AEACTBMSA Ha
CUTHa/IbHbIN KacKag No3BONAKT NPeanosioKnTb Ha-
IN4me elle He OTKPbLITOro “CMHUCTPa/IbHOrO™ MyTw,
KOTOpbIVi aKTMBUPYETCS NPOLYKTOM reHa abd-B v UH-
rmobupyeTtca napaine/ibHbIM “‘AeKCTpasibHbIM™ MyTeM
Yyepe3 myosinld, a B ero OTCyTCTBME Harpas/seT opraH
Mo CUHUCTPa/IbHOMY MYyTW pa3BuTUs (puc. 14a).

MpoaykT reHa myosinld — 6en0K M3 ceMeicTea
MWO3NHOB, CMOCOGHbLIA nepemMellatb rpysbl BAOb
HUTW aKTWHa 3a CYeT aHeprum AT®. nda yctaHoBne-
HUSt aCUMMETPUN TON UM MHOW CTPYKTYPbI B Opra-
HU3Me Apo30(ubl 3TOT 6ENOK B KNETKax AaHHOM
CTPYKTYpPbl CBSI3bIBAETCA C KNETOYHON MeMOpaHoi
yepes DE-kafarepuH u B-kaTeHuH (puc. 146). Takxe
nokasaHa nepefaya CuUrHana Ha Memb6paHy uYepe3
atunnuHblii KagrepnH Ds (Gonzalez-Morales et al.,
2015). 3a cyeT NepeMeLleHMa MUO3MHA BAO/b aKTU-
HOBbIX MUKPO(hMIaMEHTOB BO3HUKAET aCUMMETPUY-
HOe HaTshKeHMe MeMbpaHbl, KOTOPOe, No-BUAUMO-
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. 16. Cnocobbl yCTaHOBEHMSA aCMMMETPUM Ha (hmnoreHeTn4Yeckom gpese Metazoa. © 2014 Wiley. Micnonb3yeTcst ¢ paspe-
weHua Coutelis et al. Diversity and convergence in the mechanisms establishing L/R asymmetry in metazoa // EMBO Reports,

John Wiley & Sons.

My, W onpefensieT fasibHenLyo natepannsalmio.
MHTepecHo, YTO B OTCYTCTBME MUO3MHA HATSXKEHWSA
MemObpaHbl BCe paBHO Hab/0AalTCA, YTO YKasblBa-
€T Ha CXOJHYK C MMO3VMHOM MPUPOAY NOKa Heuns-
BECTHOrO “CMHUCTpabHOro” thaktopa (Coutelis et al.,
2014).

CNIDARIA: SKCINPECCNA KOMIMNOHEHTOB
CUTHAJIbHOIO KACKAZJA NODAL
MNP NMOYKOBAHINW

[lo cux nop acMMMETPUIO B CTPOEHUN Tena bbIno
NPUHATO paccMaTpueatb y 6bunatepunii. OgHaKo He-
AaBHO 6bI10 nokasaHo (Watanabe et al., 2014), uto
NpegnoCbINKK K N1eBO-NPaBoi aCMMMETPUN UMELOT-
CS 1y CECTPUHCKOW ¢ Bilateria rpynnbl — paguanbHo-
CUMMETPUYHBLIX Cnidaria. Tak, NpecHoOBOAHbIe MO-

nmnbl poga Hydra BpeMeHHO MPUOGPETalOT YepThbl
[BYCTOPOHHEN CMMMETPUM NpU NOYKoBaHUN. Bbino
NMoKa3aHo, YTO B 3a4aTKe MOYKM JOYepHero noamna
3KcnpeccupyeTcs reH ndr, UMeLLMIA 3HaYNTEIbHOE
cxofcTBo ¢ nodal y 6unatepuii. Bonee Toro, aToT reH
3arnycKaeT aKcrpeccuio reHa pitx (puc. 15). NMommmo
3TOro, B reHoMe rnapbl HalieHbl reHbl-pernpeccopbl
nodal, npuHagnexauime cemeicteam Cerberus w
Dan, 1 smad2/3, 3aieiicTBOBaHHbIe B rnepejaye Cur-
Hana ot nodal. Takvm 06pa3om, yxe y rnmapbl NpUcyT-
CTBYeT KaK MMHUMYM 4acTb CUTHa/IbHOrO Kackaga
Nodal.

SAKMIOYEHUE

MexaHW3Mbl YCTaHOB/IEHNSI aCMMMETPUN B pas-
HbIX FPynnax MBOTHbLIX MOXHO CrpynnMpoBaTh Mo
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HECKO/IbKUM XapaKTepHbIM rnpu3Hakam. breHwe pec-
HWYeK, CO3[atOLLMX HarpaB/eHHbIN TOK XWUAKOCTU,
KaK NnpuyMHa 3anycka aCMMMETPUYHOM 3KCNpPeccum
reHoB XapaKTepHa /151 BCEX TPYMM MO3BOHOYHbIX,
Kpome NTuL, (M3yYeHHbIX Ha NpUMepe KypuLbl) 1
OTAeNbHbIX BUAOB MieKonuTarowmx (CBUHbS). O6-
Hapy>XMBaKTCA 3HAYNTENIbHbIE CXOACTBA B MOP(O-
reHese, CTPOEHUN N (YHKLMOHWPOBAHUW NeBO-
npaBoro opraHM3aTopa aCUMMETPUM y MeKonnTa-
owmnx, amunonii n poib. 3akOHOMEPHO NpPeanono-
XWTb, UYTO PECHWYHbIN NEeBO-MPaBblii OpraHN3aTop
acMMMeTpuKn ABNsieTcs 6asa/ibHbIM MPU3HAKOM MOo-
3BOHOYHbIX, ObIBLUMM Y MX OOLLIEro rnpegka, a cnyyau
ero OTCyTCTBUA Y KypULibl M CBUHLW SABMIAKOTCA Pesy/ib-
TaTOM BTOPMYHOW yTpaTbl 3TOW CTPYKTYpbl U, Kak
CneAcTeue, yTpaTbl “pecHMYHOro” cnocoba ycraHoB-
NeHNa aCUMMETPUMN.

OG6Hapy>keHMe “PECHUYHbIX MEXaHWU3MOB™ yCTa-
HOB/IEHWSA aCUMMETPUN Y acLMANIA 1, TNaBHOe, Y Ur-
NOKOXMX MO3BOMSET CTPOUTL elle 6onee CMenble
NPeAnonoXeHNs. PeCHUYHbIA OpraHM3aTop acum-
METPUN UTNIOKOXNX OOHapy>KMBaeT OnpefeneHHble
CXOACTBA C TaKOBbIM Y MO3BOHOYHbIX: Pacrnonoxe-
HWe B NEPBUYHON KULLUKE, MOABUXXHbIE PECHUYKM,
CMELLIEHHbIE K 3aHEMY Kpato K/eTOK, aCUMMETPUY-
HO HarnpaBfeHHbI TOK XXWAKOCTU B MEPBUYHON
KULLKe, NPUBOLALLMIA K SKCNPECCHmn reHoB, perynmn-
pyHOLLMX YCTAaHOB/IEHME acMMETpUK. BnonHe sBepo-
ATHO, YTO N UTNIOKOXNE, N XOPLOBbIE YHAc/ef0Ban
CXOfHbI/i MexaHW3M acMMeTpu3auum OT O0O6LLEro
npeaKa, Yto OTOABUraeT BpeMsi BO3HUKHOBEHUWSA pec-
HWUYHOrO /1IeBO-NPaBOro OpraHn3aTopa aCMMMEeTpUKn
Ha elle 6onee paHHee 3BO/IIOLMOHHOE BpeMs, K
npeLKy Bcel Knagbl BTOPUYHOPOTLIX.

MepecTponKm aKTMHOBOIO LIMTOCKENeTa Heo6xo-
ANMbI ANS1 YCTaHOBNEHUS aCUMMETPUK, MO KpaHel
Mepe, Y NepBUYHOPOTLIX. Y Hematogel C. elegans,
apo3odunbl D. melanogaster n ynntku L. stagnalis Ha-
TSHKEHNe aKTUHOBbIX (DMNaMEHTOB BbI3bIBAET MeXxa-
HUYECKMNe HamNpsHKeHUS B KOPTUKa/IbHOM C/l0e Krie-
TOK, MPUBOAALLME K CMELLEHWNIO BEPETEH AeNeHUs
KNeTOK. VIHTepecHo, 4TO B 3TOM MpoLecce 3afei-
CTBOBaH reH myosinld, romosiorn KoToporo y rosso-
HOYHbIX TaKXe OKa3aUCb HeobXOAMMbI NS ycTa-
HOB/IEHNS aCMMMETPUN. TaknuM 06pa3om, posib aK-
TMHOBOIO LMUTOCKeNeTa B YCTaHOB/IEHUW J1€BO-
npaBoi aCMMMeTPUN N 3BOIOLMOHHAA KOHCepBa-
TMBHOCTb 3TOM PO/ OCTAKTCA MHTEPECHbLIMWN Te-
Mamu 4N N3yYeHus.

CwurHanbHbI Kackaa Nodal sBnsieTcst 3BOMOLNMOH-
HO KOHCEPBATMBHOM reHETUYECKO OCHOBOW aCUMMET-
pvny NpeacTaBUTENEN BCEX M3YUEHHbIX FPyMnMn BTOPUY-
HOPOTbIX. DTO NO3BO/ISIET C YBEPEHHOCTLHO 3aK/OUNTD,
4TO y)Ke Y NpefKa BTOPUYHOPOTLIX 3TOT KacKaz, BbINo-
H$I BXKHYHO PO/ib B YCTAHOB/IEHNN aCUMMETPUMN.

B rpynne nepBUYHOPOTLIX CUTYaLUSA HE CTOSb Of-
HO3HauyHas. ¥ Ecdysozoa He HaijeHO reHoB, roMo-
NOrNYHbIX reHam CUrHa/bHOro Kackaga Nodal, a B
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rpynne Lophotrochozoa posnb 3TOro Kackaga mnsyde-
Ha TONIbKO y GPIOXOHOrMX MOJIIFOCKOB, Y KOTOPbIX
MexaHU3M YCTaHOB/IEHWUSA aCUMMETPUN Ha KIeTou-
HOM YpOBHE OT/INYAeTCA OT TAaKOBOIO y BTOPUYHOPO-
TbIX. [103TOMY BONPOC O TOM, y4acTBOBa/ /N CUT-
HanbHbIM Kackag Nodal B ycTaHOBNEHUM acCMMMET-
pvn y 06LLEero npeaka NepBMYHOPOTLIX, OCTAETCA B
3HAYMTENIbHOWN CTEMEHU OTKPbITbIM U TpebyeT fasb-
HelLWnX nccnegoBaHNin. Tem He MeHee, hakT yya-
CTUS1 OJHOTO M TOrO XXe Kackafja B YCTaHOB/EHWUN
aCUMMETPUN y NMpeLCcTaBuUTeNelN Kak NepBMUYHO-, TaK
N BTOPMYHOPOTBIX MO3BOJMISET MPESNONOXUTL €ero
CXOAHYHO (DYHKLMIO M Y MX 06LLMX NpeLKOB — 6a3asib-
HbIX GUNaTepuii.

HepgaBHAA HaxofKa cUrHanbHOro Kackaga Nodal y
npegcTaBuTeNs KHUAapPWUIA, TUAPbl, OTOABUraeT ero
BO3HMKHOBEHME A0 06Lero npeaka Cnidaria v Bilate-
ria, Y4To MO3BO/ISIET NPEANONOXKNUTb, YTO 3TOT Kackap
Ob1n y)Ke y paHHUX Metazoa, a ero oTcyTCTBME B rpynne
Ecdysozoa — pe3ynbTaTr BTOPUYHOM yTpaThl (purc. 16).
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Left-right asymmetry is an important feature of the bilaterian animals body plan. Malformations of left-right
axis result in pathologies of varying severity, therefore, studying the mechanisms of its establishment in em-
bryonic development is important for the fundamental science and for the medicine. The main question to
answer in the course of research work is how and when the symmetry breakage in a developing organism oc-
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curs. This area of research is intensely developing, and various mechanisms of left-right axis establishment
have already been discovered in animals of different phylogenetic groups. Unfortunately, comparative studies
of these mechanisms often focus on a few phylogenetically distant objects of developmental biology and do not
analyse the diversity that exists within the taxonomic groups. Therefore, this review aims to show the variety of
mechanisms for establishing left-right asymmetry in the early development of metazoans; to make assumptions
about the evolutionary conservatism of these mechanisms; to find out which of the mechanisms is basal for the Bi-
lateria and for the Metazoa in general. The article systematizes our knowledge about the establishment of left-right
asymmetry on the basis of the Nodal signaling cascade activity; compares the morphology and functioning of the
left-right organizers of different animals; compares the role of mechanical tensions in establishing asymmetry in
different Protostomia. Generalization and analysis of data on the establishment of left-right asymmetry provides a
new insight into the evolution of the development of multicellular animals.

Keywords: left-right asymmetry, asymmetry establishment, left-right organizer, body plan, metazoans,
bilaterians, Nodal, development
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[nsl yTOUHEHWS1 OpraHM3yOLLEro AelAcTBuUSt NenTnaoB cemakce n HLDF-6 Ha KMHETUKY CMHTe3a 6e/ika B rena-
ToumTax, B JOMOMHEHME K UCCNeaoBaHuIO in vitro (Bpoackuin n ap., 2019) nayunnun adhheKTbl 3TUX NENTUA0B
in vivo nocrne BHYTPUOPHOLLMHHOM NX MHBEKLIMM KPbICaM pa3HOro Bo3pacTa. MccefoBani 0KoI04acoBoi (yb-
TpaAnaHHbIiA) pUTM CMHTE3a 6e/Ka, MapKep NPSMbIX MEXKIETOUHbIX OTHOLLEHWIA. MonogbIM, M00BO3pe/bIM
WN CTapbIM KpbiCaM BHYTPUOPIOLLIMHHO BBOAWN NenTuabl — B fo3ax 50—100 MKr/Kr. Bblaensnu renatouunTbl
N CTaBU/IN PefKue NAKN NIOTHbIE KyNbTypbl. Y MOMOALIX KPbIC, NOAYYMBLUMX TOT WA UHOW NENTUS, B UX
PeaKnX CYyTOUHBIX Ky/bTypax 06HapYyXuim putM cMHTe3a 6e/ka; y KpbIC TOr0 Xe BOo3pacTa, KOTOPbIM UHb-
eumpoBanun r3pacTeop, pUTMa B TaKMX KynbTypax He 6bi10. B NAOTHBIX Ky/NbTypax CTapbixX KpbIC Nocne
BBeAEHUNS NenTuia amnauTyabl puTMa CUHTe3a 6esika He OT/IMYa/IUCh OT PUTMAa MOJIOAbIX KPbIC; Noc/e
NHBEKLMN (hr3pacTBOpa amnanTyabl putma Obinn BABOE HYbKe. VIHbeKUUS NenTmia B3pOC/ibIM Kpbicam,
NOMyYMBLUMM A0 3TOr0 A0thaMmH, 06HapPY>KMIa HOPMa/bHbIN AN KPbIC 3TOM0 BO3pacTa pUTM CUHTe3a 6efKa;
NHDBEKLMSA TOMbKO AothaMMHa NNKBUAMPOBAa PUTM. PerynaTopHblA 3pteKT NenTUAOB COXPaHSANCs no
MeHbLLIE Mepe 2 AHS NOoc/e OAHOKPATHOIO MX BBEAEHUSA Kpbice. PEKOMeHgyeTcs MCMO/b30BaHME ceMakca
nnm HLDF-6 ans ynyyleHns COCTOSIHUSA CTapbIX N0Aen, KOMMeHcau My HapyLUeHNn KNHETUKM CUHTE3a
6enKa npy cTapeHnr 1 NaTtonoruu.

KnroueBble cnosa: nentuibl, PUTM CMHTE3a 6enkKa, CTapeHue

DOI: 10.31857/50475145020020032

BBEAEHUWE

PaHee, BBOASA B Cpefy C Ky/bTypamu rernarolmtos
KPbICbl NEeNTWf cemMakC WAN APYro perynsTopHblIi
nentug HLDF6, Mbl 06HapY>Xninm n3aMmeHeHNs KUHe-
TUKW CUHTe3a 6enka, 6/1aronpuaTHble 419 KETOK,
BblJe/IeHHbIX OT CTapbIX XXMBOTHbIX (BpoAcKuii n ap.,
2019). Onpepensini OKOMOYacOBOW PUTM CUHTe3a
6enka. Pntm, xapaKTepusylowmii CUHXPOHN3aLMIO
KNEeTOK NyTeM MPSAMbIX MEXK/IETOUYHbIX B3aMMOLEN-
CTBUIA, HAXOAAT B MNOTHbIX Ky/bTypax KpbIC 1H060r0
Bo3pacta. Ho B Ky/bTypax CTapbIX >XMBOTHLIX aM-
NANTYAbl pUTMA 3HAUUTENBHO HUXKE, YEM Y MOJIOAbIX.
[ob6aBneHvie NeNTNLOB B Cpefy C TaKUMU KynbTypa-
MW MOBbLILLANO aMMIUTYAbl PUTMa NOYTU BABOE, [0
YPOBHA PUTMa KY/bTYP, BblAeNEHHbIX OT MOJIOAbIX
XXUBOTHbIX. [/19 TOro 4To6bl PEKOMEH0BaTL UCC/e-
LyeMble MenTuabl Afa yayyleHUs COCTOAHUSA CTa-
pbIX NKOAei, cneaoBano onpefenntb MX 3GeKTbI

invivo, Npy BBELEHUM WUX XMBOTHbIM. [OXOAAT Nn
NeKapcTBa [0 NeYeHW ¢ KPOBbIO U, eC/IN MOCTYMakoT B
MEXK/ETOUHYIO Cpefy, AeMCTBYIOT NN Kak B Ky/bType
npu nNpssMoM UX AeNCTBUN Ha KNeTkn? MOXHO nn
TaKXe peKOMeHZoBaTb NeNnTUAbl AN KOMMeHcaumm
[ENCTBMA BELLECTB, HApYyLLAKLWNX KUHETUKY CUHTE-
3a 6enka, 6M10KMPYIOLLNX aKTUBHOCTb COOTBETCTBY-
OLLMX peuenTopoB? Ipu NONOXUTE/bHBIX OTBETax
CNefioBa/10 BbISICHUTb, Kak JO/r0 CoxXpaHsieTcs 6na-
roTBOPHOE NSl KMHETMKM CUHTE3a GenKa aencTame
nenTnaoB?

MATEPWA/Ibl N METO/bl

OnbITbl NocTaBneHbl Ha cTapbix (2—2.5 roga, Bec
480—600 r) u monogplx, NonoBospenbix (3—4 mec.,
Bec 200—300 r) kpbicax camuax Buctap. Kpbicam
BHYTPUOPIOLLMHHO BBOAUAN MENTUL — CeMaKC U
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HLDF6 B pgo3ax 60—100 mMKr/kr gns cemakca wum
50—60 mkr/kr gnsa HLDF6. MNpeasapuTenbHO Uccne-
noBanv apeKTbl MEHbLLNX N BOMbLUMX A03. Yepes
60 MWUH 13 NeYeHU BbIgeNANN renaTounTbl, CTaBUIN
NAOTHbIE UMW PefiKue KynbTypbl N Yepe3 CyTKU UC-
CnefoBa/I KNHETUKY CUHTe3a 6enika. B HeKOTOpbIX
ONnbITax KPbICbl MOAyYanu nentuj ¢ KopmMom. KoH-
TPONW: hM3NONOrNYECKUIA pacTBop, a A4/1 ceMakca —
CMeCb aMMHOKMCNOT, COCTaBAOLIMX 3TOT renta-
nenTua.

MeTofb! BbljeNIeHNs renaTtoumToB, UX KYbTUBK-
poBaHMA N UCCNeLoBaHNSA KMHETUKN CUHTEe3a 6efika
MHOrOKpAaTHO PacCMOTPEeHbI paHee, a TaKXXe B HeaB-
Heil cTaTbe B >XXypHane “OHToreHe3” (Bpoackuii
n ap., 2019). KopoTko, genanu cnegyrouee. Nenato-
LUWTbI BbIAENANN U3 NEYEHN NPY NOMOLLM nepdy3nn.
[na KynsTMBMPOBaHUA renaTtouuToB MCMONb30BaAN
cpefy 199 6e3 cbiBOpoTKM (“IMaH3DK0™, Poccusa): K
cpefe pobasnsanm 0.2 mr/mn anbbyMuHa 415 KneTou-
HbIX KynbTyp (“Sigma”, CLUA) n 0.5 MKr/mn nHcy-
nuHa (“Sigma”, CLLA); rasosas cmecb — 10% CO, n
90% Bo3ayxa. N4 nosyyeHms NIOTHBIX Ky/bTyp, Cyc-
neH3uto, coaepxkasllyto ~1 x 10%/Mn renaToumTOB,
HafMBann B YaLlkuy MeTpu co cTeKnamm, NOKPbITLIMU
Ko/IareHoM. Pefikue KynbTypbl NONyYaiv 13 TOM Xe
CYyCMNeH3MM renatounTOB NPU pasBeLeHnm ee npumep-
Ho B 10 pa3. Yepes 2 U cTekna KynbTypbl (Kaaas Ha
OT/e/IbHOM CTeK/1e) OTMbIBa/IY OT He MPUKPENMBLUNX-
€S KNETOK 1 X 06NM10MKOB. Yepes 24 4 cpefly MeHAn
Ha HopMaJibHYH, CBEXYIO cpefly 1 vepes 20 MVH B Te-
yeHwMe 2 4 Kaxkable 10 MVMH NocnefoBaTeNlbHO 0T6Mpa-
N1 Npo6bI Mo TPU KyNbTypbl (TPY CTeKNa) Kaxaas 1
NHKYGMpoBanu ux ¢ *H-neliumHom.

KynbTypbl KaXao npobbl MHKY6MpoOBann of-
HOBpeMeHHO B TeveHue 10 munH npu 37°C B cpefe
199 6e3 neunHa (“MaH3K0”, Poccurs) ¢ BHECEH-
HbIM B Hee MeyeHbIM 3H-neiumHom (MMI PAH,
25—30 MKKwn/mn, cneunuyeckas MonsipHas ak-
TMBHOCTb 70—100 Kwu/mMMmonb). 3aTem Ky/nbTypbl
NPOMbIBIN XONOAHBIM (hM3NONOTMYECKMM PacTBO-
POM C M30bITKOM HEMEYEHOI O NeliLnHa 1 06pabatbl-
Bann 5%-HOV XNOPHOI KNCNOTOM B TeueHne 60 MUH,
noce Yero NPOMbIB/IN CNINPTOM, GeNKK pacTBoOps-
M rmamuHom (6eH3eToHMYM xnopua; “Sigma”,
CLUA). BkntoueHue H-neiiumHa B 6e1KM 1 paguo-
aKTUBHOCTb CBO6GOAHOIO NeliumHa (KMCnoTopacTso-
prMas hpakuns) N3Mepsan Ha CULUHTUANALNOHHOM
cyetumke Tri-Carb 2810TR (“Perkin Elmer”, CLLA).
[na KaX4on KynbTypbl pacCymTbIB/IN OTHOCUTENb-
HOe K KMCNOTOpPacTBOPUMOM (hpakLmn BKIKOUEHME
neumHa B 6enkm lcorr. Takme OTHOCUTENbHbIE Be-
NNYMHBI HOPMaN3YHOT KYNbTYpbl MO YNCY KNETOK,
a TaKkKe No Heb0/bLLIOK BaprabenbHOCTY TemMnepary-
pbl B TeYEeHWe OnbITa.

PE3Y/NIbTATbl 1 OBCYXXAEHWE

MocKonbKy N0601 NONyAAUMOHHbIA 0KOM04aco-
BOW PUTM OpraHm3yeTcsl B KNETOYHOW KyNbType TO/b-
KO MyTeM MPAMbIX MEXK/IETOUHbIX B3aVIMOLENCTBUIA
(0630pbl: Bpoackwuii, 2014, 2018), kaxgoe 06Hapyxe-
HUe pUTMa — OHO3HAaYHbI NOKa3aTe b TaKMX B3an-
mMogencTBmiA. OTCYTCTBUE pUTMA TaKXKe OnpeaeneH-
HO FOBOPUT O TOM, UYTO K/IETKM HE B3aUMOAENCTBYHOT.
OnbITbl, MPUMEPbI KOTOPbIX AaOTCA Ha puc. 1—7, no-
BTOPS/IN, HO 3HAYMMbl U efUHUYHbIE pe3y/bTaTbl.
AMMOANTYAbl pUTMa XapaKTepU3yoT BblPaXXeHHOCTb
NPAMbIX MEXKMETOUHbIX B3aMMOAENCTBUM, Koone-
paumn KNeToK B opraHu3aumm putma.

HekoTtopble apyrve npeaBapuTenbHble 3ameya-
HUA. BO3pacT KpbIChbl, KaK M3BECTHO, XapaKTepu3syeT
ee Bec (MambapsiH, Aykenbckas, 1955). Kpbicbl pac-
TYT BCKO CBOHO XXM3Hb — 10 2—3 f1eT. Macca Tena mo-
NofbIX N0/10BO3penbIx Kpbic — 180—300 r, Bec cTapbIx
2-NeTHMX KpbIc 0kono 500 r 1 6onee. BTopoe: renaro-
UMTbl MOJIOAON MONOBO3PENON KPbIChl Ype3BblyaliHO
€nabo nponugepupyroLLan KNeTouHas nonynsauust; B
Npo6ax N3y4eHHbIX HaMW KyNbTyp He BbIo Aensmxcs
K/eTOK. TpeTbe: KyNbTypbl UCCNEA0Ba/IN B 6ECCHIBOPO-
TOYHOW cpeae, NpeanoxkeHHor B.B. Tepckux 1 TecTun-
pOBaHHO Ha cnHTe3 6enka (bpoackuii n ap., 1996).

Ha puc. 1 npuBeseH npumep nccnefoBaHns pes-
KNX KYMbTYp Y MONOAbIX KpbIC. B TakKMX CYTOYHbIX
KynbTypax, Kak MHOrMOKpaTHO MoKa3aHO Hamu pa-
Hee, cpa3y rnocse 0TMbIBaHUA N NEePEHOCa B CBEXYHO
cpedy, puUTM cuHTe3a 6efnika He OOHapy>XuBaeTcs.
BBefeHue Kpbice thmanonormnyeckoro pactsopa NacCl,
Bble/IeHNe Yepe3 yac rernartounToB M NOCTaHOBKA
PeLKUX KynbTyp MOATBEPAUNA 3TOT BbIBO. BTOpOIi
KpbICe NPMMEPHO TaKOoro >Ke Bo3pacTa 1 Beca BBENN
BHYTPUOPIOLLIMHHO ceMakc. locne Takom Xe, Kak y
nepBoi KpbICbl, 06PabOTKM B PEAKMNX KyNbTypax Ha-
LU YETKMIA OKOM04aCoBOM pUTM CUHTE3a 6enika ¢
BbICOKOLOCTOBEPHLIMW MaKCUMyMaMn U MUHUMY-
MaMu. Y TpeTbeli KpbICbl, KOTOPOM BBENN MENTUS
HLDF-6, Tak)Xe BbISIB/IeH pUTM C TPeMA Nepuogamm
B TeyeHue 2 u.

Cnepgyowpin onbIT NOCTaB/eH Ha MAOTHbLIX Ky/lb-
Typax renaroumToB CTapbIX KpbIC. Kak rnokasaHo pa-
Hee (0630p Bpoackuii, 2014), B KNeTKax CTapbIX KpbIC
amnanTyja puTMa cuHTe3a 6enka 3HauUnTeIbHO HXKE,
4yeM y MOJIOAbIX XXMBOTHBbIX, YTO FOBOPUT O HapyLUEHW-
AX KOOMepauun KNeTOK B OpraHv3auumn KUHETUKMN
cuHTe3a benka. Ha puc. 2 3ToT BbIBO/, MOATBEPXKAEH Y
KOHTPO/NbHOM CTapoi Kpbickl. ocne BBeAeHNS BTO-
pOiA CTapoli Kpbice ceMaKca Un TPETbEN Kpbice ner-
TMaa HLDF-6 Habntoganu putMm ¢ BbICOKMMW amMn/in-
Tyfamu.

MonyTHO BbIACHWNOCH, YTO 3(I(PEKT cemMakca Npo-
AIBNSIETCA He TO/IbKO MOC/E er0 UHBEKLMU, HO TakxKe
nocse KOpMIeHUs KpbIc ceMakcom (puc. 3). B KynbTy-
pax rernaTouuToB CTapblX KPbIC, KOTOPbIM C KOPMOM
Jav ceMakc unv (hn3nonornyeckmnin pactsop (Kom-
OMKOPM CMOYMNN PacTBOpPamMu COOTBETCTBYHOLLIEN
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. 1. CyTou4Hble peaKme KynbTypbl renatouuToB MONOABIX KPbIC, BHYTPUOPHOLUMHHbIE MHBEKLMUW. @ — Kpbice BecoM 280 1
BBE/NM hM3pacTBOp, Hepes 1 Y BblAENNAM renaToumUTbl 1 MOCTaBUAN KyNbTYpbl, Yepe3 CYTKN NCCNeA0BaIN KMHETMKY CUHTE3a
6enka; 6 — Kpbice Becom 310 r BBeNM cemakc — 100 MKr/Kr, fanee Kak a; B — Kpbice Becom 320 r BBenn HLDF-6 — 60 mkr/kr,
[Janee Kak a. 3[1ecb U flafiee: Kaxgas TOuKa — cpefHee Ans npobbl U3 TPeX Ky/bTyp B JlaHHOe BpeMsi + oLLNGKa 3Tol cpeaHeii;
CN/oLWHas NpsiMas IMHWSA CPEAHNIA YPOBEHb CMHTe3a Gefika (CpeaHsst apudmeTyeckas) (Cpm) Ans BCex KynbTyp BapuaHTa
0MbITa, B JAaHHOM C/lyyae 36 KynbTyp, KaXaasi Ha OTAeNbHOM CTEK/IE; MYHKTUPHbIE NPSIMbIE IMHUN BbILLIE U HYDKE CPEHEN + oLumbKa

3TOW 06LLEeN CpefHel.
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. 2. CYTOYHble MNOTHbIE Ky/bTYpbl renaToLMTOB CTapbIX KpbIC, BHYTPMOPIOLMHHBIE MHBEKLUMW. a — Kpbice BecoM 520 T
BBE/IM (h13pacTBOp, Yepes 1 U BbIAENUAM renaToLMTbl U MOCTaBUAN Ky/bTYpbl, Yepes CyTKN NCCNEA0BAIN KMHETUKY CUHTE3a
6enka; 6 — Kpbice Becom 550 r BBeNM cemakc — 100 MKI/Kr, aanee Kak a; B — Kpbice Becom 480 r BBenn HLDF-6 — 60 mKr/kr,

Janee Kak a.

KOHLEHTpaLMn) 3HaUNTENIbHO OT/IMYAINCH aMMINTY-
Abl PUTMOB. B pefKnX Ky/bTypax MONOAbIX KpbIC, Ha-
KOPM/IEHHbIX CEMaKCOM, HaLLN PUTM CUHTE3a benka
(puc. 4); B KOHTpONE B PefKUX Ky/bTypax MOJIOAOM
KpbICbl puTMa HeT (puc. 1 N MHOroKpaTHO paHee).
CuuTanocb, YTO B KMLLEYHMKE MEeNTUA pacrnajaercs
[0 aMMHOKUCNOT. Mbl NPeSnonoXunn, 4to KonebaHus
CUHTE3a 6e/1Ka CUHXPOHM3MPYOTCA NPY NePopaibHOM
BBEAEHUWN NeNnTuaa OAHOM M3 ero aMMHOKKUCNOT. Ta-
Kast CMeCb aMMHOKMCIIOT, COCTaBNAIOLLAs CeMaKce, Obl-
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Na cobpaHa: METUOHMH, FyTaMWUHOBasA KUCoTa, M-
CTUAVH, (heHUNaNaHWH, NPOAVH, TANUMH, MNPOSUH.
Nocne KopMAeHMS MONOAO KPbICbl PaCTBOPOM CMeCU
aMWUHOKMCNOT B Pa3HbIX KOHLEHTPaLUSIX PUTM CUHTE-
3a 6enka He Hawum (puc. 4). STV OMbITbl MO3BONSKOT
PEKOMEH/0BaTb MCMOMb30BaHME CEMaKca, Kak fieKap-
CTBa, B TabneTKax Mocne WCnbiTaHWii Tabnetok Ans
HelipONpPOTEKTOPHOrO [AencTBUA Ccemakca, 060CHO-
BaHHOMO BO MHOIMX paboTax.
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. 3. CyTOYHbIe MNOTHbIE KY/bTYPbl renatoLumnToBs CTapbiX KpbIC, MepopasibHOe BBEAEHWE. a — KpbIcy BecoM 590  nocne cy-
TOK rof104aHns HaKOPMMUIN KOMBYKOPMOM, CMOYeHHbIM (DM3pacTBOPOM, Aasiee Kak puc. 1 v puc. 2a; 6 — Kpbicy Becom 550 r
HaKOPMWIN KOMBUKOPMOM, CMOYEeHHbIM CEMaKCOM M3 pacyeTa 100 MKI/Kr, fanee Kak puc. 1 v 2.

OKO0/104acoBOW pUTM CUHTE3a 6enKa onpeaenvIu
y 6aKTepuii, N3y4yeHHbIX OAHOKMIETOYHbIX 3yKapuoT,
a 'y MIEKOMUTAKLLNX — B FenaToumTax u KepaTmHo-
LUMTax, KNeTKax OKOMOYLLHOM 1 NOMKeNyA0UYHOW Xe-
nes, B pasHbIX HeilpoHax (0630p, Bpoackuia, 2014).
Kak n gpyrve thpakTtasibl, 0KOSI04acoBbIE PUTMbI U, B
4aCTHOCTM, PUTM CUHTe3a 6e/lKa KpaiiHe Heperynsp-
Hbl. Takve pUTMbl MOTYyT BGbITb OCHOBOM (PYHKLMO-
Ha/IbHbIX 1 MeTab0IMYECKUX afanTaLmii, Bbibopa on-
TUMa/IbHbIX YaCTOT, YTO Ha pasHbIX NpYMepax 060c-
HOBAHO 3KCMEePUMEHTAaILHO 1 HaBM0AaIN B KNIMHUKE
(0630p, Bpoackuia, 2018). MNenaToumTbI NNLLL MOAENb
AN5 TaKMX UCCnefoBaHNIA, a pUTM B HaLLieM Clyyae 1c-
MOMb30BaH KaK MapKep MeXK/IETOUYHbIX B3aMMOAen-
CTBUI (CM. TaKxe cTp. 3). Yem cubHee KNeTKu B3au-
MOZENCTBYIOT ApYr C APYroM, CUHXPOHU3NPYS UHAN-
BUAya/ibHble KOnebaHusa, TeM 60/blle amMnanTyabl
nonynsuMoOHHOIO puTMa cuHTe3a Genka. PaHee B
Ky/IbTypax renaroLmToB, NOJTyYeHHbIX OT KPbIC Pa3HOro
BO3pacTta, Mbl 0OHaPYXXMN 3HAYUTENIbHOE YMEHbLLIE-
HWe aMNANTYL pUTMa B Ky/ibTypax CTapbIX KpbIC CpaB-
HUTENbHO C MONOALIMW; NENTU/bI, BBEAEHHbIE B Cpeay
C TaKMMU Ky/bTypamu, YBEMUYUAN aMNANTYAbl putMa
(Bpoackuii n ap., 2019). B HacTosLLel paboTe nenTun-
Abl — cemakc unv HLDF-6 — BBOAWM KpbIcam. Og-
(heKT MNOATBEPAWACS in Vivo: NeNTUAbI KOMMEHCUPY-
0T CTapyeckre U3MEHEHUS MEXK/IETOUYHbIX B3au-
MOJENCTBUIA. 3BECTHO, UYTO HapyLUeHUs CBA3el
MeXay KneTkamm — OfiHa U3 NpU4YMH HelipoaereHe-
paTMBHbIX 3abonesaHwuii (nuT. Yrpromos, 2014), B
OCHOBHOM, MPUCYLLMM CTapbIM NOAAM. YCUneHue
MEXK/1IeETOYHbIX B3aMMOAENCTBUI NenThgamm — pa-
Hee HeM3BeCTHOe MX CBOWCTBO. IMoaTomy Hapsgy ¢
y>Ke 060CHOBaHHbIMW HENPONPOTEKTOPHBLIMU KX
sthpekTamu, nentnabl cemakca 1 HLDF-6 moryt

ObITb PEKOMEH/I0BaHbI [/151 LLMPOKOM NponnakTn-
K1 B CTapOCTML.

WccnegosaHve ahheKToB NenTUAOB in vivo npu
WHBEKLINM UX KPbICaM 060CHOBa/N BbIBO/, PaboThl Ha
KETOYHO KyNbType 0 BO3MOXHOCTM KOMMEHcaLmnm
OTPULATENBHOIO BANSIHUA HEKOTOPbIX NIEKApCTB Ha
MEXK/eTOYHble B3auMofencTeus. Tak, fodhamuH,
LLUMPOKO MCMNOMb3YyeMbIA NPU COCYANCTO-CEPAEUHOA
HeJOoCTaTOYHOCTU, NIMKBUAMPYET PUTM CUHTe3a 6en-
Ka B rMeYeHn 1, cyas Nno peuentopam, TaKxKe B NogkKe-
NyJOYHON xenese u noykax (Brodsky et al., 2012).
MHbekuma cemakca nnm HLDF-6 nocne gothaMmmHa
BOCCTaHaB/IMBaeT PUTM CUHTe3a 6enka (Hanpumep,
puvc. 5). OnbIT NOCTaBNEH Ha MAOTHbIX KyNbTypax Mo-
NnofbIX KpbiC. B KOHTpone (MHbeKLUSA (hn3pacTeopa),
KaK Bcerpa, YeTKnii putMm cuHTesa 6enka. MiHbekums
Kpbice 6/IM3KOro Beca 1 Bo3pacTta fodamMmmnHa NMKBU-
AVpoBa/Io pUTM. TpeTbel KpbiCe Yepe3 yac nocrne
NHBEKLMM fohaMMHa BBE/IM CeMakc. PUTM BoccTa-
HoBW/ICA. MOXHO peKOMeH/0BaTb Nnoc/e Heobxoan-
MOro BBefeHMA JoamMmHa YenioBeKy, 4Yepe3 He-
CKOJIbKO 4YacoB MHBbELMPOBaTbL O4MH U3 NeNTUAOB.

Kak ponro coxpaHsieTca aekT cemakca uim
HLDF-6? VccnegoBann NA0THbIE KybTypbl CTapbIX
KpbIC. Pe3ynbTarbl aHaNornmyHbl AN AByX NenTuLos.
Ha puc. 6 npumep ans HLDF-6. OaHol Kpblice BBe-
nn mspacTeop, vepe3 60 MUH BbIAENNIN NIIOTHbIE
Ky/NbTYpbl U Yepes CYyTKM UCCNeLoBa/IN CUHTES 6esiKa.
BTopoit Kpbice BBenn HLDF-6 1 B Te )Xe CPOKUN UC-
cnefoBany CMHTE3 6enka. Y TpeTbei KpbICbl renarto-
UWTbl BbIZENNAN Yepe3 CYTKU MOoCNe WHbEKLUN
HLDF-6. Y TakoW KpbICbl, KaK 1y BTOPOIA, 6bln YeT-
KW pUTM CMHTe3a 6esika B TeUeHUe BYX jHeil nocne
nHbeKUMM HLDF-6. B onbiTe ¢ cemakcom (puc. 7)
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. 4. CyTouHble pefikue KynbTypbl MOJIOAbIX KpbIC,
nepopaibHOe BBefeHWe. a — Kpbicy Becom 350 r nocne cy-
TOK rofofjaHns HaKoOPMUAN KOMBUKOPMOM, CMOYEHHbIM
pacTBOPOM CMeCH aMUHOKMCAOT (M3 COCTaBa CeMaKca) U3
pacueta 100 MKr/Kr, fanee Kak puc. 1—3; 6 — KpbIcy Be-
com 330 1 TakKMM e cnocoboM HaKOPMUIN KOMBUKOP-
MOM, CMOY€EHHbLIM ceMakCoM 13 pacyeTa 100 MKr/Kr.

nccnefoBanun pegKune KynbTypbl MONOAbIX Kpbic. Mo-
CTaHOBKa OMbITOB OblNa TaKOM Xe KaK Co CTapbiMu. B
KOHTPO/IE B PeAKUX KynbTypax puTMa CuHTe3a 6enka
He 6b1n10. CemaKC opraHu3oBas puUTM. AdeKT co-
XPaHA/CS N0 MeHbLLIEN Mepe 2 [HS.

Nrak, nentugbl cemakc 1 HLDF-6 nocne seefe-
HUA UX KPbICe PerynnpyroT KUHETUKY CUHTe3a 6esika
B K/leTKax neuveHn. CemMakc — (hapmaLeBTUYECKINi
npenapar, 061afatoLLMiA HOOTPOMHOM N Helponpo-
TEKTOPHOI aKTuBHOCTbIO (MsicoenoB, pyBeHHU-
KoB, 2004; JleBnukas u gp., 2008, 2010; Dmitrieva
et al., 2010). Cemakc B/IMSIET Ha MPOLIECCHI, CBSA3aHHbIE
C (hopmMmpoBaHMEM NaMATH, YCUNBAET U3bmpartesb-
HOe BHMMaHWe rnpun 06y4yeHnn 1 aHasiM3e MHQopma-
LUK, ynyyliaeT agantauuio opraHmsmMa K rmrnokcum,

OHTOMEHE3 TomM 51 Ne2 2020
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. 5. CyTOUHbIe NIOTHbIE KyNbTypbl MOMOABLIX KPbIC,
BHYTPMOPIOLUMHHbIE MHBEKLMMW. @ — Kpbice Becom 280 1
BBE/Y (hm3pacTBop, vepes 120 MUH BbILeNWAN renaToum-
Tbl U NOCTaBU/IN N/IOTHbIE KyNbTYPbl, Aa/IbHENLLNE MPO-
Lieaypbl CM. npeablayLmne pucyHkm; 6 — Kpbice Becom 300 T
BBenn 15 MKr/Kkr gothamumHa, yepes 120 MUH Bbigennnm
renaToumThl U OCTaBUAM NNOTHbIE KYNbTYpbl, Janee Kak a;
B — Kpblice Becom 310 r BBenn 15 MKI/Kr gohammHa n ve-
pe3 60 MuH cemakc 100 MKr/Kr eLle Ha 60 MUH, rocne ye-
ro BbIAENNIN FenaToLuTbl Y NOCTaBUAWN MOTHbIE Ky/b-
TYpbl, fanee Kak paHbLLe.
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. 6. T1N0OTHbIE KyNbTYPbl CTAPbIX KPbIC, BHYTPUOPIOLLMHHAA UHBbeKUMSA nentuga. CoxpaHeHve addekTa NenTuios. a —
Kpbice Becom 500 r Beenv (hr3pactsop, yepe3 60 MUH BbIAENNAN TenaToLmUTbl U MOCTaBUAN NJIOTHbIE KY/bTYpPbl, Aafee Kak
paHbLUe; 6 — Kpbice Becom 480 r BBenn 60 mkr/kr HLDF-6, yepes 60 MVH BbIJeNWM renatoLmTbl ¥ MOCTaBUAN MNOTHbIE Ky/b-
TYpbl, Yepes CyTKN NCCNeA0oBaIN CUHTE3 6enka; B — Kpbice BecoM 350 r BBenn HLDF-6, yepes CyTKM BblAeNMIN renaTounThbl
1 NOCTaBW/M M/IOTHbIE KyNbTYpPbl, eLLe Yepe3 CyTKM UCCNefoBaNN CUHTE3 Befka.
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. 2. OnbIT, aHaJIOTNYHBINA pyC. 6, HO NCCNefoBaNn peaKue KynbTypbl MOMOAbIX KpbIC. & — Kpbice BecoM 300 I BHYTpMOpH-
LLUMHHO BBENN (PU3PacTBOp, MOCTaBUAN PeLKME KyNbTypbl U Yepes CYyTKW UccnefoBav cnHTes3 6enka; 6 — Kpbice Becom 260 1
BBenv 100 MKI/Kr cemakca, fjanee Kak a; B — Kpblice BecoM 290 I BBE/NM CeMaKC, Yepes CyTKM NOCTaBUAN KyNbTYpbl.

LepebpasibHON ULLIEMWW, HapKO3y W APYrMM MoBpe-
XAAKoLWMM BO3AeCTBMSAM. Ero 0c06eHHO peKoMeHay-
tOT MOC/NE UHCY/bTOB W APYrX HapyLLIEHUSX (PYHKLNIA
1 MeTabonmama mosra. [nst HeponpOTEKTOPHOrO Nen-
Tnaa HLDF-6, B paMmKax co3aaHms (hapmMaL,eBTUYECKO-
ro npenapara gns neveHns 6onesHn AnbureiriMepa u
NLLIEMMYECKOTO WHCY/bTa, 6bIN BbIMO/HEHbI B NOJ-
HOM 06beMe JOKIMHUYeCKMe uccnefosaHus (3on1oTa-
pes v gp., 2014; Bodachouk et al., 2016; Zolotarev et al.,
2016). bblna ycTaHOB/MEHA BbICOKash HEMPOMPOTEKTOP-
Haa akTUBHOCTL nentuga HLDF-6, ero npumMeHeHue
NPUBOAUT K NPaKTUYeCKU MOTHOMY BOCCTaHOB/IEHUIO
NamsaTn NP1 3TUX HelpoaereHepaTMBHbIX NAaTo0MMN-

ax. Mentug HLDF-6 npegoxpaHsaeT HEMPOHbI TUn-
nokamna (opraH, MOBpeXaaloLunincs npu 60ne3Hn
Anbureimepa) OT TOKCUYECKOro [eicTBusi 6eta-
amunonga. MNpu atom HLDF-6 a6CcontoTHO HETOKCK-
YeH, N Jaxke TbICAYEKPATHOE MPeBbILLEHWE Teparnes-
TWUYECKOW [03bl HE NPUBOAUT K NATO/OrMYECKUM 13-
MeHeHVAM. [Insi cpaBHEHMSA MOXHO CKasaTb, YTO BCe
npenapartbl, UCNO/b3yeMble B Tepanuun HelipogereHe-
paTMBHBbIX 3a60/1eBaHNIA, 0611aAat0T BbICOKOI TOKCUY-
HOCTbHO Y>Ke NPV NPEBbILLEHNN Ne4eBHO 103bl B He-
CKOJIbKO pas.

Hamu nokasaHo BNMsiHME 3TUX [BYX NeNTUAOB Ha
CUHTE3 Ge/lKa B KNeTKax neyeHun, paHee npu npsiMom

OHTOMEHE3 Tom 51 Ne2 2020
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[EACTBMM Ha renatoumMTbl NOC/e BBEAEHUS NenTuaa
B KYNbTypa/ibHYHO Cpefy, Ternepb Moc/e UHbeKLMn
Kpbice. OCOBEHHO 3HAYMMO Hab/MOJeHVE BINAHUSA
cemakca n HLDF-6 Ha KNHeTUKy cnHTe3a benka re-
naToumnTOB CTapbIX KpbiCc. Kak y)xe oTMeyasnochb, re-
naTouuTbl B 3TOM Cflyyae, MOAENb A1 U3YYeHUs
MEXK/IETOYHbIX B3aMMOAENCTBUIA. PaHee CXOAHbIe
OTHOLLEHWS ornpegjenieHbl B pasHbIX KNeTKax, BK/IO-
yas HepBHble (0630p, Bpoackuia, 2018). ONbIThI in Vivo
NO3BONSIOT PEKOMEH0BaTb KaXAbli NenTufg Kak
NPoMNaKTUYeCKOe M KOMIMEHCATOPHOE CPeLCTBO
ON51 YNYULLEHWS COCTOSAHUSA CTapbIX /IHOLEN.

BNIATOOAPHOCTU

Bnarogapnm LIeHTp KOMIEKTMBHOrO WCMO/b30BaHUA
MBP PAH 3a ncnonsb3oBaHune o6opygoBaHms LIKTT.

PNHAHCVPOBAHWE PABOTbI

PaboTa BbINOMHEHA MNPY YaCTUYHOM Noaaepkke PO DU
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To clarify the organizing effect of peptides Semax and HLDF-6 on the kinetics of protein synthesis in hepato-
cytes, in addition to an in vitro study (Brodsky et al., 2019), the effects of these peptides in vivo have been
studied. The circahoralian (ultradian) rhythm of protein synthesis, a marker of the direct cell-cell communi-
cation, was investigated in rats of different ages. Peptides were injected intraperitoneally to young (2—3 month old)
or old (1.5—2 year old) rats in doses of 50—100 ug/kg. Hepatocytes were isolated and sparse or dense cultures
were established. In young rats that received one or another peptide, in their sparse cultures a rhythm of pro-
tein synthesis was found; in rats of the same age, which were injected with saline, there was no rhythm in such
cultures. In dense cultures of old rats after the action of the peptide, the amplitudes of the rhythm of protein
synthesis did not differ from the rhythms of young rats; after injection of saline, the rhythm amplitudes were
twice as low. Injection of the peptide to adult rats that had previously received dopamine, found a normal pro-
tein synthesis rhythm for rats of this age; the only dopamine injection abolished the rhythm. The synchroniz-
ing effect of the peptides was maintained for at least 2 days after their single administration to the rat. The use
of Semax or HLDF-6 is recommended to compensate for violations of the kinetics of protein synthesis in hu-
mans during aging and pathology.

Keywords: peptides, rhythm of protein synthesis, aging
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[JunaTtomesn Nitzschia palea — LLUMPOKO pacnpocTpaHeHHas 3BPUOMOHTHAsA BOLOPOC/b, 06bUTaloLas B 6eHToCe
MPeCHOBOAHbIX BOAOEMOB 1 BOLOTOKOB, MOYBax U reLuepax. TOT BUL UMEET 6UOTEXHOMOMMYECKUNIA NOTEH-
Unas, noaToMy AaHHbIE O ero 610/10rMn NPeLCTaBSAIOT NPAKTUYECKMI MHTEPEC. XOTA OH M3y4aeTcs AaBHO,
MOAHOW MHhopMaLmn 0 Xu3HeHHOM LmKne N. palea, BKoYas JaHHbIE Mo KapavHaIbHbIM TOUKaM, MO-MPex-
HeMy Hefj0CTaTouHO. B 3ToM cTaTbe, OCHOBaHHOM Ha HaLLMX COBCTBEHHbIX MCC/Ef0BaHUAX U AaHHbIX IUTepa-
TYpbl, Mbl JOMO/HSAEM 1 06006LLaeM MMEIOLLLYIOCA NH(OPMALIMIO O XXM3HEHHOM LIMIKIE BUAA, BK/IHOYasA JaHHbIe
0 mopdonornm, MopthoMETPUM, TEPATONOTNYECKNX CTPYKTYypax CTBOPOK M KapAMHANbHbIX TOUKax. Takke
Brepsble ana N. palea NokasaHo, YTO MOTOMKM HaC/eyoT Y4aCTOK MUTOXOHAPWAIbHOMO reHa cox1 ToMIbKO OT
poamTens ogHoro nona. MonyyeHHble gaHHbIe OyayT BaXHbI NPU UCCNeL0BaHUN moreorpadumm B1a, a Tak-
Xe obecneyart hyHAaMeHTa/IbHYH OCHOBY TEXHO/IOMMW J/INTENbHOTO nogaepxkaHuns N. palea B KynbType.

KntoueBble cnoBa: gnatomoBasi BOAopocsb, Nitzschia palea, XXM3HEHHbIN LMK, KapAUHabHbIE TOYKK, yya-

CTOK reHa cox1, yHunapeHTanbHoe HacnefoBaHme
DOI: 10.31857/S0475145020020020

BBEOAEHWE

Mpepnctasutenu Bacillariophyta Bce vallie ctaHO-
BATCHA 06beKTaMM MPOMbILLIEHHOTO KY/IbTUBMPOBa-
HUA C LefIbI0 NOYYeHUA NOJe3HbIX BellecTs, Mo-
CKOJ/IbKY OHW CMOCOGHbI CUHTE3MPOBaTb KUPHI,
XUPHbIE KUCMOTbI, MNonncaxapupl, NMrMeHTbl, Ha-
HOpa3mepHble KPeMHUCTble CTPYKTYpbl U T.4. (Da-
vidovich etal., 2015; Hess et al., 2018; Jin et al., 2018;
Zhang et al., 2018). OfgHako gnuTtensHoe nojaepxa-
Hue GONbLUMHCTBA KNOHOB 4MaTOMOBLIX BOLOPOC-
Nel B XKM3HECNOCO6HOM COCTOSIHUM NpobieMaTny-
HO M3-3a 0COBEHHOCTEN WX XXU3HEHHOrO LMKNA, B
pesynbTare KOTOPOro NPOUCXOAUT YMeHbLUIeHMe pas-
Mepa K/1eTOK BO BPeMSs BEreTaTUBHOI O pa3MHOXEHUSA
(npasuno MakgoHanbga-rNoutuepa; PowmH, 1994;
Edlund, Stoermer, 1997). Npn 0TCYTCTBMM MONOBOI0
BOCMPOM3BEAEHNA BOCCTaHOB/IEHNE pa3Mepa K/IeTOK
He MPOUCXOAMT, N K/IOH nornbaet. Ho KNoH Takxe
“yMpeT” (NOTEPSIET FEHETUYECKYHD WAEHTUYHOCTb)
13-3a PeKOMO6UHAL MM NP MOSI0BOM BOCMPOn3Bese-

121

HUKn. CnepoBaTe/ibHO, FeTepoTa/lIUHbIE BUAbI, Kak
npaBui0, HEBO3MOXHO MOAJEPXKMBATb B KauyecTse
K/I0HOB B TEUEHME A/INTENbHOTO BPEMEHW, MOCKO/b-
Ky Mpv OTCYTCTBUM COBMECTUMbIX TUMOB CNapyBaHUs
MosIOBOE BOCMPOW3BELEHNE He MPOUCXOAMT. TakuM
06pa3oM, Yepe3 HeCKO/bKO MeCAILEB UK NET (B 3aBU-
CUMOCTU OT CKOPOCTU POCTa Ky/NbTypbl N YMeHbLLUe-
HWS pasMepa 0co6ein) KNETKN JOCTUTHYT MUHUMa b~
HOI0 YKWM3HECMOCOBHOro pasmepa u, 3aTem, NOrNoHYT.
TexHONOrMN NOAAEPXKAHMS  KyNbTyp HEobxoanMo
paspabaTbiBaTh A8 KaXA0ro BUAa, OCHOBbIBasCh Ha
3HaHUWN KJTHOYEBbLIX OCOBEHHOCTEN ero >KU3HEeHHOro
umkna (Chepurnov et al., 2004). CnegosatefibHO, UC-
CNefoBaHNSA XXM3HEHHDIX LIMKNOB AUaTOMEN, BKOYas
MosoBOe BOCMPOM3BEAEHNE, MPU KOTOPOM BOCCTa-
HaB/IMBAKOTCS Pa3Mepbl KNETOK, aKTyaslbHbl Y BaXKHbI.

XKN3HEHHble UWK/bI ANATOMOBLIX paHee Obln
onucaHbl MHOrMmu asTopamu (Drebes, 1977; Mann,
1993; PowuH, 1994; Davidovich, 2002; Chepurnov
et al., 2004; Amato et al., 2005; Trobajo et al., 2005;
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Fuchs et al., 2013). Pa3nnuyaloT HECKONBbKO (ha3 Xun3-
HEHHOro UuKna Auatoment: [LOpenpojyKTUBHYH —
BOCMPOW3BEEHNE K/IETOK TO/IbKO BereTatvBHbIM
CNocoboM C yMeHbLUEeHVEM WX pa3Mepa; Pernpoayk-
TUBHYIO (M0/I0OBOE BOCMPOM3BEAEHME, POCT 3UrOTbl
(aykcocnopbl), Npeobpa3oBaHne ayKcocnopbl B MHU-
LanbHYO KNETKY); MOCTPENPOAYKTUBHYO — BereTa-
TUBHbI POCT MOC/Ie NPeKpaLLeHUs NosI0BOro BOCMPO-
n3segeHus (Drebes, 1977; PowwwmH, 1994). /1. MaiTtnep
(Geitler, 1932) Bblgenun KapanHabHble TOYKW BUAA —
MaKCUMa/lbHble U MMHMaJTbHble pa3Mepbl KNETOK, CO-
OTBETCTBYHOLLME BEPXHEN W HVKHER rpaHMLIaM anana-
30Ha aykcocrnopoobpasoBaHus (MOMOBOTO BOCMPOU3-
BeZeHNs), NMes B BUAY WX YCTOMYMBOE MOCTOSHCTBO
NPY He3HauMTeNbHbIX KONebaHMsAX. STUM KapanHab-
HbIM TOYKaM, BEPOSITHO, COOTBETCTBYKOT MOPOroBble
YPOBHW MeTabo/IMYeCKON aKTUBHOCTY sapa, 00yCnoB-
NMBaKOLLIME Npeen pa3mMepoB KIETOK BMja B rnpoLecce
ayKCoCrnocpoobpa3oBaHusi, rpaHULpl AvanasoHa no-
NOBO3PENOCTU U Nnpegen ymeHbLLeHNs KeTok (Geitler,
1932; PoLmH, 1994). daKTMYeCKN KapAnHasIbHble TOY-
KM MOXHO COOTHECTM C KPUTUYECKMMU Mepuofamu
OHTOreHe3a, KOTOpPble XapaKTepusytoTcs HanbosnbLuel
CKOPOCTbHO pasBUTUSI OpraHu3Ma, U B pesysbTarte fe-
TEPMUHALLN OH BCTYMNAaET B HOBbIV NePUOS XU3HEHHO-
ro umkna (FonmyeHkKoB, 1991). MNMoatomy UHopmMauuns
0 KapAMHa/IbHbIX TOYKaX MOXET ObITb BaXKHA A/1 pas3-
paboTKM MeTOA0B MOAAEPXKAHMA ANAaTOMOBbIX BOAO-
pocnei B KynbType.

Cnoco6 HacnefoBaHUs reHeTUYecKo MHopma-
LN — OfHa N3 BXKHbIX XapaKTePUCTUK XXN3HEHHOIO
umkna. HacnegosaHue mutoxoHapuanbHon OHK un
MUTOXOHAPWIA Y GONbLUMHCTBA MHOIOK/IETOUHbIX Op-
raHM3mMOoB, B TOM YMC/e W YenoBeka, MPOMCXOAMT Mo
MaTtepuHcKon nnHun (Barr et al., 2005). Y anatomo-
BbIX BOAOPOCNE NOA06HLIM CNOCo6 YHMMapeHTab-
Horo (0gHOPOAMTENLCKOr0) Hac/eloBaHUA MUTOXOH-
APUIA MO NIMHAW OAHOMO M3 MOJSIOB OblN YCTAHOB/EH
NNLLb HEJABHO ANS eUHCTBEHHOrO B1aa — Haslea ost-
rearia (Gaillon) Simonsen. 3HaHWe criocoba Hacnefo-
BaHMA JHK opraHensn oTkpbIBaeT BO3MOXHOCTU AN
nccnegoBaHUin B obnactu cmnoreorpadmm 1 pekoH-
CTPYKUMK paccenieHnsi pasae/ibHoMobIX AMaTOMOBbIX
(Gastineau et al., 2013).

[JunaTtomes Nitzschia palea — LumMpoko pacnpocTpa-
HeHHas 3BpMOVMOHTHas BOAOPOC/Ib, KOTOPasi 06bIYHO
06uTaeT B 6eHTOCE MPECHOBOAHbLIX BOAOEMOB U BO-
[NOTOKOB, noysax W neulepax (Trobajo et al., 2009,
2010; Abdullin, 2009; Abdullin, Bagmet, 2015, 2016).
CneKTp MMNUAOB Y NpeLCcTaBnUTeNel 3TOro B1Aa nos-
BONAeT paccmartpueatb Nitzschia palea kak MHoro-
06eLLaloLLmMii UICTOYHUK Cbipbs 419 NMPOU3BOACTBA
o6mnogunsens (Abdel-Hamid et al., 2013; Hassan et al.,
2013). DTOT OpraHn3M TakXXe XapakKTepmayeTcs aHTU-
b6akTepuanbHoii (Binea et al., 2009) 1 doyHrMumMaHom
akTuBHocTbHo (Abdullin et al., 2014), cnocobeH K re-

TepoTpopHoMy nuTaHuo (Abdullin, Bagmet, 2015).
HecMmoTps Ha To, uTo Nitzschia palea nsyyeHa gocra-
TOYHO MOMHO, McYepnbliBaroLLas NHOPMaLNsS O ee
XXW3HEHHOM UWKNe, BK/OYasA CBEAEHUS O Kapam-
Ha/TbHbIX TOYKax, Mo-npexxHeMy OTcyTCcTBYeT. B aToi
CTaTbe, OCHOBAHHOW Ha HalLMX COBCTBEHHbIX MCCle-
[0BaHUSAX N AaHHbLIX NTEPATYPbl, Mbl AOMNOMHSEM U
0006LLIaeM NMEIOLLYIOCA MH(OPMALLMIO 0 XKM3HEHHOM
LMKNe BAAA, BK/KOYas JaHHbIE 0 MOpdonorum, Mop-
(homeTpun, TepaToNorMyeckmx CTPyKTypax CTBOPOK,
KapAnHa/IbHbIX TOUKaX M Criocobe HacnefoBaHUA M-
TOXOHAPWIA.

MATEPUWA/Ibl N METO/bl

Bbiin nccnepoBaHbl TpUHagUath KNoHOB Nitzs-
chia palea. 13 HUX geBATb ObIIV BbleNeHbl U3 pas-
NIMYHbBIX MECTOOOUTaHWI B 3anafHOo YacTu Poccuii-
ckon depepaunm (puc. 1), yeTbipe Hanbonee penpe-
3€HTATUBHbIX MOAE/NbHbIX K/OHA — WX MOTOMKMU,
noslyyYeHHbIe B 1a60paTopuim ¢ UCNONb30BAHMEM MO-
NoBOro BocrpoussefeHns (Tabn. 1). Bece koHbI 6bl-
NN NONYYeHbl METOAOM MUKpONUNeTupoBaHus (An-
dersen, 2005) n KynbTuBMpoBanucb B cpege DM
(Mann, Chepurnov, 2004) B NtoMUHOCTATE C UHTEH-
CMBHOCTbLIO cBeTa 2500—3000 5K (17.9—21.4 MKMO/b
thoToHOB M2 ¢1) ¢ neproaoM 16 : 8 u (CBET : TEMHOTA)
1 Temnepatype ot 20 go 22°C.

KneTkn usyyanm c MCnonb3oBaHWEM CBETOBOM
(Mukmea-1, TOMO, Poccus; Levenhuk 320, USA)
N  CKaHMPYIOLLEA 3MEKTPOHHOM  MWUKPOCKOMUN
(CamScan S2, Oxford, United Kingdom). ins mopdho-
NOTNYECKUX MNCCNEA0BaHWI CTBOPKU QUMLLIAIM NyTEM
KUNAYeHVs] B MEPEKMCU BOAOPOAA, HECKO/bKO pas
NPOMbIBaN AUCTUNNNPOBaHHOM BOAOM 1 MOMeLLau
B cpeny AnbsleBa (3nbswes, 1957) ¢ nokasarenem
npenomneHns 1.67—1.68. [Ana ckaHUpytoLlei anek-
TPOHHOW MuKpockonun (COM) Ha OUULLEEHHBIA K
BbICYLLEHHbIA MaTepuan Hanbinsam 20 HM cnnaea
3o0nota ¢ nannaamem (Au 95%, Pd 5%). Mony4yeHHble
MopoMeTpUYecKMe AaHHble 06pabaTbiBa/in C UC-
Nnosib30BaHMEM MporpamMmHoro naketa Statistica 8.0
n Microsoft Office Excel 2007.

Mapbl KNOHOB B (ha3e 3KCMOHEHLMANBHOMO pocTa
WHOKYNIMPOBaN B vawkuy MeTpn U MHKyGmMpoBann
npwn 18°C npw ecTeCcTBEHHOM OCBELLEeHUM B Cpefe
DM. UT06bI CTUMYNMPOBaTL MOJIOBOE BOCMPOU3BE-
[eHue, B MMHepasibHY0 cpefy f06aB/saiM MOPCKYHO
COfb B KOHUeHTpaumn 2 mr/n (Drebes, 1977; Bagmet
et al., 2017). NMocne TOro, Kak KAeTKM obpasoBanu
napHble raMeTaHrnm, KynbTypbl NEPeHOCUNN B Au-
CTUNNMPOBaHHY0 Bogy. O603HayYeHMsa TUNa cnapu-
BaHWA O6bINN CAeNnaHbl a posteriori Ha OCHOBE pe3y/ib-
TaTOB 3KCMEePUMEHTa/IbHbIX CKpeLiuBaHWn 1 Co-
rnacHo pekomeHpaumam B.A. YenypHoBa C COaBT.
(Chepurnov et al., 2005).
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. 1. MpowucxoxaeHne 9 npmpoaHbIx KNoHoB Nitzschia palea (Google Maps, 2019). 1 — Pk10; 2 — Pk9; 3 — Sv30; 4 — Sv26;

5 —Che70; 6 — ChH23; 7 — Br; 8 — Sht18; 9 — Ch3ch.

Ana aHanusa AHK kynbTypbl N. palea otémpann
BO BPEMS 3KCMOHEHLMabHON (ha3bl pocTa U KOH-
LEeHTpUpoBaNN LIEHTpUdyrnpoBaHmem. O6Llas re-
HomHas AHK 6bina BbigeneHa cornacHo LL.C. 9xTy ¢
coasT. (Echt et al., 1992) ¢ HekoTOPLIMU MOAU(UKE-
umamn K.B. Kncenesa ¢ coaBT. (Kiselev et al., 2015).
MLP-aMmnangmkaumio KognpyeMon nnactTngom o06-
nactu rbcL npoBoamnum cornacHo A. AmMaTto ¢ COaBT.
(Amato et al., 2007) ¢ ncnonb3oBaHMeM NpariMepoB
rbcLI1F, rbcLI1R, yyacTKa reHa coxl — ¢ Ucnosb3o-
BaHMeM nparimepoB GazF2 n KEdtmR (Evans et al.,
2007) B amnnndmkatope T100 Thermal Cycler (Bio-
Rad Laboratories, Inc., USA) ¢ Habopom IMLLP Ency-
clo Plus (EBporeH, Mockea, Poccus). MpoayKTbl
MUP ounwann peareHToOM 418 OYNCTKN MPOLYKTOB
MLUP ExoSAP-IT (Affymetrix Inc., USA) 1 cekBeHN-
poBasiv B 0601x HanpasneHusx B LieHTpe KonnekTune-
HOTrO Mo/b30BaHWA “BUOTEXHONOTNS N TeHeTUYecKas
nHxeHepua” ®HLL buopasHoobpasns OBO PAH c
MCMOoNb30BaHMEM FeHeTUYecKoro aHanmsaropa ABI
3500 (Applied Biosystems, USA) ¢ Habopom ans ce-
KBeHMpoBaHua BigDye Terminator v. 3.1 (Applied
Biosystems, Maryland, USA) u Temn e npaimepa-
MW, KOTOpble ncnons3osanuck ana MNMUP. Mocnego-
BaTeNIbHOCTX ObINN CO6GPaHbl C MOMOLLBIO NaKeTa
Staden v. 1.4 (Bonfield et al., 1995) n BbIpOBHEHbI
BPY4HyI0 B nporpamme SeaView (Galtier et al., 1996).
Bce BHOBb MO/y4YeHHbIe MOCNeA0BaTENbHOCTU ObIN
nomeLleHbl B GenBank nog pernctpaumoHHbIMU HO-
mepamn MK887232—MK887243 (Tabn. 1) n cpaBHe-
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Hbl ¢ Apyrnmmn KnoHamu Nitzschia palea, 4oCTynHbI-
MUK ¢ nomoLusto noncka BLAST (https://blast.ncbi.
nim.nih.gov/Blast.cgi).

PE3Y/NIbTATDI

CeKBeHMpOBaHMe y4vacTka MUTOXOHAPUASIbHOro
reHa cox1 y 12 n3 13 npoaHasM3npoBaHHbIX KIOHOB
BbISIBWU/I0 Ha/IUYME ABYX FEHOTUMOB, OT/INYAOLLMXCA
Apyr oT Apyra, NMo MeHbLLUein mepe, 73 3ameHaMMu.
MepBbIi reHOTUN C )parMeHTOM y4acTKa reHa coxl
ANMHOM 695 Nap HYKNeoTUAOB 6bln O6HAPYXXEH Y ce-
MU nipupogHbIX KnoHoB (Pk10, Pk9, Sv30, Sv26,
Che70, ChH23, Br) n gsyx mux notomkos (PkB u
CheP) (tabn. 1). Pe3ynbtaTbl noncka BLAST noka-
3a/1M CPOACTBO 3TOro reHoTMna K knoHam Nitzschia
palea SriLanka2 (FN557063) n India (FN557056) ¢
WAEHTUYHOCTbIO MocnegoBatesibHocTelr 92.03
92.61% cooTBeTCTBEHHO. BTOpoii reHoTun ¢ gpar-
MEHTOM y4acTKa reHa cox1 AnmHon 679 nap HyKeo-
TUZOB XapaKTepr30Ba/l NPUPOAHbIN KMoH Shtl8 1 aea
ero notomka ShtS n SvSh (1abn. 1) 1 6b11 CX0AeH € Kno-
Hom Japan C (FN557054; Trobajo et al., 2009) n kno-
Hom N. palea TCC570 (KC736651; Kermarrec et al.,
2013) C naeHTNYHOCTLIO MocnefoBaTelbHOCTeN 94.99
94.83% cooTtBeTcTBEHHO. CornacHo pesynbTaram re-
HOTMNMpPOBaHUS Ccox1, poauTenn nabopaTopHbIX
KMOHOB (Tab/. 1) NpeAcTaBNsANN pasHble reHOTUMbI,
HO Y MX MOTOMKOB 0bl/1 BbISIB/IEH TO/IbKO OfMH reHO-
TVN, YTO NOATBEPXAaeT HabnoaeHne P. acTUHO ¢
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Q) U 1. MNpoucxoxaeHne 1 perncTpaLMoHHbIi HoMep B 6a3e fJaHHbIXx GenBank n3yyeHHbIx KnoHoB Nitzschia palea
Ne KnoH MecToobuTaHme 1 pacnonoxeHue Aara PervcTpauoHHbIN Homep
BblfeNIeHnA B 6a3e faHHbIX GenBank
1. |Pk10 [loHHbIe 0TNOXEHMA 13 pydba HakMOHHBIN, neLepa 27.09.2013 | MK887232
eonoros-2, NMepMckuii Kpaii
2. |Pk9 JOHHbIe OTNOXEHNS U3 pydbst MapcuaHcKuid, newepa | 04.10.2013 | MK887233
"eonoros-2, NepMcKunii Kpaii
3. |Sv30 JOHHbIe OTNIOXeHUS U3 pyybsa, newlepa CesepHasd, 17.07.2013 | MK®887234
CBepa/nioBcKas 061acTb
4. |Sv26 Cockob co cTeHbl, newiepa CesepHas, CeepaoBckas 15.07.2013 | MK887235
obnactb
5. |Che70 |OTtnoxXeHus BO3/e 03epa, NeLepa AneHyLlka, Yens- 05.07.2011 | MK887236
H6UHCKas 0bnacTb
6. |ChH23 |IpyHT, newepa Nog BncAYMM KaMHeM, Pecnybnnka 06.10.2012 | MK887237
BalukopTocTaH
7. |Br JOHHble OTNOXeHUS, PbIBMHCKOE BOAOXPaHWINLLE, 15.09.2014 | MK®887238
ApocnascKas 06nacTb
8. |Shtl8 | [oHHble OTNOXeHUS, pyyeit Xapana, Pecnybnunka baw-| 11.08.2014 | MK887239
KopTOCTaH
9. |Ch3ch |IpyHT, NrHatbeBckas newepa, YenabuHckas o6nactb 15.09.2011 | KJ729150
10. |ShtS MoToMOK KNOHOB Sht18 n Sv26 27.09.2014 | MK®887240
1. |PkB Motomok knoHos Pk10 n Br 20.09.2014 | MK®887241
12. | SvSh MoTtomok knoHos Sv30 n Sht18 27.09.2014 | MK®887242
13. |CheP Motomok knoHoB Che70 n Pk10 10.10.2014 | MK®887243

coaBT. (Gastineau et al., 2013) 06 yHMNapeHTaIbHOM
nepegave MMTOXoHApUanbHoM AHK, oTMeyeHHoe y
Haslea ostrearia. Jna knoHa Ch3ch 6b151 ceKBeHMpo-
BaH Y4aCTOK nfiacTugHoro reHa rbcl. dparmeHT
ANMHOM 365 Map HYKNeoTMAOB MOKaszan 61m3Koe
cpoacteo K mn3onaty N. palea TCC 480 (KJ542465;
Rimet et al., 2014) 1 knoHy New Scot2 (HF675128;
Roviraetal., 2015) ¢ naeHTUYHOCTbLIO NOCNeA0BaTENb-
HocTeln 99.73 n 99.18% coOTBETCTBEHHO. LaeHTNY-
HOCTb MOC/eA0BaTeNIbHOCTEN cox1 1 rbcl Halumx 06-
pasuoB Cc npeactaButenamu apyrmx smaos Nitzschia
Oblna 3HaYMTENBHO HMXe (<84 n <98% cooTBeT-
CTBEHHO).

O6Lwan Mmoponorus KNeTok 1 ynbTpacTpykTypa
CTBOPOK KJIOHOB, MCC/IEOBaHHbIX KaK B CBETOBOM,
TaK 1 B CKaHMPYIOLLE 3/1eKTPOHHOM MUKPOCKOMUN,
COOTBETCTBYHOT OMWUCAHWUAM, TMPUBEAEHHbIM [N
Nitzschia palea pasnuuHbiMu aBTOpamu (Krammer,
Lange-Bertalot, 1988; Trobajo et al., 2009; Hofmann
et al., 2011). Pasmepbl CTBOPOK, NAIOTHOCTW (hnbyn 1

LLUITPUXOB HALLINX KNOHOB NpuBeAeHbI B Tab/. 2. Cpe-
AW M3MepPeHHbIX CTBOPOK CPeAHSSA NIOTHOCTb by
Bapbuposana oT 10.53 o 12.76 B 10 MKM, a cpefHsA
MAOTHOCTbL LWITPUX0B — OT 31.57 o 33.84 B 10 MKM.
CpefHsaa wupuHa CTBOPOK mM3meHsanacs ot 3.03 go
4.46 MKM. 3HaunTeNbHee BCero BapbupoBasia cpej-
HAS A/iMHa cTBOpOK (0T 10.48 10 50.74 MKM), UTO 6bI-
N0 CBSI3aHO C YMeHbLLeHNEeM pa3Mepa B TEYeHWE XKN3-
HEHHOr0 UMKa. Y BCeX U3YyYeHHbIX K/IOHOB U3 BCEX
nokasaTesieil CTaTUCTUYECKN 3HAYMMO pasfinyanacb
(p <0.05) Ton1bKO AnnHa. [NMpr 3TOM BCe K/IOHbI MOKa-
3a/11 NPOrpeccuBHOE YMeHbLUeHWE 4/IMHbI KNETOK C
TEYEHVEM BPEMEHW. Y BCeX K/IOHOB CTBOPKU Obliv
NVHENHO-NaHUETHbIMK (Tabn. 2, puc. 2, 1-5) un
NaHueTHbIMK (Tabn. 2, puc. 2, 6—12) ¢ KNHBOBUAHbI-
mu (Tabn. 2, puc. 2, 1-5) nnm oTTSHYTO-K1HOBOBUA-
HbiMn (Tabn. 2, puc. 2, 6—12) koHuamu. TONbKO
CTBOPKM KnoHa Ch3ch 6binn WMPOKO anamnTuye-
ckumu (Tabn. 2, puc. 2, 13), ¢ LUIMPOKO 3aKPYT/IEHHbIMU
KOHUamu (Tabn. 2, puc. 2, 13). lnnHa CTBOPOK 3TOr0
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Q) U 2. MopchomeTpuryeckme n bruonornyeckune xapakrepmuctukn 13 knoHos Nitzschia palea
LLnpunHa, dunoynel/ LWtpuxn/ CnocobHOCTb
KnoH | OnvHa, MKM
MKM 10 MKM 10 MKM dopma K NOJI0BOMY
dopma KOHL0B
CTBOPKM BOCMPOU3-
min—max (X % s) BeJeHM o
Pk10 16.94—24.05 | 2.67—3.64 9.86—12.39 29.95—35.60 |JlaHLeTHas OTTAHYTO-K/H0- +
(21.07 £0.18) | (3.03 £ 0.03) | (10.98 £ 0.10) | (33.53 £0.19) BOBMHbIE
(n=73) (n=73) (n=43) (n=47)
Pk9 26.85—32.26 | 2.78—3.66 9.65—13.77 31.49—35.13 | /InHeliHO-naH- | KnoBOBMAHbIE +
(29.89+0.17) | (3.29+0.03) | (11.03+0.12) | (33.53 +0.13) |ueTHadA
(n=255) (n=55) (n=46) (n =46)
Sv30 17.08—25.76 | 2.94—3.64 10.02—13.84 | 29.99—35.34 |JlaHuUeTHas KnoBoBUaHbIE +
(20.97 £0.22)| (3.30+£0.02) | (11.53 +£0.12) | (32.92+0.22)
(n=79) (n=79) (n=59) (n=146)
Sv26 20.04—27.08 | 2.96—3.62 10.47—15.03 | 30.49—35.08 |/IMHeiHO-naH- | KntoBOBMAHbIE +
(24.69 £0.25)| (3.36 = 0.02) | (12.21 +£0.16) | (33.73 £0.16) | ueTHas
(n=164) (n=264) (n=>52) (n=45)
Che70 | 12.44—17.91 | 2.88—4.30 10.10—14.90 | 31.72—36.13 |/laHLETHas KnoBoBUaHbIE +
(1515+£0.24) | (3.49+0.05) | (12.63+0.22) | (33.84+£0.22)
(n=238) (n=238) (n=38) (n=41)
ChH23| 11.35—16.84 2.86—3.58 10.68—14.82 | 30.44—35.07 |JlaHueTHas KntoBoBnaHbIE +
(15.57 £0.20) | (3.17 £0.02) | (12.63 +0.16) | (33.13+0.14)
(n=47) (n=47) (n=47) (n=142)
Br 23.10—26.47 | 2.68-3.69 9.73—13.83 29.94—-35.25 | flaHueTHas OTTAHYTO-K/H0- +
(24.85+0.05)| (3.21 £0.02) | (11.28+0.11) | (32.78 £0.18) BOBWHbIE
(n=177) (n=177) (n=168) (n=75)
Shtl8 | 17.62—27.74 | 2.88—3.69 9.80—13.94 30.13—34.65 |JlaHueTHas OTTAHYTO-K/HO- +
(23.28 £0.18) | (3.27+0.02) | (11.45+0.11) | (32.95+0.18) BOBWHbIE
(n=97) (n=97) (n=58) (n=149)
Ch3ch | 8.92—12.41 3.57—5.06 10.11-14.82 | 30.55—34.98 |LLupoko LLnpoko —
(10.48 = 0.07) | (4.46 £0.02) | (12.76 £0.18) | (33.02 £ 0.19) |3anMNTHUYeCKaA | 3aKPYIEHHblE
(n=159) (n = 159) (n =46) (n=238)
ShtS 46.81-51.89 | 2.87—3.65 10.17—12.52 30.18—35.21 | /InHenHo-naH- | KntoBoBMAHbIE —
(50.74 £ 0.13) | (3.12+0.02) | (11.04 £0.07) | (32.02 £ 0.16) |LeTHadA
(n=45) (n=45) (n=45) (n=45)
PkB 48.49-53.45 | 3.03-3.69 9.49—-12.84 31.51—35.35 |/InHeWHo-naH- | KntoBOBMAHbIE -
(50.61 +£0.13) | (3.35+0.02) | (10.95 £ 0.15) | (32.94 +0.18) |uLeTHadA
(n=176) (n=176) (n=136) (n=236)
SvSh 40.92—46.0 2.87-3.70 9.70—11.46 31.14—34.60 |JIvHeiHO-naH- | KnoBoBMaHbIe —
(44.28+£0.14) | (3.32£0.03) | (10.53 = 0.08) | (32.68 = 0.15) |ueTHas
(n=70) (n=70) (n=43) (n=43)
CheP | 36.24—42.55 | 2.84—3.70 10.16—13.01 30.22—33.76 | JInHeliHO-naH- | KnioBoBUAHbIE -
(40.00 £ 0.15) | (3.34+£0.02) | (11.69 £0.12) | (31.57 £ 0.15) | ueTHas
(n=102) (n=102) (n =46) (n=41)

MprmeyaHyie. X — cpefHee, s — OLLUMGKA CPeHEro, N — YKC/I0 U3MEPEHWIA.
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Q) U 3. Pe3y/bTaTbl 3KCMEPUMEHTOB MO CKPELLMBAHMIO MEXY NPVPOAHLIMK KnoHamu Nitzschia palea

Sv30(a) | Sv26(a) | Pk10(a) | Pk9(a) [Che70(b)| Shti8(b) | Br(b) [ChH23(b)| Ch3ch
Sv30 (a) 0
Sv26 (a) — 0
Pk10 (a) — — 0
Pk9 (a) — — — 0
Che70 (b) + + CheP — 0
Sht18 (b) SvSh ShtS + — — 0
Br (b) + + PkB + — — 0
ChH23 (b) + + + — — — — 0
Ch3ch — — — — — — — — 0
MpumeyaHue. “+” — NONOBOE BOCNPON3BEAEHME HABNOAANOCH B CMELLIAHHOM KynbType; “—" — N0n0BOe BOCNPON3BEAeHME OTCYT-

CTBOB&/10 B CMELLAHHOM KynbType; “0” — Noa0Boe BOCMPOU3BeAEHME OTCYTCTBOBA/I0 B MOHOK/IOHA/IHOM KynbType; “a” — Tun cna-
puBaHus 1; “b” — Tmn cnapyBaHmns 2.

KNOHa Takke Obl/ia HAMMEHBLLIEI CPean BCEX UCCNEA0-  YMEHbLUEHUN A/IMHbI KNeToK Ao 9—10 mkm (puc. 3),
BaHHbIX (Tabn. 2, puc. 2). Kpome Toro, y Ch3ch nosisB-  xota npu 6os1ee KpynHbIX pa3mMepax OHU He OTMeva-
NANUCL TepaToNIorMYeckme CTPYKTYpbl CTBOPOK Mpu  nvck. Habntoganock o6pazoBaHme BTOPOro psga hm-

1 2 3 4 5 6 7 8 9 10 1 12 13
(8)
|
(6)
€)] 10 MKM
L J

. 2. Mopdchonorusi ctBopok 13 knoHoB Nitzschia palea. 1 — ShtS; 2 — PkB; 3 — SvSh; 4 — CheP; 5 — Pk9; 6 — Br; 7 — Sv26;
8 — Shti18; 9 — Sv30; 10 — Pk10; 11 — Che70; 12 — ChH23; 13 — Ch3ch. PaznuuHble hasbl )XM3HEHHOr 0 LIMKa: a — AOPenpo-
JYKTUBHasA; 6 — penpoAyKTUBHas; B — NMOCTPENPOLYKTUBHaAS.
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(a) M6 . 3 m
() L 3m 1om,
@ L m (e L m

. 3. Tepatonornyeckme CTPYKTypbl CTBOPOK y KioHa Ch3ch. a, 6 — 061umii BUj CTBOPOK; B, I — 06pa3oBaHme BTOPOro paja
thnbyn; g — AyroobpasHoe pacnonoXeHne LUTPUXOB; e — NOJHas PeayKLU s HEKOTOPbIX apeon.

6yn (puc. 3B, 3r), ayroobpasHoe pacrnonoXeHue
LWITPUX0B (puc. 34), a TakXkKe NOJSTHaA PefyKumsa HEKO-
TOpbIX apeon (puc. 3e).

Hw ognH 13 koHoB N. palea He 06HapyXuBan Ka-
KMX-/M60 NPM3HAKOB MO/I0BOr0 BOCMPOU3BEAEHNA B
MOHOKJ/IOH&/IbHbIX Ky/IbTypax. [103ToMy Mbl NpoBeNv
reTepoTa/i/INyeckoe TeCTMPOBaHME MyTem CMeLINBa-
HWS K/IOHOB NOMapHO, YTO B HEKOTOPbIX C/ly4asX Bbl-
3bIBa/I0 M0OM0BOE BOcnpomsseaeHwe (tabn. 3). Kno-
Hbl Sv30, Sv26 1 Pk10 npuHagiexxanm K o4HOMY TUMy
cnapusaHus (nona), KOTopbli Mbl 0603Ha4Yaem “a”,
M 3TOT TUM Obl COBMECTMM C MPOTUBOMOOXHbLIM
TMNOM cnapuBaHuAa (nona) “b”, npeacTaBfeHHbIM
KnoHamu Che70, Sht18, Br n ChH23 (tabn. 3). OT-
CYyTCTBME PENPOAYKTUBHON N30MALUN MEXAY 3TUMMN

OHTOrEHES3 Ne 2

Tom 51 2020

KNOHaMV MOXET CBUAETENbCTBOBATb 06 UX NPUHai-
NEeXXHOCTU K O4HOMY BMAYy COrNacHO 6MONOrMYeCKOii
KoHuenuuu suga. KnoH Pk9 (Tmn cnapmeaHusa “a”)
yCheLHO crnapueasncs Tonbko ¢ Br (“b™), ¢ apyrumm
K/IoHamMu Tuna criapyueaHms “b” rnonosoe BOCNPOU3-
BeAeHne He Habntoganock (Tabn. 3). KnoH Ch3ch He
nokKasas NpM3HaKoB MO/I0BO aKTUBHOCTW C OCTaslb-
HbIMWU KNOHamKn. Mbl nonaraem, YTo 3TO CBA3aHO C
TeMm, YTO [i/IHa ero CTBOPOK 6bl/ia HaMMeHbLUEN cpe-
A BCEX UCCNefoBaHHbIX (Tabn. 2), 1, BeposiTHee BCe-
ro, OH y>xe Obl1 BHE juanasoHa ckpewmsaHus. Hu
OfIVH U3 KNOHOB, MOJTyYeHHbIX B nabopatopum (ShtS,
PkB, SvSh, CheP), He obGHapyxwuBan KaKunx-nmb6o
NPU3HAKOB MO/I0BOI0 BOCMPOU3BEAEHWSA, KaK C Mpu-
POAHBLIMW KNIOHaMU, TaK U ApYr C APYroM.
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OBCYXOEHWE

HekoTopble hasbl XXM3HEHHOrO UMKna Nitzschia
palea 4aCTWUYHO BblM onucaHbl P. Tpobaxo ¢ coasT.
(Trobajo et al., 2009), H/Ke Mbl AOMOMHSAEM 1 0606-
LLLaeM BCe 3TV [JaHHbIE.

Bbin0 06HapyXXeHo, 4TO MOPKOIOrna CTBOPOK,
NX A/IMHA M CMNOCOBHOCTL K MOSI0BOMY BOCMPOU3Be-
feHno Bcex 13 wuccnepoBaHHbIX KNOHOB Nitzschia
palea BapbMpOBa/IN B 3aBUCUMOCTW OT (Dasbl NX XKN3-
HEeHHOro uukna (puc. 2, Tabn. 2).

X &8’ [ 7 . Bce yeTbipe Halmnx Kno-
Ha (ShtS, PkB, SvSh n CheP), nonyyeHHble B pe3ysib-
Tate N1abopaTopHOro CKpeLMBaHWA, HaXOAWIUCL Ha
3TON hase XM3HEHHOro LMK/, MOCKO/bKY A/IMHA UX
CTBOPOK Oblifia HanbONbLLIEN Cpean M3YHEHHbIX KO-
HOB, 1 OHW BOCMPOM3BOAU/INCH TO/IbKO MyTeM BereTa-
TUBHOIO fefeHus Knetok (Tabn. 2). CTBOPKM 3TUX
K/IOHOB XapaKTepu30Ba/INChb CpefHen AnnHoi ot 50.74
£0 40.00 MKM 1 CTBOPKaMu IMHEHO-NaHLEeTHO (hop-
Mbl C KNHOBOBMAHbIMM KOHUamu (Tabn. 2, puc. 2).
CxofiHble JaHHble 6bINK NMosy4eHsbl 1 P. Tpobaxo ¢ co-
aBT. (Trobajo et al., 2009).

X &8’ [ 7 . CornacHo P. Tpo6axo ¢ co-
aBT. (Trobajo etal., 2009), ABe KNETKM NPOTUBOMONOX-
HOro TUMNa cnapuBaHNa COeAMHAKTCA CO0KY 1 06paso-
BbIBAKOT [BE raMeTbl B KXKAOW. 3aTeM ramMeTbl MUrpu-
PYIOT Yepes3 ABe KOPOTKMe KOMYNALMOHHbIE TPYOKN 1
C/IMBAOTCS C 06pa3oBaHMEM [BYX 3Ur0T, KOTOPbIE 13-
HaYa/IbHO 3IIUMCOUAATIbHbIE UMW YA/IMHEHHbIE U Ne-
XKar BHYTpW rameTaHruveB. [oBegeHVe raMeTaHrmyma
N raMeT SABNSIETCS, NO-BUAVMOMY, O4NHAKOBbLIM Y 060-
NX TUMOB chapmBaHuA (MM NPOTUBOMO/OXHOrO No-
na). Kaxaplin rametaHrmym npoTUBOMOIOXHOIO T1Ma
cnapusaHua B OG0 rpynne crnapvBaHUs NPou3BO-
OUT OfHY aKTUBHYHO rameTy 1 OfiHY NacCUBHYIO rameTy
(TpaHc-TMN M3NONOrMHECKO aHM30raMmmK), B OTIN-
4Ke OT MO0BOro PasMHOXeHUS B 6/11M3KOM pofe Pseu-
do-nitzschia, rge rametaHrum ABAAOTCA MO0 MyX-
CKUMU, NNBO YXeHCKUMK (LUnc-tmun dmsmonormnye-
cKoW aHu3orammn) (Chepurnov et al., 2005; Amato
et al., 2007). 3atem 3uroTbl pacLumpstoTcs (B Buae
ayKcocnop) napainensHo anukaibHbIM OCSAM rame-
TaHIa 1 06pa3oBbIBaOT NHULMA/IbHbIE KNETKU, MO-
ABNSAETCA cnegytowlee nokoneHwe (Trobajo et al.,
2009). B HawleMm vccneoBaHMM BECHOM, IETOM U Oce-
HbHO MapHble raMeTaHrMn opPMUPOBAINCL Ha 2-1 iIeHb
OT HaYa/1a IKCrepuUMeHTa, ayKCoCcmnopbl — Ha 3-i1, NHN-
UunasbHble KNeTKU — Ha 5-i aeHb. 3MMoiA, 0aHaKo,
napHble rameTaHrum opmMmpoBasnch Ha 3-i feHb
OT Hayasna 3KCrepumeHTa No cnapuBaHmIo, ayKco-
Crnopbl — Ha 4-1 fieHb N UHULMANbHbIE KNETKN — Ha
7-1 ileHb. BO3MOXHO, 3T0 6b1/10 CBS3aHO C YMeHbLLe-
HWEeM MHTEHCUBHOCTW OCBELLEHNS 3MMOIA. AHa/I0TNY-
Has KapTuHa Oblna 0TMeYeHa y HEKOTOPbIX APYrnX BU-

[oB anatomoBebix (Drebes, 1977; Mann, 1993; PoLumH,
1994; Davidovich, 2002; Chepurnov et al., 2004).

DKCMNEePUMEHTBI MO CKPELLMBaHMIO MOKa3a/n, 4T
BoceMb KoHoB (Pk10, Pk9, Sv30, Sv26, Che70,
ChH23, Br n Shtl8) Haxoannmcb Ha penpoayKTuB-
Hoii thase. CpeaHsAa AnnHa CTBOPOK Ha 3ToM (hase Ba-
pbupoBana ot 29.89 go 15.15 Mkm (Tabn. 2), opma
CTBOPOK W3MEHSacb OT JIMHEMHO-NaHUETHbIX K
NaHUETHbIM C K/HOBOBUAHBLIMU UMW OTTAHYTO-K/IO-
BOBUAHbIMWN KOHUamu (puc. 2). B Lenom ato cooT-
BETCTBYeT [aHHbIM, NpuBeAeHHbIM P. Tpobaxo ¢ co-
aBT. (Trobajo et al., 2009). Ha 370l thase coxpaHseT-
CA TUMWUYHasA MOP(ONOrna CTBOPOK, HO CYLLECTBYET
TeHJEHUNA K YMEeHbLUEHWIO UX A/IMHbI MPU COXpaHe-
HUW LUMPUHbI U PacLLUMPEHNN KOHL0B.

X &8’ [ 7 . HaaToli (hase Kn3HeH-
HOT0 LIMK/1a Haxoamsca ToNbKo K1oH Ch3ch, nockosb-
KY OH He 6bl/1 CNOCOGEH K M0/I0BOMY Pa3MHOXEHUIO U
NMen 3HaUnTeNIbHO 60/1ee KOPOTKUE CTBOPKMU, YeM Bbl-
N0 BbISAB/IEHO /151 CTBOPOK Ha PernpoLyKTUBHOM (hase
(cpegHsa onmHa coctasnana 10.48 Mkwm; Tabn. 2).
YMeHbLLEHNE ANMHBbI CTBOPOK, HO He WX LUMPUHbI,
NPUBENO K U3MEHEHWIO UX BHELLIHETO BUAA U Nepexosy
K LUMPOKO 3/IMATUYECKMM CTBOPKAaM C LUMPOKO 3a-
KPYrneHHbIMW KOHLaMK. Ha aToii hase nosBuanck Te-
paToiornMyeckmne CTPYKTYpbl CTBOPOK, KOTOPbIe paHee
He HabN4aNCb HAMW B TEYEHWNE XXU3HEHHOTO LIKNa
N. palea. OCHOBHbIMM (haKTOpPamMu, Bbl3blBatOLLMMU
(hopmmnpoBaHMe TepaTonornn, ABMAKTCA 3arpsisHe-
HUe TSHXKeNbIMU MeTasllaMun U ANNTENbHOE KyNbTUBU-
poBaHue, CBA3aHHOE C Ma/lbiM pa3MepoM K/eToK
(8nvHon) (MeHkan, Ennsaposa, 1989; Estes, Dute,
1994; Falasco et al., 2009). B Hawlem cny4ae 3arpssHe-
HWe TAXKeNbIMU MeTasINIaMN MOXKET ObITb UCK/TKOYEHO, U
Mbl MOXKEM NPELNONoXNTb, YTO K 06pa3oBaHUIO Tepa-
TONIOMMYECKNX CTPYKTYP Y KNoHa Ch3ch npuseno gnu-
TefbHOoe ero KynbtuBMposaHue (¢ 2011 roga) 1 3Havym-
Te/lbHOe YMEHbLUEeHWe [MHbI ero KieTtok. KroH
Che70 Takke KynbTMBUMpYyeTca ¢ 2011 rofa, HO cpeg-
HAA 4/IMHA ero K/eTok 6biia 60/blue, YeM Y K/IOHa
Ch3ch. P. Tpo6axo ¢ coasT. (Trobajo et al., 2009)
TaKke Co0bLLaMN 0 CXOAHOM MOPO/IOrMn 1 pasmepax
CTBOPOK (cpegHsAa anuHa o1 13.44 o 11.97 MKM) y
AByx KnoHoB (Japan Al v Japan E), HO Kakne-nn6o
aHOMa/IM CTBOPOK Y 3TUX K/IOHOB He Hab/o4a/INCh.

& )+ \ /” .HaocHoBaHUM npoBefeH-

HbIX HabNIOLEHUIA W [AaHHbIX NUTEpaTypbl MOXHO
caenaTb BblBOf, 4TO Nitzschia palea cnoco6Ha K no-
NOBOMY BOCMPOU3BEAEHUSA NPY CPeHEeN ANNHe CTBO-
pok B Anana3oHe 29.89—15.15 MKM. Bblo 0TMeyeHo,
4TO KNOH PK9 ycreluHo cnapmBancs TOMbKO ¢ Br, HO
He ¢ ApyrumMmn KnoHamu (Taén. 3). Bo3MOXHO, 4TO
CMOCO6GHOCTb K MOJIOBOMY BOCMPOM3BELEHUIO CHU-
XaeTcs K HYDKHENM rpaHuLe 3Toro guanasoHa. Takum
o06pa3om, Ans 3TOro BMAA AMaTOMEN BEPXHAA Kapaun-
OHTOrEHES3 Ne 2
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Ha/lbHas TOUYKa cocTaBASeT 0K0N0 30 MKM; HUXHSASA
KapauHa/lbHasa TOYKa — OKOJ10 15 MKM.

M3BeCTHO, UTO Y AMaTOMOBbIX BOLOPOC/IEN pa3mep
KNETOK, HaXOASLLMXCS B BEPXHEN KapAWHabHOM TOY-
Ke, OnpefensitoLleri nepexoq OT LOPenpOAyKTUBHOM
(hasbl K penpojyKTUBHOM, COCTaBNseT NpumepHo 50%
OT MaKCMMa/bHOr0 BUAOCMNELM(NYECKOrO pa3Mepa
(Davidovich, 2000). B cny4ae ¢ Nitzschia palea 310 co-
OTHOLLIeHMe COCTaB/sA/10 0KO010 47%, UTO NOATBEPXKAA-
eT paHee BbISAB/IEHHYHO 3aKOHOMEPHOCTb.

SAKTHOYEHWE

Takunm 06pa3om, Ha OCHOBE HaLLWX UCCeL0BaHN
N [aHHbIX NINTEPaTypbl, ONUCaH >KWU3HEHHbIA UMK
LLIMPOKO pPacnpoCTPaHEHHOW 3BPUOMOHTHOM AnaTo-
moBoii Bogopocnn Nitzschia palea, BKnoUaroLLmin go-
PENPOAYKTUBHYIO, PEMNPOAYKTUBHYIO W MOCTPenpo-
AYKTUBHYHO (hasbl C onvcaHmueM Mopdgoniornm 1 Mop-
(hoMeTpUM CTBOPOK Ha Kaxxaol (hase. Bnepsble ans
[aHHOI 0 BMa BbISIBNEHbI KapAMHA/IbHbIE TOYKW, CBSA3b
TepaToIorM4yeckmx CTPYKTYp CTBOPOK C MOCTPEnpo-
[YKTUBHOW (ha30i pa3BUTUSA, a TaKkxKe YHUMapeHTaslb-
HbI1 CNOCO6 HacnefoBaHUSA MUTOXOHAPWIA. [onyyeH-
Hble JaHHble BaXXHbI ANA U3ydeHUst dmnoreorpahmm
[aHHOro opraHM3ma, a Takxe obecrneyar pyHaaMeH-
Ta/lbHY0 OCHOBY TEXHO/IOTUWN J/IMTENIbHOTO MoALep-
»kaHma Nitzschia palea B KynbType.

COBNHOAEHNE STUYHECKX CTAHOAPTOB

HacTosiwas ctaTtb He COAEPXKUT ONUCAHWUS BbIMOS-
HEeHHbIX aBTOpPaMW MUCCNeAoBaHUIA C yyacTUeM Jto-
e NN UCMONb30BaHMEM >XMBOTHbLIX B KayecTBe
00BbEKTOB.
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The diatom Nitzschia palea is a widespread eurybiontic alga that inhabits the benthos of freshwater ponds and
watercourses, soils and caves. This species has a potential for biotechnological applications; therefore, knowl-
edge of its biology is important. Although the species has been studied quite extensively, comprehensive in-
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formation on its life cycle properties, including cardinal points, is still lacking. In this contribution, based on
our studies and literature data, we supplement and summarize the available information on the species’ life
cycle, including data on morphology, morphometry, teratological structures of valves and cardinal points. It
was also shown for the first time for N. palea that progenies inherit a site of the mitochondrial gene cox1 only
from a parent of the same sex. The data obtained will be important in the study of the phylogeography of the
species, as well as provide the fundamental basis for the technology of long-term maintenance of N. palea in
culture.

Keywords: diatom, Nitzschia palea, life cycle, cardinal points, site of gene cox1, uniparental transmission
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MpeacTaBnieH OHTOreHes aNUMUTHOrO NnLaiHnKa Lobaria pulmonaria. ccnefoBaHusi NpoBeAeHbI B nec-
HbIX (onToueHo3ax Kapenuu ¢ gaBHoOCTbI0 HapyweHus oT 80 fo 450 net. Ha ocHOBe KOHUeNuum JUCKPeT-
HOro ONMCaHUs PacTeHWUI 1 NLWIAAHMKOB BblAeNeHOo 4 Nepuofa v 14 Bo3pacTHbIX COCTOSIHUI B OHTOreHe3e
L. pulmonaria. Kaxxgoe oHTOreHeTMyecKoe coctosiHue L. pulmonaria xapaktepusyeTcs ornpefeneHHbIMU
pasmepamMu TasnoMa, Ha/IMuYnMem U CTEMEHLIO Pa3BUTUA BETETATUBHLIX AMAacrop W NofOBbIX Te Ha no-
BEPXHOCTU cnoesuLLia. OnmcaHbl BO3MOXHbIE BApMaHTbI OHTOreHesa Buja.

KntoueBble cnoBa: OHTOreHes, nnLIanHMKK, Lobaria pulmonaria
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BBEAEHUNE

B cOBpeMeHHOM IMXeHONOMMN OJHUM U3 BXKHbIX
HanpasfieHWi nccnefoBaHNiA ABNAETCA U3yYeHME OH-
TOreHeTUYeCcKol CTPYKTypbl BUAOB (Mwuxainosa, Bo-
pob6eitunk, 1999; CyeTtnHa, 2001; Muxaiinosa, 2005;
CyetunHa, 'notos 2010, 2015; NrHateHko, Tapacosa,
2017). BbigeneHvie pa3sHOKAYeCTBEHHbLIX BO3PACTHbIX
Ta/1/IOMOB CMOCOBCTBYET JlyyLLeMY MOHUMaHUIO 3aK0-
HOMEPHOCTEe OHTOreHeTUYECKOro pasBuTust 1 op-
MMPOBaHUS MOMYNAUMOHHONW CTPYKTYpbl BUAOB NN-
LLIAAHNKOB B KOHKPETHbIA MOMEHT BPEMEHN, a TakKe
MO3BO/ISIET NMPOrHO3MPOBATh UX pa3BuTUE B ByayLLem
(Mwuxainnosa, 2005; CyeTtuHa, 'notos 2010). [laHHbIN
MOAX0A 0CO6EHHO BaXKEH A/151 (DOPMUPOBAHUSA cTpaTte-
TMU OXpaHbl MpU U3YYeHUN PefKUX N HaXOLALLMXCA
noj Yrpo3o MCYe3HOBEHMS BWUAOB NULLAAHNKOB,
Hy)Xgatomxca B oxpaHe (Gauslaa, 1997; Scheideg-
ger, 1998; Tarasova et al., 2008; CyeTuHa, 'noTos,
2010; Mwukprokos, 2011; deHbKo, Tapacosa, 2016;
MrHarteHko, 2018; MrHateHkKo, TapacoBa, 2018).

KpynHbIii sNNGUTHBIA LIMAHOOUOHTHbIA NnLLIaA-
HUK nobapusi neroyHas (Lobaria pulmonaria (L.)
Hoffm., Lobariaceae, Ascomycotina), LUMPOKO pac-
NPOCTPaHEHHbI B 60peasibHbIX, YMEPEHHbIX, FOPHbIX
N OKeaHW4eckux parioHax mupa (Yoshimura, 1971,
1998), 3aHeceH B KpacHyto KHury Poccuiickoii depe-
pauum (2008) co cTaTycom ys3BMMOro Bua ¢ COKpa-
LLLAMOLLIEIACS YMCneHHOCTbHO (26). L. pulmonaria — ato
TPEXKOMMOHEHTHbIV INLLIANHNK, 06pa30BaHHbIA MU-
KOGNOHTOM (ACKOMWLIETHBLIM TPUOOM), MEPBMUYHBIM
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(HOTOOBMOHTOM — 3yKapmMOTUYECKOI 3eNneHOoi BOAO-
pocnbto Dictyochloropsis reticulata Tschermak-Woess
(Tschermak-Woess, 1995), 1 BTOPUUHbIM (DOTOBMOH-
TOM — a30TPUKCMpyoLLel LunaHobapkTepmed Nos-
toc sp. (Tschermak-Woess, 1988).

CunTaetcs, 4To MnwariHuk L. pulmonaria KpaiiHe
4yBCTBUTE/EH K 1060MY TUMY aHTPOMOreHHOro BO3-
[eACTBMA N B YMEPEHHOM K/Mmarte NpuypoYeH K cTa-
poBo3pacTHbIM fiecam (Andersson, Appelqvist, 1987;
Rose, 1992; Gauslaa, 1994; Andersson et al., 2003;
Liira, Sepp, 2009). Kpome Toro, MUMetoTCs CBEAEHUS,
YTO 3TOT KPYMHbIA, XOPOLLIO M3BECTHbIV B InTepary-
pe NNLWaiHNK, acCoLMMPOBaH C APYrMMn PeAKUMU U
ncyesarLnmMn BUAaMn OpraHM3moB, N ero MOXHO
paccmatpuBatb B KadecTtBe nokasarens (umbrella
species) nx npucyTcTemns B coobuiectee (Campbell,
Fredeen, 2004; Pykéla, 2004; Radies, Coxson, 2004;
Ravera et al., 2006; Scheidegger, Werth, 2009; Na-
scimbene et al., 2010).

L. pulmonaria siBnisieTcA 0 4HUM U3 CaMbIX U3YYeH-
HbIX BUAOB NULUANHMKOB: B MMPOBOW 6a3e AaHHbIX
NNXEHONOrMYecKom nuTepatypbl “Recent Literature
on Lichens” (Culberson et al., 2019) knto4eBble crioBa
C HasBaHMeM [aHHOro Bufga cogepxxarca B 313 cra-
TbAX. HecMoTpsa Ha 370, B OTHOLUEHUW UCCef0Ba-
HWSA ero OHTOreHe3a UMeeTCH eLLe 4OCTaTO4YHO MHOTO
BonpocoB. Tak, V.H. Muxaiinosa (2005) Bbigenuna
OHTOreHETUYeCKM pa3HOKAUYeCTBEHHbIe TaN/oMbl U
pasfenuna ux Ha pasHble (hyHKLMOHaIbHO-BO3pacT-
Hble rpynnbl — OT CTEPUbHbIX L0 (epTU/bHBIX (CM.
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pasgen MeTogpl). B aTy paboTy He 6b111 BKIHOYEHbI
TaN0Mbl 4/IMHOM <0.2 CM; BbI3blBaeT COMHEHWE Mo-
NOXeHWe (hepTUIbHOM Fpynnbl B KOHLUE (DYHKLUMO-
Ha/lbHO-BO3PacTHOro crektpa (nocne CeHWIbHOM
rPynnbl) U He IOTMYHO BK/HOYEHWE B OAHY CTEPUb-
HYHO Tpynny TaJ/IOMOB Pa3HbIX OHTOMEHETUYECKMX
COCTOSHUIA.

Jpyrve asTopbl — B.B. Nopwikos 1 H.A. CemeHo-
Ba (2008) — Ha OCHOBE KOHLeMNUUKN AMCKPETHOIO ONK-
caHma nuwanHukoB (CyeTmHa, 2001), koTopas B
6onbLUel CTeNneHn COOTBETCTBYET K/1aCCUUYECKOW CXe-
Me OHTOreHesa pacteHuin (Pa6oTHoB, 1950; YpaHoB,
1975), BbICTPOMAN NOTNYECKYHO NOCNEA0BaTE/IbHOCTb
OHTOreHeTUYeCKMX BO3PACTHbIX COCTOSHUIA BUAA, HO
He paccmaTpuBav Ta/l/ioMbl pasmepom <0.5 cm 1 He
Jan nNogpobHOro OnucaHns pasHbIX BO3PACTHbIX CO-
CTOSHUIA.

MNpoBeAeHHbIN aHaIn3 NoKasasl, YTo B nTepartype
B LIe/IOM OTCYTCTBYET MOJIHOE OMNncaHve OHTOreHeTU-
yeckoro passutua suga L. pulmonaria, He U3BECTHbI
MOPOMETPUYECKME MOKa3aTeNn Tas/IoOMOB Ha paH-
HUX 3Tanax oHToreHesa. OYeBMAHO, YTO NMEKOLLMECH
B IMTEpaType JaHHble TPebytoT 0606LLEHNS, YHU(N-
Kauun, npoBefeHUsi COOTBETCTBUIM MeXJy Bblaesnsie-
MbIMW pa3HbIMM aBTOpaMu rpynn u COCTOAHWMA, U3y-
UEHWA WX pa3MepPHON CTPYKTYpbl, MOpdoreHesa u
3KOJIOrMYeCKMX 0CO6EHHOCTEN.

MATEPWA/blI 1 METO/bI

WccnepgosaHme nposogunocs B 2014—2016 rr. B
necHbIX coobuiectsax Pecnybnukn Kapenus: B nog-
30He cpefHel Talrn — B 3anoBeaHnKe “Knpay”, Ha-
LMOHaNbHOM napke “BoAno3epcKunii™, 3akasHUKe
“KwXcKknin”’, MeTpo3aBOACKOM FrOPOACKOM OKpYre; B
No/130He CEeBEPHOI Talirn — B 3anoeegHuKe “Kocto-

MYKLLCKWIA”, HaUMOHaNbHOM napke “INaaHaspsu™.

C60p faHHbIX OCYLLECTB/ISNICA HA CeTU MOCTOSH-
HbIX NPO6HbLIX nnowaaeii (M) pasmepom 1 ra. Ha
Ka>kaor M 66111 BbINO/THEHBI MOMHbIE FTE060TaH-
yecKune onucaHusa gmtoueHo3oB (AHApeesa 1 ap.,
2002), B X0fle KOTOPbIX OLEHMBA/IM COMKHYTOCTb
KPOH [iepeBbeB (CKBO3MCTOMEPOM MnaToBa) 1 OTHO-
CUTENbHYIO CyMMY MN0OLLAaAen NOMepPeYHbIX CeYeHN
CTBOJI0B XMBbIX 1epPeBbEB, CyXOCTOA W Banexa (nosn-
HOTOMepOM BuTTepnnxa), NPon3BOANIN ONUCAHUA
Hano4YBeHHOro NoKposa. [/ OLEeHKN JaBHOCTU Ha-
pyLLeHUS B COOOBLLLECTBAX UCMO/b30BASICA METOS U3Y-
YeHWs BO3PaCTHOM CTPYKTYpbl LEeHOMONYNsALMi enu
(Picea spp.) (CtaBpoBa 1 gp., 2016).

Bcero 6b1110 onvcaHo 33 M1, pacnosioXXeHHbIX B
pasnnyHbIX TUMax neca ¢ JaBHOCTbHO HapyLUeHUs OT
80 fo0 450 neT. B nogsoHe & ( Taiiru Bce nU3yuyeH-
Hble PUTOLLEHO3bI NPUHALIEXAT K eANHOMY 3KOJI0-
ro-AnHaMM4YecKOMy psdy, NPeacTaBsoLLEMY COO0W
BOCCTaHOBUTENbHYIO AUHAMUKY eflbHNKa YePHUYHO-
ro 3e/leHOMOLUHOrO: 1) cpeAHeBO3PaCTHbIE OCUHHN-
KW YepHWUYHO-3NnaKoBble (80—110 net), 2) cMelLiaH-
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Hble €/10BO-OCMHOBbIE COO0OLLEeCTBA 3/1aKOBO-Yep-
HMYHble (150—190 net); 3) €NbHUKM YepHUYHbIE
3e/1eHOMOLUHbIe CyOKMMaKcoBble (210—260 neT) m
4) yCNnoBHO KnmMmakcosble (410—450 net). CpefHeBO3-
pacTHble OCUHHWKW B MOA30He ( Tavirn B pe-
3yNbTaTe PeKOrHOCLMPOBOYHBIX MapLLpPYTOB (~110 Km)
He BblNn 3aperncTprpoBaHbl. Ha gaHHoOM TeppuTtopmn
€/10Bble CO06LLEeCTBa, Kak Nnpasuio, BO306HOB/AKOTCA
yepes 6epe3o.ble neca. [103Tomy 1ccnefoBaHNA 34eCh
NPOBOAWNCH TOMBKO B [BYX TUMax NIECHbIX (hUTOLe-
HO30B: 1) CMeLLaHHbIX e10BO-6epe30BbIX CO0OLLe-
CTBax 3/1aK0BO-4YepHUYHbIX (180—200 f1eT) 1 2) enbHn-
Kax YepPHUYHbIX 3eIEHOMOLLHbIX CYyOKIMMaKCOBbIX
(210—270 ner).

M3yueHne nokasatenen Tannomos L. pulmonaria
BbIMO/IHEHbI METOAOM CIJ/IOLIHOMO YyyeTa Ha BCeEX
cybcTpatax (BeTBAX M CTBOJAX XMBbIX M MEPTBbIX Ae-
peBbeB) Ha BbicoTe 0—2 M OT 3eM/IM C perncTpaumeit
XapaKTepuUCTUK MeCcToobuTaHuA (napamMeTpoB Aepe-
BbEB M MUKPOYC/0BWIA). NSt KaXXAOro Tanioma npu
NoMoLLM paMKuy 25 x 25 cM 0TMeYann 06LLYO Mno-
Waas 1 nnowaas HeKpo3oB (CM?), a Takxke NpuHaa-
NEeXHOCTb K (DYHKLMOHabHO-BO3PACTHON rpynne
no metognke .H. Muxainosoi (2005): ctepunb-
Hble (st), 6e3 penpoayKTUBHbIX CTPYKTYp; rmnocope-
Ano3Hble (S1), C MapruHasibHbIMU COpPaIiMU; ME30-
copeanosHble (s2), ¢ 06UIbHBIMU MapruHaIbHbIMU U
eAVHNYHBIMU NaMUHA/TbHbIMW COpPaIiIMK; T1MNepco-
peanosHble (s3), C 06UIbHBIMW NlaMUHaIbHBIMU CO-
panamu; eptunbHble (fert), ¢ anoteuusmu; cybee-
HWMbHble (S/sen), YaCTUYHO pa3pyLUEHHbIE B LIEHTPe
C pereHepaTBHbIMU CTPYKTYypamMu Ha CTapbIx fiona-
CTAX; CEHWU/IbHBIE (Sen) — OoTMMparoLuMe nonacTtu, ¢
pereHepaTMBHbIMK CTPYKTypamu, o6pa3oBasLUMecs
B pe3y/ibTaTe pacnasa KpyrnHoro tasiioma.

[na n3ydeHust TannomoB nnowlaapto <1 cm? co
CTBO/IOB HE MeHee 5 aepeBbeB ¢ Kaxaoi MM otéumpa-
NCcb 06pasLbl KOPKW CTBOJA fiepeBa B MeCTax rnpous-
pacTaHusa KpynHbIX Ta/TIOMOB (Ha pacCToAHUN OT 2 0
10 cm) ¥ C y4acTKOB, e Ta/i/IoMbl He BU3ya/In3npoBa-
nmch (Kak npaswmio, Ha MPOTMBOMOMIOXHOW CTOPOHE
CTBO/A, Ha y4acTKax KOPKK 6e3 Mx0B) (Ha OCHOBaHWN
PaspeLueHnst Ne 18 Ha ao6biBaHME 06BEKTOB XXMBOTHO-
ro 1 pacTUTEeNIbHOro MUPa, NPUHAANEXaLNX K BUAAM,
3aHeceHHbIM B KpacHy kHury P® ot 28.03.2016
PocnpupopgHagsopa). O6pasupl cybeTpata U3yyanmcs B
NabopaTopHbIX YCMOBUAX MPWU MOMOLLM BUHOKYNApa
(Mwukpomeg MC2), npy 3TOM perucTpmpoBanu cneny-
toLLME NPU3HAKW Ta/INIOMOB BMAa (NPY UX HATMYNN):
DJINHA, WMpUHa (MM), HalM4vme PU3MH U LLIEPOXOBa-
TOCTEN, HaMUME N YMCNO BbleMOK (WIT.), dhopma
(nnockasi/HennocKas, oKpyrnas), 4Mcno nonactei
(wT.), UBET, HaNeT, AMyatble yraybneHus.

HauvanbHble aTanbl oHTOreHesa L. pulmonaria (na-
TEHTHbIA Nepuof, BO3PaCTHbIe COCTOSIHUSI MPOTO-
Tannoc 1 NPOTepOTaNNKOC NPereHepaTUBHONO Nepu-
0fia) He 6blIM UccnefoBaHbl U UX OMMUcaHWe JaHo ¢
YUYEeTOM NIUTepaTypPHbIX AaHHbIX, 00X 415 NULIai-
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Twn gaHHbIX Konnyectso
YUumcno npobHbIX NaoLwagei, wr. 33
Yuncno yueTHbIX AEPEBLEB U KYCTapHUKOB, LUT. 676
Uucno onmcaHuii Taniomos niowagsto >1 cm? L. pulmonaria, L. 3709
Ymcno onvcaHuii TaNOMOB NoLwaaLo <1 cM? L. pulmonaria, wr. 819
Yumcno n nnowaab 06pasLoB KOPKM, 0TOO6paHHbIX C CybcTpaToB Anst N3yUYeHNst MUKpOoTasl- 632/11967
NIOMOB, LUT./CM?

HMKOB B Uenom (CyeTuHa, 2001, 2006; CemeHOBa,
2005; CyeTuHa, 'notos, 2015). KOBeHUNLHOE N NM-
MaTypHble BO3pacTHbIE COCTOSAHWSA OMMUCaHbl Ha 0C-
HOBe Pe3yNbTaToB MUCCNeL0BaHMA Ta/l/IOMOB M/IOLLa-
Abto <1 cM?. OnMcaHUs NOCNeAyHOLLMX OHTOTEHETH-
YECKUX COCTOSAHWUI — OT BUPIMHWILHOIO [0
CEHW/IbHOr0, YaCTUYHO MW MOMIHOCTLIO, COBMafakT
C MMeLLMMUNCS CBeAeHAMK B nnTepaTtype (Muxaii-
noBa, 2005; NopLukos, CemeHoBa, 2008). Tak, (yHK-
LMOHaIbHO-BO3pacTHbIM rpynnam (Mwuxaiinosa, 2005)
COOTBETCTBYOT (MOMHOCTLIO WM YaCTUYHO) Cleayto-
LLMe OHTOreHeTUYECKNE COCTOSHUA: CTepUSbHble —
BUPITUHWABbHOE 1, TMNOCOPean0o3Hble — BUPTUHWUIIb-
Hoe 2a, Me30Copeano3Hble — BUPIMHUIbHOE 2b, TU-
NepcopeavosHble — BUPTUHWUIBbHOE 2C, (hepTU/bHble —
reHepaTuBHble; Cy6CeHWU/IbHblE — CyOCEeHWbHbIE, Ce-
HW/IbHblEe — CEHWU/IbHbIE.

Pa3mepHas CTpyKTypa OHTOreHeTUYeCKMX COCTO-
AHWIA FOBEHW/IbHOE — CEHU/IbHOE M3YyYanacb Ha OCHO-
BE /IMHENHbIX pa3MepoB (A4/1MHa, LUMPUHA) 1 NAoLa-
AW Ta/INIOMOB.

CraTtucTnyeckas 06paboTka pe3y/ibTaToB BbIMO/IHe-
Ha Ha OCHOBE PerpeccMOHHOro aHan3a C UCrobL30Ba-
HWEM ypaBHEHWS IMHEMHON (PyHKUmN: y =aX + b (AH-
apeesa u ap., 2002; NeaHTep, Kopocos, 2003). Mpwn
HaM4YMKM B3aMMOCBA3e IMHUM Ha rpadruKax npoBo-
AWV B COOTBETCTBUM C ypaBHeHMeM perpeccun. Mpu
OTCYTCTBUW [OCTOBEPHbIX M3MEHEHU Ha rpaduke
n300paXkasvi TOPU3OHTA/ILHYIO MPAMYK0 Ha YpPOBHe
cpeaHero 3HayeHus. CpefHMe 3HaYeHNS XxapaKTepu-
CTMK Tannomos L. pulmonaria cpaBHuBann fapyr c
APYroM, UCMosb3ys HenapameTPUYeCKNn KpuTepuia
MaHHa—YuTHK (MNBaHTep, Kopocos, 2003).

AHanM3 BbIMOMIHEH Ha OCHOBE OnucaHua 4528
Ta//IOMOB, Mpou3pacTalolmMx Ha 676 cyb6CTpaTHbIX
eavHMUax (OTAENbHO CTOALLMX WU NeXaLUmnx aepe-
BbSAX W KyCTapHUKax) (tabn. 1).

PE3Y/NIbTATbl 1 OBCYXXAEHWE

IMONHbIM XM3HEHHbIV UMKA L. pulmonaria, BKO-
YaroLLNA pa3BMTME OT CNOPbI A0 CMOpPbl, HAYNHAETCA
C npopacTaHus ackocnopbl rpuba, BKAKYaeT Mpo-
LIeCCbl NINXEHN3ALMN C 3YKapUOTUYECKOWN 3eNeHO
Bogopocnbto (Dictyochloropsis reticulata), fonmMxeHn-
3auUum — ¢ umaHobakTepuein (Nostoc sp.), 1 3aKaH4YKn-

BaeTcA 06pa3OBaHI/IeM naoaoBbIX Ten, npoueccamu
CTapeHna n oTMnpaHna Tasiioma.

Kak 13BecTHO, NONOBOro pa3MHOXEHWSA Y BOAO-
pocneii 1 umaHo6aKTepWii B TeNe NLIANHNKA He Ha-
6110aeTCca — OHO XapaKTepHO TONLKO ANA FPUBHOro
KOMMOHeHTa. Criopbl MO/10BOI0 Pa3MHOXEHMSA Y BU-
Aa L. pulmonaria opmupytoTcsi B NIOAOBbIX Tenax
OTKpbITOro tvna (anoteyusix). AnoTeuumn KpacHo-
KOPUYHEBOro LIBeTa 00pa3ytoTCs Ha BepxHel Mno-
BEPXHOCTU BLO/Ib pebep 1 Kpasm Tayioma, UMEHT
pa3mep 2—4 mm B anametpe (Denison, 2003). B kax-
[0M arnoTeLmn COAepXKaTcs CyMKM CO criopamu, Ko-
NINYECTBO KOTOPbIX MPEBbILIAET AECATKN ThICAY
LWITYK. [0 Mepe co3peBaHUs, COPbI BbICINAKTCA U3
CYMOK 1, NOAxXBaTbiBaeMble BO3A4YLUHbIMU N BOAHbI-
MW NOTOKaMU, ABAIOTCA NErKMMKM areHTamu s pac-
NPOCTPaHeHN N KONOHWU3aLUMMN HOBbIX CybCTPaTOB.
OpfHaKo Ha ;aHHOM 3Tane NnonynAuMn Buaa NPoXoaaT
CBOe06pa3Hoe ““‘y3koe ropnbiliko” (bottle neck), cesi-
3aHHOe C HeO6X0AMMOCTBIO NPOPACTaOLLMX U3 CMOPbI
rmd rpnba BCTPETUTL B JAHHOM MECTOOOUTAHNM HYXK-
HYI0 BOJOPOC/b A1 MOCMedyoLero npowecca nxe-
Hu3aumn (Walser et al., 2001). Bo3pacTHble COCTOAHMA
npoToTtanntoc (npopactaHme rnmgbl U3 Criopbl) U Mpo-
TepoTa/INioC (SIMXeHU3aLUmsa) B JaHHOM UCCNef0BaHN
HaMW He HabnaaInCb, B BUAY MUKPOCKOMMUYECKNX
pa3MepoB, KpaTKOBPEMEHHOCTM MPOTEKaHNA N TEXHN-
YecKMX TPYAHOCTEN B ONpeseneHny BUA0BOM NpuHaj-
NeXHocTn. OAHaKo, MMELOLLMECS B inTepaTtype LaH-
Hble (CyeTnHa, 2001, 2006; CemeHoBa, 2005; CyeTnHa,
notos, 2015), 1 06LWas norMkKa xoga OHTOreHesa
npeanonaratoT UX Hanume, No KpariHe mepe, B Tex
LieHOMNOonNyALMsAX BUAa, B KOTOPbIX MPUCYTCTBYIOT re-
HepaTUBHbIE Ta/1/IOMbl.

MonyyeHHble B HacTosLLel paboTe faHHble M03-
BOJISIOT BHECTU M3MEHEHWS B IMEIOLLLYHOCA B ITepa-
Type cxeMy OHTOreHesa L. pulmonaria (opLukos,
CemeHoBa, 2008) (Tabn. 2). Tak, B NpereHepaTUBHOM
nepuofe MOXHO BblAeNNTb 4 BO3PACTHLIX COCTOAHUSA:
IOBEHW/IbHOE, MMMATYpPHOE 1, MMaTypHoe 2, nMma-
TypHOe 3.

)+ JJ 8 \ . B xope
pa3BUTUS Ha HaYa/lbHbIX CTaAMAX OHTOreHes3a Tanno-
Mbl L. pulmonaria nnowagpto <1 cM? npeTepnesatoT
psg4 nocnegoBatesibHbIX (KaueCTBEHHO Pas/IMYHbIX)
MOPMOIOrMYeCKNX COCTOSIHUI (B CKOOKax yKasaHo

OHTOrEHES3 Ne 2
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Q) U 2. OHTOreHetnyeckue coctosiHuA Lobaria pulmonaria

OHTOreHeTN4eCKme
Mepuog Mpun3Haku
COCTOSIHUS U UX NHAEKCbI
JlaTeHTHbI Cnopa rpub6a (sp) Cnopa 4YeTbIpexk/eToUHas, BepeTeHOBMAHas, 6ecLBeTHas

MpereHepaTVBHbII

MpoToTtanntoc (pr)

O6pasoBaHMe U3 cnop rng muLenms

MpoTepoTanntoc (prt)

O6BvBaHVe rMaMu KIETOK 3e/1EHOI BOJOPOC/N U 06pa3oBaHiie
3a4aTka C/oeBmLLa

FOBeHWU/bHbIV TanoM (j)

OKpyI/bliA, BbINYK/bIA, KanaeBUgHOM (hopMbl (HAKUMHOE CNOEBULLIE)

MmmatypHoe 1 (im1)

JNncToBatoe cnoesuLLe, B (hopme MI0CKO NNaCTUHKW OBa/IbHOM
thopmbl

MmmatypHoe 2 (im2)

CnoeBuLle Npogonroeatoii hopmbl, ¢ 0—1 BbIEMKOVA

MmmatypHoe 3 (im3)

CwunbHopacceveHHoe coeuLe (2 1 > BbleMKM), MOSBNSAKOTCA AMYa-
Tble yrnybneHms (XxapakTepHas “nero4Has™ ckiagyarocTs), u/nnm
nepBble 3a4aTOYHbIe IoNacTu, PopMMpoBaHme Liedanognii

BupruHunsHoe 1 (v1)

Tannom MMeeT xapakTepHyHo B3pOC/yto (hopMy, XOPOLLIO CHopMMPO-
BaHHbIe /10MaCcT C AMYATLIMK YTYBNEHUAMI 1 pebpamm; CTePUb-

HbIl, 6e3 PenpoayKTUBHbIX CTPYKTYp

BupruHunsHoe 2a (v2a)

CroeBuLLe C MaprHabHbIMM COPansiMu, Liedhanoamm CTaHOBSATCS
3aMETHbIMMW Ha BEPXHEN U/UNN HUXKHEV NMOBEPXHOCTU CNI0EBULLA

BupruHuneHoe 2b (v2b)

CnoeswuLLe ¢ 06MNbHBbIMK MapruHasibHbIMU N EANHNYHBIMW NaMnN-
Ha/lbHbIMW COopaiAMn

BupruHmnnbHoe 2¢ (v2C)

CnoesuiLLe ¢ 06W/bHLIMW NaMUHANTBHBIMW COPaJIIMU, C XOPOLLIO
3amMeTHbIMM Ledhanognsamm, opMUpyTCS N3nann

” "eHepaTMBHOE
"eHepaTUBHBLIN P ©

KpynHoe c/ioeBuLLe C anoTeLusaMm, ¢ 06UNbHLIMU TaMUHabHLIMU
COpasIiMK, Ha CTapblX yyacTKax Tas/lomMma MEeTCs U3naun

Cy6ceHnnbHoe (sS)

MocTreHepaTMBHbIL

YacTnyHO paspyLLeHHOE CNOEBUILLE, Ha CTapbIX yHacTKaxX UMEKTCS
n3nann N nobynm (pereHepaTUBHbIE CTPYKTYPbIl, He CMOCOBHbIE K
pacnpocTpaHeHu1Io)

CeHunnbHoe (5)

Pacnag KpynHoro Tannoma, Haimume 60MbLLIOIo KoM4ecTBa HeKpo-
TUYECKMX 06Pa30BaHNIA, OTMUpPAtOLLIME NONACTM C pereHepaTUBHbIMM
CTPYKTYpaMu, He CMOCOGHBLIMU K pacnpocTpaHeHmto

YNCNO NCCNeoBaHHbIX Tal/IOMOB): 1) HaKUIMHOE croe-
BULLIE OKPYrNOW, BbINYKOW, KanneBMAHOM (hopMbl
(209 wr.), 2) nnucToBaToE CIOEBULLIE B (hOpMe MIOCKON
NAaCTUHKW 0Ba/IbHOM (h0PMbI (COOTHOLLEHME ANNHBI K
WnpuHe 3: 2) (182 Wwt.), 3) NMCTOBATOE CNOEBULLIE MPO-
[0NroBaToin PopMbl (COOTHOLLEHME A/INHBI K LUMPUHE
7 : 3), 6e3 BbIEMOK WM C OAHO BbleMKOW (214 wiT.),
4) cubHOpPacCeYeHHOe CoeBULLE C 2-MA U 6onee
BblEMKaMK, C AmYaTbiMK yray6neHuammn (“neroy-
HOW” CKNaa4aToCTbio) U/UNN ¢ NepBbIMM 3a4aTou-
HbIMM TIONAcTAMK, ¢ hopMUpYHOLLMMNCS Liedanoan-
AMM (214 wiT.). BbISAB/IEHO, YTO B MOC/eA0BaTE/IbBHOM
MOPCO/IOTMYECKOM PsJY COCTOAHWUIA, NpU Nepexoje
OT OKPYr ol (hOpMbI K pacceveHHOM, CpeaHas AnnMHa
N WwrprHa TannoMoB L. pulmonaria yBennumnsaetcs
(puic. la, 16, Tabn. 3), pacteT Nnowabs Tan0MOB
(pvc. 2a—2r, Tabn. 4). BaXXHO OTMETUTb, UTO OKPYr-
Nible TasinomMbl He npesbiwaoT 0.15 cM B AIMHY U

OHTONEHES3 Ne 2

Tom 51 2020

0.12 cm B WNPUHY, oBasbHble — <0.45 1 <0.24 cMm, Npo-
ponrosatble — <0.82 1 <0.71 cMm 1 pacceyeHHble —
<1.04 n <0.86 cM COOTBETCTBEHHO.

YCTaHOBNEHO, YTO CPean M3YUYeHHbIX NPU3HAKOB
nepBbIMM B XO/€ OHTOreHe3a MosiBAATCA LETUHKM
(onyweHwne), pM3nHbI (Ha HUXXHEN CTOPOHe Tanno-
Ma) M LLepoXoBaTOCTU (Ha BEPXHEN CTOPOHE); No3f-
Hee (hOPMMPYHOTCA BbIEMKW, W TOMIbKO NOC/E 3TOr0
06pasyroTcs BblpaXXeHHble AMYaTble Yriay6neHus.

OCHOBbIBaACHL Ha MOJyYEHHbIX JaHHbIX U NMEH-
LLMXCH B NTepaType CBeAEHUSAX 06 OHTOreHese pac-
TeHWA 1 nuwaliHkos (Pa6oTHoB, 1950; YpaHoB,
1975; CyeTtuHa, 2001; Nopikos, CemeHoBa, 2008;
CyeTuHa, Fnotos, 2010; CyeTnHa, Ambepgosa, 2010
1 4p.), BCe N3yYeHHble MMKPOCKOMNYECKWE Ta/INIOMb!
MOXHO OTHECTU K ABYM BO3PAaCTHbIM COCTOAHUAM
npereHepaTMBHOIO Nnepuoga OHTOreHesa: OKpyr/ble
BbINYKJ/Ible TaN/IOMbl — K HOBEHWUIbLHOMY (j) cocTOsA-
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oM (a)
0.4
a
0.3+ I
0.2} b
0.1 [~ d I
0 1 1 1 J
1 2 3 4
ﬂ,}'ll/IHa TaJ1/10Ma

oM (6)
0.4
0.3} a
0.2
01} c :
d T
0 1 1 1
1 2 3 4
LLinpunHa Tannoma

. 1. CpefiHWe 3HayYeHUs AnnHBI (8) 1 WnpuHbI (6) Tannomos Lobaria pulmonaria pasHbix Mopoiornyeckmx hopm B Uccrne-
[0BaHHbIX (hmToLeHo3ax Kapenuu. MpumeyaHme: hopMbl TaIOMOB 0603HaYeHbI Cneayowmnmmn ymudpamm; 1 — okpyrias, 2 —
oBasibHasA, 3 — Npofonroearas, 4 — pacceveHHast. PasHbIMM N1aTUHCKUMM 6YKBaMU OTMEYEHbI CTaTUCTUYECKU 3HAUYMMbIe pas-

NYnA MeXXay cpegHUMK 3HaveHnaMmu npu p < 0.01.

HUI0, a ocTasbHble 3 Mopdonornyeckme assbl, pas-
BMBAIOLLMECH NOC/ef0BaTe/lbHO ApYr 3a ApYroM, — K
nmmatypHomy (iml, im2, im3 cOOTBETCTBEHHO).

Tannombl, HaxoAALLMECH B FOBEHWU/IbBHOM COCTOA-
HUW, He UMEIT MPM3HAKOB B3POC/IOr0 OpraHM3ma.
HaunHasa ¢ nmmaTtypHoro 1 jo MmmatypHoro 3 co-
cTosiHmiA y L. pulmonaria chbopMupyeTcs McToBaToe
CNoeBuLLe, Yy Ta/I/IOMOB YBE/IMUYNBAIOTCA IMHEVHbIE
pasmepsbl 1 nnowaab (tabn. 3, Tabn. 4, puc. 2a—2r),
HaYMHAOT MOABNATLCA M MNOCTENEHHO Pa3BMBatOTCA
XapaKTepHble BUAOBble 0CO6EHHOCTU. BaXkHO 0TMe-
TUTb, YTO B BO3PACTHOM COCTOSIHAM MMMATYpPHOe 3 B
Tene NMLIANHMKA HauYMHaOT (hopMmpoBaThes Lieda-
NOAWW, YTO CBUAETENLCTBYET O 3aBepLUEHMN NpoLecca
NnXeHu3aumMm 1 o6pasoBaHUN TPEXKOMMOHEHTHOMN
cUcTeMbl: rprba, 3en1eHol BOAOPOCIN U LnaHobaKTe-
pvn. Tak, B paboTe C. Cornejo un C. Scheidegger (2013)
onucaH npotecc obpasoBaHus Ledanoanii y Mono-
AbIX TaiIoMOoB L. pulmonaria. ABTOpbI OTMEYatoT, YTO
[aHHble CTPYKTYpbl Y MOJOAbIX Ta//IOMOB MOTyT
ObITb KaK BHELLHMW, TaK N BHYTPEHHUMMU.

Kak nokasann npoBeAeHHble WCCefoBaHUA,
tOBEHWU/IbHbIE U UMMATYpPHble TasoMbl L. pulmonaria
06Hapy>XeHbl TOMbKO B Tex MecTOOOMTaHuAX, rae
pacTyT MaKpOTa/l/IOMbl, TO €CTb B HENMOCPeLCTBEHHOM
6/11M30CTU K KPYMHbIM Ta/l/loMam, KOTopble, BEPOAT-
HO, ABNAOTCA MaTepuHCKMMU. C MpOTUBOMONOXK-
HOW CTOPOHbI CTBO/A HE ObIN10 06HAPYXXEHO HY O4HO-
ro Ta/IIoMa NaoLLaabL <1 cm?. BaKHO OTMETUTb, UTO
B /IECHbIX COO0OLLIECTBAX MOA30HbI CPeAHEN Talirn Ha
cTBonax Populus tremula ¢ yBennueHmnem o6Lei nno-
LL,aam TannoMoB Ha aepese ¢ 50 0 750 cM? NOTHOCTb
tOBEHU/IbHbIX M MMMaTYPHbIX Ta/I/IOMOB MOBbILLIAET-
ca B 30 pas: ¢ 0.01 go 0.3 wT./cm? (puc. 3).

b )+ \ Kak n y pacTeHuia,

(hopMMpoBaHUE TUMNYHOW YKU3HEHHON (DOPMbI n-
LIAMHMKOB, COXPaHSOLWENCA Ha MOCNeayoLLInX

JTanax OHTOreHesa, NPOUCXOAWUT B BUPTUHUIbHOM
(V) oHTOreHeTn4yecKom coctosHMKN (CyeTnHa, Am-
6eppaoBa, 2010). Tak, B BO3PAaCTHOM COCTOSIHUM -
o)+ 1 <v1> npereHepaTMBHOrO nepmnoga Tan-
nombl L. pulmonaria MmerT XapaKTepHbIA B3pOC-
NbliA 06/IMK — XOPOLLO CHOPMUPOBAHHLIE NONACTH,
Amuatble yrnybneHusa n pebpa, HO ABNSAKOTCA CTe-
pubHbIMU, 6e3 PenpoAYKTUBHbIX CTPYKTYpP. Bonb-
LUNHCTBO Ta1I/TOMOB 3TOr0 COCTOSAHUSA (75%) NMeroT
nnowaab <10 cm? (puc. 24, Tabn. 4). Mpn panbHei-
LUEM Pa3BUTUN NLLANHMKA B COCTOAHUM % )+-
2a <v2a> nfowafb Tas/iomMa yBenmumBaeTcs: y
74% oHa BapbmpyeT oT 1.3 0 30 cM? 1 B CpefjHeM CO-
cTaBnsieT 14 cm? (puc. 2e). Mo KpasiM fonacTeii NosiB-
NAKTCA BEreTaTUBHbIE 4UACTOPbI, KOTOPbIe 3aHUMa-
0T 40 10% nnowaam Tanoma, pebpa ctaHoBSATCS 60-
nee BbINYK/bIMW. Ha BepxHeli W/unu  HWKHeNn
MOBEPXHOCTM Ta/I/IOMa CTaHOBATCHA 3aMETHbIMU Lie-
thanognn, B BUAE KOPUYHEBLIX NN TEMHO-KOPUYHE-
BbIX BbIMYKNOCTEN. B OHTOreHeTMYECKOM COCTOSIHUN
o)+ 2b <v2b> 3HaumTenbHaA yacTb Taino-
moB (71%) nmeeT nnowaapb ot 10 go 70 cm? (purc. 2X)
CO cpeHUM 3HaueHneM ~30 cm?. BosbLLIoe Konnye-
CTBO BereTaTuBHbIX nponaryn QopMupyeTcs no Kpa-
AM Ta//IoMa, MOABNAKTCA efVHUYHbIE NaMUHaSb-
Hble copanu. [lona naowaam ¢ BereTaTMBHbLIMU Ana-
criopamu oT 06Llel NaoLLaan TannomMa CocTaBnsieT ot
10 0o 30%. 3aKaH4MBaETCS NpPereHepaTUBHbIN Nepu-
Off OHTOreHETMYECKMM COCTOAHMEM % )+  2C
<v2c>. Mpu aTom NnoLasib Taioma B JaHHOM COCTO-
SHWM CUNbHO BapbMpyeT oT 6.25 0 3437 cMm? (Tabn. 4,
pwvc. 23) 1 B CpefHEM cocTaBnseT 265.9 cv?. Y 78% Tan-
NOMOB Nowaab npesbitaet 40 cm?. Copann 06MbHO
pacnpocTpaHeHbl MO Kpasim 1 pebpam Tansioma, no-
LLaAb X MOBEPXHOCTM cocTaBnsieT >30%, Ha BEPXHEl
/WM HWKHEN NOBEPXHOCTU TasifioMa XOPOLLIO Mpo-
OHTOrEHES3 Ne 2
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Mnowaae Tannoma, cm?

. 2. Mnowagb Tannomos Lobaria pulmonaria B pasHbIX OHTOreHETUYECKNX COCTOSHUSAX.

cMaTpuBatoTcst Liedpanoamnm, a Ha cTapbIxX yuacTKax Tan-
7IOMa HauYMHaoT (HOPMMPOBATLCS UMW,

. L. pulmonaria pa3mHo-

XaeTcsl U pacnpocTpaHsAeTcs NPeMMyLLEeCTBEHHO C
MOMOLLIbKO BEreTaTMBHbIX AMAcnop 1 N/oLoBble Tena
nossnsaoTca peako (Gauslaa, 2006; Edman et al.,
2008; Juriado et al., 2011). CunTaeTcs, 4YTO anoTeLuu
OHTOrEHE3 Ne 2
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(hopMUPYIOTCA TOMBKO B FEHETUYECKWN TeTeporeH-
HbIX nonynsaumsx (Zoller etal., 1999). B n3y4yeHHbIX
NecHbIX coobuiectBax Kapennmn Tonbko y 4% Tanno-
MOB OGHapy»eHbl MN/0A0BbIe Tena. eHepaTUBHbIE
(g) TaNNOMbl MMEKT JOCTATOMHO KPYMHble pasme-
pbl. Tak, y ~60% TannomoB naowafb COCTaBNsAeT
>100 cm? (puc. 21). BaXXHO OTMETUTb, YTO anoTeLum
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Q) U 3. JlnHeliHble pasMepbl TanioMoB Lobaria pulmonaria, OTHOCALLMXCA K pa3HbIM OHTOTEHETUYECKUM COCTOSIHUSIM

dnvHa Tannoma LLInpnHa Tannoma
OHrore- Yucno
HeTuYyecKme CAIOMOB MUHUManbHble/ cpeHee X MUHUManbHble/ cpeHee X
COCTOSHUS MaKCUMasbHble sHaveHVe, oM CV1, % | Makcuma/ibHble aHaueHMe, CM CV4, %
3Ha4YeHus, CM 3HaYeHUst, CM

j 209 0.01—0.15 0.05 = 0.002 53 0.01—0.12 0.04 +0.001 52
iml 182 0.01-0.45 0.09 + 0.007 61 0.01—0.24 0.06 = 0.005 49
im2 214 0.03—0.82 0.17 + 0.008 61 0.02—0.71 0.12 + 0.007 65
im3 214 0.04—1.04 0.32+0.01 56 0.02—0.86 0.23+0.01 57
vl 1136 1-30 3.72+0.1 78 1-13 2.54 +0.06 59
v2a 117 2—40 8.01+0.23 82 1-25 543+011 57
v2h 279 2—39 1215+ 0.44 52 2—29 9.17 £ 0.36 56
v2c 192 2—76 20.16 +1.13 66 1—-44 14.05 + 0.69 59
g 156 5-91 29.79+1.78 60 3-59 20.01+£1.19 59
ss 326 5-84 26.2+1.09 67 1—-64 16.8 + 0.65 65
S 503 2—63 19.39 + 0.58 63 149 13.1+0.39 63

MpumeyaHwue. ! 3aeck 1 fanee CV — KO3 (hULMEHT BapraLmmn.

hopMUpytoTCA Ha 6oraTbiX COpanisiMi Tasiomax, C
APKO BbIPXXEHHbIMU pebpamun. Ha cTapbIx yyacTKax
Tan1o0Ma UMETCS UNANN.

80 )+ )+ . B noctre-
HepaTUBHOM Nepuogey 8Q )+ \_ <s$> Tan/ioMoB
L. pulmonaria HauMHaeT pa3pyLuaTbCa CNOEBULLE, HA

WT./cm?
0.8 -
06L y =0.0005x 0.081
' R2 = 0.71**
0.4+
0.2
a Il [ NI

0 200 400 600 800 1000 1200

O6LLas NoLLas TaNNoMOB Ha CTBO/ME, CM?

. 3. TnoTHOCTL MMKpOTanomoB Lobaria pulmonaria
npwv pa3Hoii 06LLeR NnoLaan TaIOMOB Ha cTBonax Pop-
ulus tremula B necHbIX COO6LUECTBAX CpPeAHETAeXHOM
NOA30HbI. [NprMeyYaHne: BeRpTUKaIbHbIMU IMHUAMMW NO-
Ka3aHa OLLMGKa CpefHero, R? — KOathhULMEHT AeTepMu-
Hauun; ** — ypoBeHb 3HaUMmocTu, p < 0.01.

CTapbIX, OTMUPAKOLLMX YHACTKaX UMEKOTCA U3NANN, a
TaKXke HauMHaT (DOPMUPOBATLCA pPereHepaTBHbIE
CTPYKTYPbI, He CNOCO6HbIe K pacrnpoCcTpaHeHuo (/10-
6ynun). OaHako nnowaas y 50% Tannomos, nNpuHag-
NeXxaLmx K cybCceHNNbHOMY COCTOSIHWUIO, COCTaBAeT
>100 cm? (puc. 2K). B gaHHOM OHTOreHeTUYECKOM
COCTOAIHMM NOLWaAb NOBEPXHOCTU TanioMa C Bere-
TaTMBHbLIMY Nnponarynamu coctasnseT >30%. 3aBep-
LLIaeT OHTOreHe3 )t <$>COCTOsIHME, MPU KOTO-
pom 6osbllas YacTb Ta//loMa pas3pyLuaeTcs, a Ha
OCTaBLUMXCA NOMacTAX MMeKTCA KPYrHbIe HEKPOTU-
YeCKMe yUaCTKU, a TaKXKe pereHepaTuBHbIE CTPYKTY-
pbl, He CrOCO6HbIe K pacnpocTpaHeHWto. lMiowaab
HEeKpO30B OT 00LLei NoLaaN TasiioMa COCTaBNsAEeT B
cpegHeM ~20%. Bonbluas yactb TannomoB (~60%)
3TOro COCTOSIHMS MMeeT nnoLaab ot 20 ao 50 cm?
(pwnc. 2n). Mpy 3TOM Ha OCTaBLLMXCA YaCTAX Ta/lloMa
MPUCYTCTBYIOT BereTatuBHble nponarysbl (copanu,
n3ngmMn), Kotopble, NMo-BMAUMOMY, YCMELHO pac-
NPOCTPaHSAOTCA 40 MOMEHTa OTMUPAHNSA Ta/lioMa.

SAKIHOYEHVE

Ha ocHoBe 13y4eHHO BbI6OPKM Tannomos L. pul-
monaria, ¢ y4eTOM UTePaTypHbIX AaHHbIX (Muxai-
noea, 2005; Nopwkos, CemeHoBa, 2008), B OHTOre-
He3e Buaa 6bIn0 BblAeneHo 4 nepmnoaa n 14 BospacT-
HbIX COCTOAHWIA.

Mocne 06beAMHEHMS TPUOHOIO KOMMOHEHTA C
BOAOPOC/IbIO 3a4aTOK CNOEBKMLLA 06peTaeT OKPYryto,
KannesuaHyto opmy (HOBEHU/IbHOE BO3PACTHOe CO-
CTOSIHME); CO BPEMEHEM Ta/I/IOM CTAHOBUTCS JINCTO-

OHTOrEHES3 Ne 2
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Q) U 4. TMnouwagp Tannoma 1 o5 HEKPOTUYECKMX 06pa3oBaHNii B Tasiiomax Lobaria pulmonaria pasHbIx OHTOre-

HETUYECKNX COCTOAHUIA
Mnowagb Tannoma lMnowwanb HEKPO30B
OHTOre-
HETUYECKME Hucno MUHUMaNbHble/ cpenHee MUHUMaSbHble/ cpeaHee
cocTogung | TYVIOMOB | makcumanbHble » | CV,% | MaKcumanbHble , |CV, %
sHaueHus, o2 3HaueHue, CM sHaueHus, o2 3HaueHve, cMm

i 209 0.0001—0.048 | 0.0022 +0.0003 | 171 - - -
iml 182 0.0003—0.057 | 0.0065+0.0007 | 121 - - -
im2 214 0.001—0.76 0.034 +£0.0067 | 288 - — —
im3 214 0.001—0.89 0.095 + 0.0075 119 - - -
vl 1136 0.3—69 7.9+0.26 110 0-50 12+0.21 594
v2a 1117 1.25—443 27.0+x119 147 0—67 45+0.32 240
v2b 279 3.1-544 58.1 +3.97 14 0—50 5.6 +0.58 174
v2c 192 6.25—3437 265.9 + 34.84 182 0-50 1.4+3.73 698
g 156 12.5—-3750 330.2+41.04 155 0—86 8.1+0.92 142
ss 326 6.25—1937 292.7 + 30.65 189 0—54 9.2+0.49 96
s 503 1.9-564 96.6 + 5.59 128 0—80 19.7 £0.79 91

BaTbIM, CU/IbHOpPACCeYEHHbIM, NOSABNSAETCA AMYaTas
6yrpucTocTb. B cOCTOSIHUN MMMaTYpHOE 3 HauMHaeT
NPOVCXOANTL BHEAPEHME LMaHO6aKTepUiA B COCTaB
TasinomMa. Takmm 06pa3om, B BO3PaCTHOM COCTOAHUM
BMPIrMHWUNbHOE 1 Tannombl NPUOGpPeTatoT B3POC/bIi
00/11K, 04HAKO BCE eLLe OCTaKTCA CTEPU/IbHBIMMU.

B xoze WHAMBWMAYyaSbHOrO Pa3BUTUA, B BO3PacT-
HOM COCTOSIHUW BUPTUHWUbHOE 2, Ta/IOM YBENNUN-
BAeTCA B pasmMepe Ha ero rnoBepxHOCTM 06pasytoTcs
copasiv, pa3BMBatoLLMeCH CHayana no Kpasm sona-
CTeld, a BMNOCNEACTBUN N HA NX BEPXHE MOBepXHO-
CTH, hopMUPYIOTCA N3UAMN, Ledanoamm CTaHOBATCS
XOPOLUO 3aMeTHbIMW Ha BEPXHE /NN HKHeN no-
BEPXHOCTW Ta/loMa. BeretaTvBHble Avacnopbl Co-
AepXaT B cebe KNeTKU rprba n 3eneHoi BOAOPOCHN.
Mocne oTaeneHNs OT MaTEPUHCKOro TasisioMa cope-
AN 3aKPenIATCA Ha CTBOJIE fepeBa rmamu rpubda
1 06pa3ytoT HOBbI Tannom. O4HAKO A5 TOro YTOObI
BbDKUTb, EMY HEOOXOAMMO BK/IHOUMTL B COCTaB CBOE-
ro tena umaHobakteputo (Werth et al., 2006).

Korga Tannom focTUraeT KpyrHbIX pasmepoB, a
ero NnoBepxXHOCTb 06M/IbLHO MOKPbLIBAOT COpain, OH
CTAHOBMTCSA MOTEHUMa/IbHO FeHepaTMBHbIM. B pe-
3y/nbTaTe MOMIOBOr0 PasMHOXEHUS Ha NMOBEPXHOCTU
Tannoma 06pasytoTcs NIoA0BbIe Tefla — anoTeLmm.

C TeyeHMeM BpPeMEHW Ta/I/IOM HayMHaeT paspy-
waTbea. Mpyn 3TOM Ha CTapbIX I0NACcTAX MMEKTCS
N3ngnUn, KOTOpPble MOFYT paspacTatbCs B N106ynu
(pereHepaTuBHbIe CTPYKTYPbl HE CMOCOGHbIE K pac-
npocTtpaHeHuto) (Mwuxaiinosa, 2005). 3akaH4MBa-
eTCS XKU3HEHHbI LMKN NuWakiHuKa pacnajgom
KPYMNHOTO Tas/loMa 1 Haimumem 60/1bLLOoro Kosmye-
CTBa HEKPOTUYECKMX 06pa3oBaHuii. BaxHO oTme-
TUTb, YTO Ha MOBEPXHOCTN CTapbIX CYOCEHUbHbIX U
CEHWU/IbHbLIX Ta//IOMOB MPUCYTCTBYIOT B 60/bLLOM

OHTONEHES3 Ne 2

Tom 51 2020

KOMNYeCTBE BeretaTuMBHbIE MPONarynbl, YTO CBUAE-
TeNbCTBYET O CMOCOBHOCTM [JaHHOro BMAa NuLLain-
HUKa K BEretaTMBHOMY Pa3MHOXEHWMIO [0 KOHLA
XKU3HW.

B pesynbTaTe MexaHWYECKOro BO3AEMCTBUS OT
Ta/IoMa MOFYT OTAENNTLCS HEe TOMbKO Cheuuanmamn-
pOBaHHble BEreTaTMBHbIE AMACMOPbI, HO W Lefble
(hparmeHTbl. Taku1e YacTu Ta/l/IoMa NPy NonagaHun B
6MaronpUsTHbIE YCI0BUS CMOCOGHbI NMPUKPENUTLCS
K cy6CTpaTy 1 06pa3oBaTh HOBbIN TaioM. B Takom
Ccnyyae HeoGXoAMMOCTb B MPOLLECCE A0NMXEHN3ALNM
oTnajaer.

TakuM 06pa3om, B XXM3HEHHOM UmMKne L. pulmo-
naria ectb HECKO/IbKO BapnaHTOB 06pa3oBaHusA HO-
BOrO C/I0EBULLA: OT aCKOCMOPbI, BEreTaTMBHOM Anac-
nopbl Un pparmeHTa TasiIoMa. Npu 3Tom Ta/IoMbl,
obpa3oBaBLUMECA pa3HbIMM criocobamun, MOryT B
npoLiecce OHTOreHe3a NPOXoAnTb Yepe3 reHepaTuB-
HOe COCTOSIHME, @ MOTYT ero nponycTuTb. 3T0 CBA3a-
HO C TeM, YTO MN/I0A0BbIE Tena (POPMUPYHOTCH TOSTbKO
B FEHETUYECKM reTeporeHHbIX NONynAunsx, T.e. Npu
HaNM4YMM reTepoTaIIMYHbIX TannoMoB L. pulmonaria
(Zoller et al., 1999). YcTaHOBMEHO, YTO Ha NpoLecc
hopmMmnpoBaHMA anoTeLUMeB OKasblBalOT BAUSAHMWE
YCNOBUA MeCTOOBUTaHUS, NPeXae BCero — AaBHOCTb
HapyLLEeHWNs cOobLLEeCTBa, OT KOTOPOW 3aBUCUT Ha/ln-
yme NoaxoAsALMX YCIOBUIA AN pa3BUTUA LeHoMomny-
NAUNIA 1 NPOLO/MKUTENBHOCTL KoNoHM3aumm (LrHa-
TeHKo, Tapacosa, 2018).

B Xxofe nccnefoBaHWi CTano 04eBUAHO, YTO Kpym-
Hble Ta/INIOMbl BUAAa B MOAXOAALLMX YCNOBUAX Cpefbl
00naaatoT BbICOKMM MOTEHLMANIOM K 06pa3oBaHMIO
HOBbIX >XM3HECMOCOOHbIX TaN/IOMOB. HecMOTps Ha To,
4TO ONpesenTb, N3 KaKUX UMEeHHO (NONOBbLIX U Be-
reTaTUBHbIX) AMacnop 06pa3oBaICb T€ WM MHbIE
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tOBEHWU/IbHbIE U UMMATYpPHbIe Ta/I/IOMbl 6€3 reHeTnYe-
CKMX UCCNeoBaHNA HEBO3MOXHO, MOYyYeHHbIe AaH-
Hble MO3BONAIOT MPEANONOXKNTb, YTO 6O/bLUIASA YacTb
OMMCaHHBIX KOBEHU/IbHBIX U UMMATYPHBIX Ta//IOMOB
BO3HWKNA BeretatMBHbIM MyTEM, MOCKO/bKY (ep-
TU/bHbIE TaIoMbl L. pulmonaria B 3y4eHHbIX CO06-
LLLeCTBaX BCTPeYatoTCs AOCTAaTOUYHO PeKO.

MpuBefeHHast B HAaCTOSLLIEN paboTe cxeMa OHTOre-
He3a UMeET psf CyLLECTBEHHbIX OT/IMYMIA OT MMEto-
LMXCH B nmTepatype AaHHbIX (Muxaiinosa, 2005;
MopwkoBs, CemeHoBa, 2008). Kak nokazanu Haluu gaH-
Hble, IOBEHW/IbHbIE Ta/INIoMbl He npeBbiwatoT 0.15 cm B
AnHY 1 0.12 cm B LUMPKUHY, a mmaTypHble 1 —<0.45 un
<0.24 cM COOTBETCTBEHHO. cxoaa M3 MPUHLMNOB
ANCKPETHOTO BblAeNeHNsi BO3PAaCTHbIX (OHTOreHeTU-
YeCKMX) COCTOSIHWI ¥ nnLiaiiHnkos (CyeTunHa, 2006;
CyeTunHa, 'notos, 2015) K t0BEHWU/IbLHOMY CefyeT oT-
HOCUTb C/OEBULLA TOSIbKO HAKWUMHOW YXWU3HEHHOM
(hopmbl, a He B BUZe nonactu (Yewyiikun) (MopLUKOB,
CemeHoBa, 2008), KoTOpble, Ha Hall B3rnsf, sBNs-
I0TCA MMMaTYpHbIMU. MOMEHT NoABIeHUA Ledano-
AVEB Ha Ta/lNOMaXxX — BaXKHeMLLNI NpU3HaK, KOTOPbIi
[0 3TOrO B /IUTEPAType He yYNTbIBA/ICS.

CnocobHoCcTb K 06pa3oBaHUO BeTeraTMBHbIX
nponaryn SBNsSeTCA 04HMM U3 rNMaBHbIX NPU3HaKOB,
NOABNSOLMXCA B XOfile OHTOreHe3a NnLaiHnKa, u,
KaK MpaBuio, COXpaHsLWMIAcA B TeyeHUe BCel
XM3HM Tannoma. OfgHako B pabote B.B. Nopuikosa
n H.A. CemeHoBol (2008) Hann4yme copeamnes yum-
TbIBaeTCA TOMbKO B BUPTUHWUILHOM 2a COCTOSIHUW.
B Hawmx nccnefoBaHusx, Kak 1 B pabote .H. Mu-
xarinosoi (2005), npu BblAeNeHUN BUPTUHWUIIbHBIX
cocTosiHuiA (v, v2a, v2b, v2C) KNtoUeBbIM NpU3Ha-
KOM SIBNIS10Cb 06M/IMe U pacronoXeHne copanen, a
Takke naowagb Tanioma. M3BecTHO, YTO B OHTOre-
HEeTUYEeCKOM psily OT BUPIrMHW/IBHOIO 2a A0 BUPIU-
HWIbHOT O 2C YBEMYNBAETCS YACO W [ONS Copanei,
BO3pacTatoT IMHeNHble pa3Mepbl Taniomos (Muxai-
nosa, 2005). MNMoka3aHo, YTO U3NLMN MOSABMAOTCA Ha
CTapblIX /IONACcTAX Ta//IOMOB, KOTOPble 06WIbHO NO-
KPbITbl copansiMn (BUPTrUHWIbHOE 2¢). BaxkHO, uTO
BereTaTMBHble Mponarysibl NPOLO/MKAIOT CyLLECTBO-
BaTb Ha CTapblX, MOrMbatoLLMX Ta/I/IoMax 1 CNOCO6HbI
K pacripoctpaHeHuo. M3manumn n nobynu B pabote
B.B. lNopwkosa 1 H.A. CemeHoBol (2008) nucrnonb-
3YlOTCHA KaK OTfeflbHble MpU3HaKu 418 BblAeneHns
OHTOreHETUYECKMX COCTOSIHWIA BUPTMHWUABbHOE 2b 1
BUPrUHWbHOE 2C COOTBETCTBEHHO. B Halumx nccne-
[OBaHUsAX, Kak U B pabote W.H. Muxainosoii
(2005), ycTaHOBNEHO, YTO N06YNN POPMUPYIOTCA Ha
CTapbIX, OTMUPAIOLLMX NI0NACTHAX Ha Ta/lloMax, KOTo-
pble OTHOCATCSA K MOCTreHepaTMBHOMY nepuogy. Ta-
KM 00pa3oMm, MO/yYeHHble AaHHbIe CYLLECTBEHHO
[OMOJTHAIOT MMEIOLLYHOCA B NINTEPATYPE CXEMY OHTO-
reHe3a nMMwlanHmKa L. pulmonaria.

WFHATEHKO u gp.

BNNAFOOAPHOCTU

Bbipaxxaem 6/1arogapHOCTb POLACTBEHHUKAaM W [PY3bAM
aBTOPOB, CTY[eHTaM W Nperogasareniaim Kadepbl 60TaHNKN
1 mr3nonormn pacteHnii MeTpo3aBofCKOro rocyfapcTBeH-
HOro YHVBEPCUTETA 33 MOMOLLI B C60PE MO/IEBOro MaTepuana,
a TaKke agMuUHUCTpaumam n cotpygHukam OOIT 3a no-
MOLLIb B OPraH13aLmm 1 NPoBELEHMN MOMEBbIX UCCEA0BaHWIA.

PNHAHCVPOBAHVE

PaboTta BbINofHEHa NpW (PUHAHCOBOW MOAAEPKKE
npoekTta “KomniekcHas oOLieHKa BOCCTaHOBUTE/IbHOIO
NOTeHLMana MOX0BOIO M IMLLANHNKOBOI O MOKPOBA B XOL€e
BTOPUYHbIX aBTOrEHHbIX CYKLIECCUI B TaeXHbIX IKOCUCTE-
max Cesepo-3anafa Poccun™ (FocsagaHne MHOGpHayKu
5.8740.2017/B4).

COBNHOOJEHNE STUUHECKIX CTAHOAPTOB

HacTosiwas ctatbs He COAEPXMT OMUCAHUS Bbl-
MOMHEHHbIX aBTOpPamMn WCCNeJOBaHUA C y4acTUeM
NN NN NCNONb30BaHNEM XXMBOTHbIX B Ka4ecTBe
00BLEKTOB.
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The ontogenesis of the epiphytic lichen Lobaria pulmonaria was presented. The studies were conducted in the
forest communities of Karelia with times since disturbance from 80 to 450 years. It has been noticed that there
were 4 periods and 14 age-related states in the ontogenesis of the L. pulmonaria according to the concept of a
discrete description of plants and lichens. Each ontogenetic state of the L. pulmonaria was characterized by
certain sizes of thallus, the presence and degree of vegetative diasporas development and apothecia on the
thallus surface. Possible variants of the species ontogenesis were described.

Keywords: ontogenesis, lichens, Lobaria pulmonaria
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BnepBble NpoBeeHO CpaBHUTENbHOE UCCNef0BaHME CYyTOYHOM ANHAMUKW IMMUAHOTO Y KUPHOKUCNOTHO-
ro Npogunns, ypoBHS 3HEPreTUUECKOro 06MeHa y MOMoAN NATHUCTOro nentoknunHyca L2, L3, L4, L4*, L5
CTaanin pa3BnUTUSA, ABNSIOLLMXCS 3BeHbAMM Nenarnyveckoi (L2, L3, L4) n 6eHTocHoOM (L4, L4*, L5) nuLLeBoii
uenu 13 3amea KoHrc-bopg B yCNoBUSIX MOASIPHOM HouW. CyTo4Has AMHaMMKa NMNUAHbIX KOMMOHEHTOB
N aKTMBHOCTW (PEPMEHTOB aHa3pPOBHOro 06MeHa MOXKET pacCMaTPMBATLCS KaK O4UH N3 MEXaHN3MOB reHeTU-
YeCcKM AeTEPMUHNPOBAHHO OHTOrEHETUYECKO U 3KONOTMYECKN OPUEHTMPOBAHHOM (heHOTUMMYECKOI pa3-
HOKa4eCTBEHHOCTW YXXMU3HEHHOW CTpaTernv BuAa, Hanpas/eHHOM Ha NoajepXKaHve ero CyLlecTBOBaHUS B
KOHKPETHbIX YCNOBUAX CPefpbl U aanTaLmio K HAM Ha pa3HbIX YPOBHAX OpraHn3aLm XXMBoro.

Kntoyesble cnosa: pbl6b|, OHTOreHe3, 6MOXMMUYECKME afantaunn, CyTOYHbIE PUTMbI, TINNNAbI, XUPHbIE

KNCNOTbI, S3HEPreTUYECKnii 06MeH, ApKTUKa
DOI: 10.31857/5047514502002007X

BBEAEHWE

Pbi6bI cemeitcTBa CTumxeeBbIx (Stichaeidae) 601b-
LUYH YacTb XXM3HW MPOBOAAT Ha AHE MPUOPEXHbIX
aKBaTOPUIA KOHTMHEHTa/IbHOTO LUefbha MOPCKMX KO-
cucTem, rybrHa nx 06MTaHnst CUIbHO BapbupyeT, He-
KOTOpbIe 13 BUA0B 0OUTAIOT B 30HE NPUINBHO-OT/INB-
HbIX TeYeHUn. CneundrnyecKme yCnoBust 06uTaHUs 1
LUMPOKMIA AMana3oH BapbMPOBAHWUS 3KONOMMYECKUNX
(haKTOPOB A1 Pblb 3TOr0 CEMEICTBA ONPEAENSOT Bbi-
COKYHO CTeneHb afanTMBHOCTU 1 NNaCTUYHOCTH.

CnepyeT 3aMeTUTb, YTO MH(OPMaLMA 0 6roIorMm
JaHHbIX BMAOB cemeiicTBa CTMXeeBble HEMHOMoYMC-
neHHa (Ochiai, Fuji, 1980; Miki et al., 1987; Keats et al.,
1993; Smith, Wootton, 1999; Kolpakov, Klimkin,
2004; Rose, 2005; Murzina et al., 2008). MATHUCTbIN
nentoknunHyc (Leptoclinus maculatus (Fries, 1838)) —
MOPCKOWM [OHHbIA BN, OTHOCAWMIACA K apKTu4e-
CKo-6openbHoi (Jonros, beH3uk, 2012; MyxuHa,
[Jonros, 2012) 300reorpadnyeckoii rpynne. 13sect-
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HO, YTO PenpojyKTUBHAaA PYHKUUA 1 rocnesyroLlee
pa3BUTWEe OpraHM3ma 3TUX pblb NPOTEKAET B YC/I0BU-
AX HA3KUX Temnepartyp, UKPOMeTaHue NenTOK/NHY-
ca NPUXoANTCH Ha 3MMHWI CE30H U/ 3UMHe-BeCeH-
Huii (Murzina et al., 2012) 1 TeCHO CBA3aHO C Temne-
paTypoi cpefbl, a Takke TPO(PUKOIA, OCO6EHHO,
NPUHKXMas BO BHUMaHMe TOT (PaKT, YTO IMYMHKN SAB-
naTca nenarndecknmu (AHgpusiwes, 1954; Mek-
KoeBa U ap., 2014, 2017a, 20176, 2018). Monogps nen-
TOK/IMHYCA XapaKTepusyeTca AINTENbHbLIM Pa3BUTHEM
B nenarnanv n 0THOCUTENbHO HeaBHO YCTaHOB/EH-
HOW MHOrOCTaANNHOCTbIO) U B NMPEASIOKEHHON CU-
cteme (Meyer Ottesen et al., 2011, 2014; INekKoeBa,
2018) cTagnmn 0603Ha4atOTCA NaTUHCKOM OYKBOWN 1
Lndpoir: cTagmm paHxmnposaHsbl oT L1 go L5, 13 ko-
TopbIX L2, L3 obuTtatoT B nenarvanu, L4, L4* — ume-
tOT NepexoHbIA 06pas XXM3HW OT nenarvany K LoH-
HoMy, a L5 — goHHOe obuTaHme. CTagnn pa3BuTUs
MOJI0AN pa3nnyaroTcs No Mopgotn3N0I0rN4eCKNM
XapaKTepucTUKam, a Takxke pasfenstorcd rno npu-



144 MYP3VIHA 1 gp.

[nvHa tena, cm
0o 1 2 3 4 5 6 7 8 9 10
L1

L2

L3

L4

Cragna passutus

L5

. 1. CTagmu pa3BuTMs NenTOKNMHYyca NATHUCTOro (Mo
C.H. Mekkoesoii, 2018).

HaL/1eXXHOCTU K 3KOMOrMYeckUM rpynnam (nenarun-
YecKoi, ‘“nepexogHoin”, poHHon) (Meyer Ottesen
etal., 2011, 2014; NekkoeBa n ap., 2017a, 2018). B pa-
6ote C.H. Nekkoesoli (Mekkoesa, 2018) Bnepsble
npeAcTaBNeHbl JaHHble O NMMNUAHOM U XXUPHOKUC-
NOTHOM cocTaBe monogu L. maculatus B npouecce
NOCT3MOPUOHA/ILHOIO POCTa N PasBUTUSA B 3UMHWIA
nepuog, NpuBeLeHbl CBEAEHNS N0 N3MEHEHWIO AN~
Hbl U COCTOSAHMA 0CO60ro NPOBM3OPHOro 06pas3oBa-
HUA Tena — “AMNULHONO MeLLKa™ B NpoLecce passu-
TUSA NIMYMHKN. POpPMMPOBaHME NNMNLHOIO MeLLKa C
Ha4asIoM 3K30reHHOr 0 MUTaHUA Y IMYNHOK paccmar-
puvBaeTCs Kak npumep pur3anonoro-6MoxXmmMmnyecKor
agantaummn K obutaHuio polb B nefarnanm, crnocob-
CTByHOLEN ux ycnewHomy pocty (Myp3suHa, 2010;
Mekkoesa, 2018). MNMonyyeHHbIE paHee pe3ynbTaTbl O
3aKOHOMEPHOCTAX POCTa U CMeHe NUTaHWUs Mo Mepe
pa3BuTUsa mMonoan nentoknnHyca (Mekkoesa n ap.,
2018; TMekkoeBa, 2018) cBUAETENLCTBYIOT B MOMb3Y
rmnotesbl 06 0CO6EHHOCTAX (PYHKLMOHUPOBaHUS
MOPCKOI 3KOCUCTEMbI B YC/IOBUSIX MONSPHOM HOUN.
HecMoTps Ha cneuudnyeckmnii potonepunos suMon,
KOMMOHEHTbI 3KOCUCTEMbI aKTUBHO, COMIaCHO Ce30-
HYy, B3aMMOJENCTBYIOT pyr C APYrom, (uto- n 300-
NIaHKTOH MPOAO/IKAKOT COCTaB/NATb OMpefeneHHYo
[0NH0 B CTPYKTYpPE nesarnyeckmx coobLLecTs, obecre-
uMBas NULLIEN nenarnyeckmx pold (Berge et al., 2015).
PaHee cumTanoch, YTO B NONSAPHYH HOYb BbICOKOLLIM-
POTHbIE 3KOCUCTEMbI XapaKTepu3yrTCA OTCYTCTBMEM
BbIP&XKEHHbIX MUrpaLmid, CyTOUYHBIX WA eXemecsy-
HbIX, B YaCTHOCTW Y 300Mn1aHKToHa (p. Calanus, rpe-
NMYLLLECTBEHHO), KOTOPbIA pacCMaTpuBaeTCcsi OCHOB-
HbIM KOMMOHEHTOM MULEBbIX Leneii ApKTUKK. Pe-
3ynbTaTbl HeJaBHUX Hay4HbIX MccnefoBaHuin (Berge

etal., 2015; Last et al., 2016), 4eMOHCTPUPYIOT He-
OMpoBEPXUMble [OKa3aTenbCTBa afantauunii, Mop-
(honornyecKmx, NOBeAEHYECKMX, KaK Ha YpOBHE Mo-
nynaumm, Tak U Ha aKkocucteMHoM. MokasaHo, 4To,
BEPTUKa/TbHbIE MUTPaLIN 300MNaHKTOHA U VX UHTEH-
CMBHOCTb SIB/IIFOTCA KOMMEHCATOPHON peakuueli He
TOJIbKO Ha CONTHEYHOE N3/TyYeHWe TETOM, HO U perynm-
pytoTca asamu JIyHbl U €€ MOMIOXKEeHNEM Haf, ropu-
30HTOM — “/lyHHas BepTWKasbHas murpauus™/“lunar
vertical migration” (Last et al., 2016). BinsiHve nyHHO-
ro CBeTa B MOMAPHYIO HOYb Ha CTPYKTYPY U (OyHKLMO-
HMPOBaHMe MOPCKMX 3KOCUCTEM MUMEET Ily60KO 3BO-
NIOLMOHHOe 3HayeHue, B pe3ynbTare Yero fAaxe B
31MMHee BpeMs OCYLLECTBAETCA NepeHoc yrieposa n
OCYLLIECTB/SIETCS B3aMMOAENCTBMNE B CUCTEME “XMLLL-
HUK-X03AMH”’ KaK BHYTPW OTAe/IbHbIX BOAHbIX C/I0€B,
Tak N MeXy HUMMW.

B HacTosiLein paboTe BNepBble MPOBENN CPaBHU-
Te/lbHOe UccnefoBaHNe CyTOYHOW AUHAMUKW INNK-
[0B 1 XUPHbIX KUC/OT, @ TaKXe aKTUBHOCTU (hep-
MEHTOB 3HEPreTMyeckoro W yrieBo4HOro obmeHa
(LnMTOXPOM C OKCKAA3bI, NaKTaTAernaporeHasbl, aib-
fonasbl) Yy NenTokanHyca natHucToro (Leptoclinus
maculatus, Fries, 1838) nocTtam6pmoHansHOro nepu-
oga L2, L3, L4, L4* n L5 cTagnun pa3snuTtusa 13 akea-
Topun apx. LLnnubepreH (3anve KoHrc-gbopa) B
NONSIPHYIO HOYb.

MATEPUWA/Ibl 1 METO/ bl

C6op npo6 nenarnyeckor MonoAM N AOHHbIX
0co6elt NenToKIMHYca NATHACTOIO MPOBOAWNIIUCH C
MNCNONb30BaHNEM MenarnyeckKoro u JOHHOro Tpaios
Ha 6opTy HNC “Xenbmep XaHcceH” (R/V Helmer
Hanssen, the Arctic University of Norway, UiT) B iH-
Bape B akBaTopum 3anmea KoHrc-gbopg (78°57" C.Lu.
11°56" B.4.) B paMKax MexayHapogHoro perica Ma-
rine Night field campaign 2014. Ans nccnefosaHus
CYTOYHOW AMHaMUKX TUNUAHOTO NPOUAA MONOAN
B 3UMHWI Nepunog Obin UccnefoBaHbl MblLLLbl MO-
logn nenTokNnHyca natHuctoro L2, L3, L4, L4* un
L5 craguii passuTtus (puc. 1), a Takke NMNUAHBINA
Mellok L3, L4, L4* ctaanin pa3Butums.

B nonesbIX yCNoBUSIX, Ha 60PTY CyAHa, KaK MOX-
HO 6bICTpee nocne pasbopa ynoBa U COPTUPOBKMU
cTagnii monoam nccnefyemom pblobl NPOBOANAN U3-
B/IeYEHME NMNUAHOTO MeLLKa 1 MbilL,. B ycnosmax
nabopaTopun NPoOBOAUAN huKcalmio Npob B X/10-
podhopm : MeTaHone (2 : 1, no o6bemy). [lo nposege-
HUSA 3KCTpaKUMn, NHAMBUAYaSTbHble NPO6bI TKaHel
XPaHWINCL B CMeCK Xn1opocdhopm : meTaHon (2 : 1, no
00beMy) B CTEKNIAHHBLIX MPoBUpKax Hag/exatlero
o6bema. O6LLMe IMNNLbI AIKCTPArnpoBaIn no MeTo-
ny ®onva (Folch et al., 1957), 3aTeM KOHLUEHTPUPO-
Ba/IN C MOMOLLbIO POTOPHO-BaKyyMHOM yCTaHOBKM
Hei-VAP Advantage HL/G3 (Heidolph, Germany).
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PasgeneHve knaccos MMNULOB NPOBOAUAN METO-
[AOM TOHKOCNOMHOW XpomaTtorpadnmn Ha nnacTMHKax
“Merck” (“Merck”, epmaHuns). Bce aHanusmpye-
Mble MPo6bl HAHOCWU/IM Ha MIACTUHKY C MOMOLLbIO
lwnpuua B 06beme 15 Mk (360 MKr 1Mnnaa), B AByX—
Tpex MOBTOPHOCTAX. PpaKLMOHMPOBaHWE O06LLMX
NMNWAOB NPO6 NPOBOAWIN 3/KONPOBAHUEM B CUCTE-
Me pacTBOpWUTENeN: NeTPoNeHbIi apnp—anaTuno-
BbIli athmp—yKcycHas kncnota (90 : 10 : 1 no o6bemy)
B Xpomatorpagmyeckoi Kamepe npu KOMHATHOM
Temnepatype (LUtans, 1965). AN KONMYeCTBEHHOTO
onpegeneHnsa obwux gochonunugos (P1), Tpua-
unnrnnuepuHos (TAIN), adMpoB XonectepmHa co
cnegamm BockoB (OXC + B) ncnonb3oBanu rnapok-
camaTtHbIi MeTOA, NPUHLUMI KOTOPOro 3aK/H4aeTcs
B 00pa30oBaHUM TEMHO-KOPWUYHEBbLIX KOMIIEKCOB
MeXZy MOHaMW TPeXBa/IEHTHOr O Xene3a U rmapoKca-
MOBBIMW KMC/IOTaMK1, KOTOPble 06pa3ytoTcs Npu B3a-
NMOLENCTBMM CNOXHOI(UPHBIX CBA3EN NMNUA0B C
rugpokcunammHom (Walsh et al., 1965; Cugopos
n ap., 1972). [anee npoBoAnN N3MEPEHME ONTUYe-
CKOI MNOTHOCTM KaXaoi npobbl Ha cnekTpodoTo-
meTpe CP-2000 (OKB “Cnektp”, Poccus) npu ann-
He BO/MHbI 540 HM. KonnyecTBeHHOe orpejeneHve
xonectepuHa (XC) nposogunu no metogy ®. OH-
renb6pexta (Engelbrecht et al., 1974) ¢ ncnonb3oBaHU-
eM TPUX/IOPYKCYCHOT 0 XXesle3a, PacTBOPEHHOrO B X/10p-
HOM Kucnote. VIHTEHCMBHOCTb  06pa3oBaBLLeCS
OKpacKn M3Mepsnn Ha crnektpodoTometpe CP-2000
(OKB “CnekTtp”, Poccus) npu gnviHe BoAHbI 550 HM.

Ona aHanusa >XUpPHOKMCNOTHOro coctasa OJ1
NPOBOANAN METaHOMN3 XUPHbIX Kncnot (PKK) o6-
wnx nunmngoe (Hoeak, 1978). PasgeneHne MeTuno-
BbIX 3¢mpoB XKK npoBoaniv Ha ra3oBomM XpomMaro-
rpape “Kpuctann 5000.2” (3A0 “XPOMAT3IK”,
Nowkap-Ona, Poccus) ¢ KanuansapHbIMU KOMIOHKa-
Mun Zebron ZB-FFAP (Phenomenex, USA), ncrnons-
3ysl B Ka4yeCTBe BHYTPeHHero craHgapTa 6ereHoByto
kucnoty (22:0) (Sigma Aldrich, USA). O6paboTky
XpomMaTtorpaMmm MpPOBOANIM C MOMOLLbI KOMMbHO-
TEPHOI nporpaMmbl “Xpomatak AHaMTuK” (3A0
“XPOMATO3K”, Nouwkap-Ona, Poccus). B kKade-
CTBe CTaHAapPTOB MeTUNOBbIX 3thpoB KK ncnonb3o-
BaHbl Habopbl Supelco 37 Component FAME Mix,
Bacterial acid methyl ester (BAME) mix, PUFA No. 1
(Supelco, USA).

Ana  mnccnefoBaHUs  aKTUBHOCTU  (DEPMEHTOB
3HEepreTMYecKoro 1 yrnesogHoro obMeHa Monoau B
3VMHUIA Nepurog 6b11n nccneaoBaHbl MblLLLLbI MOMO-
OV NenToKnnHyca natHucToro L2, L3, L4, L4* n L5
CTaguin pa3BuTUA. TKaHb pblbbl XpaHUIUCL A0 aHa-
nmsa npu temneparype —80°C. AKTMBHOCTb LIUTO-
Xpom ¢ okengasel (LLO, K 1.9.3.1.) onpegensnu no
metogy J1. Cmuta (Smith, 1995) n3mepssa ysennue-
HUWe KONMYeCcTBa OKMCNEHHOI O LMTOXpoMa c. O6LLyH0
aKTMBHOCTb NakTtargermvgporeHassl (140, 1.1.1.27)
onpefensnm, N3Mepsas KofmyecTsa BOCCTAHOB/IEHHbIX
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HAL* n HAL®* no obwienpuHsaTon metoamke (Koue-
TOB, 1980). AKTMBHOCTb anbaonasbl (K® 4.1.2.13) onpe-
[ensinu no metoamke Beck B Mmoandukaumm AHaHbeBa
Oo6yxoBoin (Kon6, KamblLLHMKOB, 1976). AKTUBHOCTb
(bepMeHTOB BbipaXKa/n B MKMO/Ib/MUH/T TKaHW.

CTaTUCTUYECKNIA aHaNn3 NONYYeHHbIX pe3y/bTa-
TOB MPOW3BOAN/IM C MOMOLLLI0 KpuTepnsa Kpackena—
Yonnuca ¢ nocnefyowmmM cpaBHeHNEM BbIG0OPOK C
1CNofib30BaHNEM KpuTepmus MaHHa—YUTHW. Pa3nn-
yns cunTanm goctosepHoimu npu p < 0.05.

MccnegoBaHns BbINOSIHEHbI Ha 6ase nabopato-
pYX 3KONOTNYECKON BUOXUMUN C NCMONb30BaHNEM
obopynoBaHuA LleHTpa KOJINEKTUBHOMO MOJ/b30Ba-
HUA PefepasbHOIO MCCNeA0BaTe/lbCKOro LIeHTpa
“KapenbCKnin Hay4HbIn LEHTP POCCUIACKOWN aKaae-
MUN HayK”.

PE3YJIbTATbI
JnHamyKa nUniioB 1 >XKMPHbIX KUCNOT

VccnepoBaHa AnHammKa niMnnaos v nx XKK-kKom-
MOHEHTOB Yy pa3HOBO3pacTHoW monoan Leptoclinus
maculatus, obuTatoLLeii B 3a1mse KoHrc-hbopg B 0TBET
Ha CyTOYHbIA UMK (“AHEBHON™ Tpan n “HOYHOIA™
Tpan) B MONSPHYHO HOYb 3MMOIA (HBapb) (Tabn. 1—4).

He ycTaHOBNEHO M3MeHEHWIT B COAepXXaHUN -
nnaos 1 XKK B MbilLAaX M AMNUAHOM MELLKE Hanbo-
nee aganTUPOBaHHOW K 0OUTaHWUIO B Mefarn4yeckom
cpege mosiogn L3 ctagnu pa3BuTUA B OTBET Ha CYTOY-
Hbli LUK B MOMSIPHYKO HOYb 3umoli (Tabn. 1—4).
Mpwn aTOM, ANs nenarnyeckon monogun L2 cragum mn
nepexofHoi L4 cTagmm nokasaHo JOCTOBEPHOE CHU-
YXeHe MWHOPHOrO KJacca 3HEepreTMYecKux nmnu-
0B OXC 1 BOCKOB, a TaKXXe CTPYKTYPHbIX INMNL0B B
thopme XC (Tabn. 1) B HOUHbIE Yacbl MO CPABHEHUIO C
TakKoBbIM B [JHEBHble Yacbkl c6opa npob. INMokasaHo,
4TO B MblLLAx monogmn L2, L3, L4* n L5 ctagwmii pas-
BuTUS XKK-coctaB OJ1 B OTBET Ha CYTOYHbIA LMK
[LOCTOBEPHO He U3meHsAsnca. O4HaKo, B MbILLLLAX MO-
104 NenToKIMHYCca NATHUCTOro L4 ctagnm npouvc-
XOAUT CHWXXeHMe cogepxkaHua ®J1 v cylecTeeHHoe
nosbilleHne TAI OT “AHeBHbIX K “HOYHBLIM™ Yacam
B 3MHWiA nepurof (7.8, 6.5 1 4.5 1 8.0% cyxoii maccel,
COOTBETCTBEHHO) (Tabn. 1), a TaKXXe CHMKEHUE CO-
nepxkaHmsa MHXXK (3a cyueT He3aMeHNMOI foKo3areK-
caeHoBon, 22:6(n-3), XXK). CogepxaHne MHXXK 3a
cyet 20:1(n-9) XK, umetowein nuwiesoe npomc-
XOX[eHne, B MbILLULLaX Monoan L4 ctagmu passnutms
6b1/10 BblLLE B HOYHOW BPEMS MO CPaBHEHMIO C TaKO-
BbIM B fIHeBHOe Bpemsi cbopa npob (38.86 n 13.96
npoTumB 46.52 n 17.11% cymmbl )KK cOOTBETCTBEHHO)
(tabn. 3).
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MYP3VIHA 1 gp.

Q) U 1. CogepxaHue nunungos (% CyXoi Macchl) B MbiLULIAX MOMOAM NENTOKANHYCa NATHUCTOro Leptoclinus macu-
latus (Fries, 1838), BbIIOBNEHHOMO B pa3HOE BPeMs CYyTOK B akBaTopum apx. LLInuub6epreH (3anne KoHrc-tbopa) B 3UM-

HWIA Nepunog (AHBapb)

Craans L2 L3 L4 L4 L5

passutuA
Bpems 3anycka

[ieHb HOYb [ieHb HOYb [ieHb HOYb [ieHb HOYb JeHb HOYb
Tpana
Kon-Bo npo6 15 15 20 20 15 15 6 6 8 9

O6wme nunugpl 13.7 +£0.6 |14.6 £0.7|14.9+0.9|13.0+0.5(16.0+0.7 | 179+ 0.9 |24.4+ 0.8 | 2.3+ 1.3 |20.3+ 3.4 |22.3+ 2.3
dochonmnugbl | 7.6 +0.3 | 82+04| 74+x05| 7.0+x04| 7.8+x0.3| 6.5+0.4" 57+05| 64+04| 43+£03| 49+0.3
Tpuayunravue- | 29+04 | 3.2+0.6| 26+0.3| 21+0.2| 45+06| 8.0+£1.0MN144+11 |11.2+14|133+35|13.5+21
PUWHBI
Ampel xonecte-| 1.5+01| 09+01" 11+x02| 0.7+05| 1.3+x01| 1.2+01| 26=*+0.3| 1.3+04" 09+0.2| 15x0.3"
pWHa + BoCcKa
XonecTtepuH 18+02| 23+0.1" 3.8+0.2| 3.2+0.3| 24+03| 22+0.2| 1.7+0.2| 24+0.2" 1.7+0.9| 25+0.3

MpuMeyaHue. ~ CoaepXkaHne 4OCTOBEPHO OT/IMUYAETCA OT TAKOBOIO B MbILLILIAX Y Pbi6, BbINOBAEHHBIX AHeM (p < 0.05).

Q) U 2. CogepxaHuie NNUAHBIX KOMMOHEHTOB (% CYXOi Macchl) B MMMUAHOM MELLIKE MOJIOAM NENTOKANHYCA NAT-
HucToro Leptoclinus maculatus (Fries, 1838), BbIOB/IEHHOIO B pa3HOe BPeEMs CYTOK B akBaTopuu apx. LLInnu6epreH (3a-

nunB KoHrc-tbopa) B 3vMHWIA Nepuog, (SHBapb)

Cragunn pa3sutua L3 L4 L4*
Bpewms 3anycka Tpana LeHb HOYb JeHb HOYb [eHb HOYb

Kon-Bo npo6 6 15 3 4 5 2
O6wme nunuapl 90.9+15.0 | 75.0+5.6 841+3.2 85.1+2.38 919+11 934+11
doctonmnngbl 0.8+0.5 14+09 17.0+8.7 10.2£5.9 254 +57 45.0+0.2
TpuaunarivuepuHbl 815+19 67.7x151 | 49.7+£4.2 59.3+8.0" | 61.7£6.5 421+0.0
Ohmpbl XonectepmHa + Bocka| 4.4+ 1.0 19+26 6.1+13 43+17 0 0
XonecTtepuH 43+04 41+04 112+19 1.4+£22 41+13 44+01

MpumeyaHue. » CoaepXkaHue JOCTOBEPHO OTAIMYAETCS OT TAKOBOIO B IMMUAHOM MeLLUKe NeNTOKANHYCA, Bbl/IOBNEHHOTO AHEM

(p < 0.05).

AKTUBHOCTb (PepPMEHTOB 3HEPre TUYECKOr0
1 YrNeBogHOro obmeHa

YCTaHOB/EHbI pa3nynsa B aKkTUBHOCTU (hepMeH-
TOB Y NIENTOK/NHYCA Pa3HbIX CTaAUA pa3BuUTuUA. AK-
TMBHOCTb LIO y monogn L2—L4 ctagmii pa3BuTus
YMeHbLUaeTCA, a Ha cTagnax L4*—L5 ysennumneaetcs.
lNMoka3aHo, YTO BHE 3aBUCUMOCTW OT BPEMEHU CYTOK
akTmBHocTb JIAIN yBennumBaeTcs 1 Hanbosnee BbICO-
Kasi y MOJIon CTapLunX BO3pPacTHbIX rpynn (puc. 2).

CpaBHUTENbHbIN aHaNIM3 aKTUBHOCTY (DEPMEHTOB
y MATHUCTOrO NeNTOK/IMHYca CTagnin passutmns L2,
L3, L4 B HOYHOE 1 JHEBHOE BPeMS MOKa3bIBAET, UTO
aKTUBHOCTb (DEPMEHTOB YI/1EBOAHOr0 06MmeHa J1IAT n
anbAoasbl Bbille B HOYHOe BpeMs Ha ctagmmn L3 v L4
(puic. 2). Hactagmun L3 aktmBHOCTL LLO Tak e BbilLe
B HOYHOE Bpems (puc. 2).

OBCYXOEHVE

CTtabunbHOCTL NnokasaTtener NMNnLHOro cratyca
MbILLL, Y TINNUAHOTO MewlKa monoau L3 ctagmm B OT-
BET Ha CYTOYHbIEe (PIYKTYyaL MM 3KONOrMYeCKmMX yCno-
BMI (0CO6EHHO Ka4yeCTBEHHOI0 1 KOMNYECTBEHHOIO
cocTaBa KOPMOBbIX 00BbEKTOB) YKa3blBaeT Ha BbICO-
KYH0 YCTOMUYMBOCTb JaHHOM MOJIOAM U ee afanTupo-
BaAHHOCTb K YC/10BMAM nenarnann. HanbonbLwas gu-
HamuKa NIMNUAOB NokasaHa 418 monoam L. maculatus
L4 ctagun pa3BuTuA, BedyLleil nepexofHblii 0bpas
XU3HW, KOTOpas CBA3aHa, CKOpPee BCEero, C YCUNeHN-
eM (PYHKLMOHaNbHOM Harpy3Kmn Ha MblLLLbl (CHMXe-
Hue ®J1), BbI3BAHHOM, BEPOATHO, CYTOUYHbIMW Bep-
TUKa/TbHbIMW MUTPaLMSAIMU MOJIOAW B OMNpeseIeHHOM
AnanasoHe rnyouH, CBA3aHHOM C NUTaHMEM W Nouc-
KOM KOPMOBbIX 06bEKTOB B HOYHOE BpeMsl (yBennye-
Hue cofepxaHua TAIN). B nonb3y gaHHOro npearno-
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MYP3VIHA 1 gp.

Q) U 4. XXnpHoKuncnoTHbIA cnektp (% cymmbl XKK) nMnungHoro meLka MonoAmM NenTOKANHYCa NATHUCTOrO Lepto-
clinus maculatus (Fries, 1838), BbINOBNEHHOrO B pa3HOe BPeMSsl CyTOK B akBaTopum apx. LLInnuyo6epreH (KoHrc-bopa) B
3uMHMI nepuog. O603HaveHNs: HXXK — HacblIlweHHbIe XMpHble KncnoTbl, MHXXK — MOHOHEHACbILLEHHbIE XXMPHbIe
Kucnotel, MH>XXK — nonmMHeHacbIWeHHbIe XXUPHble KACOTbI

Cragnn passutus L3 L4 L4*
Bpewms sanycka JeHb HOYb JeHb HOYb JeHb HOYb
Tpana
Kon-Bo npo6 6 15 3 4 5 2
14:0 6.37 £0.29 5.85%x0.12 6.76 = 0.75 6.29 = 0.50 5.66 +0.17 6.26 = 0.05*
16:0 6.87 £0.26 6.86 = 0.14 7.15+0.28 6.93x0.51 6.54+0.15 7.31 £0.15*
18:0 0.70 = 0.03 0.73+0.02 0.75+0.08 0.75 £ 0.04 0.67 =0.02 0.82 = 0.02*
Y HXK 15.39 + 0.59 14.84 +0.27 15.99 +0.79 15.50 + 0.99 1410 +0.39 15.87 + 0.08*
16:1(n-7) 6.12+0.33 5.95+0.33 6.0+0.95 6.29+0.35 7.04 +0.09 6.56 = 0.69
18:1(n-9) 4.88 +£0.14 4.92 +£0.07 4.55 +0.08 4.37+0.35 3.98+0.04 4.39 = 0.06*
18:1(n-7) 117 +0.04 1.24 +0.03 111 +0.06 115+ 0.06 1.26 = 0.009 1.28 +0.09
18:1(n-5) 0.21+0.01 0.22+0.01 0.23+0.04 0.22 = 0.02 0.23+0.01 0.28 = 0.003
20:1(n-9) 26.67 £0.54 2717 £0.54 2712 +0.27 27.55 * 0.57 28.18 +0.40 30.17 £0.74
22:1(n-11) 25.22+1.30 25.69 = 0.66 28.01 £1.25 2711 £0.76 26.91+0.76 28.71x115
22:1(n-9) 217 +0.16 218+ 0.11 2.45+x0.21 2.40 = 0.05 247 £0.17 2.69+0.13
> MHXXK 67.62 +1.50 68.48 £ 0.59 70.82 £ 0.61 70.46 £ 0.69 71.63 + 1.33 75.55 +0.32*
18:2(n-6) 214+ 0.04 213+0.07 1.93+0.22 1.75+0.12 1.63 +£0.09 1.56 +0.12
20:4(n-6) 0.11+0.03 0.10+0.01 0.09+0.00 0.07+0.01 0.07+0.01 0.03 = 0.002*
Y (n-6) MH>XK 3.11+0.28 2.89x0.10 2.76 £0.24 2.54+0.13 2.42+0.13 216+0.14
18:3(n-3) 124 +0.04 118 +0.05 0.98+0.14 0.90 +0.08 0.75 £ 0.07 0.54 = 0.03*
20:5(n-3) 2.61+0.13 2.84x0.14 1.55+0.28 1.96 +=0.38 215x0.42 0.78 £ 0.00*
22:5(n-3) 0.38 +=0.02 0.38x0.01 0.30 = 0.07 0.38+0.09 0.42 = 0.07 0.18 = 0.05*
22:6(n-3) 3.05+0.13 3.34+0.17 2.36 £0.39 2.59+0.32 2.60 +£0.41 1.18 +0.09*
Y (n-3) MHXXK 12.17 £ 0.49 12.35+0.33 8.98 +1.29 0.94+1.48 10.28 +1.51 511 +0.28*
> MHXK 16.99 + 0.96 16.69 + 0.42 1319+ 1.38 14.04 £1.62 14.27 £ 1.67 8.58 + 0.40*
16:0/18:1(n-9) 141 +0.02 1.40 = 0.02 157 +0.06 1.59 +0.05 1.64+0.03 166 +=0.01
Y22:1/520:1 1.01 £0.00 1.05+0.03 111 +0.06 1.06 +£0.04 1.03 +0.02 1.03 = 0.07

MpumevaHwue. * CogepxxkaHne foctoBepHo (p < 0.05) 0TNYAeTCA OT TaKOBOr0 B IMMNUAHOM MELLIKE Y Pbl6, BbITIOBNEHHBIX JHEM.

noxkeHnst (06 yBenMYeHMN (YHKLNOHANIbHOW Ha-
FPY3K/ MbIlL, B HOYHOE BPEMS) YKasblBaeT W
cHwXeHwue yposHs MHXXK, 3a cuet 22:6(n-3) XK,
Bapvaumn KOToporo, B TOM YMC/e, CBA3aHbI C MOfA-
Aep>kaHeM MeTabo/IMyYeCKNX NPOLLECCOB ABUraTe Nb-
HOM akTmBHOCTU. Mpun 3Tom ypoBeHb MHXXK, 3a
cyet 20:1(n-9), cnMHTe3Mpyemoin de novo Konenoga-
MM, BO3pacTan B MbllLLax mosnoan L4 ctagnm nmeH-
HO B HOYHOe BpeMA (38.86 1 13.96 npotus 46.52 n
17.11% cymmbl )KK COOTBETCTBEHHO). 13BECTHO, YTO
3HAYMTE/NIbHYHO A0/H0 B CMEKTPE KOPMOBbIX 0ObEKTOB
y Mmonoau L4 ctagnm pasButmsa COCTaBAKT KOMeno-
apbl (Mekkoesa n ap., 2017a). Kpome T0ro, cornacHo
nocnefHUM MccnefoBaHMsIM OCOGEHHOCTEN (hYHK-
LMOHMPOBAHMS apKTUYECKOM OMOTbl B YCNOBUSIX
cneuunduryeckoro ortonepmoga, NokasaHbl CyTOY-

Hble BEPTUKa/IbHbIE MUTPaLMK 300M1aHKTOHA B OT-
BET Ha WMHTEHCUBHOCTb JlYyHHOrO CBeTa, KOTOpble
NMeKT KOHCEPBaTMBHbIM XapaKTep M 3aTparnsatoT
(PyHKLUMOHaNbHbIE MPOLLECChI B MOPCKMX 3KOCUCTe-
Max BO BCEM apKTUYECKOM [OMeHe, ChopmMMUpoBa-
NINCb B XOfe afanTaLluu XXMBOTHbIX K 06UTaHUIO B
YCNOBUAX CreLmntryeckoro oroneprosa B ApKTu-
Ke (Last et al., 2016). O6Hapy>XeHO, YTO B MONAPHYHO
HOYb, B HOYHbIE Yacbl 300M/ITAHKTOH OMyCKaeTCcs Ha
rnyéuHy okono 50 M, nu3beras NyHHOro ceeTa, a B
AHEBHbIEe Yacbl CHOBa MOAHMMAETCS, BO3BpaLLIaeTCs B
30Hy anunenarvanu (Last et al., 2016). Kpome Toro,
HamW NnokasaHo, YTO B 3VIMHee Bpemsi B renarnye-
CKOM C/10€ BOfbl MOTYT HaXOAMUTLCA KOMEMNOAUTbI BEC-
NOHOTUX PayvkoB, KOTOPble HE YXOAAT B COCTOSHWE
Amanaysbl BBUAY HefocTaTKa HY)XXHOro Ko/mMyecTBa
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. 2. AKTnBHOCTb (hepmeHTOB LIO (), 146 (6), anbaonasbl (B) (MKMOAb/MUH/T) B MblLLLAX NSTHUCTOMO IENTOK/MHYCA pa3-
HbIX CTaauli pasBnTUS B AHEBHOE 1 HOUHOE BpeMS. & _ pasnnunsa 4OCTOBEPHbI B CPaBHEHUM CO cTaavelt L2 B COOTBETCTBUM C
BpemeHeM cyTok (p < 0.05), P — pa3nnums 40CToBepHbI B CPaBHEHWUM CO CTaamel L3 B COOTBETCTBUM C BPEMEHEM CYTOK, & —

pasnunumns LOCTOBEPHbI B CPAaBHEHUM CO CTaaueld L4 B COOTBETCTBUM C BPEMEHEM CYTOK,

d_ pasnuuns 0CTOBEPHBI B CpaBHE-

HWW CO CTagmelt L4*, * — pasnnmums JOCTOBEPHbI B CPABHEHUM CO 3HAUEHUAMM, NMOYYEHHBIMU B IHEBHOE BPEMSI.

NNNNLOB B UX NIUMUAHOM MELLIKe, Takme Korernogpl
MOTyT npogos/mkatb NuTaTbes (HemoBa n ap., 2014).

OTcyTCTBME pasnnumii no copep>xkaHmto XKK s OJ1
MbiwL, monoan L2, L3, L4* n L5 ctagnin pasButus B
OTBET Ha CYTOYHbI UMKN CBUAETENLCTBYET 06 afan-
TUPOBAHHOCTN MOJIOAN K >KMU3HeLesATeNlbHOCTM Ha
onpeaeneHHon rnybruHe, KOTOPYK Ha COOTBETCTBY-
toLLLEeM 3Tare pasBUTUA HacensetT MoNoab NenTOKIN-
Hyca. INpn 3TOM CyTOYHaa AMHaMUKa OTAENbHbIX N-
NnAHbIX Knaccos 1 XXK 06LMX MMNNL0B MbILLL, MO-
nopm L4 ctagmm yKasblBaeT Ha UX NMepexofHbIli 06pas
YXU3HW, KOTOPbIV 06ecrneynBaeTcst BICOKUM TEMIMOM
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nMnNuaHoro metabonuama. WMHAMKaTopamy 3TOro
npotecca sasnsetca nameHeHne TAIT M HEKOTOPbIX
KK nuueBoro NponcxoxaeHus, Kotopble obecrie-
UMBaKOT MNOAJEPXKaHWe MaBaTe/lbHON  (PYHKL MM
MbILLL, MOMOAM B TeUEHME CYTOK, a TaKXKe CBUJETe/lb-
CTBYIOT 06 MX aKTUBHOCTW, CBSA3aHHOW, NO-BUANMO-
MY, C BEPTUKA/IbHbIMU MUTPALUAMN.

B nonb3y pasnnunin gBuratesibHON akTUBHOCTM Y
NCCneaoBaHHOM MOMOAM NENTOK/MHYCA CBUAETENb-
CTBYET AMHAMMKa aKTUBHOCTM (PePMEHTOB 3Hepre-
TUYECKOr0 M YrNeBOAHOro obMeHa. Ha paHHuMX CcTa-
ansix pa3suturs (L2) monoam ypoBeHb a3apo6bHOro 06-
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MeHa, orpegensemoro rno aktmsHoctu LLO, BbiLle no
CPaBHEHWIO C TAKOBbIM Yy pbib L3 1 L4 cTagwnii pa3su-
TWA. YBENNYEHNE YPOBHS a3pobHOro obmeHa y pbio
L5 cTagnm pa3BmTHA MOXET ObITb CBA3aHO C NEPEXO-
[0M Ha ipyrue 06beKTbl MNTAHUA NP MepeMeLLeHnI
B TO/LLLE BOAbI (C nenarvany Ko AHy). Mpv atom npo-
[AEeMOHCTPMPOBaHO, YTO BHE 3aBMCMMOCTU OT BpeMe-
HM CYTOK akTUBHOCTb J1[I" yBeNn4mBaeTcsa U Hanbo-
Nee BbICOKas Y Pbl6 CTapLLMX BO3PACTHbIX rpynn. 310
yKa3bIBaeT Ha TO, YTO YPOBEHb aHa3pPOOHOro 0bMeHa
N UCMOoNb30BaHWe Yr/1eBOLOB B [MIMKO/IN3E YBENNYM-
BaeTCA Y pbl6 C BO3PACTOM, YTO CBA3HO C MOBbILLIEH-
HbIMW NOTPEOHOCTAMY B 3HEPTUN ANS1 OCYLLLECTBe-
HMA aKTMBHOCTM Y 60siee KpymnHbIX pblb. CornacHo
pe3ynbTatam WUcCnefoBaHW, MPOBEfEHHbIX Ha aT-
naHTuyeckoi Tpecke (Couture et al., 1998; Koedijk
etal., 2010), monoan caiigbl (Mathers et al., 1992),
nATHMCTOM 3ybatke (Imsland et al., 2006), pagy>XHoi
thopenn (Yyposa 1 gp., 2010) n manbkax nococs (Hy-
poBau fp., 2015), akTmeHocTb JIATI B MblLLax 6enbix
pbl6 MONOXWUTENbHO KOPPENMPYeT C UX Maccoi u
ANIVHOW Tena, a TakXe C TEMMOM MX pocTa.

OTHOCUTENIbHO CYTOYHOM AMHAMUKN aKTUBHOCTU
(hbepMeHTOB 06HapPYXeHO, YTO YPOBEHb aKTMBHOCTU
thepmeHTOB yrnesogHoro obmeHa J1IAIN v anbgonassl
y pbl6 L3 1 L4 cTagunii Bbllle B HOYHOE BpeMsi, YTO
yKa3bIBaeT Ha yBe/InYeHMe YPOBHSA aHaspobHOro ob-
MeHa B aHHbIV Nepuof CYTOK, CBA3aHHOE C MuLe-
BOW aKTMBHOCTbI0. Ha cTagnm L3 Bo3pacTaHme aHas-
pPO6HOro 06MeHa B HOYHOE BPEMS CYTOK MPOMCXOANT
Hapagy ¢ aspobHbIM. Takum 06pa3om, MOBbILLIEHNE
YPOBHS MCMNONb30BaHUSA Yr1eBOLOB Y 0C06el Ha CcTa-
Ann L3 cBA3aHO C MX pacxofoM B npoLeccax asapob-
HOro 1 aHa3po6Horo cMHTe3a AT®P. CnefyeT oTMe-
TUTb, YTO PasNNuMa No akTMeHocTW JIAI n anbgona-
3bl 60/ee BblpaXXeHbl y 0cobeit Ha cTagumn L4 (B 3 n
2 pa3a COOTBETCTBEHHO), YTO COr/lacyeTcs C AaHHbI-
MW NINNUGHOM0 aHan3a U BblgenseT 3Ty CTagnio cpe-
OV Jpyrux no aHepreTuyeckomy craTycy.

PaHee 6b1/10 NOKa3aHO, YTO aKTUBHOCTb HEKOTOPbIX
(hepMeHTOB pa3NyaeTcs y pblb pasHbIX 3KON0Ormye-
CKMX FPynn no MecToobuTaHmIo — nenarnyecknx, ae-
MepCa/ibHbIX UK Ty60KOBOAHbBIX, YTO CBA3LIBAIOT C
pasINUuNAMMN B TOKOMOTOPHOM aKTUBHOCTU N YPOBHEM
aspobHoro obmeHa (Sullivan, Somero, 1980; Somero,
Childress, 1990; Drazen, Seibel, 2007). bonee Toro
YCTaHOB/EHO, YTO 06pa3 >XXM3HW ornpefensieT CKo-
POCTb 3HEpPreTMyeckoro o6MeHa, ero Bo3pactaHue B
pAagy oT MeANeHHO nasatoLWmx pblb o nenarnye-
CKWMX, CTalHbIX N aKTUBHbIX pblb: Pleuronectes pla-
tessa — Gryptocephalus cynoglossus — Anarhichas lu-
pus — Gadus morhua. Tem cambIM, BbICOKWE 3Hepre-
TUYEeCKUe 3aTpaThbl Y aKTUBHbIX Pblb, 00YCNOBIEHHbIE
3KO0/IOMMYECKMMMN 0COBEHHOCTSAIMU 00MUTaHMA BUaa,
3KO/I0rnMyecKne 0Co6eHHOCTN 06UTaHWA BMUA], CBSA3a-
Hbl C BbICOKOW CKOPOCTbIO 3HEPreTUYECKOro obme-
Ha (BuHb6epr, 1976; KapamyLwiko, 2007).

Taknm 06pa3oM, 06HapyxeHHas gnHammnka OJ1 un
NX NIMMUGHBIX K1acCoB B MbILLILAX MOJIOAN AEMOH-
CTPUPYET NX BaXKHYIO PO/ib B pa3BUTUN MeTabosinye-
CKMX afanTtaunii, COOTBETCTBYHOLLMX CTaAuUKN pas3Bu-
TS, a TaKKe KOCBEHHO CBUAETE/bCTBYET O reHeTnye-
CKOW [eTepMMHMPOBAHHOCTM MO/I0AM B OTBET Ha
CYTOYHbIV UMK (HOYHOE N [HEBHOE BPeMSi), COMnpsi-
YKEHHOI C 0CO6EHHOCTAMM (PYHKLMOHMPOBaHNSA 610~
Tbl N TPOPUYECKNMM B3aUMOLENCTBUSIMU Y MOJIOAN
NENTOK/NHYCA B YCNOBMSAX MONSAPHOM HOYM 3MMOA.
AJanTuBHbIE N3MEHEHUS NNNNL0B 3aTparvMBaroT nena-
TMYeCKyH CTafuio pa3BuTUA L2, a K NepexoHoi cTa-
Ann L4 3Tn pasnnyums yxxe YeTKO BbIpaXKeHbl. Y CTaHOB-
NeHHbIe Pas3/INyms B aKTUBHOCTU (PEPMEHTOB 3Hepre-
TUYeCKOro obmMeHa B [HEBHOe M HOYHOe Bpemsi
CBSI3aHbl C UHAMUKOM MULLEBOM aKTUBHOCTU. ITO
CBUAETENbCTBYET O TOM, YTO, MOCTEMNEHHbIV Nepexos,
C 3HJOreHHOro TUNa NUTaHUSA Ha 3K30TreHHbIN, Y
CMeHa o6pasa X13HM MONOAM NeNTOK/IMHYCa Conpo-
BOX[AtOTCS HAYA/IOM ee aKTUBHOTO B3aMIMOLEeNCTBUSA
CO Cpefoi 06UTaHNS, B YaCTHOCTH, C (POPMUPOBAHM-
€M CYTOYHbIX pPUTMOB B 0OMeHe BELLECTB, CBA3AHHbIX
CO CBETOBbLIM PEXUMOM, NMUTAHNEM W LBUTaTe/IbHOM
aKTUBHOCTbLIO. YCTaHoBNeHO, 4To YKK-CnekTp Ha-
NPSMY0 OTPaXKaeT BO3PaCTHbIE U CE30HHbIE 0CO6EH-
HOCTU MUTaHMA MOJTIOAM NENTOKINHYCA NATHUCTOrO.
CyTouyHasa guHaMuKa NMNULHBIX KOMMOHEHTOB U
pa3nnuns B aKTMBHOCTU (hepMeHTOB aHaspobHOro
obMeHa MOryT paccMaTpuBaTbCs Kak OfMH N3 Mexa-
HWU3MOB reHeTUYECKN JeTEPMUHNPOBAHHOW OHTOre-
HETUYECKON U 3KOMOTNYECKN OpPUEHTUPOBAHHO
(PEHOTUMMNYECKOM Pa3HOKaYeCTBEHHOCTU >KU3HEH-
HOI CTpaTervuu Brja, HanpasfeHHOW Ha NoAAepXa-
HMe ero CyLlecTBOBaHMA B KOHKPETHbIX YCNOBUSX
cpefbl 1 afanTaumio K HUM Ha pa3HbIX YPOBHSAX opra-
HU3aL M XXMBOTO.

BNNATOOAPHOCTU

C6op maTepunana B akBatopum apxunenara LLInnuy6ep-
reH NpoBefeH Npu CoAencTBUN APKTUYECKOTO YHUBEPCH-
TeTa Hopseruu (UiT, Tpomce, Hopserus), MexayHapog-
HOr0 YHMBEPCUTETCKOro LeHTpa apx. LUnuubepreH
(UNIS, NoHrnnp, Hopeerusa) v npmn yyactumn cnewmann-
CTOB B 06/1aCTV UXTUONOTUN N TNMAPOBUONOTUN — NPO.
WMopreHa Bepre, npodh. One MopreHa JleHHe, KOTOPbIM
aBTOpbI BbIpaXatoT ray6ovaiiLLyto 61arogapHoCTb 3a Nojg-
JEPXKY 1 opraHu3aLmio nonesbIx padoT.

PNHAHCVPOBAHWE PABOTbI

®PurHaHCoBOe obecrneyeHWe paboTbl OCYLLECTBNANOCH
13 CPeLCTB (hefepasibHOro 6104KeTa Ha BbINMO/THEHNE FOCy-
papctBeHHoro 3afgaHma KapHL, PAH (Ne Tembl 0218-
2019-0076), a Takke PO P Ne 17-04-00466 1 mexagyHa-
pogHoro npoekrta ES504895 “Timing of ecological pro-
cesses in Spitshergen fjords™ (SpitsEco) (c6op MaTepranaB
X0[e 3Kcneanunn).
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COBNIOOEHNE STUYECKUX CTAHOAPTOB

Bce npyvMeHMMble MeXAyHapoAHble, HaluMOHa/bHbIE
/NN NHCTUTYUMOHASbHbIE MPUHLMMbI UCMOb30BaHUS
XXMBOTHbIX B 3KCMEPUMEHTaX U YCNOBUS YXOAa 3a HUMU
6b1711 COBMOAEHBI.

KOH®J/IMKT MHTEPECOB

ABTOpbI 3asBNIAOT 06 OTCYTCTBUM KOH(DANKTA NHTe-
pecos.

MH®POPMALINA O BKTALE ABTOPOB

C.A. Myp3uHa, C.H. MNekkoesa — cbop mMaTepnana B
X0[e 3KCMeAnLMN, NPoBeeHNe aHaIn3a TMNUL0B U XuUp-
HbIX KWUCNOT B TKAHAX MOMOAM UCC/Ef0BaHHbIX PbI6, CTa-
TUCTUYECKUI aHann3, HanucaHWe U NOAroTOBKa Ny6mn-
kaumm, 3.A. Hedhegosa — obcyxaeHme pesynbTaToB uUccre-
[0BaHVA, MOATOTOBKA OTAE/bHbIX Pa3fenioB Mnybrmkaumm,
M.B. YypoBa — npoBeseHWe aHa13a No akTMBHOCTU thep-
MEHTOB 3HEPreTUYeCcKoro 1 yrnesogHoro obmeHa B Tka-
HAX MOJIOAW UCCNef0BaHHbIX pblb, 06CYXKAeHMe pe3y/bTa-
TOB MCCMefoBaHWA, MOLrOTOBKa OTAEfIbHbIX pasfenos
nyénnkaumm, K.A. dnanunnosa — cTaTUCTUYECKNIA aHa-
Nn3 pesynbTaToB nccnefosaHuns, C. danbk-letepceH —
KOOPAVHNPOBAaHME MOJEBBIX PaboT B XOLe 3KCNefuLuu,
H.H. HemoBa — 06cyxzaeHne pe3ynbTaToB MCCeAoBa-
HWIA, NOArOTOBKa Ny6AMKaLmu.
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Daily Dynamics of Lipids and Fatty Acids and the Activity of Enzymes
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For the first time, a comparative study of the daily dynamics of the lipid and fatty acid profile, the level of
energy metabolism in young fish of the daubed shanny (L2, L3, L4, L4*, L5 stages of development, which
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are the links of the pelagic (L2, L3, L4) and benthic (L4, L4*, L5) food webs in the Kongs-fjord Bay was car-
ried out at polar night. The daily dynamics of lipid components and the activity of anaerobic metabolism en-
zymes can be considered as one of the mechanisms of genetically determined ontogenetic and ecologically
oriented phenotypic heterogeneity the life strategy of the species, aimed at maintaining its existence in spe-
cific environmental conditions and adapting to them at different levels of biological life organization.

Keywords: fishes, ontogenesis, biochemical adaptations, circadian rhythms, lipids, fatty acids, energetic me-
tabolism, Arctic
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XKypHan “OHTOoreHe3” nyonnkyet 3KCNepuMeH-
Ta/lbHble, TeopeTUyecKme N 0630pHbIe CTaTbU, MO-
CBALLIEHHbIE MCCNef0BaHWUI0 MEeXaHW3MOB WHAWBU-
AyanbHOro passButusA, ANGMepPeHLMPOBKM N pocTa.
Oco60e BHMMaHWe yaenseTcs UCCefoBaHMAM Mexa-
HWU3MOB 3MOPUOHAILHOTO N MOCT3IMOPUOHANIBHOTO
pas3BuTMA B HOPME M NPY NaToornu, BoIMOSHEHHbIM
Ha MOMeKYNsPHOM, K/EeTOYHOM, TKaHeBOM U opra-
HM3MEHHOM YPOBHSIX.

KypHan “OHToreHes” BbIMYCKAeTCA Ha PYCCKOM
A3bIKe N OJHOBPEMEHHO Ha aHI/INACKOM SA3bIKe Moj Ha-
3BaHMeM “Russian Journal of Developmental Biology” —
Msparenscteammn OO0 “UKLU, “AKAJEMKHWIA”
(http://sciencejournals.ru/) n Pleades Publishing, Inc.
(http://pleiades.online).

XKypHan OHTOreHes 6bl1 OCHOBaH Kak »ypHar,
NPVHUMAIOLLMIA K NeYaTy CTaTb Ha PYCCKOM SA3bIKe.
OfHaKo pefjakLMOHHas Konnerns npusbiBaet uccne-
posatenein n3 3apy6exxHblX CTpaH MNy6/MKoBaTb B
YKypHasie CTaTbM Ha aHIIMNCKOM A3blKe. Mbl NPUHM-
MaeM BCe CTaTbM Ha aHIIMIACKOM $A3blKe, NOAX0As-
LL{Me HaLLeMy XXypHay Mo TemMaTuke, U rapaHTUpyemM
NX CBOEBPEMEHHOE PeLIeH3MpPOBaHME MU paccMoTpe-
HUWe peaKonnerven.

Cratbu, Ny6aMKyemble B XXypHane, UHAeKCUpy-
l0TCA N pedepupyroTcs B cregytowmx 6asax gaH-
HbIX: Science Citation Index Expanded (SciSearch),
Chemical Abstracts Service (CAS), Google Scholar,
EBSCO, CSA, Academic OneFile, AGRICOLA,
Biological Abstracts, BIOSIS, Current Abstracts,
EMBiology Gale, INIS Atomindex, Journal Citation
Reports/Science Edition, OCLC, Summon by Serial
Solutions, Zoological Record, PubMed (as “Onto-
genez”).

OCHOBHbIE TUMbl Ny6NKaLuii
.. % )M\ )&

CratbM [O/MKHbI COfep)kaTb HOBYH WHGOpMa-
LU0, KOTopast Cnoco6CTBYET 601ee NONHOMY MOHU-
MaHMI0 MpPOoLLeCccoB N MexaHU3MOB pa3sutua. Co-
JepxXallascs B ctaTtbe UH(OpMaUnss MOXET ObiTb
nosyyeHa B XOAe 3KCMepMMeHTOB, MOpPOsiormye-
CKWX UCCNefoBaHUi, a TakxKe C MOMOLLbK MOJeNun-
poBaHus4 in silico. MeToguueckue nnu “onmncaresb-
Hble” cTaTbl (Hanpumep, cofepXallme AaHHble 06
3KCMpeccumn OTAe/NbHbIX FeHOB) NMPUHUMAKOTCA TOSb-
KO B TOM C/lyyae, ecfivi NpefcraBieHHble B HAX JaHHble
CBfA3aHbl C Mpoueccamn pasBuUTUA U CrIOCOOCTBYIOT
peLLeHVIO akTyaslbHbIX NPo6ieM 6100 Pas3BUTUS.
CraTtbs He po/mkHa npesbiwatb 20 cTpaHuy, (Times
New Roman 12 pt, MeXCTPOUHbIN HTepBan 1.5).

#

2. i Qw

CTaTbsi MOXET ObITb MPUHATA K NeYaTn, eC/N B Hel
npeacTaB/eHbl HOBbIE AaHHbIE, KOTOPble MOryT BbITb
OLIEHEHbI KaK MPUOPUTETHbIE AN51 3y4aemoi 0651acTu
ovonornn passutus. CtaTba He AO/MKHA NPeBbILATh
6 ctpaHuy, (Times New Roman 12 pt, MEXCTPOUHbI
nHTepBan 1.5), MOXeT BK/YaTb 1 nnacTpaumo n
10 cCbINOK B CMIUCKE NINTepaTypbl.

3. Q7 \

0630pbl A0/MKHBI ObITb NPO6IEMHO OPUEHTUPOBAH-
HbIMW, aHAIMTUYECKUMU, C YETKO BUAMMOI NO3nLMED
aBTOPOB MO paccMaTpyMBaeMOMy BOMPOCY, MPU 3TOM
npegrnoyvTeHne oT4aeTcA 0630pam, MNOCBALLEHHbIM HO-
BbIM MEPCMNEKTMBHLIM 061aCTAM 61OI0rMK Pa3BUTUS.
Cratbsl He Ao/mKHa npesbillaTh 24 cTpaHuUbl (Times
New Roman 12 pt, MeXCTPOUHbIA MHTepBan 1.5).

OCHOBHble TemaTHN4YecKune pyoprKm
1. Bronorus pasBMUTUA XXMBOTHBIX (6€CNO3BOHOY-
HbIX M NO3BOHOYHBbIX)
2. bruonorusa passuTns pacteHui

3. Buonorus pasBuUTKs NpeacTaBUTeNeid apyrmx
LIAPCTB XXMBbIX OPraHN3MoB

4. MexaHu3Mbl HOPMa/IbHOr0 U NaTO/I0rMYECKOro
pa3BuTUA

5. MonekynspHas 6Monorns pa3suTms

6. MexaHuM3MbI nponndepaunm u gnuddepeHum-
POBKM KIIETOK

7. MopdoreHes (hnanyeckmne, KNeToUHble N MO-
NeKynsApHbIe OCHOBbI)

8. PereHepauus

9. MeTofpbl 1 MoZenv 61oNorMn pasBuUTUSA

10. 3BOMOLNMOHHAA BUONOTMA Pa3BUTUS

11. 3konorunyeckasa 6ronorusa passuTUs

12. HosocTtu 6uonornn passutus (NonynspHble
CMHOMCUCbI, OTYETbI O KOH(epPeHLMAX)

13. PeLleH31s Ha KHUTY

OchopMreHIe aNEKTPOHHOI BEPCUN CTaTbM

[ns npefoctaBneHns ctatbl K Ny6avMkKaumm as-
TOpam Heob6xo4MMO npucnatb B Pefakuuio anek-
TPOHHYKO Bepcuto cratbM B hopmate DOC wunm
DOCX (MSWord) no aneKTpoHHOI no4yte — onto-
genez@list.ru wnn 4yepes oHNaH-YOpPMY Ha caiTte
XypHana http://ontogenez.org/?show=content10. B
oavH (hainn B hopmate DOC BK/KOYaeTCs aHHOTa-
LMs, TEKCT CTaTbW, CIINCOK InTepaTypbl, Tabnnupl 1
MOAMNUCY K PUCYHKaM, rpadikn N pucyHKn (PUCYH-
KW [O/DKHbI ObITb MOMELLEHbI B KOHLE CTaTby), a
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TaKKe NepeBOj aHHOTaLMWN Ha aHIIMACKUIA A3bIK. B
COMPOBOANTENIBHOM MWUCbME ClefyeTykasaTb, 4TO
pyKonucb He 6blfa paHee HUrAe onybnmMKoBaHa W
He HaxoAWTCA Ha pPacCMOTPEHUW Ha npegMmeT
nyénukaumm B Apyrux mspaHusx. Ha oT-aenbHoli
CTpaHWULe npunaratoTcs CBefeHUs 06 aBTopax ¢
yKaszaHVeM afpecoB, KOHTaKTHbIX Tene)OHOB W
3NEKTPOHHOW MOYTbI, a TaKXKe YKa3blBaeTCs aBTop,
OTBETCTBEHHbII 3a NepenncKy ¢ pegakument n pabo-
Ty C KOPPEKTYpOiA.

Mocne peLeH3MPOBaHUA N OKOHYaTe/lbHOro pe-
LUEHMA O MPUHATUM CTaTbl K Ny6aMKaumm aBTopbl
[O/DKHbI JOMOMIHUTE/IBHO BbICNATb FPauKn N pu-
cyHKu B chopmaTe JPG 1 EPS ¢ pa3speLueHnem He Me-
Hee 300 dpi (Kaxayto nanlcTpaunio — B BUAe OT-
AenbHOro aiina).

dalinbl 4O/MKHbI BbITb Ha3BaHbI C UCMO/b30BaHMEM
TONbKO NAaTUHCKKX ByKB. daiinbl 60/bLLIMX 06HEMOB
Xenare/ibHO apXMBUPOBaTh 0OLLIEN3BECTHLIMW apXmBa-
Topamu. B aTom ciyyae halinbl 4OMKHbI UMETb pacLumn-
peHus atux nporpamm (ZIP, ARJ, RAR 1 1.4.). Hepo-
MycTUMO MpeLocTaB/eHNe B Pefjakumio camopacnako-
BbIBatoLLMXcs EXE-ghainnos.

CTpyKTypa nybnnkauum

CraTba JO/MKHa 6bITb HanNMcaHa YeTKo, IOTUYHO U
TuwateqlbHO 0TpefakTnposaHa. OpuUrMHasibHbIe CTa-
TbW CNefyeT pasfendartb Ha oTAe/bHble YacTu: “Marte-
pvanbl U MeTogpl”, “PedynbTathl”, “O6CyXaeHue”,
“Cnuncok nutepaTypbl”. He gonyckaetcs ay6nmpo-
BaHMe matepvana B Tabnmuax, Ha pUCcyHKax 1 B Tek-
cTe. Bce cTpaHuubl pyKonucu, BKIOYas Tabnuupl,
CMNCOK NNUTepaTypbl U NOAMUCK K PUCYHKaM, Crieay-
€T NPOHYMEpPOBaTb.

3)+ u.

Ha nepBoil CTpaHuLe CTaTbl YKa3blBatOTCA Ha-
3BaHWe pyobpuKu, uHAeKkc cTatbu no YAK (cwm.
http://www.udkcodes.net), Ha3BaHMWe CTaTbU, NHU-
umanbl 1 ¢amMuinM aBTopoB, MOMHOE Ha3BaHue
yUpexaeHWin, B KOTOPbIX paboTatoT aBTopPbI, MOYTO-
BbI afjpec 3TUX yUpeXaeHni ¢ NHAEKCOM (ecnn aB-
TOpbI paboTatoT B pa3HbIX UHCTUTYTax, HEOBXOANMO
NPUBECTN Ha3BaHUA U afpeca BCeX MHCTUTYTOB).
[Janee npuBofAaTcA KpaTkad aHHOTaUMA U K/4ve-
Bble cnoBa (0bpaseL, 0thopMIeHNs NEPBOI CTpaHN-
ubl cM. B MNpunoxeHnu 1).

Ha3sBaHue CTaTby AO/MKHO 6bITb KPATKMM U1 OTpa-
)aTb CyTb paboTbl. CnegyeT Nno BO3MOXHOCTU M36e-
raTb UCMO/b30BaHNS COKPALLEHWIA.

AHHOTaUWsA [omkHa 6bITb KPATKOM 1 cofepxatb
Lieslb, OCHOBHblE pe3ynbTaTbl U Hambosnee cyLe-
CTBEHHbIe BbIBOAbI PaboTbl. AHHOTAUMS He [o/HKHa
npesbiwaTs 350 cnos..

KntoueBble €oBa JO/MKHbI OTpaXaTb OCHOBHbIe
acnekTbl paboTbl (Mogenb, 06BLEKT UCCNef0BaHMUS,
K/OYeBble MeTOAbI, NPUHUMNNANBHBIE MPOLECCHI).
CnepyeT nsberaTb COKpaLleHui 1 yactuy, “nN”.

O6paTVITe BHMMaHWE Ha TO, YTO KJ/TO4YEBbLIE C/10Ba
AO/MKHbI NCNO0Mb30BaTbCA B Ha3BaHUW N aHHOTaLU NN,
a TakK)Xke MHOIOKpaTHO BCTpeYyaTbCA B TEKCTE CTaTbW.
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MoxanyicTta, BHUMaTENIbHO NPOBEPAIiTE K/HOYeEBble
C/l0Ba M X BCTPEYaeMOCTb B aHIIMACKOM BapuaHTe
Bawein ctatbn. BbinonHeHne aTUX Npasun caenaet
60nee a(pheKTUBHbLIM MOUCK CTaTbM B 6a3ax JaHHbIX
N YBE/IMYUT YNCNO ee LIUTUPOBaHUN.

&

BBefeHMe [OMKHO OTpaxaTb COBPEMEHHOE CO-
CTOAHMEe Npo6/sieMbl, cofepxaTb 060CHOBaHWe UC-
NO/b30BaHHbIX METOANYECKMX MOAXOLOB WM YETKO
chopMyIMPOBaHHbIE LIeNV 1 33a4n UCCNeA0BaHNS.

X\ J &\

OnucaHve MeTOAMK [LO/MKHO COfepXaTb [0CTa-
TOYHO UHOPMaLIMK 419 BOCMPOU3BELEHMA paboThl,
HO ObITb LOCTATOYHO KPaTKMM, U 418 CTaH4APTHbIX
MeTOLMK OrpaHN4YMBaTbCS CCbINIKON Ha OpUrnMHasIb-
Hble paboTbl. Bonee NoapobHO cnefyeT ocTaHaBIN-
BaTbCS Ha PefKO MCNOb3yeMbIX METOAAX U MeToax,
pa3paboTaHHbIX UM MOANPULNPOBAHHbLIX CaMUMU
aBTopamn. Oco60e BHUMaHWe cneayeT yaennTb onu-
CaHMK0 BCEX MCMO/b30BaHHbIX KOHTpONen. Heobxo-
OUMO YKa3sblBaTb Ha3BaHUA (PUPM-NPOn3BOAUTENEN
4/19 NCNONb30BaHHbIX PeakTUBOB U 060PYLOBaHUS.
Mpn cTatucTnyeckoin 06paboTKe maTepuana Heob6-
XOAMMO YKa3aTb MCMO/b30BaHHbIE CTATUCTUYECKUe
MeTO/bl U MPOrpaMMbl.

ABTOpbI JO/MKHbI YKa3blBaTb BUAOBbIE Ha3BaHMA U
4MCNO WCMOJb30BaHHbIX B paboTe 06beKkToB. IMpwn
paboTe C XXMBOTHLIMW HEOOXOAMMO OTMETUTL COOTBET-
CTBME 3KCMEPUMEHTA/IbHBIX MaHUMYNAUMIA MeXayHa-
POAHbLIM HOPMam Mo 6UO3TKKe, YKa3aTb NPUMEHSeMbIe
MeToZbl 06e36011MBaHVA, 3BTaHA3MM 1 YXOAa 3a 3KCre-
PUMEHT/IbHBIMM YKWUBOTHBLIMW O M NOCNe 3KCnepu-
MeHTa/IbHbIX BMeLLaTeNbCTB. bonee nogpobHo ¢ npa-
BUTaMM NPOBeAeHUs paboT C 3KCNePUMEHTa/TbHbIMN
YXMBOTHbIMU U K/TMHNYECKOM NPaKTnKM B Poccuiickom
defepaun MOXXHO 03HAKOMUTBLCS Ha caiiTe IHCTUTY-
Ta 6monorun passuTtnsa PAH (http://idbras.comcor.ru)
B pasgene “Komuccus rno 6Moatmke”.

78)+  \ [JO/MKHbI BbITb NPeACTaBNEHbI YETKO
N CXaTo, C MUHMMa/IbHbIM YAC/IOM UANOCTPATMBHO-
ro matepuana. Bce nnnoctpaymm Heo6xogumo XoTs
6bl OAMH pa3 NPOLUTMPOBATb B TEKCTE.

Q 8{& [LO/DKHO COfepXkaTb OLEHKY [OCTO-
BEPHOCTW, HOBM3HbI U LIEHHOCTU MOJyYEeHHbIX pe-
3yNbTaToB, NEPCMEKTUBbI AanbHeliLler paboTbl. Cne-
JyeT n3beratb N30bITOYHOrO LMTUPOBAHMA N CINLL-
KOM OGLUMPHOro 06CYXAeHNS OMNy6ANKOBaHHbIX
paHee cTaTteid. lonycTUMO 06beaNHATL pe3ynbTaThbl U
o6cyXaeHne B OAMNH pasgen (0COBeHHO ecnn CTaTbs
COCTOUT M3 HECKONIbKNUX OTHOCUTE/IbHO He3aBUCU-
MbIX YacTei). B aTom cnydae enatesibHO B KOHLe
CTaTbl CyMMMPOBATb OCHOBHbIE MOIOXXEHWUS U BbIBO-
[bl paboTbl B pasgene “3ak/oueHune”.

8 ) ) /) J Committee on

Publication Ethics <COPE>, 7 /3 7 U
+ &)\ X)W%h + ) é&w 7& )\,
& {w X /78] [ JUl.
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OAPTOB (COMPLIANCE WITH ETHICAL
STANDARDS)

3710 # 1 @ pasgen Ana >KypHanos
610M10rNYeCcKo TEMATUKM.

OT10T pasfen fomkeH npucytcteosath B0 BCEX
cTaTbsX (He3aBMCUMO OT TOro, 6blIN M BOB/IEYEHDI
YXVMIBOTHbIE U NII0AY B 9KCTIEPUMEHTbI B JAHHOM UCC/e-
foBaHMK). Npocbba BKKYaTb 3Ty MHGOPMaLMIO He B
OCHOBHOW TEKCT CTaTbM, a UMEHHO B AaHHbIV pa3gen.
Moxxanyiicta, NPUHUMaNTe BO BHUMaHWe OYeBUAHbIE
CO06paKEeHWSA, YTO K LLapCTBY YKMBOTHbIX OTHOCATCA
He TONbKO M/IeKONuTatoLme, a UccnefoBaHmus MoryT
NPOBOAMTCA 1 3a Npejenammn 1abopaTopun.

Mpumepbi:
“Bce npyMeHNMble MeXxayHapOAHble, HaLMo-
Ha/lbHble WU/VNN MHCTUTYUNOHA/IbHBIE MPUHLAMbI

NCMOMb30BaHNSA KUBOTHbIX B 3KCMEPUMEHTaX W
YCNOBMS yX04a 38 HUMU GbIfin COBMIOAEHBI™;

“INpwn BbINO/IHEHUM [AHHOIO WCC/EAOBaHUA BCe
MaHWNYyNALMK, NPOBOAMBLLMECA C 3KCMEPUMEHTA b-
HbIMW YXUBOTHBLIMW, MeTOAbI 06e360/11MBaHNSA, 3BTaHa-
31N N yX0a 3a XMBOTHLIMW [0 M MOC/e 3KCrepumeH-
Ta/lbHbIX BMELLATE/IbCTB COOTBETCTBOBA/IM MEXIyHa-
POLHbLIM HOpMaMm Mo 61O3TUKe.”

“I"pw BbINOMHEHUW AaHHOTO MCCNeJoBaHUA NOAN U
YKMBOTHbIE HE MUCMOMb30BANCH B KAUECTBE OObEKTOB”;

“Bce NpMMeHNMble MeXyHapoaHble, HaLMOHab-
Hble N/VNN NHCTUTYLIMOHA/IbHBIE MPUHLMIMBI UCTO/b-
30BaHA XMBOTHbIX B 3KCMEPUMEHTAX U YCNI0BUS yX0aa
3a HUMW Bblnn cobnofieHs!. JTroan B JaHHOM 1ccreso-
BaHMW He y4aCTBOBA/IN B KAYECTBE OOBEKTOB”.

Ecnn B cTatbe He COfiepXXUTCA OnucaHue muccne-
[OBaHWN C y4yacTUeM NHOLEN WU XUBOTHbLIX N Bbl-
MOJIHEHHBIX KeM-M60 13 aBTOpPOB, B pasgene «Co-
6110feHVEe 3TUYECKMX CTAHAAPTOB» YKa3blBAeTCS:

NMPABUNA O/171 ABTOPOB

«HacTodlaa cTatba He COAepP>XWUT onucaHUsA Bbl-
MO/THEHHbLIX aBTOpamMun I/ICCI'Ie,Cl,OBaHI/IVI C y4vactnem
mo,qe|7| Ui NCNoJib30BaHNEM XXMUBOTHbIX B Ka4eCTBE

0OBEKTOBY.

4) KOH®JIMKT MHTEPECOB (CONFLICT
OF INTEREST)

KOH(IMKT MHTEPECOB — 3TO /II06bIE OTHOLLIEHUS,
KOTOpble MOTYT NPSIMO UM KOCBEHHO MOBMUSTb Ha
BalLly paboTy UNu caenatb ee NPeaB3sToON.

IMpumepsi:

a) “KoH{nukT nHTtepecos: AsTop X.X.X. Bnageet
akuuamm KomnaHum Y, KoTtopas yrnomsHyTa B CTa-
Tbe. ABTOP Y.Y.Y. — unieH komuteTa XXXX”.

6) “KOHMNMKT MHTepecoB: ABTOPbI 3asBAOT, UTO
KaKOW-nnbo KOH(NKT MHTEPECOB OTCYTCTBYET.”

5) MH®OPMALWMA O BK/MIALE ABTOPOB
(AUTHOR CONTRIBUTIONS)

My6nukyetcsa ans onpeaeneHns BKNaga Kaxaoro
aBTopa B MccnefoBaHwme.

Hanpumep:

“ABTOpbI X1, X2 1 X3 npugymanu v paspabotanu
SKCMEPUMEHT, aBTopbl X4 n X5 cMHTe3nMpoBanm 06-
pasubl U NMPoOBenn UX 3MEKTPOXUMUYECKOE UCCNefo-
BaHMe. X3 n X4 npoBenn MUccnefoBaHUA MeTOA0M
CMEKTPOCKOMUN KOMOBWHALMOHHOIO paccesHus wu
AMP. AsTopbl X1 1 X6 yyactBoBasiv B 06paboTKe
JaHHbIX. ABTOp X7 NMpoBOANS TEOPETUYECKME pacye-
Tbl. ABTOPbI X1, X2 n X7 yyacTBOBa/IM B HanmMcaHnu
TeKcTa cTaTby. Bce aBTOpPbI y4acTBOBa/IM B 06CYX/e-
HWUW pe3ynbTaToB”.

C1MBONaMN B BEPXHEM PETUCTPE MOXHO OTMe-
TWUTb aBTOPOB, BHECLLMX PaBHbI BKNag B paboTy. Ha-
npumep:

“X1*, X2*, X3, X4, X5

* — aBTOPbI BHEC/IM OANHAKOBbIV BKNaa B AaHHOe
nccnefoBaHne 1 NOArOTOBKY CTaTbyn™.

6) AOMONTHNTE/IbHbIE MATEPUVA/bI

BmecTe ¢ halinom pykonmcu NpyBeTCTBYeTCA ne-
pefaya B pefakumio (haiinos ¢ JONONHUTEIbHBIMU Ma-
Tepyanamm (Hanpumep, ¢ Bugeomarepmanamm, 60sb-
WnMn Tabnuuamu, npeseHTauuammn) 4ns pasvere-
HWS Ha caliTe n3gare/bCTBa.

[JononHuTenbHble Matepuanbl  Ny6AUKYHOTCA
TO/IbKO B 9/1eKTPOHHO BEPCUM XYpHana Ha caliTe:
http://link.springer.com. Ipy HanMunuM AOMONHU-
Te/IbHbIX MaTeprasioB B TEKCTe HEOOXOAUMO pa3me-
CTUTb CCbINKY Ha [MpunoxeHWe K cTaTbe 1 NognucaTb
aBTOPCKWIA OroBOp Ha npunaraeMble MaTepuaibl.

Bonee nogpobHas MHGopMaLus pasmelleHa Ha
canTe:

http://pleiades.online/ru/authors/guidlines/pre-
pare-electonic-version/supplementary-materials/.

X 7) 8 \.

MeuaTaeTcs C HOBOW CTPaHULIbI, JOMKEH coaep-
)aTb TOMbKO LIMTMPOBAHHbIE B CTaTbe PaboThl. da-
MWU/IMN aBTOPOB CTaTeld pacrnonaratoTca B Mopsiike
ancgasuta. CHavyana NpuBOAAT NUTepaTypy Ha pyc-
CKOM, 3aTeM — Ha MHOCTPaHHbIX fi3blKax. B cnyuyae,
ecni B CMMCKe NPUBOAST HECKO/NIbKO PaboT OHOro
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aBTopa, ony6/IMKOBaHHbIX B O4HOM rogy, UM JatoT
OyKBeHHble 0603HaveHWsa: 2009a, 6 1 T.4.; Ans nyenu-
KaLWiA Ha MHOCTPaHHbIX A3blkax — 2009a, b, ¢ u T.4.
Kpowme atoro, xenatensHo gate DOI cTaTtbu.

[Na KHUT: yKasbIBatoT (haMuinio v MHULMaNbI aB-
TOPOB, Ha3BaHWE KHWUIY, MECTO M3LaHUA N N3LaTeSb-
CTBO, FOf, U3AaHWS 1 0BLLIEE YNC/IO CTPAHWLL, HanNpUMep:
KopoukuH J1.. HasBaHune KHurn (06s3aTenbHO
nonHoe). M.: Hayka, 1977. 280 c. CCbI/IKW Ha KHUTN,
nepeBefeHHble Ha PYCCKWIA A3bIK, MO BO3MOXHOCTU,
[O/HKHbI COMPOBOXAATLCA CChIIKAMU Ha OPUTNHA -
Hble N34aHNSA C YKa3aHWEM BbIXOLHbIX AaHHbIX.

Ana ctateii: Bacunbesa T.B., MuuypuHa T.B.,
XpyuioB H.I". (ecnm aBTOpOB 60/bLLE TPEX, TO MOC/Ee
Tpex thamuanii NuwyT “v gp.”). HassaHue ctatbun //
XKypHan (cokpalleHHo, 6e3 KaBbluek). 1978. T. 9. Ne 3.
C. 288—290. A5 ny6nnKaumin Ha MHOCTPaHHbIX A3bl-
Kax: Tom—V., Bd., Homep — Ne, ctpaHuubl —P., S., doi:

Ana guccepraunn: YynpuHosa C.MN. HassaHwue
paboTbl: ABTOped. AUC. ... KaHA. 610/. HayK. Xapb-
KoB: Meg. nH-t, 1970. 20 c.

TabnuLibl U MOANUCU K PUCYHKAM pacrofarakTcs
Ha OTAEeNbHbIX CTPaHMLIAX.

& U W) (7 ( 7\” aBnseTca
ayTeHTWYHbIM MEepPeBOJOM 3arfiaBus CTaTbu, UHULMA-
NoB U (hamunnnii aBTOPOB B aHIINACKOM TpaHCKpUN-
LM, Ha3BaHW YUpPeXaeHW ¢ HAeKCaMn, Ha3BaHWs-
MM rOpPOAOB N aapecaMi 3N1EKTPOHHOM NOYTbI, TEKCTa
aHHOTaLMK 1 KNoueBbIX ¢noB (IMpunoxeHue 2).

Tpe6oBaHMs K 0hOPMEHNIO CTATbY

X& 8] 13 {L ( (
http://pleiades.online/ru/authors/guidlines/.

) Q > PEeKOMeH[yeTcs UCMOMb30BaTh
pepaktop Microsoft Word. TekcT HabupaeTcs ¢ no-
NYTOPHbLIM UHTEPBA/IOM MeXAy CTPOKaMu CTaHgapT-
HbIM WpndToMm Windows TrueType (Times New Ro-
man — ansa TekcTa, Symbol — ansa rpeveckux 6yks),
pasmMep wpudta — 12. 119 coxpaHeHUs TeKCTa PeKo-
MeHAyeTcs ncrnonb3osaTs popmatr DOC (DOCX).

73 L7/ °_ )/ BolpaxaoTcas
MeXxayHapoaHoi cucteme CU, a OTHOCUTENbHbIE
aTOMHble Macchbl 3/1eMeHTOB Mo wWkane 12C. B geca-
TUYHbIX AP06AX Lienasi YacTb OT APO6HON OTAENSAETCA
TOYKOM, a He 3ansaTo.

7w . Onsa 0603HauYeHNs XMMUYECKMX CO-
eAVHEHWI B TEKCTe CTaTby (3a UCK/IKOYEHVEM aHHOTa-
L) MOXHO MO/b30BaThCA O6LLENPUHATLIMK abbpe-
BuaTypamu: gumetmncynsgokeng — AMCO (DMSO),
anmvetundgopmammg — AM®PA (DMFA), nonnakpu-
namngHbin rens — MAAT (PAAG), aMMHOKUCNOTbI —
J/ Q -

Gly, Ala, Val n .n.
Q _ J) '8
&\ ) 7 7) \) J

& \
Yus/s > J

J \ 00603Ha4atoTCA B TEKCTE OOLLEMPUHATLIMA
abbpesmatypamn M3 3arnaBHbIX OYKB PYCCKOro Wau
aHramiickoro angasuta: MLP — nonnvepasHas Len-
Has peakuus, AMP — afnepHbIi MarHUTHbIA Pe3o-
HaHc, SDS-aneKTpogopes — aneKTpotopes ¢ Aoje-
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LMNcynbgaToM HaTpus 1 T.N. Bee Ucnonb3yemble aB-
TOpaMW HecTaHAapTHbIe 0603HaUYeHNS U COKpaLLEHNS
MOSICHAKOTCS B TEKCTE MPW NEPBOM YMOMUHAHNM.

Q) U\.

Onsa co3gaHua Tabnuu cnefyet MCMob30BaTb
nporpammbl MS Word mnnn MS Excel. Tabnuubl
[O/MKHbI MMETb MOPSAKOBblIE HOMepa W 3arnaBus,
yKa3blBaloLLMe Ha nx cofiepXaHue. CokpalleHne cnoB
B Tabnmuax He gonyckaetcsa. Kaxaaa Tabnmua neya-
TaeTCA Ha OTAebHOW CTpaHuLe. Ecnv Tabnmua He no-
MeLL,aeTCa Ha BEPTUKa/IbHOM /IUCTE, AOMNYCKaeTCA pas-
BEPHYTb €€ Ha rOPM30HTa/IbHbIA. Heo6Xx0aMMo CTporo
CNefuTb 3a BblpaBHMBAHMEM FOPU30HTa/IbHbLIX CTPOK
N BEPTUKA/IbHbIX CTONOL,0B B Tab/MLE.

He cneayetr BKntouaTb B Tabnuupbl CTONOLbI W
CTPOKM, COCTOALLME U3 OANHAKOBbIX 3HAYeHWiA (T.e.
N3 3HAYEHWIA, HEe MEHSIOLUMXCS OT OMbiTa K OMbITY
WM OT CTPOKM K CTPOKE). DTU Ciyyam cnegyet 0cobo
orosopuTb B MNpumeyaHuu K Tabnuue. Ansa Hymepa-
LUUN CHOCOK B Tabnuue NPUMEHAIOTCA NaTUHCKME
6YKBbI, KOTOpPbIe OMXKHbI ObITb PACMO/IOXKEHbI B Ta0-
NNUE B COOTBETCTBUWN C and)aBUTHbLIM TMOPALKOM
(NpY YTEHUN MO FOPU3OHTAIN).

CneayeT YeTKO pasnnyaTth Crlyyan, Koraa B sueli-
Kax Tab/nmupbl OTCYTCTBYIOT IaHHbIE: €C/IN UMEETCs B
BUAY OTCYTCTBUE [aHHbIX, CTaBUTCA MPOYEPK, a
ecnv NPUHLMNNATIBHO HEBO3MOXHO WX MOYYMTb,
0CTaeT-Cs NyCTOe MecTo.

B TekcTe thamuainmm MHOCTPaHHbLIX aBTOPOB AatoT-
CS B pyCCKOM HarnmcaHuu, npy nepsomM yrnomMmmHaH1n B
CKOOKax yKa3bIBaeTC OpUrnMHa/ibHOe HanucaHue, Ha-
npumep: “CornacHo Tugemany (Tiedemann, 1976)...”.
Mpw cebinkax Ha paboTbl 6e3 yroMUHaHMA aBTOPOB B
TEKCTe B CKOOKax MPUBOAAT (haMuInm B OPUTNHaSIb-
HOM HanucaHuu, ¢ yKasaHuem roga ony6mkoBaHns
paboThl 1 pacnofiaratoT 3TU CCbINIKM B XPOHOMOrn4e-
CKOM ropsfKe, Hanpumvep: “B Tabnuuax, coctaBneH-
HbIX ANs pa3HbiXx BUAOB pblb (Girh, 1934; Vernier,
1957; CmunpHoB, 1958; LeMeur, 1976), nmetoTcs ceefe-
HuS...”. CCbINKM Ha paboTbl 60/1ee, YeM [BYX aBTOPOB
ohopMAATCS  cregyowmm  obpasom: (Jo6poxoTos
n ap., 1962; Gateby et al., 1966).

L/ Q@ ).

Mpw npefcrasneHnn ctaTby B Pefakumio oTo-
rpauun, pUCyHKM, CXeMbl N LPYrO UAKOCTPaTUB-
HbIl MaTepuan BKKYaKTCA B 0AUH (haiif C TEKCTOM
cTaTbu. >KenatesnbHo, 4TOGbLI (hoTOrpadmum nmenu
paspeLleHune He MeHee 300 dpi (TOYeK Ha Atolim).

Mocne OKOHYaTENbHOro MNPUHATUA CTaTbM K Me-
yaTn aBTOPbI AO/MHKHbI JOMONHUTENBHO BbiCNATb UN-
NOCTPaLuK, cofepxallime Hagnmcu n 0603HadveHus
Ha thoTorpadmsx. Kaxabii harin gomkeH CoaepXaTtb
OfIH PUCYHOK 1 BbITb Ha3BaH Tak, YT06bI ObINO MO-
HSATHO, Kakasi UAMCTpauusi B HEM COAEPXKUTCS.

BeKTOpHble NOCTPaL MK JO/MKHBI ObITb Mpeso-
CTaBneHbI B hopmarte EPS.
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OcTasibHble MAKOCTPaLMU NPUHUMAKOTCS B /H0-
6bIX CTaHAAPTHbIX rpadnuyecKmx hopmarax, npeano-
ytutensHo — JPEG n TIFF.

Ecnn aBTOpbl MCMOML3YHOT B CBOE pPyKOMMCH
WNNHOCTPALN UK TabNnLbl U3 APYrnx nyénmkaumii (8
TOM 4MCNEe CBOUX COBCTBEHHbIX), TO MM HeOBX0AMMO
3anpocuTb Y U3aatenein aTux nybnvkaumii paspeLue-
HKe Ha nepeneyaTKy WAn NCronb30BaHKE MaTePUaOB.

_ 7/ Q )] IV
1) O6uue TpeboBaHuUS:

Mnntoctpaumm gomkHbl UMETb pasmepbl: 8—8.5 cm
(Ha 0aHY KONOHKY), 160 17—17.5 cM (Ha ABe KONTOHKM).
Ha mukpodoTtorpadimsix noMeLaroT MaclLTabHbIN
OTpe3oK. PucyHKn un dotorpadmm A0/MKHbI BbIiTb
CHabXeHbl HEOOXOAUMbBIMU LUMPPOBLIMKA UNN BYK-
BEHHbIMWN 0603HAYEHNAMWN, KOTOPbIE MOSICHAIOTCA B
noagnuncsax K HUM. Hagnucu n 0603HaYeHUs Ha Un-
NOCTPaLUUSX MOTYT MEHSATLCS NPU MePeBOAe C pyc-
CKOT0 Ha aHIIMNCKNIA A3bIK, MO3TOMY A1 hoTorpa-
thwnii >xenatenbHO NPeLOCTaBNTbL BTOPO BapuaHT 6e3
TekCcTa U 00603HaYeHWUI, 41 OCTa/lbHbIX UNNKOCTPa-
LWiA — pacnonaratb HagnMcy Ha UNCTPaLnm Tak,
4TO6bl OHN HE COMPUKACaIUCh HU C KAKUMW ee Ya-
cTaMK. [Na Hagnucen n 0603HaYeHU UCMOoNb3ynTe
CTaHAapTHble TrueType wpudThl. MNMpockba He Ao-
6aBNATb Ha 3agHMA NnAaH WAAKCTPaLNiA  cepbli
(UuBETHOI) POH NN CETKMN.

2) Mpadmkn n grnarpammbl (LUTPUXOBLIE WNNKO-
cTpaymn):

Mpahuku 1 grarpaMmmbl >enatesibHO rOTOBUTL B
BEKTOPHbIX rpauyeckumx pegakropax. OHU JOMKHbI
NMETb paspeLLeHmne He HKe 600 dpi. TonwmHa nm-
HWIA He Jo/MKHa 6bITb MeHbLUe 0.5 pt. BeKTopHbIe Un-
NHOCTPaLMK He JO/MKHbI COAEPXKaTb TOUEYHbIX 3aKpa-
COK, Takmx Kak “Noise” “Black&white noise” “Top
noise”. [insi BEKTOPHOM rpatiMKun BCe UCMOb30BaH-
Hble LWPUGTLI JO/MKHbI ObITh BKIOYEHbI B (haiis.

3) MonyToHOBbIE NNNOCTPALMUN:
JOmKHbI UMeTb paspeLleHme He Huke 300 dpi.

4) KoMOGUHMpOBaHHbIE MONYTOHOBbIE/LUTPUXO-
Bbl€ MNNKOCTPALMN:

LJOomKHbI UMeTb paspeLleHne He Huxke 600 dpi.

87U U Nl U

My6nmMKaums LBETHbIX WUAMKOCTPaLMIA BO3MOXHA
TONbKO B online Bepcum XypHana. >XenatenbHo Bbl-
NONHEeHMe onpeaeneHHbIX TpeboBaHWMIA K odopmie-
HUKO UNNKOCTPALMIA, YUUTBIBAKOLLMX TOT (haKT, UTO Me-
yaTHas Bepcus XKypHana OCTaeTcs uepHO-6enoi (cm.
http://pleiades.online/ru/authors/guidlines/prepare-
electonic-version/images/).

MnntocTpaumm aomkHbl coiepXXaTb TOMbKO 8-61T-
HblIli LBET; LiIBETOBOE NpocTpaHcTBo — CMYK.

HenpaBunbHO ochopmMieHHast CTaTbst K pacCMOT-
peHuto Pefakumei He NpyHMMaeTCs.

PeLieH31poBaHe U NOArOTOBKA PYKONUCK K NeYaTy

u 7 . CTatba, noctynusLLlas B Pefjak-
L0, Harnpas/AeTCsa Ha PeLeH3nio K CreLyaincty B
[aHHOI 0bnacTn nccnefoBaHMin. B cnopHbIX cnyyasx
Mo YCMOTPEHWIO PeAKONErMn CTaTbs HanpaBnseTcs
Ha JOMOMHUTENbHYIO peLeH3nto. PykonucK, He co-
OTBETCTBYIOLLME NPOMUIIIO XYpPHaIA, OTKIOHAKTCA
6€e3 peueH3nn.

& 7

Cratbs, NpUHATasA K Nyo6nnkKaumm, HO HyXXaaro-
Lasca B 4opaboTKe, HanpasiseTcs aBTopam ¢ 3ame-
YaHUAMK peLieH3eHTa. ABTOPbI LO/MKHbI BEPHYTh UC-
Npas/ieHHbIA BapuaHT CTaTbM BMeCTe C OTBETOM Ha
BCe 3aMeYaHus peLleH3eHTOoB. PefjakLMsa OCTaBNseT 3a
c060i1 NpaBo COKpaLLaTh CTaTbl Y BHOCUTL peaaKLm-
OHHYIO NpaBKy, COrnacysd W3MeHeHWs C aBTopamu.
Cratbs, 3agep>kaHHast Ha Ucnpas/ieHnn 60/ee 0JHOro
MecaLa unm Tpebytolllas Cepbe3HON nepepaboTKu,
paccmaTtpuBaeTCs Kak BHOBb MOCTYMMBLUAsA, TO eCTb
CHOBa HanpasNseTCcs peLeH3eHTam. Ha nepsoii cTpa-
HWULe CTaTby YKa3bIBaKOTCA: JaTa MosyyeHus pyKonu-
CU pejakumeit, jata noyvyeHNs OKOHYaTenbHoro (ne-
pepaboTaHHOro) BapuaHTa CTaTbW, fata NPUHATUSA
CTaTby B Meyatb.

PefakuMOHHas KONIErMsi MOXeT obpaliatbca K
crieymanncTam B pas/inyHbIX 06/1acTax 61Monorum pas-
BMUTUS C NPOCLOOM 0 NOArOTOBKE KOPOTKMX COOOLLE-
HWIA — KOMMeHTapreB K Hanboree MHTEPeCHbIM (He-
0[HO3HAYHbIM) CTaTbsIM, NOCTYNUBLLWM B PefaKLMI0.

ABTOpaM cTaTeld, NpoLleaLLnNX PeLeH3MPoBaHNE U
NPUHATLIX K Ny6MKaumm, cnegyet ohopMUTb U Bbl-
cnaTb B pefiakLuio 4OroBOpbI O Nepeaaye aBTOPCKMX
npaBs 418 M3gaHUs PYCCKOM M aHTNINIACKON Bepcuii
cTaTby ANA PYCCKOM 1 aHTNINACKOM BEPCUIA XXypHana
COOTBETCTBEHHO. [10roBOpbI MOAMUCHLIBAIOTCA BCEMMU
aBTOpamu CTaTbi M OTNPaBNSAKTCA B OTCKAHUPOBaH-
HOM Bumze. TeKCTbl aBBTOPCKNX AOrOBOPOB MOXHO pac-
reyatatb U3 MHTEPHETA MO agpecam: ANs pyccKoli Bep-
cum — http://www.sciencejournals.ru/journal/ont/ , gns
aHrnuinckon Bepcun — http://pleiades.online/ru/
authors/agreement/. MNMpUHMMAOTCA CKAHNPOBaHHbIE
BEpCUMN [OroBOPOB. TONMLKO MPW HannMumMm ogopm-
NEHHOro 1 NoANncaHHOro BceMu aBTopamu [oroso-
pa cTaTbsi CAAeTCA B MeyaTb.

2 8 , 2

KoppekTypa BbICbinaeTca aBTopam l3patesb-
cTBOM B Buie PDF-thaiina no 3nNeKTPOHHOM nouyte
ANst MPOBEPKM M UCNPaBNEHMSA TUMOrpadiCKMX one-
4aTOK; HUKaKue Jpyrve N3MeHeHUs 1 4ONOHEHUS B
KOpPEKType He fonyckatoTcs. KoppeKTypa fo/mKHa
ObITb BbiCflaHa 06paTHO B M134aTeNbCTBO B TeUYeHMe
ABYX iHe C MOMeHTa NoyYeHWs.

Bblicbinaembiii PDF-haiin BepCTKM CTaTb MOXXHO
npounTatb U OTPeAakTMpPoBaTb C MOMOLLbI MPO-
rpammbl Acrobat Reader (Bepcun 9 u BblILLE), KOTO-
pyl0 MOXHO 6ecnnaTHO CKayaTb Yepe3 WHTEepHET:
http://get.adobe.com/reader/. 3ameyaHUss HY>XHO
BHOCUTb Npsmo B PDF-chain ctatby, UCMOMb3ys Na-
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HeNb WHCTPYMeHTOB “KOMMeHTapum M MOMeTKn”
6ecnnaTHoi nporpammbl Adobe Reader Bepcun 9+.
He wvcnonb3ynte gpyrve nporpaMmbl A1 NpaBKu
PDF-gaiinoB, nHaye aBTOPCKME 3ameyaHust MOryT
ObITb MOTEPSIHbI NPV aBTOMATU4YECKOM 06paboTKe
oTBeToB. Henb3s naMeHsATs HasBaHve PDF-thaiina
cTatby 1 Temy e-mail coobLeHnsA No Tol e Npuyn-
He. Iogpo6Hble peKOMeHAaUMN Mo BHECEHUIO UC-
npaeneHnin B PDF-thaiin MOXHO HaiTK Ha caiTe no
agpecy: http://pleiades.online/ru/authors/guidlines/
electronic-proofreading/.

+ (7 J 7\” gaBnseTca
MOCTPOYHBLIM MEpPeBOAOM TeKCTa PYCCKOM BepCUw.
Pefakuust He NPUHUMAET CTUINCTUYECKYIO U NTOTU-
YECKYH0 MpaBKy TEKCTOB NOC/e Ny61MKaLum pyccKom
Bepcun. YbeamtenbHas npocbba TulaTeNbHO roTo-
BUTb (B YaCTHOCTW, BHUMATE/IbHO BbI4MTbIBATH KOpP-
PEKTYPbI) PyCCKWUIA BapuaHT cTaTeii. KoppekTypa aH-
NIMIACKOro TeKCTa BbIChbINaeTcs aBTopam Ans nposep-
KM 1 Ha BbIYUTKY NpPefoCTaBnseTcs He 60nee 5 AHeN.
Mocne ony6AnMKoBaHMA CTaTbM U3AaTeNbCTBO BbIChI-
naeT aBTOpY 6ecniaTHO 3M1eKTPOHHbIE haiibl CTaTbK

B (hopmate PDF. B 6ymaxHOM Buie OTTUCKAN He
npesoCTaBNAOTCA.
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E-mail: ontogenez@list.ru
Caiit xypHana: http://ontogenez.org

[naBHbIN pefakTop — AHApei BaneHTUHOBMM
Bacunbes, 3aB. pegakuuern — EneHa AMUTpUEBHa
"acuno

DneKTpoHHaa Bepcus >kypHana: http://pleiades.
online/ru/journal/devbio/; http://www.sciencejour-
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nal/11174; http://ontogenez.org/?show=content4; .

COBMOAEHVNE YKA3AHHBLIX TPABU/T CY-
LUECTBEHHO OBJIEM4UNT PABOTY PELIEH3EH-
TOB U PEOAKTOPOB_XXYPHANIA N YCKOPUT
MoAroToBKY BALLEV CTATbU KINMEYATI.

MPUNNOXXEHWE 1. Mpumep othopMieHMsA NepBoii CTPaHWLbl CTaTbW.
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BbICOKO3(hheKTUBHASA aHTUPETPOBMPYCHAs Tepanus No3BOSISIET KOHTPONMPOBATL BUPYC MMMyHOoaeLmMTa
yenoseka (BVY) 1 npeaoTepalLaTh passutre MMMyHogedmumTa. OfHaKo Ha hoHe NPoBOAMMON Tepanmm Mo-
ryT pasBmMBaTLCS Pa3/INYHbIE OCNIOXHEHWS, BK/KOUasA B-KeToUHble MMMAOMbI. OAUH 13 MeXaH13MOB OHKOre-
He3a y BUY-nHpULUmMpoBaHHbIX NaLMEHTOB CBSA3aH C [eCTBMEM BUPYCHOTO Tat 6enKa, KOTOpbI cnocobeH
NPOHUKaTb B B-KNeTKn. 1 nsyyeHus feictena Tat 6esika Ha B-KNeTKW B HacTOSILLIEN paboTe MoTyYeHbl
1 0XapaKTepn30oBaHbl KIETOUHbIE IMHUN HA OCHOBE Ky/NbTUBUPYEMbIX B-kneTok nnHnun RPMI 8866 ¢ no-
CTOSIHHOI N MHAYLMGENbHO aKcnpeccueid Tat 6enka.

KntoyeBble coBa: BUPYC MMMyHoOZedMLMTa YenoBeKa, Tat 6enok, B-KneTku, OHKoreHes
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MPUNNOXEHWME 2. MNMpumep odhopMneHnsa nepesosia aHHOTaLUK.
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Highly effective antiretroviral therapy makes it possible to control the human immunodeficiency virus (HIV)
and prevent the development of immunodeficiency. Despite ongoing therapy, various complications can develop,
including B-cell lymphomas. One of the mechanisms of oncogenesis in HIV-infected patients is associated
with the action of the viral Tat protein, which is able to penetrate uninfected B-cells. To study the effect of Tat pro-
tein on B-cells, cell lines based on cultured B-cells RPMI 8866 line with constant and inducible expression of Tat
protein were obtained and characterized.
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