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dopmupoBaHUEe MTOP3ATBHBIX BHIPOCTOB XOPHMOHA — CIEIUAJIM3UPOBAHHBIX CTPYKTYp situa D. melano-
gaster, UMEIOIINX BUJ 3JIACTUYHBIX TPYOOK M 0OeCIieuMBalOIIMX JIbIXaHWEe pa3BHUBAIOIIErocs 3MOPHOHA,
MpeCTaBIIsIeT COO0M MPUBJIEKATETLHYIO MOJEb U1 U3YUYEeHUSI TECHETUIECKUX MEXaHU3MOB Pa3BUTUS Op-
TaHOB M TKaHei, B OCHOBe (hOpMUPOBAHUS KOTOPBIX JIEXKUT Mpeodpa3oBaHUe SMUTEIUATbHON TKAaHU B
TpybYaThie CTPYKTYphl. B mTaHHOM 0630pe mpencraBieHa HH(GOpMAaLIMS O TeHax 1 6eIKax, KOHTPOIUPYIO-
IIUX pa3BUTHE TOP3aJTbHBIX BHIPOCTOB XopuoHa. [TokazaHo, 4To B (hOpMHUPOBAHUM TOP3aTbHBIX BHIPOCTOB
XOPUOHA TJIaBHYIO pojib urpaioT Tpu curHaibHbIX IyTd EGFR, DPP 1 NOTCH, koTopsie uyepe3 psia KOM-
TMOHEHTOB OOBEAUHSIIOTCSI MEXY COOO0i1 B €IMHYIO TEHHYIO CETh.

Oo6pazoBaHHas1 QOUTUKYJISIPHBIMU KJIETKAMU 000-
Jnouka sina D. melanogaster mpencTaBisieT coOoit
MHOTOCJIOIHYIO O€JIKOBYIO CTPYKTYpY, O0eCIIeYrBal0-
IIyI0 3allMTy U B3aMOJEiCTBUE SMOPHUOHA C BHEIII-
Heit cpemoii (Hinton, 1969; Margaritis et al., 1980;
Spradling, 1993; Dobens and Raftery, 2000). Ha mepen-
HeM Kpae siitia (puc. 1) pacriojiararorcst Cielain3m-
pOBaHHBIEC CTPYKTYPbl — MMKPOIIWJIC, ONEPKYJIyM M
Jop3ajibHbIE BBIPOCTHI XoproHa (JIBX). Mukpormie
CJIY>KUT JIJIsI IPOHUMKHOBEHUSI CIIEpMaTO301/1a BHYTPh
Sii1a, onepKyJaIyM o0ecreurBaeT BbIXOJ JMUYMHKU U3
sitiia. JIBX, Ha3piBaeMble TakKe pPecHUpPaTOPHBIMH
duaMeHTaMU, PeICTaBISIOT COOOM INIMHHBIE TTOPH -
CThIe TPYOKHU, KOTOPbIE, YACPXKUBAsI SIMIIO Ha TIOBEPX-
HOCTH KOpMa, 00€CIIeYNBaIOT AbIXaHUE pa3BUBAIOIIIE-
rocs sMmOpuoHa (Spradling, 1993). PazButue nepen-
HUX JOP3AIbHBIX CTPYKTYp SIAIIEBOW OOOJIOYKU
KOHTPOJIUPYETCS IIPOAYKTAMH MHOTMX T'€HOB, OOJb-
IIIMHCTBO 13 KOTOPHIX SIBJISTFOTCSI 3BOIIOIIMOHHO-KOH -
CepBaTUBHBIMU.

B maHHOIT paboTe paccMaTpUBaIOTCSI TEHBI U CUT-
HaJlbHbIE MYTHU, KOHTpoJupylolre ¢GhopMUpOBaHUE
JIBX. B HopMme JIBX cocTosIT 13 ABYX YacTeil — HOXKU
(stalk) 1 pacmIMpeHHOI 4acTu, Ha3bIBAEMOM JIOIla-
cteio (paddle) (puc. 1). IBX dopmupytorcs us ¢od-
JIMKYJISIDHBIX KJIETOK, PacIOJIOXEHHBIX Ha IepeaHeM
KoH1Ie ooLuTa. ITpouecc popmuposanus JABX nenur-
CsI Ha [IBa 9Talla: CTPYKTYpHpOBaHUe (POUIUKYIISIPHBIX
kieToK 1 Mmopgorenes (Berg, 2005). B Teuenue nepBo-
ro sTamna, T.e. 10 ctaguu 10B (ctagum pa3BuUTHUS siiilie-
BOI1 Kamephbl JaHbl B cooTBeTcTBUM ¢ (King, 1970) unet
00pa3oBaHre Pa3IMYHBIX KJIETOYHBIX TUIIOB, ITOKPHI-
BalOIIMX SIALIEBYIO Kamepy U (pOpMUpPYIOLIUX OyIy-
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myo obojyouky siina. Co craguu 10B HaymHaetcst
mopdoreHe3 IBX, Bo BpeMsI KOTOPOTo ABE IPYIIIEI U3
65—70 GoTMKYIISIPHBIX KIIETOK OTIACISIOTCS OT OOLIH-
Ta 1 HAYMHAIOT HaNpaBJeHHYIO MUTPALIUIO, CUHTE3U -
pysl Top3albHbIe BEIPOCTHI XOpUOHA. B manmbHerlieM
(ctamus 13) nop3ajibHble (POJUIMKYISIPHBIE KIETKU
MpeKpanialoT MUTPALIMIO, HO MPOJOJIKAIOT CEKPEeTU-
poBaTh OEJIKM XOpHUOHA, YTO MPUBOIUT K YTOJIILIECHUIO
ABX (Berg, 2005).

®dopmuposanue JIBX ocyliecTBiaseTcs Ipy coria-
COBAaHHOM JEMCTBUM TpeX curHambHBIX ITyTeii EGFR,
DPP 1 NOTCH (Dobens and Raftery, 2000).

Puc. 1. IlepenHue mopsajibHble CTPYKTYPbl OOOJIOYKHU
sIiiLIa, OTJIOKEHHOTO caMKoii D. melanogaster ANKOTO TUTIA.
O — onepkynym, M — mukponuie, H — Hoxka (stalk)
JAXB, JI — nonacts (paddle) [IBX.
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TIK
T-obnactb

Puc. 2. A. Pacnipenenenue 6enka GRK B mepeqHeM Top3ajbHOM YIUIy OOLIMTA SHIIEBOI KaMephbl IUKOro Tuma Ha ctaguu 10B,
BBISIBJICHHOE C TTOMOIIBI0O MOHOKJIOHANBHBIX aHTUTeN anti-GRK (1D12 u3 Hybridoma Bank). Jlokanuzamust 6enka GRK
otMedeHa crpesikamu. b. Cxemarnueckoe n3obdpaxkeHue KIeToK, qaroinx Hayaio JABX, B mepemHeit mop3aibHO YacTH 001MTa
Ha mo3aHeit ctanuu 10B. TeMHo-cepbiM nokaszaHbl BeicTuatone (RHO) kietku, cBeTio-cepbiM — nokpoBHbie (BR) kietku.
Briepeny 1 Mexxmy 1ByMsl 00J1acTIMU JaHHBIX Ki1eToK Haxomutcst T-o6iactb (13 (Ward et al., 2006) ¢ moaudukarusimu). O —
ob6aactb oonnTa, [1K — 061aCTh MUTAIONINX KIIETOK.

@D

(K10
spir, capu
orb, sqd

Puc. 3. Cxema curnainsHoro nytu EGFR. CepbiM 11BeTroM noka3zanbl uraHabl EGFR. OobscHenust B Tekcre. CTpekaMu ¢
OCTPBIMU KOHLIAMM TTOKAa3aHbI ITPOLIECCHI aKTUBALIMY, CTPEJIKAMU C TYITBIMUA KOHLIaMU — ipoliecchl perpeccun (13 (Yakoby et al.,

2005) ¢ MmomubuKaIusIMM).

CUTHAJBHBIW IMYTb EGFR
OBYCJIOBJIMBAET HAYAJIO
OOPMUPOBAHHMA JOP3AJIbHbBIX
BbIPOCTOB XOPUOHA

Hauasnio ¢popmuposanus JIBX onpenensieTcs: cek-
peuueii B nepeaHeit yactu oouura 6eaka GURKEN
(GRK), otHocstmerocst Kk TGF-o, knaccy TpaHcdop-
Mupyooux ¢akropa pocta (Neuman-Silberg and
Schupbach, 1993) u sBasIOLIErOCS TUraHAOM peELieTI-
Topa »nuaepMalibHOro ¢gaxkropa pocta (epidermal
growth factor receptor, EGFR). MPHK reHna grk Briep-
BBI€ BbISBIIACTCA Ha CaMbIX PaHHHUX 3TallaX pa3sBUTUA
silieBoil kKamephl B paiioHe 2B repmapusi (Neuman-

Silberg and Schupbach, 1993, 1996). Ha cragmsix 8—10
TPaHCKPUIITHI F'eHa grk BBISIBJISIIOTCS B TIepeIHEM T0p-
3aJIbHOM YTJIy OOLIMTa BOJIM3M sIpa, TIe UX pacupemne-
JIeHUe coBragaeT c Jiokanuszaiueit 6enka GRK. Ha
cragusax 10—12 pacnpenenenue 6enka GRK orimmya-
€TCSI OT PaCHOJIOXKEHUS TPAHCKPUIITOB, Y OEJIOK 3aHM-
MaeT TPOTSLKEHHYIO TI0JI0CY, 3aTparuBampllyio 6osee
MOJOBUHBI IJIWHBI HOP3IbHON CPeaUHHOW JIMHUU
oouuTa (puc. 2A), Torma Kak TpaHCKPUIIThI grk pacrio-
JIaraioTCsl B MEHee MPOTSKEHHOM 00/IacTH, JIOKAIN3Y-
SICh HETTOCPEACTBEHHO BoaJie siapa ooluta (Neuman-
Silberg and Schupbach, 1996). JTokammzauust PHK re-
Ha grk ype3BblYaliHO BaxkHa JIJIsl TIPaBUJIbHOTO (hOpMMU-
posanust JIBX (Hsu et al., 1996). Ctporo ornpezaeiieH-
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Has KaptuHa pacapeaeneHuss MPHK grk orpannunBa-
ercs (puc. 3) meiicTBueM IpOAYKTa reHa female sterile
(1) K10 (fs(1)K10) (Prost et al., 1988; Forlani et al.,
1993), akTUBHOCTb T€HOB spire (spir), cappuccino
(capu), 0018 RNA-binding protein (orb) u squid (sqd)
npenoTBpaiiiaeT pacnpocrpaHeHre MPHK grk Ha BeH-
TpajibHyI0 cTOpoHY oouuTta (Manseau and Schup-
bach, 1989; Neuman-Silberg and Schupbach, 1993;
Chris-terson and McKearin, 1994; Roth and Schup-
bach, 1994).

INepenaua curnana GRK cocegHuM houKysip-
HbIM KietkaM depe3 EGFR akruBupyer EGFR cur-
HaJIbHBIA ITyTh (puc. 3), 4TO OOYC/IOBAMBAECT Havyajao
dopmuposanusg JIBX (Price et al., 1989; Schejter and
Shilo, 1989; Neuman-Silberberg and Schupbach,
1993, 1994; Queenan et al., 1997). AktuBHocth EGFR
CUTHAJILHOTO ITyTU KOHTPOJUPYET Psii TPAHCKPUIILIM -
OHHBIX (paKTOPOB, CUTHAILHBIX MOJIEKYJT U TEHOB, He-
00XOOUMBIX I MopdoreHe3a SIHIEBOM OOOTOYKH
(Dobens and Raftery, 2000; Cavaliere et al., 2008; Wu
et al., 2008; Yakoby et al., 2008). B mpoiecce hopmmu-
posanusg JIBX GRK 3amyckaer mBe MeTiM ITOJIOXKHU-
TEJIbHBIX U TPU METJIM OTPULIATEIbHBIX OOPaTHBIX CBSI-
3¢, KOTOpEIe peryaupytoT aktuBHOCcTh EGFR 1yt B
KieTkax gosukynsapHoro anureaus (Yakoby et al.,
2005). IlepBas neTist MOJOXKUTEIHLHOM 00OpaTHOM CBSI-
31 oOycioBiieHa cBsa3biBaHueMm JmraHgma GRK c
EGFR u nepenadeit naHHoro curHana dyepe3 RAS/
RAF/ MEK/ MAPK «kackan (Brand and Perrimon,
1994; Ray and Schupbach, 1996), yTo mpUBOAUT K 3KC-
Mpeccuu B TepeaHUX A0P3abHbIX (hOJUTUKYISIPHbBIX
KJeTKax reHa mirror (mirr), KODUPYIOLIETo OOTHOUMEH -
HbI TpaHCKpUIIMOHHBI dakTop (Nilson and
Schupbach, 1999; Zhao et al., 2000). B cBoro ouepenb
MIRR akTtuBUpyeT TpaHCKPUILIAIO TeHa rhomboid
(rho), IPOAYKT KOTOPOTO pacIleruisieT BTOPOit JIUTaHI
EGFR — SPITZ (SPI), 3arryckast TakmM 00pa3oM JIpy-
roi payHn riepenaun EGFR curnama BHyTpmn dosuim-
KyJSIpHBIX KJIeTok (Schweitzer et al., 1995; Golembo
etal., 1996; Sapir et al., 1998; Jordan et al., 2000).
Tpauckpunuomounserii ¢pakrop MIRR Ttaxke nmeit-
CTBYeT KaK pernpeccop TpPaHCKPUIIUU TeHa fringe
(fng), aKTUBHOCTb KOTOpPOro B (DOJIUKYJISIPHBIX
KJIeTKax BaxkHa ISl MPaBUJIBHOTO (POPMUPOBAHUS
ABX, MOCKOJIbKY CaMKU f#g-MyTaHTOB OTKJIaIbIBa-
oT giia ¢ JIBX B pa3HOU CTeNEeHW CTUTBIMUA MEXIY
coboit (Zhao et al., 2000a, b).

C KOMMNOHEHTaMU TePBOIi METIN TTOJIOXKUTETBHOMI
00paTHOM CBSI3M B3aMMOACHCTBYIOT ITPOIYKTHI T€HOB
Chorion factor 2 (Cf2) u pointed (pnt) (puc. 3). B orcyr-
ctBUe skcnpeccun Cf2 IPpOUCXOIUT U3OBITOYHOE Ha-
KoruieHrne Mmarepuana JIBX, mpuBonsimee K popMu-
poBanuto JIBX HemnpaswibHOIi (opmbl (Hsu et al.,
1996). Cynpeccus Cf2, BepoSITHO, TIPOUCXOIUT C yda-
ctueM MAPK, omnako He mckimodyeHo, uto EGFR
Hanpsimyto uHruoupyer Cf2 (IyHKTUpPHAsl TUHUS OT
EGFR Ha puc. 3). CF2 HanpsIMy10o WjIx OIoCpeaoBaH-
HO (4Uepe3 HEKOTOphIid dakTop A) perpeccupyeT
reH rho (Ruohola-Baker et al., 1993; Hsu et al., 1996).
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IeH pnt, xoTopklii KogupyeT coaepxaruiit ETS-momeHn
OTHOMMEHHbBIA TPAaHCKPUITLMOHHBIN (PAaKTOpP, TaKKe
HEeoOXonuM JUIsl MPaBWILHOM MMTIpaliu (QoJITUKY-
JISIPHBIX KJIETOK B IIporecce dopmupoBaHus [IBX
(Zartman et al., 2009). Dkcnipeccus pnt B A0p3aIbHbIX
(hoNMKYISIPHBIX KJIETKAaX 3aBUCUT OT aKTUBHOCTH Te-
HOB grk, egfr u fS(1)K10 (Wieschaus et al., 1978;
Morimoto et al., 1996). Bo3aMokHO, AeiicCTBIE 3TUX Te-
HOB Ha 3KCIPECCUIO pnt OCYIIECTBIISIETCSI HE HaIps-
MyIO, a OIIOCPEAOBAHHO 4Yepe3 IIpeariojaracMblid
TPaHCKPUILIMOHHBIN dakTop (dpakTop B Ha puc. 3).
bruto nokazano, yto PNT B cBo1o ouepenb peryaupy-
eT aKkcrpeccuio komrnoHeHToB EGFR curnamsHoro
MyTH, T.K. TTOJAY4YeHbl MpeaBapUTeIbHbIEC PE3YIbTaThI,
CBUIETENLCTBYIOIIME O MPSIMOM WJIM OMOCPENIOBaH-
HoM BiusiHuM PNT Ha skcnpeccuio rh0. ITockoabKy
MHorue 0enku, cogepxaine ETS-noMeH, Hy:KnaioT-
csl B HaJlUUMU TIapTHeEpa [Jis BBITTOJHEHUSI CBOMX
dbynkumii (Wasylyk et al., 1993), npenrnonaraercs cy-
IIIeCTBOBaHNE HEKOTOPOTO MOITOTHUTEILHOTO (haKTO-
pa C u mia ¢dpynkumonupoBanuss PNT. Bo3zmoxHoO,
PNT oOpa3syeT elie omHy WHTMOUTOPHYIO BETBb
EGFR nyru. OgHako He wuckiawodeHo, 4yTo PNT
obecrieunBaeT NepeHoCc WH@OpMALMM M3 JIPYTroro
curHabHOro nyty (Morimoto et al., 1996).

Bropas (KkopoTkast) neTjst HoJI0XUTeIbHOI o0paT-
Holi cBs13u EGFR curnanbsHoTro mmytu (puc. 3) 3aBUCHUT
OT TPAaHCKPUIILIMOHHOI aKTUBHOCTU IeHa vein (vn),
komupytomero Tpetuii aurang EGFR, koropsrii, Be-
pOSITHO, SIBJsIETCS 0oJiee CladbIM JMTaHAOM, YeM
GRK u SPI (Wasserman and Freeman, 1998). AkTuB-
HocTh vu 3aBUcHUT oT EGFR curnana — van skTormye-
CKM 2Kcnpeccupyercs B sinax fs(1)K10-MyTaHTOB 1
OTCYTCTBYeT y grk-myTaHTOB. IIpy 3TOM TpaHCKpUII-
st vi Hanpsimyto KoHTpoaupyetcst EGFR curnanom.
ITocnenosarenpHast nepenada curdana or VN Kk EGFR
¥ 00paTHO SBIISIETCS HEOOXOOUMOM JIJTSI TPABUIBHOTO
Pa3BUTHS CTPYKTYP SIi1IEBOI 000JI0YKHU, B YACTHOCTU
i1t popmupoBaHust JIBX (Wasserman and Freeman,
1998; Peri et al., 1999; Yakoby et al., 2005).

3amyckaemas 6enkoM GRK mepBast metsist orpuiia-
TEeJILHOI OOpaTHOM CBSI3U (pucC. 3) 3aBUCHUT OT OeyKa
ARGOS (AOS). Dkcnpeccusi reHa aos, KOIUPYIOIIEero
JaHHbI OesloK, KoOHTpoaupyetcs: 6eiakom SPI. B or-
CYTCTBHE TOCJIEOHETO SKCIPECCHUSI aos CHIDKAETCS B
nBa pa3a (Wasserman and Freeman, 1998). Muruoupo-
BaHue EGFR curnana ocyiectsisiercss 6e3 IpsiMoro
B3aumozericteust AOS ¢ pelienTopoM, a yepe3 OJIOKM-
poBanue aktuBHocTH JmraHma SPI (Freeman et al.,
1992; Klein et al., 2004). AOS cBsI3bIBaeTCs CO CIICLIU-
¢uyeckuM MoTuBoM Oenaka SPI, dopmupyss KoMm-
miekc SPI-AOS, KoTopblii yke He CTTOCOOEH CBSI3bI-
Batbcsa ¢ EGFR (Klein et al., 2004; Yakoby et al.,
2005). Takum obpazom, AOS HapymiaeT xon EGFR
CUTHAJIbHOTO MYTHU U, TI0-BUAMMOMY, UTpaeT pojb B
npoiecce mopdorereza ABX, He Bamsiss, ogHAKO,
Ha KoiamdecTBO (opmupyromuxcsa ABX (Zartman
et al., 2009).
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Puc. 4. Cxema curHanbHoro nytu DPP. CepbiM 11BeTOM
nokasaH jJurana DPP. 2KupHeiMu cTpellkamMmu 0003HauYeH
npouecc pochopunpoBaHus.

Bropasi metsisi oTpuliaTeIbHOM OOpaTHOW CBSI3U
(puc. 3) mpenrosaraeT yyactTue TpaHCMEMOPaHHOIO
oenka KEKKON-1 (KEK1) (Ghiglione et al., 1999).
Tpanckpunuust reHa kekl perynupyercss GRK/
EGFR/RAF miyreM, MOCKOJIBKY U3BECTHO, YTO M30bI-
TOK akTUBHOI popMbl RAF mpuBoIuT K ITOBCcEMeCT-
HoI1 aKcripeccuu kekl. B To Xe BpeMsl SHIOTeHHBI
KEKI1 getictByet Kak pernpeccop EGFR: moteps ak-
TUBHOCTH T'eHa kek I TIPpUBOINT K ITOBBIIIICHUIO YPOBHS
curHaia EGFR, a oBepakcrnpeccust kekl 6iokupyet
aktuBHOCTh EGFR. ®dusmyeckoe B3aumMoneiicTBue
BHEKJIETOYHOTO U TPAaHCMEMOPAHHOIO JOMEHOB
KEKI1 ¢ EGFR uHruoupyer neicrBue IOCJEIHETO,
Hapyias TeM caMbiM xo1 EGFR nytu. 910 gaer npa-
Bo Ha3pBaTh KEK1 mctuaHapM marnontopom EGFR
CUTHAJIbHOTO TIYTU, KOTOPBIN ACHCTBYET B OTpHIIA-
TeJIbHOI 0OpaTHOM CBSI3U JJIs1 PETYJISILIMY aKTUBHOCTU
nanHoro nytu. Kpome Toro, 6b110 BbIABMHYTO Mpe/-
MOJIOXKEHUE O TOM, YTO CYILIECTBYET U IPYroil Mexa-
au3Mm aeiictBuss KEK1 nva EGFR curHanbHbIN DyTh.
Bosmoxno, KEK1 memaer 6enky RHO monoxurenb-
HO BIMATH Ha akTUBHOCTH Iepegaun EGFR curnana
(Ghiglione et al., 1999).

TpeTbs meTiIsT OTpUIIATEIIPHOM OOpaTHOM CBSI3H
(puc. 3) 3aBMCHUT OT LIMTOIIa3MaTUYECKOTO OejKa
SPROUTY (STY) (Reich et al., 1999). Dxcnpeccus
Sty, KOTOpbIi TpedyeTcs 115l MpaBUILHOTO (DOPMUPO-
BaHMs JABX, nHayipyetcst B (OJTUKYJISIPHBIX KJIET-
kax suuHuka EGFR curnanbHbiM myTeM. betok GRK
aKTUBUPYET DKCITPECCUIO S1Y, TIOCKOJIBKY OHA 3HAUM-
TeJIbHO CHWXXEHA B SMLIEBBIX Kamepax grk-MyTaHTOB.
Takum obpazoM, sty IBASIETCS TEHOM-MUILLIEHBIO ITy-
™1 nepemaun curHania EGFR B ¢oummkyinsspHbIX
knetkax. Ilomaratot, yro STY murnoupyer EGFR
CUTHAaJIbHbIN MyTh, AEMUCTBYS HA MEPBble KOMITOHEH-
ThI 3TOTO ITyTH 10 MAPK. BepositHo, STY neiictBy-
et Ha RAF (Brand and Perrimon, 1994; Sapir et al.,
1998; Reich et al., 1999).

Takum o6pazom, Bce Tpu naruontopa EGFR cur-
HanbHOTO Tyt (AOS, KEKI1, STY) mHayumpyooTcs

nocpeactBoM EGFR m xapaktepn3yioTcss CXOIHOI
IMPOCTPAHCTBEHHO-BPEMEHHON KapTUHOW 3KcIpec-
cun. [ToHUMaHVe POk TaHHBIX MEePEeKPbIBAIOIINXCS
neTesib OO0paTHbIX CBsi3eid B (DYHKIIMOHMPOBAHUU
(hONTUKYISIPHBIX KJIETOK SIBJISIETCSI OMHOM M3 INIAaBHBIX
1eJIE B pa3BUTUU CUCTEMHO-YPOBHEBBIX MOMAEJIEU
ooreHe3a (Yakoby et al., 2005).

Hecmotpst Ha To, yTo B (phopmupoBaHue JIBX Bo-
BJIEUE€HbI HECKOJILKO CUTHATBHBIX ITyTeH, TOJbKO B OT-
cyrctBue curHajla GRK nopsanbHble CTPYKTYpbI SIiA-
11eBOM 000JI0UKM Hcue3aloT NosHoCcThio (Schupbach,
1987), uro cBunerenbcTByeT 0 BaxkHocT EGFR cur-
HaJILHOTO ITyTH B pa3Butum JIBX.

CUTHAJIbHBIW IMTYTh DECAPENTAPLEGIC
KOHTPOJIMPYET PABBUTHUE OP3AJIbHBIX
BbBIPOCTOB XOPMOHA

B dopmuposannu JIBX BaxkHYyIO posib UTpaeT Tak-
ke curHaybHbl TyTh DECAPENTAPLEGIC (DPP)
(Twombly et al., 1996). benok DPP, stestroruiicst dre-
HOM ceMelcTBa TpaHC(OPMUPYIOIINX (HPaKTOPOB PO-
cta B (TGF-), HeobxonuM ISl TIPaBUIILHOTO (DYHK-
[MOHMPOBAHUS COMATUYECKUX KIIETOK SMIHUKOB
Ipo30¢hWIbl, 1 UBMEHEHME IKCIIPECCUM I'eHa dpp Ipu-
BOJIUT K HapyIIEHUIO JUIMHBI STiilia U HETPpaBUJIbHOMY
hopMUpOBaHMIO TIEPETHUX JOP3ATBHBIX CTPYKTYD STii-
1eBoit o0omouku, BKmodas JABX 1 onepkyinym y dpp-
mytaHToB (Padgett et al., 1987; Twombly et al., 1996).

DKcrpeccusi dpp BIIEPBBIC BBISIBISCTCS B KOHIIE
cranuu 8 B 20—30 comaTuyecKuX (QOJUTUKYISIPHBIX
KJIETKaX, PacITOJIOKEHHBIX Ha ITepeIHeM KOHIIE sSTi1Ie-
Boit kKamephl. Ha crtangnm 10A KoJIM4JecTBO KJIETOK, B
KOTOPBIX 3KCIpeccupyeTcsl dpp, Bo3pacTtaeT npubJim-
3UTeJIbHO B JiBa pada. Ha cranmsix 10—11 skcnpeccust
dpp HaOmomaeTcss B (hOUIUKYISIPHBIX KIJIETKaX, IIO-
KPBIBAIOIINX TTUTAIOIINE KJIETKU, a TAKXKE B JIUIUPYIO-
11l TpyTITie HEHTPUTIeTAIbHBIX KJIETOK, PACTIOJIOKEH-
HBIX Ha TpaHMIIE OOLIMTAa M IMTAIOIIMX KieTokK. Ha
cranusix 13—14 ob6yacTh 3KcIpeccuu dpp orpaHnYeHa
(hOTMKYASAPHBIMU ~ KJIETKAMHM, JIeKalllUMU TTOBEpX
MUTAIOIINX, 1 KJIIETKAMM, OKPY>KAIOIIMMU MUKPOIINIIE
(Twombly et al., 1996). Takum oGpa3oM, SKCITPECCUS
reHa dpp HabMoaeTcs B pailoHaX, yIaJleHHbIX OT KJe-
TOK, marommx Hadaigo JIBX. OmHako M3BeCTHO, UTO
DPP MoxeT oka3pIBaTh CBOE IECTBME HA PACCTOSTHUH
(Nellen et al., 1996; Singer et al., 1997; Dobens and
Raftery, 1998). I[Tonaratot, yto DPP nuddyHaupyer us
nepeaHrx (QOJUTMKY/ISIPHBIX KJIETOK JIJIsl OpTaHU3aluu
Mopdorenesa IBX u nuddepeHIMPOBKHN OIEPKYITy-
ma (Dobens and Raftery, 1998).

DPP neiictByeT yepe3 cepuH/TpeOHUH KMHa3HbIE
peuentopbl 1 u II TunoB (puc. 4), paznuyaroimrecs
CBOMMM T10CI€A0BATEIbHOCTSIMU U JIUTAH/I-CBSI3bIBa-
oMK xapaktepuctukamu (Derynck, 1994). DPP
peuenropsl I Tuna (SAX, TKV) konupyrorcst reHaMu
saxophone (sax) mn thick veins (tkv) (Brummel et al.,
1994; Nellen et al., 1994; Xie et al., 1994), a DPP pe-
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uenTop Il Tuna (PUNT) kogupyercst reHoM punt (Let-
sou et al., 1995; Ruberte et al., 1995). Cnenyet oTMme-
TUTb, YTO MYTAHTHI ITO FeHaM, Koaupyroimum DPP pe-
LIETITOPBI, XapaKTepU3yloTcs elle 0oJjiee CUIbHBbIMU
HapyLICHUSIMU B CTPYKTYpax SIMLIEBOM 000JIOUKHU, YEM
dpp-mytantel (Twombly et al., 1996). Jlurang DPP
WHULIMMPYET Mepeavy CUTHajIa, CBSI3bIBasICh C pelen-
Topamu I u Il TunoB, TeM caMbIM obOecrieunBasl Mpo-
CTPaHCTBEHHOE COJIMKEHUE PEeLeNTOPOB Ha KJIETOY-
Holi ToBepxHocTH (Shi and Massagué, 2003). O1o mo3-
ponsier peuenropy Il tuma ¢pochopunmponBaTh
KWHAa3HbIN TOMEH pelenTopoB | ThIia, KOTophle najiee
MepenarT CUTHaJ B SIAPO TocpeacTBoM ¢ochopuin-
poBanus 60enkoB SMAD. CymiecTByeT 8 pa3anaHBIX
oemkoB SMAD, KoTopble IOOpA3NeisIioTCsT Ha
3 (pyHKIIMOHAJIBHBIX KJIacca: PelenTop-peryaupye-
mble, Hanpumep MOTHERS AGAINST DPP
(MAD), 6enxku-nocpeIHUKM — KOMEIWaTophbl, Ha-
npumep MEDEA (MED), 1 unruoupyoiiue, Halpu-
mep DAUGHTERS AGAINST DPP (DAD). MAD
HarpsiMyto ochopuanpyeTcss U akTUBUPYETCS] KUHA-
3aMU pelenTopoB | Tumna, MpoXoauT roMmoTpuMepu3a-
M0 U (GopMUpyeT TeTepOMEpPHble KOMILUIEKChI C
MED. ITony4yuBiiuecs: B pe3yjbTaTe aKTUBHbIE KOM-
TUIEKCHI MPOHUKAIOT B SIAPO U B COYETAHUU C IPYTUMU
SAEpPHBIMU KO(aKTOpaMU OMNOCPEAYIOT aKTHUBALIMIO
WA PETPEeCCUio TPAHCKPUITIIUM MHOTMX T€HOB-MU-
meHeit (Dobens and Raftery, 1998; Kretzschmar and
Massagué, 1998; Massagué, 1998; Shi and Massagué,
2003). DAD, oTHoOCcgmIMiics K KJIaCCy MHTUOUPYIO-
mux SMAD 6e1K0OB, KOIUPYETCSI TeHOM-MUIIIEHbIO
DPP curnHambpHOTO IIyTH, ITOCKOJBKY 3KCIIPECCHSI
dad 3amyckaeTcsi aKTHMBHBIM T€TEPOOJIMTOMEPOM
MAD-MED (puc. 4). B cBoto ouepenb DAD uHruom-
pyeT akTuBHOCTh DPP curnHana, mockKojbKy CTaOUIb-
HO cBsI3bIBaeTc ¢ perierrtopoM TKV 1 TeM caMbIM 110-
nasisier TKV-unnyluupoBaHHoe hochopruimpoBaHue
MAD. Kpome Toro, DAD MoxeT 0JIOKMpOBaTh B3an-
mogneiicteue MAD 1 MED, a Takke mmepeHOC TTOJTy-
YUBIINXCSI aKTUBHBIX KoMmIiekcoB MAD-MED B
anpo (Inoue et al., 1998).

Bzaumoneiictpytonumii ¢ DPP curHajibHbBIM ITyTeEM
reH Myocyte enhancer factor 2 (Mef2) xonupyeT OJHO-
WMEHHBIN TPaHCKPUIILIMOHHBINA (PaKTOp M 3KCIIpec-
cupyeTcsl B TMUTAIOMIMX U (DOJUIMKYJISIPHBIX KJIETKaX
sIi1IeBOM KaMepbl. Mef2 HeOOXOIUM IJISI pa3BUTHSI TIe-
pEOHUX JOP3JIbHBIX CTPYKTYpP XOpHMOHAa. bbljio nmoka-
3aHO, YTO TpaHCKpUMNLMOHHbIN ¢akTop MEF2 Hera-
TUBHO BIIUSIET HA aKTUBHOCTh DPP curHampHOTrO my-
TM, TIOCKOJIbKY OBepaKcripeccusi Mef2 monaBisieT
9KCIIPECCUIO TeHa tkv, B TO BpeMsl KakK fkv aKTUBHO
9KCIIpeccupyeTcsl B SIMLEBBIX Kamepax CaMOK TWIO-
MopdHBIX Mef2-mytanToB (Mantrova et al., 1999).

B dopmupoBanun JIBX ygyacTByeT TakxKe MHOIO-
¢dyukumoHaneHblli  6emok SUPERNUMERARY
LIMBS (SLMB). IToka3zaHo, uro B Hopme SLMB mno-
JIaBJISIET SKCIpeccuio KoMmoHeHToB DPP curnansHO-
ro ITyTH, MOCKOJIBKY Yy S/mb-MyTaHTOB HaOIIOOAETCS
runiepaktuBauus DPP nyru. Kpome Toro, nposisie-
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Puc. 5. Cxema curHansHoro myti NOTCH. Cepbim
IIBETOM TMOKa3aHbl JMraHmbl pertentopa NOTCH.
OOBsICHEHUS B TEKCTE.

HUe (DeHOTHUIa, BHI3BAHHOIO CBEpXaKTUBAlIME CHUT-
HaynibHOro nmytu DPP, mogaBisieTcs: omHOBpeMEHHO
OBepaKcIipeccueii reHa simb. Takxke y slmb-MyTaHTOB
HaOJTIoaeTcsl aKTonudeckasi 3Kcrnpeccus dad 1 3KTo-
nudeckoe HakoruieHue 6eka MEDEA (Muzzopappa
and Wappner, 2005).

CUTHAJIBHBIN MYTb NOTCH TAKKE
KOHTPOIMPYET PASBUTUE JOP3AJIbHBIX
BbIPOCTOB XOPUOHA

B dopmupoBanum JIBX Takke nmpuHUMAaeT yda-
ctue curHaiabHbiii myTb NOTCH (N). TpaHcmeM-
OGpaHHBII 6eJIoK-perenTop N KOHTPOIUPYET pa3ind-
HBIE TTPOLIECCHI SMOPMOHAITBHOTO ¥ TTIOCTIMOPNOHAITh-
Horo pa3Butus (Xu et al., 1992), urpast BaxxHy1o poyib B
0o0ecCIieueHUN pPa3JIMYHBIX KJIETOYHBIX B3aUMOJICH-
ctBuii (Artavanis-Tsakonas and Simpson, 1991).

HzBectHo, yto ABX dopMupyroTcs M3 KIETOK
nByx TunoB (Dorman et al., 2004). O6a KJIETOYHBIX TH-
na HeoOxoauMbl 1151 hopMupoBanus JIBX, npu atom
KJIETKA 3TMX TUIIOB HUKOTAA HE IepeMelInBaloTCs
MeXI1y COOOi, U B YCTAHOBJICHUU FPAHULIBI MEXITY HU-
MU BaxkKHYIO poJib urpaet 0emok N (Ward and Berg,
2005; Ward et al., 2006). B cepenune ctagum 10B, T.e. ¢
Haugana mopdorenesa JIBX, N nakarummBaercs B T-30-
He MepeaHUX J0P3aIbHBIX (DOJTUKYISIPHBIX KIIETOK,
pasfensionei 1Be TPyMIibl KJIETOK, AAIOIMX Hayaao
ABX (puc. 2b), 4To NpUBOAUT K MOMABICHUIO 3KC-
npeccuu reHa broad (br) B stoit 3oHe (Ward et al.,
2006). B To Xe BpeMsI B KJIeTKaX, XapaKTePU3YIOIIUXCS
HM3KUM coaepkanneM N, HaOmomaeTcss BBICOKWMN
YpOBeHb 3Kcnpeccuu reHa br (BR kireTku). Otu Kirer-
KM, IOJYYUBIIME Ha3BaHUE MMOKpPOBHEIE (roof), dop-
MUPYIOT JOP3a/IbHYIO U JaTepajbHyI0 CTOpoHbI JIBX.
Ha noznneit cranuu 10B Ha rpaHulie MeXX1y BBICOKMM
W HU3KUM YpoBHsIMU N cuTrHaia (popMUpyeTcs rpaim-
eHT N, 1 KJIETKU C BBICOKMM YPOBHEM 3KcIpeccuu N
(knetku T-obyiacTu) 3amycKaloT SKCIPECCUIO TeHa
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Puc. 6. [eHHast ceThb pa3BUTHUSI OOP3aJbHBIX BBIPOCTOB
XopuoHa. CxeMaTU4YHO TpeICTaBJIeHbl CUTHAIbHBIC TTYTH
EGFR, DPP u NOTCH, coenrHeHHBIE MEXIy COOOI

IOCPEICTBOM B3aUMOIEICTBUA € TpeMs KOMIIOHEHTaMU
BR, RHO u BUN.

rho, 910 TIPUBOIUT K (DOPMHUPOBAHUIO CJIOS KIIETOK
(RHO xi1eToK), OKpy:Kalollux ¢ ABYX CTOPOH KJIacTe-
pbl BR k7etok (puc. 2b). RHO kietku, moay4yuBIiie
Ha3BaHue BeicTwraiomue (floor), ¢opMupyroT BeH-
TpaibHyI0 cTOpoHY Kaxkaoro JABX (Ward et al., 2006).

B ycranoBiaenum rpanmubsl Mexxany BR m RHO
kieTkamMu N JefCTBYeT yepe3 CTaHAapTHBIN CUTHAJTb-
HBIA MyTh (pUC. 5), HAYaJI0 KOTOPOTO OMpeAesieTCs
B3aumoperictBueM perernropa N ¢ jmranmamu SER-
RATE (SER) u DEILTA (DL) (Artavanis-Tsakonas
etal., 1995, 1999; Dobens et al., 2005; Ward et al.,
2006). CBs3pIBaHME JINTaHIA ¢ perrenropoM N 3ammyc-
KaeT cepuio crieliuruIecKux MpoTeoTuTUIECKUX pac-
HIETUICHUI ¢ OCBOOOXIEHUEM BHYTPUKJIETOUHOTIO J10-
meHa NICD (Notch Intracellular Domain), KoTopblii
SIBJISIETCS akTUBHOM (popMmoii 6enka N (Pan and Ru-
bin, 1997; Lieber et al., 2002; Dobens et al., 2005).
NICD oTHOCUTCS K Kjaccy 0eJIKOB KOaKTHBaTOPOB,
He crmtocoOHBIX cBsa3biBarhesa ¢ JJHK. NICD nponu-
KaeT B S/IpO U B3aMMOJEUCTBYET C TPAHCKPUMIIMOH-
HbeiM ¢daktopom SUPRESSOR OF HAIRLESS
(SU(H)). Takoe B3amMoIeiicTBUE H3MEHSET KOpe-
MPECCOPHBIM KOMILIEKC, B COCTaB KOTOPOTO BXOJIUT
SU(H), B TpaHCKpMIILIMOHHbBIA KOAKTUBAaTOPHbIA
KOMILJIEKC, YYaCTBYIOLIMI B PEryJSILIMUA 3KCIPECCUU
TeHOB-MUIIIEHEe CUTHaJbHOro Iyt N, crienpuy-
HBIX JJIsS1 pa3HbIX BUJIOB KJIeTOK M TKaHel (Eastman
etal., 1997; Wech et al., 1999; Mumm and Kopan,
2000; Cave and Caudy, 2008). O6sruHo 6enku SER,
DL, NICD u SU(H) oTHOCSIT K KOMIIOHEHTaM CTaH-
naptHoro (“core”) N curHajabHoOro mytu. OmHako u3-
BecTHBI ciaydan 1 SU(H)-He3aBucumoro xoaa mytu N
(Mumm and Kopan, 2000). CnexyeT OTMETUTb, 4YTO
aKcrpeccust DI cBsizaHa ¢ aKTMBHOCTbIO N curHaja
MHeTIel TOJIOXKUTENIbHOM oOpatHoit cBsi3u (Dobens
et al., 2005).

B mpomecce ¢opmuposanus JIBX B3ammoneii-
ctBue NICD ¢ TpaHCKPUIILIMOHHBIM (haKTOPOM
SU(H) (Schweisguth, 2004; Ward et al., 2006) ipuBo-
IUT K cylpeccuu br u aktuBaumu rho (puc. 5), 9To
CMOCOOCTBYET YCTAHOBJICHUIO CTPOTO OIPEASICHHOTO
ypoBHs 6en1koB B BR 1 RHO kirerkax. OgHako He uc-
KJTIOYaeTCs 1 IPYTOil IyTh, TIPU KOTOPOM 3KCITPECCHST
br momaBsieTcsl ONMOCPEIOBAaHHO Yepe3 WHTMOUpoBa-
HUe TPaHCKPUIILUU TeHa pangolin (pan), SABISIOLIETO-
cst KomnoHeHToM curHajabHoro mytu WINGLESS u
KOAUPYIOILLIETO OJHOMMEHHBIM TPaHCKPUITLIMOHHBIN
(hakTOp, KOTOpPBIN, KaK M3BECTHO, HEOOXOIUM IS
aKcIIpeccuu br 1 HopMabHOTO (hopmupoBaHus JIBX
(Jordan et al., 2005). Kpome Toro, akcmpeccusi pan
MNPUBOAUT K IIOJABJICHUIO 3KcIpeccum rho. Cnemyer
OTMETHUTD, YTO B TIEPEITHUX TOP3aTbHBIX (DOJUTHKYIISIP-
HBIX KineTKax BR crmocobeH HenmocpencTBEeHHO TTOIaB-
JIaTh 3Kcrpeccuio rio (Ward et al., 2006).

YcraHoBieHo, yTo B xone pa3Butus JIBX ¢ N cur-
HaJIbHBIM ITyTeM B3aUMO/JICIICTBYIOT T€HEI extra macro-
chaetae (emc) n tramtrack (ttk) (puc. 5). emc-MyTaHTBI
OTKJIa[bIBAIOT BeHTpaiu3oBaHHbIE siia ¢ JIBX paz-
JIMYHON MOP(OJIOTMU — OT PACIIOJOXEHHBIX OJIM3KO
JIPYT K APYTY U CIUTBIX B OCHOBAHUU 10 MOJTHOCTHIO
CJIMBILIMXCSI MEXIYy cCODOM. DKcIpeccusi emc B QOJIN-
KYJISIDHBIX KJIeTKaX SIMIEBOil Kamepbl Apo30GhUIbl
obecnieunBaeTcsa curHaJbHbBIM myTeM N (Adam and
Montell, 2004). Dxcnpeccus reHa itk Heodoxoauma JJst
yIJuHeHUs Tpyook dopmupyromxes JABX, u ttk-my-
TaHTBl OTKJIAOBIBAIOT Silla ¢ yKopodyeHHbIMU JIBX
BCJIEICTBME HapylieHusT (GopMbI  (POJTTUKYISIPHBIX
KJIeToK, obpasytomux JIBX (French et al., 2003; Boyle
and Berg, 2009). CnenyeT OoTMETUTb, YTO BO BpeMsi
MopdoreHe3a JIOp3adbHBIX BBEIPOCTOB XoproHa N u
TTK sasnsiorcs: B3aumopernpeccopamu. Kpome Toro,
N n ttk B3anmopeiictBytoT ¢ Ecdysone receptor (EcR), B
pe3yibrare 4ero N MOXeT BhICTYHaTh U B POJIU aKTU-
Batopa ftk, TOCKOJbKYy Ha ctaguu 10 skcnpeccus N
CIIOCOOCTBYET HOpPMaJIbHOI akTuBHOCTU FEcR, mipo-
JIYKT KOTOPOTO B CBOIO OuYepellb aKTUBUPYET TpaH-
ckpunuumio 1tk (Sun et al., 2008; Boyle and Berg, 2009).
B T0 ke Bpemst oTcyTcTBHE 3KCIIpeccuu £cR npuBoguT
K aKTUBalMu N M, COOTBETCTBEHHO, OTCYTCTBUIO CUT-
Hana TTK. CnemosatenpbHo, ECR mopasisier 3Kc-
npeccuio N (Boyle and Berg, 2009).

Takum o6pazoM, popMupoBaHE JOP3aTbHBIX BbI-
POCTOB XOpHMOHA MPEACTABISET COO0I CIOXHBIIA MHO-
TOCTYINEHYATHIN IPOIIECC, XOA KOTOPOTo Peryaupyer-
csl cpa3y HECKOJIbKUMU CUTHAJIbHBIMU TyTssMU. [lpu
3TOM 4Yepe3 psii KOMIIOHEHTOB OTIE/IbHbIE CUTHAIb-
HbIC MYTU OOBEIMHSIIOTCS B €IMHYIO T€HHYIO CETbh,
KOHTpoJupylolnyto pazsutue JIBX.

I'EHHAA CETb PABBUTHA NJOP3AJIbHBIX
BbBIPOCTOB XOPMOHA

K umciy reHOB, 0OBEIMHSIONINX OTACIbLHBIC CUT-
HaJIbHBIE ITYTU B €IUHYIO T€HHYIO CETh, OTHOCUTCS FeH
br (puc. 6), KOTUPYIOIINIA OMHOUMEHHBINA TPaHCKPUII-
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OUOHHBIN (PaKTOp, KOTOPHIII KOHTPOJMPYET aKTUB-
HOCTb psifia T€HOB, HEOOXOAUMBIX U151 (POPMUPOBAHUS
JABX (Deng and Bownes, 1997; Ward et al., 2006; Zart-
man et al., 2008). IeH br B3auMoAeiCTBYeT HE TOIBKO C
CUTHAJIBLHBIM yTeM N, KaK ObUIO ONMCAaHO BHIIIE, HO
takke ¢ EGFR 1 DPP curnanamu (Deng and Bownes,
1997). AuHamMuKy sKcripeccur br MOXHO pa3faeauTb
Ha HecKoJibKo aTanoB (Yakoby et al., 2008). BnepBbie
aKcmpeccust br HaGIomaeTcs Ha cTamni 6 BO BCEX
(GOJUTUKYIISIPHBIX KJIETKAX, HOKPHIBAIOIINX SHAIIEBYIO
Kamepy. 1o cranuu 9 koaudectBo BR He 3aBucUT HU
ot EGFR, vu or DPP curnanos (atam 1). B cepennte
OoreHe3a sKcmpeccusi br HabmomaeTcs B (hOJUIUKY-
JISIDHBIX KJIETKaX, CBSI3aHHBIX ¢ ooLiuToM (3T1arm 2). Ha
paHHeit cranuu 10B Benien 3a hopMupoBaHUEM rpaav-
enta EGFR HabmomaeTcs rmomasiaeHe 3KCIIpeccuu br
B paiiloHe AOP3aabHONM CPEAMHHON JUHUN OOLIMTA U B
NMepeaHuX AOP3aJbHBIX KJIETKaX, IOKPBHIBAIOIINX
ootur (3tam 3). Pempeccust br B cpeqfuHHON JTMHUU
0o0yCJIOBIEHa AaKTMBHOCTBIO TPaHCKPUIIIIMOHHOIO
dakropa PNT, unaynupyemoro EGFR curnaiom
(Morimoto et al., 1996; Deng and Bownes, 1997;
Yamada et al., 2003; Yakoby et al., 2008; Zartman et al.,
2009), a penpeccus br B mepeAHUX JOP3aJbHbBIX KJIET-
Kax CBsi3aHa ¢ HayajoM aktuBHoCcTH DPP curHansHO-
ro nytu (Peri and Roth, 2000; Yakoby et al., 2008).
Chenyloluii 3Tal XapakKTepU3yeTcsl YBeJUUYeHUEM
9KCIIpeccur br B MOKPOBHBIX KJETKaX, 0OYCIOBIEH-
HoOM akTuBHOCTBI0O RAS/MAPK myTtH, KOTOpEIiA CTH-
mysmmpyercss EGFR curnanom (Deng and Bownes,
1997; Atkey et al., 2006; Yakoby et al., 2008). [Tpu sTom
ypoBeHb MAPK curHama B mOKpOBHBIX KJIETKAaX I10-
CTENIEHHO CHMKAETCsI, TIOCKOJIBLKY B 3TNX KiieTkax BR
peripeccupyeT rho, SIBIISIOIINIACS BaKHEUIIMM KOM-
MOHEHTOM MepBoi mojoxkuTeabHol Ieriim EGFR
curHana (Peri et al., 1999; Ward et al., 2006). Beicokuit
ypoBeHb BR B MOKPOBHBIX KJIETKaX IIPUBOAUT K ITOBBI-
meHuto ypoBHs TKYV, kotopsliit 0ynyyn DPP peuern-
TopoM I Tnita, obecrreumBaeT nocryruieHrne DPP B 1o-
KpOBHBIE KJIeTKU, Tae DPP BrIcTyIIaeT B posiu pernpec-
copa  br, orpaHu4yuBasi  TPOAOIKUTELHOCTD
SKCIIPECCUN br B 3TUX KJIeTKax. TaKM oOpa3oM, IKC-
nipeccusi br Bo BpeMs pa3putus JIBX yctaHaBimBaeTcs
B pe3yJbTaTe COIIaCOBaHHOTO JIEMCTBUSI CUTHAJIOB
EGFR, DPP u N (Deng and Bownes, 1997; James and
Berg, 2003; Ward et al., 2006).

CrenyeT OTMETUTh, YTO BKCIIPECCUST TeHa br KOH-
TPOJIMPYETCS TaKKe TPOIYKTaMU TeHOB 1tk M emc, B3a-
MMOICUCTBYIOIINX C CUTHAJIBHBIM IyTeM N, KaK OBLIO
OIMMCAHO BhILIE. Y ftk-MyTaHTOB Ha0JIl0aeTCsl Hapy-
IIeHNe KapTHHBI 3KCIPECCUU TeHa br — CHIDKCHUE
YPOBHST 3KCITPECCUM br B TIOKPOBHBIX KJIETKaX U YCH-
JIeHWE O3KCIPECCUM B OCTaJbHBIX (DOJTUKYISIPHBIX
kietkax (Boyle and Berg, 2009), Torna kak B HOpMe
SKCTpeccus br yBelnMdeHa B ITOKPOBHBIX KIIETKaX,
CHIDKEHAa B OCHOBHOI Macce (hOJUTMKYISIPHBIX KJIETOK
n otcyTcTBYeT B T-o6mactir (Ward et al., 2006). Jloka-
JIN3aIus SKCIIPEeCCHU br TakKe HapyllleHa y emc-My-
TAHTOB, XapaKTEePUIYIOIIMXCS ISKTOIMMYECKOM IKC-
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npeccueit emc. OIHAKO N3BECTHO, YTO DKCIIpeccus br
BO BpeMsl paHHUX U CPEIHUX CTaAUii OOreHe3a He 3a-
BUCUT OT HapylieHus1 aKkcnipeccuu emc (Papadia et al.,
2005), 1mosTOMYy IpeaIioaraeTcs HenpsIMOe BIMSHUE
EMC Ha sKkcrpeccuio br ¢ TTOMOIIbIO OeIKOB-MIOCPE-
HUKOB. Bo3MOXHO, br 00beANHSIET B €AUHYIO TeHHYIO
ceThb He ToyibKo curHanbHble Iyt EGFR, DPP u N,
HO TakKxXe W Apyrue nmyTu. Tak, ¢ MoMOIIbI0 MUKPO-
YUIIOBOr0 aHaJIM3a ObLIO MOKAa3aHOo, YTO TPAHCKPUII-
ousa  br moxetr kKoHTponupoBaTbcss ECDYSONE
RECEPTOR (ECR) u WINGLESS (WG) curHanb-
HBIMU ITYTSIMU, KOTOPBIE B CBOIO 0UYepelb 3aBUCST OT
aktuBHocTH EGFR mmytn, omHako BBEISICHEHHE TOY-
HBIX MEXaHM3MOB JaHHOM peryJsiuu TpeoyeT Mpo-
BelIcHMS JajibHeHIuux ucciaenoBanuii (Jordan et al.,
2005).

Kak 6bL10 YyIIOMSIHYTO paHee, 3KCIpeccus TeHa rho
KoHTpoupyeTcs curHaabHbIMU myTssMu EGFR u N.
OpHako OBLUIO TMOKa3aHO, YTO B (DOIUKYJISIPHBIX
KJIeTKax 3KCIpeccusi rho He MOXKET ObITh MHIYLIMPO-
BaHa omHuM EGFR curnanoMm, a TpeGyeT coriacoBaH-
voro gericteusgs EGFR m DPP curHaneHBIX TIyTeit
(Peri and Roth, 2000). TakuM oGpa3om, 3KCHpeccus
reHa rho perynupyetcs curHanbHbIMU yTsiMu EGFR,
DPPu N (puc. 6).

C TpeMst CUTHAJIbHBIMU MyTSIMU (pUC. 6) B3aUMO-
NIeNCTBYET TakXke reH bunched (bun), mMpomyKT KOTOPO-
ro HeoOXOoAuM ISl pa3le/ieHrsl KJIeTOK, (hDOpMUPYIO-
myx JIBX u onepkyiyM, a TakKe y4acTBYET B peTyJIsi-
MM MUTPALIMU 1IEHTPUIETAIbHBIX KJIETOK. Ormpe-
JIeJIEHHBIN YPOBEHb IKCIIPEeCCUU bun B (POITUKYISIP-
HBIX KJIETKaX SIi1IeBOi KaMepbl 00ecIieurnBaeTCsl B3au-
moaeiicteBueM DPP u EGFR curnanos (Dobens et al.,
1997, 2000, 2005). DPP curHan neiicTByeT Kak pe-
peccop 3KCIpeccuu bun B iepeAHUX (POJTUKYIISIP-
HbIX K1eTkax, a EGFR curnam aktuBupyeT ero skc-
npeccuo. Kpome toro, 6esok BUN koHTponupyeT
aKTUBHOCTb CUTHAJILHOTO ITyTHU N, MOCKOJbKY y bun-
MYTaHTOB B MepeaHUX (POTUKYISIPHBIX KIeTKax, Mo-
KPBIBAIOIINX OOLIMT, HAOMIOmaeTcss akTuBalysl N cur-
Hama. [TokazaHo, 4To BbIcOKMIA ypoBeHb BUN B 111-
JIMHApUYECKUX (DOJUTUKYJISIPHBIX KJIETKaX, OKpYyXKato-
IIIMX OOLIUT, OsoKupyeT HakoruieHne SER (yiuranma
peuenropa N) B 3TUX KJIeTKaX, B TO BpeMs KakK B CO-
cemHUX LieHTpuIleTaabHbIX KileTkax BUN, meiicTByst
orocpeaoBaHHO, MnoBbIIaeT ypoeHb SER (Dobens
etal., 2005). IlpeamnonaraeTcsi, 4YTO CyIIECTBYeT Ka-
KOI1-TO JOIMOIHUTEIbHBIN MexaHu3M (¢axkrop D), Bo-
BJICUEHHbBIN B PETYJISLIMIO aKTUBHOCTU N B TepeTHUX
bonUKyIIpHBIX KJIeTKax (puc. 5). Bb1o BbIcKa3zaHO
MpearnoyioxXeHue, 4To B KayecTse ¢hakropa D moxer
BeIcTynath Oenok FNG, oGnagarominii TIIAKO3WII-
TpaHcdepasHoit akTuBHOCThIO. FNG crnocoGeH Mo-
auduimposath N pelienTop, YTo MPUBOIUT K yCUJie-
HUIO B3auMOJEWCTBUS pelernrtopa N C JuUraHaamu
(Bruckner et al., 2000; Moloney et al., 2000; Gram-
mont and Irvine, 2001). OnHaKo, K COXaJICHUIO, JaH-
Hasg TUIIOTe3a He TIoJy4yusa MOATBEPXKIEHUS, TMO-
CKOJIbKY OBIJIO YCTaHOBJIEHO, 4TO B ooreHeze FNG He
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peryaupyeT akTuBHOCTD Ser (Zhao et al., 2000b). Tem
He MEHee, aKTUBHOCTb f1g B (DOJUTUKYJISIPHBIX KJIETKaX
HeoOxoarMa IJIs1 peTyJISiliii aKTUBHOCTY CUTHAIBHO-
ro mytu N 4gepe3 DL (puc. 5), 4To BaxkHO IJI HOP-
ManbHoro Mmopdorenesa JIBX (Zhao et al., 2000a). Ta-
KUM 00pa3oM, TeH fig B3auMOACHCTBYET C IBYMSI CUT-
HajnbHbIMU TyTssMu EGFR 1 N.

K yuciy reHoB, KOHTpoaupyrolux (hopMupoBa-
Hue JIBX u peryaupyeMbIX IBYMsI CUTHAJIbHBIMU Iy~
TSIMU, OTHOCSITCSI TaKXKe TeHbl brinker (brk), Cad74A v
mirr. OnruMmanbHoe KommdecTBO BRK B MOKpoBHBIX
KJeTKax ompenensietcss B3aumoaeiicteBueM EGFR u
DPP curnanos. AktuBHocTh EGFR curnanbHoro mny-
TU B TIOKPOBHBIX KJIETKaX MHAYLMPYET IKCIIPECCUIO
reHa brk. IlocTtenenHoe mocryruieHrue auradiga DPP
U3 TIEpEeAHUX JOP3aTbHBIX (DOJUTUKYJISIPHBIX KJIETOK B
TMOKPOBHbIE MPUBOJUT K PENIPECCUU aKTUBHOCTU reHa
brk. Cnenyer otmetuth, yTo BRK 1 DPP gasnsiorcs
B3anmopemnpeccopamu (Chen and Schupbach, 2006;
Shravage et al., 2007). B cpenuHHO 1Op3aabHOM M-
HUU oolmTa 3Kcrpeccus reHa Cad74A akTuBupyeTcst
EGFR curHaibHbiM T1yTeM 4epe3 PNT, neilcTBylo-
IIUM HaIpsIMyl0 WIM OIMOCPEIOBAaHHO MOCPENCTBOM
pernpeccuu br, TPOIyKT KOTOPOTO SIBJSIETCS PENPECCO-
poMm Cad74A (Twombly et al., 1996; Yakoby et al., 2008;
Zartman et al., 2008). B nepeagHux 10p3ajbHBIX KJIET-
Kax HabGmomaeTcs mopasiaeHne 3Kcrpeccun Cad74A
non neiictBueM DPP curHajibHOTO ITyTH € UCIIOJIB30-
BaHueM penentopa TKYV, yBennueHrie ypoBHST aKTHUB-
Ho (hOpMBI KOTOPOTO MPUBOAUT K pernpeccun Cad 744
B 3ToM paiioHe. [To3ke B 3THUX KJIeTKax BCJEACTBUE
CHIDKEHUS 3KcIpeccun br Ha ctanum 10B HabomaeT-
cs1 cwibHas skcnpeccust Cad74A, omHaKO ocTaeTcs
HeOoubIas nojioca perpeccumn Cad74A mexny onep-
KyJJyMOM M OCHOBHOM 4acTblO sfilla, COOTBETCTBYIO-
mas BeicokoMy ypoBHIO BR (Zartman et al., 2008). B
MepeIHUX N10P3aTbHbIX (POJUTMKYISPHBIX KJIETKax B3a-
umogneiicteue Mexay EGFR u DPP curHanbHbiMU
MYTSIMUA OCYIIECTBJISIETCS] TIOCPECTBOM T€HOB Mirr 1
capicua (cic). B atux knerkax curHaja EGFR nonasiisi-
€T aKTMBHOCTb cic, KOTODBII SIBJISICTCS penpecco-
POM TPaHCKPUMILIMU FeHOB AP030(Uujbl, B YaCTHO-
ctu reHa dpp. Penpeccus cic mocpeactBom EGFR
no3BojisieT DPP  uHAaynupoBarh TpaHCKPUMNILIAIO
mirr (Atkey et al., 2006).

K HacTosiiieMy BpeMeHM OMuCcaH psif FeHOB, yda-
CTHEe KOTOPHIX B pa3zButnu JABX HecoMHEHHO, OTHAaKO
BBISICHEHVE TOYHBIX MEXaHU3MOB B3aMMOICHCTBHS C
BBIIIEONMMCAHHBIMU CUTHAJIBHBIMU MYTSIMU TpeOyeT
MPOBEACHUST JIOMOJHUTENbHBIX HUccaemoBaHmnii. K
YHCJly TaKUX T€HOB OTHoOcATCcs kayak (kay), toucan
(toc), brainiac (brn), bullwinkle (bwk) n emc.

Ien kayak (kay) npuHuMaet ydyactue B Mopcdore-
Hesde [IBX co cramum 11, n o1 TpaHCKpUILIMU Kay B
GOJUTUKYJISIPHBIX KJIETKaX, Aaroiux Hayajio JIBX, He-
ooxonumbl aktuBHOCTh EGFR curnaiabHoro mytu u
onpeneneHHbI ypoBeHb DPP curnana (Dequier et al.,
2001). OnHako criocod B3auMoAeiCcTBUS kay ¢ TaHHbI-

MU CUTHAJIbHBIMU ITyTSIMU BO BpeMsi (DOPMUPOBAHUS
JBX ocratorcst Hen3BeCTHBIMU. CXOTHBIM 00pa3oM
OOCTOUT JIeJI0 C TEHOM f0C, O KOTOPOM M3BECTHO, YTO
OH HE HaIpsSMYI0 B3aUMOJIEHCTBYET C KOMITIOHEHTaMu
N nyru (Grammont et al., 1997), u reHOM brn, KOTO-
pBIA  NEWCTBYET MapalIeIbHO C KOMIIOHEHTaMU
EGFR mrytu (Goode et al., 1996). Oco0blif mHTEpeC
MIpeJICTaBIIIeT TeH bwk, peryavpylomuii MopdoreHes
JABX, MOCKOJIbKY Y bwk-MyTaHTOB HaOJlIomaeTCsl Ha-
pyllIeH1e COIJlacOBaHHOTO TepensuxkeHus rpyrnn BR
n RHO xietok. OnmHako OBLIO TTOKa3aHO, YTo bwk
JICUCTBYET YE€PE3 CUTHAJIbHBIN ITyTh, HE3ABUCUMBbINA OT
EGFR niytu. Ilostomy ucciaenoBanue ydactust bwk B
pa3sutuu JABX 1ipencrasisieT OOJIBIION MHTEPEC s
MOHVMMAaHUSI TIPOLIECCOB pPETYJISILMU  MopdoreHesa
(Dorman et al., 2004). emc ObUI onmcaH paHee, KaK
TeH, B3aMMOJICHCTBYIOIINI C CUTHAJIBHBIM IyTeM N.
Ho Takcke ecTb TaHHBIE O TOM, YTO JIOKAJIU3aLIUsI IKC-
npeccun emc KoHtpoiupyerca EGFR myrem, mo-
CKOJIBKY Y MyTaHTOB 110 TeHaM grk, f5(1) K10 u egfr Ha-
OomaeTcs HapylleHWEe KapTUHBI SKCIPECCUU emc
(Campuzano, 2001; Papadia et al., 2005). OnHako cae-
JIaTb OJJHO3HAYHbI€ BbIBOJbI OO0 aKTUBATOPHOM WJIU
CYIIPECCOPHOM XapakKTepe JaHHOIO B3aMMOACHCTBUS
Ha JaHHBIA MOMEHT HEBO3MOXXHO, U TPEOYETCS BBISIB-
JIeHW€e NOMOJHUTEbHBIX KOMITOHEHTOB, Y4YacCTBYIO-
IIUX B JAHHOM B3aMMOJICHCTBUMN.

K HacTosillieMy BpeMeHU TOJy4eHbl UHTEPECHBIE,
O/IHaKO, TpeOylollne AalbHEUIIero U3ydeHus, daH-
HbIE O B3aMUMHOM BJIMSIHUU aKTUBHOCTU CUTHAJIbHBIX
nyreit EGFR, DPP u N. Tak, Hanpumep, gaHHbIE
MMKPOUYMITOBOTO aHAIM3a M0Ka3aJu, YTO CUTHATbHBIM
oyt EGFR MoXeT akTMBUpPOBaTh TPAHCKPUIILINIO
kommnoHeHToB DPP mytm (Jordan et al., 2005), B TO
BpeMs Kak B NepeaHuX QOJUTMKYJISIPHBIX KJIETKaxX MOo-
crossHHast aktTuBHocTh EGFR curnanbsHoro mytu no-
JIaBisieT akcnpeccuio dpp (Larkin et al., 1999). Kpome
TOr0, O B3AUMOJEHCTBUU ITUX MYTE CBUAECTEIbCTBY-
IOT JaHHbIE O TOM, UYTO dpp TepecTaeT IKCIIPEeCCUupo-
BaTbCs B SIMLIEBOM Kamepe Yy AUTeTepo3urot N; grk
(Larkin et al., 1999), a y grk-myTaHTOB HabJIrOgaeTCS
9KTOMUYECKasl 3KCIpeccusi dpp Ha 3amHeM TIOJIoce
sgilueBoit Kamepbl Ha crtagusx 9—14 (Twombly et al.,
1996).

Takum obpazom, npouecc pazutus JIBX Bkitoua-
€T 00pa3oBaHME PA3JIMYHBIX KJIETOYHBIX TUIIOB, CO-
IACOBaHHYIO MUTPALIUIO U U3MeHeHue (popMbl Kie-
TOK, maiommx Havanao JBX. ®opmmposanue [JBX
KOHTPOJIUPYETCST OOIITMPHON TeHHOM CeThIO, B OCHOBE
KOTOPO JIEXKUT COIJIacOBaHHasi paboTa Tpex CUTHAJb-
veIx yteii EGFR, DPP u NOTCH, ycraHaBiuBaro-
IMXCS 4Yepe3 II0C/IeNOBaTe/IbHOE MCUCTBUE IIETEIIb
MPSIMBIX 1 0OOpaTHBIX cBsizeit. CieayeT OTMETUTD, UTO B
JTaHHOM 0030pe MpeAcTaBieHa MHMOPMAIIHS JaJIeKO
He 000 BCeX 'eHaX M CUTHAIbHBIX MYTSX, Y4aCTBYIO-
IIMX B 3TOM IIpoliecce, HO COOpaHbI JaHHBIE O HAU0O-
Jiee BbIAAIOIIMXCSI KOMIIOHEHTAaX TeHHOM CeTH pa3BU-
st JABX. IToHnMaHne KIETOYHBIX M TeHETUYECKIX
MEXaHM3MOB, KOHTPOJUPYIOLINX MpeoOpa3oBaHUE
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JIBX 13 srmmTeMabHON TKaHU, MOKET OBITH IT0JIe3-
HBIM JIJTSI pa3BUTHSI IPEACTaBICHUM 0 (popMUpPOBAHUM
OpraHoOB, B OCHOBE Pa3BUTHUS KOTOPHIX JIEXKUT 00pa3o-
BaHME TPYyOUYATHIX CTPYKTYP M3 SIUTETUATBHON TKAHU
(Berg, 2008). Taxke maHHas padoTa MOXET OBITh I10-
JIe3Ha IUJISE BBISIBJICHUSI TaKMX KJTFOYEBBIX KOMITOHEH-
TOB, TIPUCYTCTBHUE WU OTCYTCTBUE KOTOPBIX OIpee-
nsieT GOpMUPOBAHKE TOTO MJIM MHOTO OpraHa.

ABTOpBI BbIPAXXaIOT UCKPEHHIOK 0J1aroJapHOCTb 1
npu3HaTeIbHOCTh Tipodeccopy M.M. KuknHanze u
H.B. barrynunoit (MLul' CO PAH) 3a nomolups u
LIEHHBIE COBETHI B POIIECCe COCTABIEHUST 0030pa.
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Main Components of Gene Network Controlling Development of Dorsal Appendages
of Egg Chorion in Drosophila melanogaster

E. S. Omelina and E. M. Baricheva

Institute of Cytology and Genetics, Russian Academy of Sciences, Siberian Branch, Novosibirsk, 630090
e-mail: omelina@bionet.nsc.ru

Abstract—The development of dorsal appendages of the chorion (specialized structures in the D. melano-
gaster egg which look like elastic tubes and ensure the breathing of the developing embryo) is an attractive
model for the study of genetic mechanisms of the development of organs and tissues, whose generation is
based on transformation of the epithelial tissue in the tubular structures. In the present review, we present in-
formation on genes and proteins that control the development of dorsal appendages of the chorion. We dem-
onstrated that three signal pathways (EGFR, DPP, and NOTCH), which are combined together in a single
gene network through a number of components, play a major role in the development of dorsal appendages
of the chorion.
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PaccmoTpeHns! ciiyyau o0pa3oBaHUs TITyOOKO pacCeYeHHBIX U COCTaBHBIX JJUCTHEB B OCHOBAHUM BETOUYEK Y
MXOB, OIlpe/ie/ieHa UX TOMOJIOTHSI B Pa3HbIX IPYIINax U BO3MOXHBIE MPUUMHBI X (popMupoBaHusi. PaHee
JIAaHHBIE CTPYKTYPhI TPAKTOBAJIUCh Pa3HBIMU aBTOpPAaMU HEOAHO3HAYHO, B OOJBIIMHCTBE CJIydyaeB sl UX
OMYCaHUs UCITOJIb30BaJICSI TEPMUH MceBnonapad UMK, KOTOPHIi, KaK MOKa3aHO, IPUMEHSIJICS U K LIEJIbIM
JIUCTBSIM, Y K OTAEJIbHBIM UX YacTsIM. Cpenu TUTIOB CTPOEHUSI, YKIIOHSIIOIIMXCSI OT OCHOBHOTO, 0C000€ IO~
JloxkeHue 3aHuMaeT Hampeella-BapuaHT, IpU KOTOPOM 00pa3oBaHUe IIyOOKO pacCeYeHHBIX U COCTaBHBIX
JIMCTBEB CBSI3aHO C 3a/IEP>XKKOM pa3BUTHSI BETOUEK; CEMENCTBA ISl KOTOPBIX OH XapaKTepeH, 3aHUMaloT Oa-
3aJIbHOE TOJIOKEeHUE B (DUIIOTEHETUUECKOM JiepeBe DOKOTUIOAHBIX MXOB. Leucodon-BapuaHT He SIBIISIETCS
cnielUYecKUM ISl KaKoi-1nbo (pujioreHeTHYecK O4epueHHON TPyMIibl; OH BOZHUKAI B Pa3HbIX Ce-
MENCTBax, B KOTOPBIX Pa3pbIBbl JUCTHEB HA O MOXHO OOBSICHUTH 60Jiee CUJIbHBIM PACTSIXKEHUEM CTeOIs.
Hypnum-BapuaHT TakXe He CBsI3aH C OTIEJbHBIMU (DMIIOTEHETUYECKUMU JIMHUSIMU, HO SIBJISIETCS] TIPUMeE-

poM OoJiee ri1yOoKO 3allleaIIeill crieaIn3aii.

Karouesoie cao6a: GOKOIUIONHBIE MXU, pa3BUTHE BETOUYEK, pa3BUTHE JIUCTHEB, (DUTOTSHUSI.

BBEAEHUE

Mxu, uian IMcTocTeOeIbHbIE MXM, HACYUTHIBAIOT
B COBpeMeHHOH dyope 0koJio 10 TeICSY BUIOB ¥ IPU
3TOM BCE€ OHM, 3a WCKJIIOYEHMEM OJHOTO poja
Takakia, nMeIOT, KaK Bcerga CYMTaJIOCh, TOJIbKO
HeJIbHBIE TIPOCThIC MUCThA. Takakia, mMmeromiast JIMCT
paccedyeHHBbIN MOYTH OO OCHOBaHUS Ha 4 JIMHEHHbBIC
JIOJTU, IPEJICTABIISIET COOOU 0a3aTbHYIO BETBb 9BOJIIO-
M MXOB; paHee €€ OTHOCWJIN K IeYeHOYHUKAM VI
BBIJICJISLUT B OTAEABHBINA OTHEN, YTO JAEIal0T U HEKO-
Topble coBpeMeHHbie aBTopbl (PuinH, 2009); B naH-
HOM CTaThe OHA paccMaTpuBaThbcs He OymeT. Takum
obpa3oM, B OTJIMYME OT JINCTOCTEOCTBbHBIX MEUeHOY -
HUKOB, BTOPOU OOJIBIIION TPYMITHI BBICIIIUX PACTEHUN
¢ IIpeo0JIajaHeM B XXKM3HEHHOM LIMKJIe rameToduTa,
XapaKTepU3YIOIIEHCSI OrpOMHBIM pa3HOOOpa3ueM
(hopM JIMCTHEB, CYUTAETCS, YTO Y MXOB HAOIIOIAETCS
HeoObIYaiiHOe eAMHO00pa3ne UX CTPOCHUSI.

HenocpencrBeHHO NTpeAMeTOM HacTosiiieid pabo-
Thl SIBJISIFOTCS JIUCTOBUAHbBIE 0Opa30BaHUsI B OCHOBA-
HUM BETOYEK OOKOIJIOAHBIX MXOB, OOBIYHO UMEHYE-
Mble TiceBaonapadwuIMsIMu. 9Ta Mopdosorudeckast
CTPYKTypa Tiojlydyajla pa3dHble TPAKTOBKM Y Pa3HbIX
aBTOPOB U onpeesieHre €€ TOMOJIOTUH 10 CUX TTOp He
UMeEET OOIIETTPU3HAHHOTO pelleHus. TepMuH “TiceB-
nmomapadwmu”’ ObUl IIpemioxeH BapHcTopdom
(Warnstorf, 1906) mj1st TMCTONMOZOOHBIX CTPYKTYP BO-

KpYT 3a4aTKa BeTouku y Rhynchostegium (Brachythe-
ciaceae). OmHaKO corjaacHO NMEepBOMY KPYITHOMY 00-
30py CTpoeHus IceBaonapaduiiveB Ha OOJbIIOH
BbIOOpKe ceMelicTB MxoB (Ireland, 1971) Bce cemeii-
ctBo Brachytheciaceae He nmeeT nceBmonapaduLIA-
€B; CTPYKTYPbI XK€ TaK UMEHOBaBIIIHMECS ObLIIA UHTEP-
MpPEeTUPOBAaHbI KaK MEPBbie BETOUHbIE, WU “Yelllye-
BuaHble JUCcThbs”. Tlocaemyromas kiaccudukaims,
npemioxeHHas: Akusimoii (Akiyama, 1990) onucsbi-
BaJia OTJIeJIbHbIE TUIIbI CTPOSHUSI B TEpPMUHAX MTPOKC-
XOXIIEHUS: U3 TKaHeil BETOYKM WJIW U3 BNUIepMUca
crebsst. laHHas Touka 3peHusi ObLla MOABEpPrHyTa
kputuke MrHatoBeiM u XeaeHacom (Ignatov, He-
denas, 2007), TOCKOJbKY 3a4aTOK BETOYKHU U TTOBEPX-
HOCTB CTE0JIsI, B CYIIHOCTHU, MUMEIOT OOIIee ITPOUC-
XOXKIEHME, 4TO OBLIO IMoKa3aHo elne Jleiitre6om (Le-
itgeb, 1868) m Miromnepom (Miiller, 1898) u
CyIIeCTBEHHO KOHKpetusupoBaHo Ppeem (Frey,
1971) u beptee (Berthier, 1971). YuutbiBasi Bax-
HOCTb, B TTOCJIeIHEE BpeMsI BCe BO3paCTaIOILyI0, TIPU-
3HAKOB JaHHbBIX CTPYKTYp IS LieJieil MaKkpocrucTeMa-
Tuku (cMm., Hamp., Ignatov et al., 2007), UruaTtoB u
XeneHaC MpeaoXUIu BooOIlle OTKa3aTbCsl OT Tep-
MHHa nceBaonapa@uiinii, a ONnuchiBaTh CTPOEHUE
JINCTOMOMOOHBIX CTPYKTYP B OCHOBAaHUM BETOYKM C
MaKcuMaJibHON nmoapoOHocThio. [ToHnMaHue roMo-
JIOTUM JAHHBIX CTPYKTYp, TEM HE MEHEE, PACKPBITO
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He ObUIO, U TEPMUHOJOTUS [JISI TAKOTO OIMMCAHUS
oKaszajlach Hepa3paboTaHHOIA.

B Hammx npeapiaynmx padoTax ObLIM TpoaHaI-
3UPOBAHBI YEThIpPE CJIydasl, YKIOHSIOIIUXCS OT Hau-
0oJiee pacIpoCTpaHEeHHbBIX TUITOB pa3BuTus (Spirina,
Ignatov, 2005, 2008, 2010, 2011). 3mech MBI mOCTapa-
JIMCh CYMMMPOBATh 3TU PE3YJIBTaThl, 00CYIUTH TOMO-
JIOTUIO HaOJIoJaeMbIX CTPYKTYpP M MX 3a4aTKOB, a
TakXe JaTh MX 0030p, BKIIIOYWB JIOTMOJTHUTENbHbBIE
JIaHHbIE, TTOJIydeHHbIe Ha OOJIbILION BBIOOPKE POIOB
OOKOIUIOIHBIX MXOB.

MATEPUAJIBI U METO/bI

W3-3a Menkux pa3MepoB U BeCbMa CUJIbHO BHEIII-
HE OTJUYAIONIMXCI KAPTUH CTPOCHUS 3a4aTKOB BETO-
YyeK MXOB, OHU J0 TIOCJIEIHET0 BPEeMEHU OCTalOTCS
BeCbMa TIJI0XO ONMCAHHBIMU. YCYTyOJIsieT 1eJ10 TakKe
X pacrnoJjioXKeHrE Ha OOKOBBIX MTOBEPXHOCTSIX CTEO-
JIsl, KOTOPBI, KaK MPaBUIO, HECKOJBKO YILIOIIEH B
JIOP30BEHTPAJIbHOM HaIlpaBJIeHUW U HE IMO3BOJSET
MPY CTAaHIAPTHOM U3TOTOBJIEHUY NTpenapara yBUAEThb
Mouky cBepxy. [loaTomy usydyeHue MPOBOAUIOCH C
MOMOIIbI0 KOMOMHUPOBAHHOTO TpuMeHeHust COM
U CBETOBOW MUKPOCKOIUMU (CIMUCOK U3YYEHHBIX PO-
JIOB B MOAITUCH K puc. 3). /11 HECKOJIBKMX KJTIOUEBBIX
00bekToB (ponbl Amblystegium, Brachythecium, Calli-
ergon, Fontinalis, Hypnum, Leucodon, Thamnobryum)
M3y4yeHUE MPOBOAMIOCH HA CEPUSIX aHATOMUUYECKUX
Cpe30B.

s COM (LEO-430) npuMeHsiii IBa crocoda
MOATOTOBKM MaTepuajna. B mepBoM ciydae chIpoit
MaTepuajl IoMelllad HEITOCPEeACTBEHHO Ha 3aMopa-
xkuBarouuii INensre-cronuk u usydanu npu —30°C
MpU HU3KOM Bakyyme. Bo BTOpoMm cirydae moGeru
dukcupoBanu B 4%-M rimoTapanbicruic B TeUeHUE
HEJIEJIU, 3aTEM BBIIEPXKUBAIU B 1%-M BOIHOM pac-
tBope OsO, B TeueHUe 6 4acoB, najiee IMPOMBIBAIU
BOJIOI Y AETUAPUPOBAIIA B CEPUSIX CITUPTOB U alleTO-
Ha. BhICymIMBaJiM METOAOM KPUTHYECKOM TOYKU U
HAITBIISUIN 30JI0TOM. J1JTsl 3a9aTKOB BETOUEK OITHACHI-
BaJIi BHELIHUI BUJI, OTMEYAIN MOJOXKEHUE OTHOCU-
TeJIbHO YPOBHSI IOBEPXHOCTU MAaTEPUHCKOIO CTEOJIS,
HaJIM4re IepHoIa ITOKOsI, MPUCYTCTBUE ITPOKCH-
MaJbHBIX BETOYHBIX JIMCThEB, WX PACIIOJIOXKEHUE,
dopmy, mepexoa K HOpMaabHBIM BETOUHBIM JIUCThSIM.

J1s aHaTOMUYECKUX CPE30B pa3MOUEeHHbIE B BOJIE
BEpPXHUE YaCTU MOOEroB C yNaJ€HHBIMU JIMCThSIMU
dukcupoBaiu B 2.5%-M mIoTapaibieruae B TeYeHUE
Hemesn. 3aTeM MaTepHall IToMeInanu B 1 %-it BOmHBIH
pactBop OsO, Ha 10 yacoB, Janee MPOMBIBAIU, Jie-
ruapupoBasiv B cepuu ciupTtoB (30° u 50°) u BeIIEp-
XKuBam B 2%-M pacTBope ypaHWIarerata Ha 70°
crmipTe B TeuyeHue 10 yacos. Marepuan mpoMbIBaJId U
MPOBOAMIN dYepe3 chupThl (96° M aGCOMIOTHBII),
CMecCh CIUpTa U alleTOHA, YUCTHIA alleTOH U CMecH
aleToHa U apajJIuTOBOM CMOJIbl. 3aTeM 3aluBaiv B
apaJiIUTOBYIO CMOJTY COTJIACHO MPOTOKOJIY IMPOU3BO-

muTens u nojmMmepnzoBan 1mpu +100°C B TeueHMe
3-xyacoB. C 1moMoI1b10 MUKPOTOMA MOJydaaud CeprUm
MPOAOJIbHBIX, TTOMIEPEYHBIX U KOCBIX CPE30B TOIIU-
HOM 2 pm, KOTOpbIe pa3Mellayii Ha TMpPeIMETHBIX
cTeKJ1ax v hoTorpacdupoBaiv MO CBETOBBIM MUKPO-
CKOTIOM.

PE3YJIBTATBI

OCHOBHOIf THI CTPOEHMSI 324YaTKA BEeTOYKM. M3y-
YeHHbIE BapUaHTHI Pa3BUTHUsI OOKOBHIX BETOYEK B
pa3HbBIX rpyInax 00KOIUIOAHBIX MXOB IMTOKa3alu, 4YTO
paHHMe cTaauu (OPMHUPOBAHUS 3adaTKa CIEAYIOT
ogHoOMY obuiemy IutaHy (puc. 1A), omucaHHOMY IS
psga rpymnn mxoB beptee (Berthier, 1971). Ununu-
aJibHasl KJIETKa BETOUKU OTAESJSIETCSI OT OJHOM U3 TT0-
JIOBUH OCHOBaHUS (hOPMUPYIOLIETOCS JIMCTA U B pe-
3yabTaTe TpeX ASJICHUH 1o, yIiioM oKoJsto 120° craHo-
BUTCSI 3a4aTKOM BETOYKHU, C allMKaJbHOW KJIETKOM,
OKpYXEHHOI1 TpeMsI MepopuTamu. OTimuns HaOII0-
JIAIOTCS TOJBKO B HAIIPABJIEHHOCTH CHHpPaN, KOTO-
past MOXeT OBITh KakK JIEBOM (4allie), Tak v rmpaBoii. Bo
BCEX poJiaX, UCCIIENOBAaHHBIX Ha CEPUSIX aHATOMUYE-
CKHX CPE30B, IIEPBhIE ACJICHIS MHULINATBHOM KIIETKA
BETOUYKM MPOXOIUIN eAUHOOOpa3Ho (puc. 2: 7).

B GonplmmHCTBE M3ydeHHBIX POAOB, a UMEHHO B
90 u3 128 (cM. H1IKe), HauboJiee HapyXKHbBII BETOU-
HBIi1 JINCT HAXOAUTCS B IOJI0XKEeHUH “4 dyaca” uudep-
OsaTta, a BTopoii — B moJyioxkeHuu “11 gacoB” (puc. 1:
1;2: 1). OTmMeTuM cpasy, 4To Ha rmoderax 0OTHOTO U TO-
I'0 e BUJA JIUCThSI BETOYKN MOTYT PacmoJjiaraTbCcs 1o
JIEBO3aKpYYe€HHOI WJIM TIpaBO3aKpydYeHHOI crnupa-
JIM, 4YTO BBIpaxkaeTcsi B CYILIECTBOBAaHUM JBYX 3€p-
KaJIbHO CUMMETPUYHBIX BApUAaHTOB, 00a 13 KOTOPbIX,
OIHAaKO, OymyT MMeHoOBaThcs 31ech “4—1149acoB”
(xoTs1 BTOpOI (paKTUYECKM BBITJSIAUT KakK “8—
1 yac”). YuursiBasi, 4To “4-4acoBoe” TOJIOKEHUE CO-
OTBETCTBYET HAIIPaBJICHUIO MEPBOrO ACICHMS MHU-
LIMAJIbHOM KJIETKU BETOUKHU, Mbl OyleM Ha3bIBaTh
JaHHEBI BApMaHT OCHOBHBIM, 2 OCHOBHBIM ITOJIOXE-
HHEM IIEPBOIO JIMCTA CUMTaTh “4-yacoBoe” (puc. 1:
1A). 3yyeHue aHaTOMUU OTIEJIbHBIX MMPENCTABUTE-
Jiell MoKa3blBaeT MPaBOMEPHOCTb AKCTPaNosILuu,
Ipu KOTOPOM JIMCT B “4-yacoBOM” TIOJIOXKEHUM
MOXHO CYMTaTh MOpP(POJOTUUECKN MepBhIM. BTOpoit
JUCT (hopMUpYeTCsT U3 KJIETKM, U3HAYAIBbHO pacro-
JIOXXEHHOM IO OTHOIIIEHUIO K KJIETKE, JaoIleil mep-
BBIiA TUCT, o yriaoM okoso 120° (puc. 1: 1B). OxgHa-
KO yKe B ITpoliecce paHHETo pa3BUTHUS U PACTSIKEHUST
3a4aTKa BETOYKHM, 3a9aTOK BTOPOI'O JIUCTA CMEIIAETCs
M OOBIYHO OKAa3bIBA€TCS OTCTOSIIMM Ha OOJIBIIWIA
yroJ (yacto npeBbimatommii 180°) or riepBoro, u B
UTOre HAaXOIUTCS B mojioxkeHuun “11 gacoB” (puc. 1:
1C), XOTs1 MOXHO TT0100paTh IMpUMEpPHI 1 “8”, “9” u
“10 yacoB”.

Brachythecium-tTin cTpoeHusi 3aYaTKa BeTOYKH.
KpoMe oCHOBHOTO THTIA, OIMMCAHHOTO BBIIIIE, CPEIHN
OOKOILIOMAHBIX MXOB BCTPEYAIOTCSI IPYIIIbI, Y KOTO-
pBIX TIepBble HOPMAaJbHO pPa3BUTHIE, T.€. HanboJjee
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Puc. 1. Cxema Han6GoJiee paclipoCTpaHEHHBIX TUITOB 3a4aTKOB BETOUEK U BAPUAHTOB MPe0Opa30BaHUsI MEPBbIX BETOYHBIX JIM-
cTheB. 1 — OCHOBHO TUIT pa3BuTUs BeToukr; 1A—1C — sransl pazButust (F1—F4 — nmopsiakoBbiii HOMep CTe0JIEBBIX JINCTHEB);
2 — Brachytheciaceae (Brachythecium-tun ¢ LieIbHBIMM JTUCTbsAIMU); 3 — Leucodontaceae (Brachythecium-Tvn ¢ pacceueHHbIM
3 nmuctom); 4 — Fontinalaceae (aTambl penyKIim OT OCHOBHOTO K Brachythecium-Tumy; peayliupyeMbie JINCThS 9acTO COCTaB-
Hble); 5 — Hypnum cupressiforme (Hypnum-BapuaHT paccedeHUsI TIEPBBIX BETOYHBIX IUCThEB); 6 — Thamnobryum (Hypnum-Ba-
PHMAHT paccevyeHusl MepBbIX BETOUHbBIX JIUCTHEB 10 YPOBHSI COCTABHBIX JIUCTbEB); 7 — Bryum-Tun pa3BuTus BeTouku ¢ Hampeel-
la-BapraHTOM TTePBBIX BETOYHBIX JIMCThEB: 7A — (DpOHTATBHBII BUJI 3a4aTKa U €r0 BUII Ha TTPOI0JIbHOM cpese; 7B — HauaabHbIe
CTaJiuy BBIXOJA 3a4aTKa BETOUKU M3 MOKOSIIETOCsI COCTOSTHUS (pa3Hblie BapuaHThl); 7C — mocjeayoniast CTaausi, ¢ Ha4ajJoM

Pa3BUTHUSI LIMPOKUX BETOYHBIX JIMCThEB (Cp. puc. 2: 18).

Hapy>XHbIe BETOUYHBIE JINCThSI PACIIOiaraloTcs B I10-
JIOKEHUM OTJIMYHOM OT OCHOBHOTO, “4-yacoBoro”
(puc. 1: 1). Tak y npencraButeneit Brachytheciaceae,
Meteoriaceae, Leucodontaceae, a Takxke y pozaa
Camptochaete (Lembophyllaceae) (puc. 1: 2; 2: 2)
HanboJiee HapYKHBIIA BETOUHBII JTUCT OOpallleH Bep-
XYILIKO# BHU3. HecMOTps Ha TO, 4TO TTepBhIe AeICHUS
WHULIAIBHON KJIETKHM UAYT B TOM XK€ HalpaBJIeHUN,
YTO U y OOJILIIMHCTBA BUIOB, Ha TUCTOBOM IMJIaCTUH-
KM 3a4aTKU 1 1 2 BETOUHBIX JIUCThEB HE Pa3BUBAIOT
(cMm. mogpoOHee Spirina, Ignatov, 2005, 2010). Cxon-
HoOe MoJIoXXeHre HanboJjiee Hapy>KHOTO JIMCTA BCTpe-
yaeTcs Takke U B ceMelicTBe Fontinalaceae (puc. 1: 4)
onHako B otimuue oT Brachytheciaceae u Leucodon-
taceae, T1Ie TOJIOKeHUE HanboJee Hapy>KHOTO JIMCTa
CTPOro onpeaeeHO U MOUYTH HE UMEET UCKITIOUEHUIA,
2 OHTOTEHE3

Tom 43 Ne 3 2012

y Fontinalaceae 3ToT mpu3HaK BapbHUPYeT HE TOJHKO
Y pa3HbIX BUIOB, HO MHOTAA JaXe B Ipeeax OJHOIO
pacteHus (Spirina, Ignatov, 2011). Yamie Bcero Hau-
6ojice HAPYXHBIA JTUCT HAXOOUTCS B ITOJOXECHUU
“10—11 d9acoB” (COOTBETCTBYS, TaKuUM OO0Opa3zoM,
MOP(OIOTNIECKN BTOPOMY BETOUHOMY JIMCTY), pexXe
“12 yacoB” miu “4 gaca” (COOTBETCTBYS TPETbeMy U
nepBomy). [Ipu 3TOM peayKIusl MepBOTO U, pexe,
BTOPOTO BETOYHOIO JIMCTA HAGIIOMAETCS HA CTEOJISIX
XOPOIIIO Pa3BUTHIX OBICTPOPACTYILMX PACTEHUIA ¢ Aa-
JIEKO paccTaBJIEHHbIMU JUCThsIMU. CriupuHa U Mr-
HatoB (Spirina, Ignatov, 2011) BbIIBUJIM, UTO MEHb-
1asi CTereHb peAyKIMnu HaomogaeTcs: (1) y BUIOB ¢
0oJiee TYCThIM JIMCTOPACITONIOXKEHUEM, T.€. TeX, Y KO-
TOPBIX CTEOEIb MPETepIIeBacT MEHbBIIIEE PACTSKEHUE,
(2) 6113 KOHILIOB BETOYEK, II€ POCT UX 3aMEJISIeTCS;
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(3) B MecTax 0oJjiee 4acTOro BETBICHUS, TJ€ pacTsike-
HUE CTeOJIsI HEe CTOJIb cuiabHOE; (4) y 00pasIioB, Co-
OpaHHBIX JIETOM, KOTJa POCT 3HAYMTEIBHO 3aMeIsI-
erca 1 npu Temneparype +20°C npakTudecku Iipe-
KpaliaeTcsi, B To BpeMs Kak npu +13...+15°C on
makcuManieH (Glime, 1987).

Bryum-tun ctpoeHusi 3a4aTka BeTOYKH. Y 0OJIb-
IIIMHCTBA BEPXOTJIOAHBIX U OTHOCUTEIbHO HEMHOTUX
rpynIt 60KOIUIOAHBIX MXOB PEAYKIIMS TTEPBBIX BETOY-
HBIX JTMCTBCB MICT 110 IPYrOMYy TUITy Pa3BUTM:A, Ha-
3BaHHOMY Bryum-turnom Akusimoii (Akiyama, 1990),
CBSI3aHHOMY C aJIBTEPHATUBHBIM CIIOCOOOM 3allUThI

OHTOTEHE3 Tom 43 Ne3 2012
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Puc. 2. 3auaTku BeTouek 60KOTUIOAHBIX MXOB. 1 — Campylium stellatum (Hedw.) MOnk., o0CHOBHOU TUII 3a4aTKa BETOYKH C pac-
TOJIOKEHUEM TePBBIX MPOKCUMAaIbHBIX BETOYHBIX JINCTHEB B MoJjiockeHUM “4—11 gacoB” (cp. puc. 1: 1); 2—3 — Leucodon sci-

uroides (Hedw.) Schwagr., 3a4aToK BeTOUYKU; ITePBbIii IPOKCUMAJIbHBII JIMCT 00pallleH BEPXYIIKO KHU3Y U MOXKET ObITh LI€JIb-
HBIM (2) vwim pa3nesbHbIM Ha 0.M. y3kue nonu (3); 4 — Fontinalis neomexicana Sull. & Lesq. 3a9aTOK BETOYKM C COCTaBHBIM MEP-
BBIM BETOYHBIM JINCTOM (cp. puc. 4A); Brachelyma subulatum (P. Beauv.) Cardot — 3a4aTOK BETOUKM C PacCEUYCHHBIM IO
OCHOBaHUSI TIEPBBIM BETOUYHBIM JIUCTOM; 6—9 — Hypnum cupressiforme Hedw.: 3a4aTOK BETOUKU, OKPYKEHHbBI HUTEBUIHBIMU
JTOJIIMA PACCEYSHHBIX MOYTH 10 OCHOBAHUSI M COCTABHBIX JIUCThEB (6), U MOIepevyHbie cpe3bl pactyiieil BeTrouku (7—9); 10 —
Pterobryon densum Hornsch., 3a4aTok BeTOYKU, OKPY>KEHHBI HUTEBUIHBIMU TOJISIMU COCTaBHBIX IUCTheB; 11—12 — Thamno-
bryum alopecurum (Hedw.) Nieuwl. ex Gangulee, monepeyHble cpe3bl pacTyllleil BETOYKU C ellle eAMHBIMU 3a4aTKaMU MePBbIX
BETOUYHBIX JIMCTHEB (11) 1 ¢ cocTaBHBIM TIepBBIM BeTOYHBIM JTUCTOM (12); 13—14 — Trachyloma indicum Mitt., mpoKcuMabHast
4acTh BETOYKM, Ha KOTOpOU BUIHA Oe3mrcTHas 30Ha; 15—18 — Hampeella alaris (Dixon & Sainsbury) Sainsbury, 3auaTok BeTo4-
KU B BUE IMKU C allMKAJIbHOM KJIeTKOM Ha AHe (15) 1 mociaenoBaTeIbHbIE CpaauK paHHETO pa3BUTHsI BeTouku (16—18). Mac-
wrabHble TMHeKu 50 wm 11 Bcex pucyHKOB. Bepxyliika rmo6eros Beszie cripaBa, KpoMe cpe3oB 7—9, 11, riae oHa cepxy. Lud-
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PBI YKa3bIBAIOT Ha MOPSIAKOBBIN HOMep JucTa (cp. puc. 1).

anukaiabHOU KJeTku. IlocimenHsisi pacronaraercs
TP 3TOM He Ha TOBEPXHOCTH CTEOJIsI TN HECKOJIBKO
BBIIIIE €€, OYIydr OKPY>KeHHOM 3aIllUTHBIMM CTPYK-
TypaMu JIMCTOBOM TIpUPOABLI, a Ha JHE SIMKU
(puc. 2: 15). IlpumepaMu TaKoro TUIa 3a4aTKOB Be-
TOYeK MOTYT ciayxuth Hampeella w Trachyloma
(puc. 1:7;2: 13—18), a Takxe cemeiicTBo Plagiotheci-
aceae. 3a4aTKU JIUCThEB, 0Opa3yIoIIe CKIIOHBI SIM-
KW, TUIACTUHKY JINCTA, KakK IMPaBUiIo, HE pa3BUBAIOT
BILUIOTH JIO Havajla pa3BUTHSI BETOUKMU.

OmcaHue OCHOBHOTO, Brachythecium- v Bryum-
TUITA CTPOEHUS 3aYaTKa BETOYKHM HAHO 3[€eCh, IO-
CKOJIBKY BapWaHTbl Pa3BUTHS PACCEYEHHBIX U CO-
CTaBHBIX JINCThEB TaK WIM MHAde Oa3uMpyloTCs Ha
3TUX TpeX HanboJiee pacIpoCTPaHEHHBIX TUITAX.

Leucodon-papuaHT pa3Butusi pas3ieibHbIX, pacce-
YEeHHBIX ¥ COCTABHBIX MPOKCHMAJIbHBIX BETOYHBIX JIM-
cTheB. Y npencraButeiieit Leucodontaceae, Fontinal-
aceae, Lembophyllaceae B psiae cirygaeB HaOJIIOIal0T-
Cs TIPOKCUMaJIbHBIE BETOUHBIC JIUCThSI, pa3ieJIeHHbIe
Ha goau (puc. 1: 3; 2: 3). IIrybuHa Takoro pasuelie-
HUS, a TAaKKe IIUpUHA 1 (hopMa T0JIE MOTYT BapbU-
poBath. UHOIIa 3TU JIMCThSI pacCeUYECHbI ITOUTH 10 Ca-
MOT'O OCHOBAaHWUSI JINCTA, XOTS M B TAKUX CJIydasix Bce-
rma O4YEeBMAHO, YTO [OJW IIPUHAIIEXAT OIHOMY
rcxogHoMmy nucty. B ciygae Leucodon pasneneHHBIM
OKa3bIBaeTcsl Haubosiee HapyKHBII JIMCT, 3aHUMAal0-
11t moJjioxkeHue “12 yacoB” (1, TaKMM 00pa3oM, SIB-
JISTIOIIUACT Mop@doJoruyecku TpeTbuM). BoOausu
BEPXYIIKA HOPMAaJIbHO Pa3BUTHIX ITOOETOB KPYIHBIX
BUJIOB poaa, Takux Kak Leucodon sciuroides (Hedw.)
Schwagr., L. immersus Lindb. u L. coreensis Cardot, a
Tak>Xe Ha CTOJIOHOBUIIHBIX U UICTOHUEHHBIX MOOerax,
3TOT JIUCT LIeIbHBIN, HO Ha y9acTKaX CTeOJIsI C MAKCH-
MaJIbHBIM OUaMeTpoM, Hanubosiee Hapy>KHbIM BEeTOY-
HBIU JIMCT pa3aelieH Ha JoJu (puc. 2: 3), YMCjIo U L1 -
pPYHA KOTOPhIX HEOIMHAKOBHI JaxKe B IIpeeaax I1ooe-
ra. /111 yKkazaHHBIX TpeX BUIOB, UMEIOIINX CXOIHbIE
pa3Mephl, TuaMeTp CTeOJisl, MPeBbIIIEHNEe KOTOPOTo
COIIPOBOXIAI0OCHh IMTOCTOSTHHBIM HAJIMYMEM Pa3aeiib-
HbIX WJIM PAaCCEUYEHHBIX JIUCTheB cocTanisul 350 um,
Ha 0oJiee TOHKUX IToOerax JIMCThs BCeraa ObUIU 1IeIb-
HbIMU. Y BUAOB Leucodontaceae co Bcerga TOHKUMUA
noberamMu (auamerpoM MeHee 320 pm), Hanpumep
Leucodon pendulus Lindb. u Pterogoniadelphus mon-
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tevidensis (Mull. Hal.) M. Fleisch., pa3opBaHHBIX
HanboJjiee HapyXHBIX JINCTHEB HE HAOIIONAIOCH HU-
KOra.

PacceueHHBbIN TEPBbI TUCT BCTpEUaeTCs TaKXKe B
cemeiictBe Fontinalaceae B ponax Brachelyma v Fon-
tinalis (puc. 2: 4—5), mipuyeM B IOCJIETHEM OH IIpE/I-
CTaBJIEH B Cy4yasx, 3aHUMAIOIIUX ITPOMEKYTOUHOE
TIOJIOKECHUE MEXAY IMOJTHOM peayKLUK IIEePBOTrO M-
CTa U ero HopMaJIbHBIM pa3BuTueM. [1pu aTom Juct
MOXeT OBITh pa3lelieH Ha IOJIM B Pa3HOM CTEIeHH,
BIUIOTh JJO OCHOBAHUS U B PSIIE CIIydaeB BBHITIISACTD
KaK HECKOJIbBKO OTIACJIbHbLIX JIMCTBEB, PACITIOJIOXKEH-
HBIX B psIJI Ha cTeOJie; TIOApOOHEE O TAKUX COCTABHBIX
JINCTBSIX OyIEeT CKa3aHO HIXe, MPU PacCMOTPEHUU
Hypnum-BapuanTta. IIpo cBSI3b HaJIMUMsI pacceyeH-
HOI'0 IPOKCUMAJILHOTO BETOYHOIO JIMCTA ¢ (hakTOpa-
MU pacTsLKeHUsI cTebnst y Fontinalis MOXHO cKa3aTb
TO XK€ caMoe, YTO U TIPO CBSI3b C PEAYKIIUEH eTo Tep-
BOT'O BETOUHOTIO JINCTA, OOCY>KIABIITYIOCS BBIIIIE.

KpomMe Toro, paccedyeHHbI UM pa3aeJbHbIN ep-
BBII JIUCT KaK PEAKUNA ClIydyail BCTpeyaeTcs B Ipeae-
Jlax rpymnr, obJiafatolix MperuMyIIeCTBEHHO 1iejib-
HBIMU TIPOKCUMAaJIbHBIMU JIMCThSIMU (Hamlpumep, y
Amblystegium, Warnstorfia, Stereodon v np.).

Hypnum-BapuanT pa3BUTHS pPacCeYEeHHBIX M CO-
CTABHBIX NMPOKCHUMAJBHBIX BETOYHBIX JHUCTHEB. DTOT
BapMaHT BKJIIOYAET 3a4aTKW BETOYEK, OKPYKEHHBIC
JIMCTOBUIHBIMU CTPYKTYpaMU B YHUCJIE, TTPEBHIIIAI0-
meM Tpu (puc. 1: 5—6; puc. 2: 6, 10). OgHako U B
3TOM cJTydae TiepBbIe TeJICHUS MHUITMATBHON KIIETKH
BETOUYKM HE OTJIMYAIOTCSd OT obuiero riaHa (puc. 2:
7—8). ®opMUPOBaHUE K€ Y3KOIUHEHUHBIX CTPYKTYP
TIPOUCXOOUT Ha OoJiee TO3MHUX CTAmMSAX Pa3BUTHS
(puc. 2:9). Takum o6pa3zom, Ha Tipumepe Hypnum cu-
pressiforme Hedw. (puc. 2: 6—9), Pterobryon densum
Hornsch. (puc. 2: 10) 1 np. Mbl IMe€EM BapHaHT pa3-
JeJICHUSI JINCTA Ha OTIAebHBIE CETMEHTHI B IIPOIIecce
ero pasButusi. @opMupymolIrecss TakuM o0pa3oM
JIUCTBSI MOTYT OBITh KaK pacCeYeHHBIMU TTOYTH A0 OC-
HOBaHUSI, TaK M COCTOSIITUMU KaK OBl M3 HECKOJIBKUX
JINCTBEB, CBSI3b KOTOPBIX MEXIY COOO0I HE OUeBUIHA.
ToT (akT, 9TO OHM SIBISIOTCSI MOTOMKAMM OTHOM
KJIETKW, MOKET OBITh YCTAHOBJIEH KaK ITyTeM aHaIn3a
cepuii Cpe3oB, TaK U UX TMOJIOKEHUEM B PSII, TpUUEeM

2%
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WMEHHO B TOM ITOJIOXECHHH, TAEe Y OJM3KUX BUIOB
O0BIYHO pacroyiaraeTcsl OAWH U3 HauboJiee MPOKCU-
MaJIBHBIX BETOYHBIX JIUCThEB. [logOOHBIE JMCThS,
¢dopMupyroLIMECS HA OCHOBE €IMHOIO 3a4aTrka, HO
0o0pa3oBaHHbIE B Pa3BUTOM COCTOSIHUM JABYMSI WU
Oosiee IUIACTUHKAMM, HE UMEIOIIMMM CBSI3U Ha yPOB-

HE MMOBEPXHOCTU CcTeOJIs Y MXOB, MBI IIpeajiara€éM Ha-
3bIBaTb COCTaBHbBIMM.

IIpuMepom, Korma 4acTh COCTABHOIO JIMCTA HaU-
GoJiee yaalieHbl APYT OT APYra U CMEIEHBI TaK, YTO UX
MOJIOKEHME B OJHOM Kpyre He OYEBUIHO SIBJISICTCS
Thamnobryum (puc. 2: 12), LINPOKO TPEYroJbHbIE Ya-
Ne 3 2012
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Puc. 3. CxemaTryeckoe n3obdpaxeHne puioreHeTu4eckoro nepena 218 6okoronHbix MmxoB (Tpoutikuii u ap., 2007), moctpo-
€HHOIo Ha OCHOBE aHa/IM3a HYKJICOTUIHBIX nmocienoBaTeabHocTel nrlTS u rrnl-F BxiroueHHbIe B aHAIU3 MPeaCcTaBUTEIN
128 pomoB repevynceHbl HUXe, ¢ YKa3aHUeM TUIa CTPOSHMUST POKCUMAJIbHBIX JIUCTHEB BETOUYEK (PObI MIPEACTABIISIIOT 46 ce-
MEMCTB, Ha3BaHMSI KOTOPBIX, BO M30eXaHUe TPOMO3IKOCTU, HEe TIPUBOAATCS). Pojbl, uMeroiue Bryum-TUI CTpoeHUsl, JaHbl
MOJY>KUPHBIM KypCUBOM, U3 HUX — umMetwoliue Hampeella — BapuaHT paccedeHUs] BETOYHBIX JIMCThEB OTMEUEHBI 3Be310YKOMN
(¥); ponbl, umerowue Brachythecium-Tur CTpOEHUSI, 1aHbl TOAYEPKHYTHIM KypCUBOM, U3 HUX — uMetolue Leucodon-BapuaHt
pacceyeHMs] BETOYHbIX JIMCTbEB OTMEUEHbI 3BE304KOM (*); pOlibl, UMEIOLIMEe OCHOBHOM TUIT CTPOCHUSI, AaHBI TPOCTHIM KypCH-
BOM, U3 HUX — UMeloline Hypnum-BapuaHT pacCeueHus BETOUHBIX JIMCThEB OTMEUYEHBI 3Be3004Koi (*). [Topsimok pacmnosioxe-
HUSI Ha3BaHUIA PONTOB U UX MO/Ipa3JieSieHUe Ha OTIEeIbHBIC KJIabl (0003HaYeHBI OyKBaMU U b paMu) COOTBETCTBYET TAKOBOMY
B iepeBe.

a — Hookeria, Lopidium*, Ancistrodes™ | Hampeella*, He BKTioueHHas1 B aHaim3 Tpouikoro u np. (2007), Takke TpUHAIICXKUT
oToi1 yactu nepeBa (Buck et al., 2005)]

b — Isopterygiopsis*, Orthothecium, Platydictya™, Herzogiella, Struckia, Myurella*, Plagiothecium™, Fabronia*, Entodontopsis*,
Stereophyllum*, Lepyrodon*

¢ — Habrodon*

d — Leucodon*

e — Pterigynandrum®, Hypnum* (4actb BUnoB), Hypnum (dactb BUnoB), Eurohypnum

f — Phyllogonium, Prionodon, Pireella*

g — Brachelyma*,_Dichelyma*, Fontinalis*

1A — Rauiella, Thuidium, Leskea, Haplocladium, Abietinella, Helodium, Pseudoleskeopsis, Lindbergia, Mamillariella, Breidleria,
Stereodon p.p., Pseudocalliergon, Drepanocladus, Amblystegium, Hygroamblystegium, Palustriella, Cratoneuron, Campylidium, Hy-
grohypnum, Anacamptodon, Serpoleskea, Campylium, Leptodictyum

1B — Rhytidium, Pseudoleskeella, Ptilium, Cryphaea*, Podperaea®, Myrinia, Ochyraea, Tomentypnum, Drepanium*, Campylo-
phyllum*, Pseudohygrohypnum, Stereodon p.p., Homomallium, Pylaisia, Ectropothecium, Pleurozium, Entodon, Erythrodontium,
Trachyloma, Calliergonella, Platygyrium*, Sematophyllum™*, Gollania, Hildenbrandtiella*

2A — Pterogonium, Dolichomitra, Lembophyllum, Rigodium, Heterocladium, Isothecium, Fallaciella, Dolichomitriopsis, Platyhyp-
nidium, Okamuraea, Homalothecium, Brachythecium, Bryhnia, Camptochaete*, Ctenidium, Trachypus, Barbella, Floribundaria
2B — Calliergon, Warnstorfia, Straminergon, Loeskypnum, Iwatsukiella, Hamatocaulis, Scorpidium, Hygrohypnella, Sanionia

2C — Anomodon, Claopodium, Chaetomitrium, Conardia, Rigodiadelphus, Lescuraea, Neodolichomitra, Climacium, Pleuroziopsis,
Hylocomiastrum, Antitrichia, Loeskeobryum, Rhytidiadelphus, Rhytidiastrum, Pilotrichella, Rhytidiopsis, Thelia, Haplohymenium,
Carribaeohypnum, Mittenothamnium, Glossadelphus, Taxiphyllum, Leptopterigynandrum, Neckera, Forsstroemia, Leptodon, Het-
erocladium®, Echinodium, Porotrichodendron, Thamnobryum*.
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CTH COCTaBHOTO JIUCTa KOTOPOTO BHITJISIST PacIiono-
JKEHHBIMH CKOpee MO CIUPAJIA, U TOJIBKO M3ydeHUE
cepuil Cpe3oB Yepes 3a4aToK BETOUKHU MO3BOJISIET MO~
HATH UX npupoay (puc. 1: 6; 2: 11), KoTopas B LIeJI0OM
6b11a ycTaHoBIIeHa yxXe beptbe (Berthier, 1971).

Hampeella-BapuaHT pa3BuTHA pacCeYyeHHbIX U CO-
CTABHBIX NMPOKCUMAJBLHBIX BETOYHBIX JUCTheB. Hanu-
4ue y3KO0 JTMHEUHBIX TUCTOBUIHBIX CTPYKTYP B OCHO-
BaHUM BETOUEK, KpOMe BblllleonMcaHHOTO Hypnum-
BapuaHTa, OObIYHO BCTPEUYAETCS Yy BUIOB, UMEIOLINX
Bryum-tun ctpoeHusi 3ayaTka BeTOuykM (puc. 1: 7;
2: 15), KOTOpBIi1 HA paHHUX CTAAUSIX Pa3BUTHUS BOOO-
111€ He OKPY>KE€H KaKUMHU-J1OO0 JIMCTOBUIHBIMU O0pa-
30BaHUSIMU. JIMUCThSI HAUMHAIOT pa3BUBATh IJTACTUHKY
CUHXPOHHO C “BbIBOpauYMBaHueM”’ SIMKH, YTO BIIOJIHE
MOHSITHO, TaK KaK B TJTyOMHE SIMKW HayaTb pa3BUBaTh-
Csl OHM HE MOTYT M3-3a OTCYTCTBMSI MECTa, a MOIHSIB-
LLIMCh HAJl YPOBHEM CTeOJIs1 anMKabHasl KJIeTKa HyX-
JlaeTcs B 3allIUTe OKPYKAIOIIUMMU JIMCThSIMU.

Ipynmbl, 1J1s KOTOPBIX XapakKTepeH 3TOT CIocod
3allMTHl AlMMKAJIBHON KJIETKU 3a4aTkKa, UMEIOT B OC-
HOBaHUU Pa3BUTHIX BETOUEK YUACTOK CTEOJIsI, TOJTHO-
CThIO JIUIIEHHbBIN TUCTheB (puc. 2: 13—14). Kak npa-
BUJIO, HanboJiee TPOKCUMaJIbHbIE BETOYHbBIE JIMCThS
y TAaKUX BUJIOB OY€Hb Y3KMe (puc. 2: 18), XoTs 3TO He
SIBJISIETCST OOIIMM mpaBuJioM (puc. 2: 13—14). JIuneii-
HBIE JIMCTbs, (popMUpYIOLIECS B OCHOBAHWU BETO-
YyeK, IPY TAKOM THUIIE Pa3BUTHUSI MOTYT OBITh 1I€JIbHbBI-
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mu (uct 1 Ha puc. 2: 13), pacCeYeHHBIMM WJIN CO-
CTaBHBIMM (JIUCTbsI 2—3 Ha puc. 2: 13 u puc. 2: 14,
16—18). B MHOTOYMCIIEHHBIX IIMJIOBUIHBIX CTPYKTY-
pax, OKpYXawllIuxX aluKaJbHYIO KIJIETKY, MOXHO
YCMOTpPETh TUIUYHBIA 111 MXOB (UIIJIOTAKCUC
(120°—144° mexay coceTHUMU JUCTbSIMU), €CIU J0-
MYCTUTb, YTO HECKOJbKO COCEAHUX IIMJIOBUIHBIX
CTPYKTYD SBJISIIOTCS YaCTSIMU OJHOTO COCTaBHOTO JI-
cra (puc. 2: 16—18).

OBCYXIEHMNE

PasHooOpa3ue BapuaHTOB CTPOCHMSI 3a4aTKOB Be-
TOUEK SIBJSLIOCH MPEIMETOM OOCYXIESHUS HE pa3, HO
beptoe (Berthier, 1971) paccmaTtpuBai Julllb HEMHO-
e MojeJibHble OOBEKTHl C pa3HOM CTEIEHBIO JIe-
TaJILHOCTH, a Apyrue padotsl (Ignatov, 1999; Ignatov,
Hedenis, 2007) ucrionb3oBaiu st M3yYeHUs JIUIIb
BHEIITHEE CTPOCHME 3a4aTKOB BETOUYEK, Oe3 MpUBIIe-
YeHMUs pe3yIbTaTOB U3yUYeHMs CepUii aHATOMUUECKUX
cpe3oB. JlononHuTeabHbIe JaHHbIe CrimpruHOU 1 Ur-
HartoBa (Spirina, Ignatov, 2005, 2008, 2010, 2011)
MO3BOJIMIY pa300paTh BOIpoc 0osiee mojiHO. B oTHO-
IIIEHUW PaCcCEYEHHBIX U COCTABHBIX MPOKCUMATBHBIX
JINCTHEB B HACTOSIIEE BPEMST MOKHO CKa3aTh CIIEIy-
Ionee.

Leucodon-Bapnanr. I1pokcumanbHbIE JTMCThS Be-
TOYEK HE TaK YK pelKO OKa3bIBAIOTCS pa3aeIbHBIMU
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WJIN pacCeYeHHBIMMU, B OOJIBIIIMHCTBE CITydaeB 0e3 Ka-
KOU-TMOO PEryasipHOCTH, TaK YTO MX IPaBOMEPHO
ObL710 OBl Ha3BaTh TakKe HAJOPBaHHBIMU WJIM Pa3o-
pBaHHBIMU. CTaGUIILHO 3TOT MPU3HAK BBIACPXKUBA-
€TCS JIMIIb Y HEMHOTUX BUIOB, IPUYEM B PAJLIE CIIyya-
€B HaJuuue KOppeJisilivii pa3pblBOB JIMCThEB C TOJI-
muHo#t crednsa (Leucodontaceae) MM CTEIEHBIO
pactskeHus “Mmexpoysnuii” (Fontinalaceae) mmo3Bo-
JISIET CBSI3aTh 3TU Pa3pbIBbl C MEXaHUYECKUM BO3/Ieii -
crBueM. Hamo ckaszath, 4YTO pa3pbiBbl U HEPETYISIP-
Hasi (popMa ITepBbIX BETOYHBIX JIUCTHEB BCTPEUAIOTCS
Y MHOTUX BUJ0B OOKOTUIOJHBIX MXOB M HE pa3 TaKUM
MIPU3HAKaM ITPUITUCHIBAJIOCh TAKCOHOMMYECKAST 3HA-
YUMOCTb, HO B CUJTy 3HAYMTEJIbHOI BaprnabeIbHOCTH
U HEONpeaeJeHHOCTU OMUCAHUSI OHU HE TOJy4YuIn
IIMPOKOrO paclpocTpaHeHUs. TeM He MeHee, IS
LeJei COMOCTAaBUMOCTH MOP(MOIOTUYECKUX OIrca-
HUl TTOHMMaHWe (akTa BO3MOXHOTO pasfeieHUsI
JINCTa, KOTOPBIi 3aKIagblBacTCI KaK eIUHBINA, Ha OT-
IeabHBIE CETMEHTHI HeoOxoammo. MHTepecHO, 4TO
JIaHHBIM TUM TMOJy4YaeT HauOoJiblllee BbIpaXKEHUE B
rpyIrax, y KOTopbix Mopdosornyecku 1—2 nepBbIxX
BETOYHBIX JINCThEB PEAYLIMPOBAHEI.

Hypnum-sapuanr, mnpenctaBJIeHHBIA, B YaCTHO-
ctu, y Hypnum cupressiforme 6b11 NoapoOHO TTpoaHa-
nu3upoBaH (Spirina, Ignatov, 2008). Y3konaHLIeTHbIE
WIN IIUJIOBUIHBIE CTPYKTYPBI, OOBIYHO MMEHOBAB-
muecs nceBaonapa@uIMSIMU, XOPOIIO U3BECTHHI Y
3TOTO BUJA U UMEIOT BaXKHOE TMAarHOCTUUYECKOE 3Ha-
yeHMe. Ha cepusx aHaTOMHMYECKUX CPE30B, OMHAKO,
JIETKO BUIETH, UTO TIEpBbIe ACACHUS MHULIMATBbHOM
KJIETKU BETOUKU HE OTJIMYAIOTCS OT TAKOBBIX, XapaK-
TEePHBIX JUTS BCceX OOKOTUIOMHBIX MXOB. Jlanee B mpo-
1ecce (opMupoBaHUs 3ayaTka BETOUKM yXe Ha ca-
MBbIX PpaHHUX CTaausIX JIMCThbSl Pa3fesslloTCsl Ha OT-
JieJibHble cerMeHThI (puc. 2: 7—9). C ogHOl CTOPOHHI,
CBSI3aTh TaHHBIE Pa3pbIBBI MOKHO ¢ HEOOBIYHO pe3-
KMM yBeJIM4eHUEeM oO0beMa anuKaabHON KJIETKU Be-
TOYKM Ha paccTossHuu 20—30 um OT BepXyLUKU aru-
KaJbHOM KJIETKU cTeOisl. Havamo pocra JIMCTOBBIX
3a4aTKOB COBIAJAeT C PE3KUM PACTSKEHUEM T10 1K -
pHHE 3THUX 3a4aTKOB, YTO MOKHO paccMaTpUBaTh Kak
OIMH 13 (PaKTOPOB TOrO, YTO IIEPBBIE 2—5 MPOKCH-
MaJIbHBIX JINCTA BETOUKU OKAa3bIBAIOTCS (haKTUUECKU
COCTaBHBIMU JIMCThSIMU, pa3iejieHHbIM IO OCHOBa-
HUS Ha JIMHEHHBIE CETMEHTEI.

BwmecTe ¢ TeM, B oTsimume ot Leucodon-BapuaHTa,
Jlake Ha CWJILHO MCTOHYEHHBIX noberax Hypnum cu-
pressiforme TIiepBbIe BETOYHBIC JIUCThSI IIPOHOJIKAIOT
0CTaBaThCs TITyOOKO paccedeHHBIMU, TaK YTO B 3TOM
cllydae JaHHBINM MPU3HAK 3aKperUieH B OHTOTeHe3e.

HepaBHOMepHOE pacTsKeHMe TTOBEPXHOCTHBIX
TKaHel cTeOJIsI BOKPYT 3a4aTKa BETOYKHU JejlaeT Kap-
THHY, KOTOPas ITOJTy4aeTcsl BO B3pOCIOM COCTOSTHUM,
TPYIHO UHTEPIIPETUPYEMOIi, He MO3BOJIsSISI B OOJIb-
IIIMHCTBE CJIyyaeB OINpeNeJuTb, Kakas U3 JUHEeNHBIX
CTPYKTYp KaKOMY JINCTY TIPUHAIUICXKUT, YTO 3aTPYI-
HSIJIO YX MHTEPIIPETALIMIO CTOJIb JJIUTEILHOE BpEMSI.

Hampeella-sapnant. Ot™MeueH n1st Hookeriaceae,
Plagiotheciaceae, Ptychomniaceae, Trachylomataceae.
AnukajabHasi KJeTKa Mpu TaKOM TUIIE OpraHu3aluu
3a4aTKOB BETOUYEK HAXOJUTCS Ha JTHE SIMKHU, pacriojia-
rarouieiics B nazyxe aucta (puc. 2: 15). XapaktepHoii
0COOEHHOCTbIO MXOB, UMEIOIINX 3TOT TUII, SBJISIETCS
OTCYTCTBUE TPABWILHO MEPUCTOTO BETBJICHUS B HE-
MOCpeACTBEHHOM OJIM30CTH K BEpXYyIIKe mobera — Be-
TOUKU HAYMHAIOT Pa3BUBATLCS TOBOJBHO JAJIEKO OT
BEPXYIIKM, B TOU YacTu cTeOIsl, TIe OOBIYHO UMEIOT-
Csl pa3BUTbIE TaMETAHTUU. B 3TOM OTHOIIIEHUU UHTE-
pecHa Tapajuiesib ¢ BEPXOIUIOAHBIMUA MXaMU (Mpe-
KOBBIMM T10 OTHOIIIEHUIO K OOKOTJIOAHBIM MXaM), Y
KOTOPBIX BETBJICHNE MMEET “TTOIBEPXYIICUHBIN "~ Xa-
pakTep, KOorjaa pa3BUTHeE MOJydaroT JIUIb Te 3a4aTKu,
KOTOpbI€ HAXOAATCS HEMOCPEACTBEHHO T10 COCEICTBY
C OpraHaMu MoJIOBOro pa3MHoOXeHus1. [IpeObiBaHue
3ayaTka BETOUYKH MPOJOKUTETbHOE BPEMSsI B TOKOSI-
1IEMCSI COCTOSIHUM SIBJISIETCSI HEOThEMJIEMOI YepTOii
JaHHOro Tuma BetBiaeHus. [1pu aTom pacTeHust cTa-
KWBAlOTCs ¢ MpoOJieMOIt BbIXO/a U3 TAKOTO COCTOSI-
HUSl — SIMKa JOJIXKHA BBIBEPHYTHCS, @ MPOKCUMAJIb-
Hbl€ BETOYHbIE JIMCThSI JOJXKHbBI MOSIBUTHCS 1O WJIU,
o KpalfHe Mepe, BCKOpe ITociie “BBIBOpauYMBaHUs”’
€€ U3 3amIyO0JeHHOTO COCTOSIHUSI U TOoIbeMa Hal
YPOBHEM TTOBEPXHOCTU cTeOs1. [To BUnuMomy, 3ToT
npoliecc TTPOUCXOIUT BechbMa OBICTPO; IO KpaiHei
Mepe, Y HEKOTOPHIX pooB, Harpumep Plagiothecium,
cTaguio “BBIBOpauYMBaHMsI” HaOJIIOOATh YIAaBaJIOCh
JIMIIb B KpaliHe peaKux ciiydasix. ¥ Ipyrux poaoB
JaHHBIN TIpoLecC MOAAAETCS PEKOHCTPYKIIMHU T10 Ce-
pusM HabogaeMbix ctanuii. MHTepecHOr 0ocoOeH-
HOCTBIO TAaHHOTO TUTIA Pa3BUTUSI SIBJIsIETCSI 00pa30Ba-
HUe OE3MUCTHOM IIPOKCUMAJIbHOM 4YacTU BETOYKM.
Kitaccuyeckasi cxemMa pa3BUTUSI MXOB MOJIpa3yMeBa-
€T, YTO KaXKIbIi MepOUT, OTACTUBIINICS OT ITOCTO-
STHHO OEJISIIeCS almMKAIbHON KiIeTKU, nuddepeH-
nupyercs, mpousBos: (1) KieTky BHyTpeHHEN 4acTu
cTe0s; (2) KISTKM JINCTA U PacIIoaralolniics HIKe
€ro MoBepXHOCTHU cTebJis1. KineTku ke ocHOBaHUS Be-
TOUKU Bryum-tuna OKa3bIBalOTCS “BbIBEPHYTBIMU
HapyxXy” CKJIOHaMW BOPOHKMW U BBITJISIAST O€371MCT-
HeiMU. BepThe (Berthier, 1971) Ha npumepe Hookeria
MoKasaj, YTO CKJIOHbI BOPOHKHU TOMOJIOTUYHBI 2—
3 Kpyram JIMCThEB, pa3BUTHE MIACTUHKU Y KOTOPBIX
3aJiep>KUBAETCS U U BOBCE HE MPOUCXOAUT. B Heko-
TOPBIX CJy4asiX COBEPIIEHHO OYEBUIHO, YTO JIUCTHS,
COOTBETCTBYIOIIME MepUdEepUIecKoil YacTu SIMKU U
CaMOM HUXKHEM YaCTU BETOYKHU ITOJTHOCTBIO HE pa3BU-
Batotcs (puc. 2: 17). B apyrux ciaydasix, HaripuMmep y
Trachyloma (puc. 2: 13—14), MOXHO IOITyCTUTDH NHYIO
WHTEPIIpeTalnio OE3JTMCTHOIO OCHOBaHWE BETOUKU
KaK pa3pocCIINXCcsl OCHOBaHUM JUCThEB, TEM OoJiee,
4YTO MOJOOHBIN ciydaii usBecteH y Fontinalis (Spiri-
na, Ignatov, 2011). ToT ¢akT, 4To 6€3TUCTHOE OCHO-
BaHME BETOUYKM MOXHO CUMTaTh C(hOPMUPOBAHHBIM
OCHOBAaHUSIMU UMEHHO MOPQOJOrMYecKr TepBbIX
BETOUHBIX JIMCThEB ITOATBEPXKAAETCSI, B YaCTHOCTH,
X MpaBWIbHBIM (prjutoTakcucom (puc. 2: 13).
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B GonpIIMHCTBE citydaeB, JaHHBINA THAIT pa3BUTHS,
¢ 3amTyOJieHUMEeM alrKalbHOW KJIETKU U 3aAepP>KKOMU
ee pa3BUTHUS COMMPOBOXIAETCs 0O0pa30oBaHUEM OUYEHb
Y3KHUX, PACCEUYEHHBIX MOUYTU JO OCHOBAHUS TEPBbIX
BETOUHBIX JIMCTbEB, MOCKOJIbKY UM TpeOyeTcsl yme-
CTUTBHCSI BOKPYT HEOOJIBIIION anKaJIbHON KJIETKU Ha
JIHE BOPOHKM U 3aTeM IMPUHSTH 00Jiee pacCTaBIEHHOE
noJyioxkeHue. IlociaenHee oKa3bIBaeTCsl HEOOXOMM-
MbIM, MTOCKOJIbKY aliiKaJlbHasi 30Ha BETOUYKU 1O Mepe
€€ pa3BUTUS PE3KO YTOJIIAETCSI, YTO MOXHO BUAETH
U3 TOTO, YTO BETOYHBIE JIMCTbS CTAHOBATCS 3HAYU-
TeJIbHO 0oJiee IMPOKUMU BCKOPE IMOCJE Pa3BUTUS
BeTouku (puc. 2: 18). Ilpu 3TOM IepBBIE pa3BUTHIE
BETOYHbIE JIMCThS PE3KO KOHTPACTUPYIOT MO (hopMe 1
pacceuyeHHOCTU ¢ Tocaenyommmu (puc. 2: 18), uro
JlaBajio TOMOJHUTEIbHbIE OCHOBAHUS BBIAEJSTH Y3-
KHe JIMCTOBUAHBIE 00pa3oBaHUsI BETOYEK B OCOOYIO
CTPYKTYpY, Ha3bIBaeMyIo MceBaonapapuIIusIMu, 4To
110 HallleMy MHEHHIO, He OTlpaBAaHo.

OUIIOTEHETUYECKOE 3HAYEHUE

IIpn Takoil MHTEpIpeTalMd OCHOBHBIX THUIIOB
pa3BUTHUS NPOKCUMAaIbHBIX BETOYHBIX JIUCTHEB U Ba-
pPUAaHTOB (POPMUPOBAHUS PACCEYEHHBIX U COCTABHBIX
JIACTHEB OOHAPYKMBAETCS MX N3BECTHAS CBSI3b C PU-
JIoTeHUel OOKOTUIOAHBIX MXOB. [IJIs1 TaHHOTO aHAIM-
3a OBLJIO B3STO (PUIIOTEHETUYECKOE IepPeBO OOKO-
IUIOOHBIX MXOB 13 padoTsl Tpouiikoro u ap. (2007),
BKJTI04aoliee 218 BumoB u3 128 ponos, 46 ceMeiicTs.
W3ydyeHHEIE poabl, a TAKXKE CTPOSHHUE W PACIIOI0KE-
HUE Y HUX TEPBbIX BETOUYHBIX JUCTHEB TaHO B 00BSIC-
HEHMU K puc. 3.

Kpatko cymmupoBaTh pacrpeaeiieHue TUIOB 3a-
YaTKOB BETOUYEK M BapMaHTOB MPeoOpa30BaHUS Mep-
BBIX BETOYHBIX JINCTHEB MOXHO CJICAYIOLIMM 00pa30oM:

1) Penykiusi 1—2 Hanbosiee MIpOKCUMaJIbHBIX Be-
TOUYHBIX JIMCTBEB OOBIYHO XapaKTepM3yeT OOJblline
Tpymnmbl, TakKne Kak ceMelicTBa Brachytheciaceae u
Meteoriaceae, poaCTBEHHbIE MEXIY COOOM, HE CBSI-
3aHHbIE ¢ HUMU poacTBoM Leucodontaceae (Spirina,
Ignatov, 2010), 1 otneabHbIe poabl Lembophyllaceae
(Camptochaete). B To Xe BpeMs1, €CTh I'PYMIIbI, B KO-
TOPBIX Pa3HBI YPOBEHb PEAYKLMU MOXHO HaOJIIO-
JaThb y OJM3KUX BUIOB U JaXe B Ipeaesiax 1moderon
onHoro pacteHus (Fontinalaceae).

CieyeT OTMETUTD, YTO 3a UCKIIOYECHUEM IIOCTIe I~
HEero ceMelcTBa, BKIIIOUAIOIIETO TOJbLKO BOAHBIE BU-
Ibl, mojaBisoliee OoJbIIMHCTBO Leucodontaceae,
Meteoriaceae, Lembophyllaceae — TUIIM4YHBIE 3ITH-
¢buTHI, pacTylliie Ha CTBOJIAX IePEBbEB 1 KyCTapHU-
KOB B TPOITMYECKUX U CYOTPOIMMYECKMX paiioHaX, Jya-
CTO CTajKMBaloluecs: ¢ aeduuuroM Biaru. bojb-
IMMHCTBO BuIoOB Brachytheciaceae Ha3zeMHBbIE, HO
pacTyliye B IPEUMYILIECTBEHHO B CYXUX MECTOOOU-
TaHUSX. PeayKiins aByX NepBBIX BETOUHBIX JINCTHEB Y
HUX IIPUBOIUT K 00pa30BaHUIO HAJl 3a4aTKOM BETOY-
KU “BEpXHEro KalTiollloHa”, BEPOSITHO, UMEIOIIETO
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0oJIbIIyI0 3(hPEKTUBHOCTDL C TOUYKHW 3PEHUS 3alIUTHI
3a4aTKa BETOYKMU.

2) CocraBHBIC IIPOKCUMAJIbHbBIC JIMCThSI BETOYEK
BO3HMKAaJIM BO MHOTUX T'pyIliax OOKOIUIOAHBIX MXOB
(CM. moANUCH K pUC. 3). ATaIITUBHBIN I KOHCTPYK-
TUBHBII CMBIC]I UX OOJIbIIIEN YACTBIO HE IMOANAETCS
MHTEepHpeTallu, OJHAKO OYeBHIHAS CBSI3b C aKTHUB-
HBIM PacCTSDKEHMEM CBUIETEIILCTBYET, CKOPEE B ITOJIb-
3y TOTO, YTO BBIIEPXKATh IIPaBUJIbHYIO (DOpMY IIEPBO-
ro JUCTa MXaM U KOHCTPYKTMBHO CJIOXKHO, M HE
CJIUIIIKOM HeOOXOIMMO: 3Ta YacThb 3a4yaTKa BETOYKU
3alIuileHa 1 JINCTOM, B I1a3yxe KOTOPOro HaXOmIUTCS
nouka. TakuM oOpa3oM, paccedeHHbIC U COCTABHBIC
JmcThs Leucodon-BapraHTa HeJb3sl CYMTATh HANEK-
HBIMM MapKepaMH 3BOJIIOLIUOHHLIX JIMHM. [1o-Bu-
IVMOMY, 3TO MOXKHO OTHECTU U K Hypnum-BapuaHry,
B KOTOPOM OAWH W3 MpeactaButencid, Hypnum cu-
pressiforme, SIBASET IIpUMep OYEHb TUIIMYHOIO CO-
CTaBHOTO JIMCTA, TOrma Kak apyrue Buabl (H. saitoi
Ando, H. fujiyamae (Broth.) Paris, H. imponens Hedw.
U Op.) UMEIOT MPOCThie IPOKCHUMAILHEIC WJIN Wb
YMEPEHHO pa3aeIbHbIE TUCThSI BETOUYCK.

3) Ponwl, xapakTepusylolnuecs Bryum-TUIom
CTPOEHUSI 3a4aTKOB BETOUEK, KOTOPhIE Pa3BUBAIOTCS
C 3aJIeP>KKOI U UMEIOT, TT0-BUAUMOMY, HEOIIpeIeIeH-
HYIO YaCTb JIMCThEB HE MOIYYarolInuX Pa3BUTUSI, UME-
IOT Ha (DUJTOTEHETUYECKOM JIepeBe HanboJiee MHTE-
pecHOE TTOJIOKEHUE — OOJIBILIMHCTBO U3 HUX SIBJISIIOT-
csi GaszanbHbIMU. baszanbHasi rpama, BKJIIOUYarolast
npencraBureniein Ptychomniaceae, Hookeriaceae, Pla-
giotheciaceae, Fabroniaceae, Stereophyllaceae, Lepyr-
odontaceae u Habrodontaceae oGpa3zoBaHa nmpeumy-
1ectBeHHO ¢ Hampeella-BapuaHTom ctpoeHusl. Boi-
OMBaIOTCS U3 TOrO IIpaBWJjIa aABa pona, Trachyloma n
Sematophyllum, KOTOpble COTJIACHO JaHHBIM TTPUBO-
JUMOTO 37eCh (PUIOTeHETUYECKOTO aHain3a Haxo-
nsrcs B kiaae 1B. He paccmaTpuBast Borpoc B neTa-
JISIX, OTMETHUM, OTHAKO, UTO TAHHOE TTOJIOKEHUE DTUX
JBYX TPYIIN He Bcerma TakoBo. B psime ¢puioreHeTu-
YeCKMUX aHaJIM30B OHU OKAa3bIBAIOTCSI 3HAYUTEILHO
OJIMIKe K TpeICTaBUTEISIM 0a3ajibHOM Ipadbl, a MHO-
roa v ImpocTo B ee Ipeaenax. JJaHHBIA oOLIUi TUI
CTPOCHUSI MOXHO CUYMUTATh MCXOAHBIM ITO OTHOIIIE-
HUIO KO BCeM OOKOIIJIOAHBIM MXaM, 4TO €lIe pa3 Je-
MOHCTPHUPYET BaXXHOCTh IPU3PAKOB Pa3BUTHUS IS
YTOUHEHUSI (PUTOTEHETUUECKUX TOCTPOCHUIA.
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60ota otyactu noggepxaHa PODOU 10-04-00678.

CITMCOK JIMTEPATYPbI

Tpouuruii A.B., Henamose M.C., bobposea B.K. u dp. Bkian
TeHOCHUCTEMATUKM B COBPEMEHHOE MpeACTaBIeHUE O
¢dbwioreHUM U cUcTeMe MOXOBMAHBIX // buoxumus.
2007. T. 72. Beim. 12. C. 1690—1704.

Quaun B.P. Hamotmen moxoobpasnbie // CucremaTuka
BeiciMX pacreHuii. M.: UL Axkamemus, 2009. T. 4.
kH. 1. C. 38—167.



184 NTHATOB, CIITUPHA

Akiyama H. A morphological study of branch development
in mosses with special reference to pseudoparaphyllia //
Botanical Magazine (Tokyo) 1990. 103. P. 269—282.

Berthier J. Recherches sur la structure et le de’veloppement
de I’apex du game’tophyte feuillé des mousses // Revue
Bryologique et Liche’nologique. 1971. V. 38. P. 421—
551.

Buck W.R., Cox C.J., Shaw A.J., Goffinet B. Ordinal rela-
tionships of pleurocarpous mosses, with special empha-
sis on the Hookeriales //Systematics and Biodiversity.
2005. V. 2. P. 121—145.

Frey W. Blattentwicklung bei Laubmoosen // Nova Hedwi-
gia. 1971. V. 20. P. 463—556.

Glime J.M. Growth model for Fontinalis duriaei based on
temperature and flow condition // J. Hattori Bot. Lab.
1987.V.62. P. 101-109.

Ignatov M.S. Bryophyte flora of the Huon Peninsula, Pap-
ua New Guinea. LXIII. On the pseudoparaphyllia in
Brachytheciaceae and Meteoriaceae (Musci) // Acta
Botanica Fennica. 1999. V. 165. P. 73—83.

Ignatov M.S., Gardiner A.A., Bobrova V.K. et al. On the re-
lationships of mosses of the order Hypnales, with spe-
cial reference to taxa traditionally classified in the
Leskeaceae // Pleurocarpous mosses: systematics and
evolution. Boca Raton—NY—London: CRC Press.
2007. P. 177-214.

Ignatov M.S., Hedendis L. Homologies of stem structures in
pleurocarpous mosses, especially of pseudoparafillia

and similar structures // Pleurocarpous mosses: sys-
tematics and evolution. Boca Raton—NY—London:
CRC Press, 2007. P. 269—286.

Ireland R.R. Moss pseudoparaphyllia // Bryologist. 1971.
V. 74. P. 312—330.

Leitgeb H. Wachstum des Stammchens von Fontinalis //
Sitz. d. K. Ak. Wiss. Math. Natur. 1868. V. 57(1).
P. 308—342.

Miiller C. (Berol) Musci (Laubmoose). Fortpflanzungsver-
héltnisse und Entwiklungsgeschichte // Die Naturli-
chen Pflanzenfamilien. Leipzig: Verlag W. Engelmann.
1898. V. 1(3). P. 155-202.

Spirina U.N., Ignatov M.S. A comparison of early stages of
branch development in Brachythecium and Calliergon
(Bryophyta) // Arctoa. 2005. V. 14. P. 211-222.

Spirina U.N., Ignatov M.S. Branch development and
pseudoparaphyllia of Hypnum cupressiforme (Hypnales,
Musci) // Arctoa. 2008. V. 17. P. 139—160.

Spirina U.N., Ignatov M.S. On the branch development in
Leucodon (Leucodontaceae, Bryophyta) // Arctoa.
2010. V. 19. P. 139—150.

Spirina U.N., Ignatov M.S. On the branch development in
Fontinalaceae (Bryophyta) // Arctoa. 2011. V. 20.
P. 119—-136.

Warnstorf C. Kryptogamenflora der Mark Brandenburg und
angrenzender Gebiete. Laubmoose, 2 Bd. Leipzig: Ver-
lag von Gebriider Borntraeger, 1906. 1160 s.

Morphogenesis of Proximal Branch Leaves in Mosses

M. S. Ignatov® and U. N. Spirina®

4Tsitsin Main Botanical Garden, Russian Academy of Sciences,
Botanicheskaya ul. 4, Moscow, 127276 Russia
e-mail: misha_ignatov@list.ru

bBiological Faculty, Tver State University, ul. Zhelyabova 33, Tver, 170100 Russia

Abstract—The formation of deeply dissected and compound leaves at the bases of branches, their homology
between different groups of mosses, and probable factors responsible for their development are considered.
Previous authors differ in the interpretation of such leaves and in most cases describe them as special mor-
phological structures named pseudoparaphyllia. It is shown, however, that this term has been applied both to
whole leaves and to separate leaf parts. Among the patterns of leaf formation deviating from the basic type, a
special place belongs to the Hampeella variant, where deeply dissected and compound leaves are formed due
to the delayed development of branch primordia. The families representing this variant occupy a basal posi-
tion in the phylogenetic tree of pleurocarpous mosses. The Leucodon variant, where splitting of leaves into
lobes is apparently explained by strong stem extension, is not specific for any definite phylogenetic group and
manifests itself in different families. The Hypnum variant is also not associated with certain phylogenetic lin-
eages, but it provides an example of more profound specialization.

Keywords: pleurocarpous mosses, branch development, leaf development, phylogeny.
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IToka3zaHo, YTO TIPOLIEHT OOIIMUTOB OCETPOBBIX PBIO, OBYJIUPYIONIUX N Vitro B MOAUMDUIIMPOBAHHOM IS
oceTpoBbIX pbIO pacTBope Punrepa (PMO), cyliecTBEHHO 3aBUCUT OT KOHLIEHTpalluM OuKapOoHaTa Ha-
TpUS M KOHIIEHTpALMU ITporecrepoHa. B ontumanbsHbix yenoBusix (0.5 r/a 6ukapoonaTta Hatpus u 30 Hr/Mit
nporecTepoHa) oH MoXeT ObITh Bbillle 80. Co3peBIlre U OBYJIMPOBABIIIME B TAKUX YCJIOBUSX OOLIMTHI CIO-
COOHBI K HOpMAaJIbHOMY pa3BUTHIO. B Hauayuliiem ciaydae okojio 70% pa3BMBalOLLIMXCS 3apofbliieii (OT
YKCJIa OBYJIMPOBABIIIMX OOLIMTOB) JOCTUTAIOT CTAIM U BBUTYTLICHUS (TIpeebHBINM CPOK HAOIIOAEHMST). DTOT
METOJI MOJIyYeHUsI TOTOMCTBA, OCHOBAaHHBIN Ha OCEMEHEHU Y CO3PEBIIIMX U OBYJIMPOBABIINX i# Vitro OOLIM -
TOB, MOXET OBITh MCITOJIb30BaH MpU paboTe ¢ eAMHUYHBIMU CAaMKaMU PEIKUX U MCUe3aloluX BUIOB OCeT-
POBBIX PBIO.

Knrouesbvie crosa: oceTpoBbie phIOBI, CO3peBaHUE OOLIUTOB, OBYJISILINS in Vitro, cpela KyJIbTUBUPOBaHMS, OU -

KapOoHaT HATPHsl, TIPOreCTepOH, TOHAAOTPOITHBIN TOPMOH rumodu3a.

Co3speBaHue 00LIMTOB aM(pUOUil U pbIO MO BIUSI-
HUEM TOPMOHOB XOPOIIIO BOCIIPOU3BONUTCH in Vitro
(Masui, Clarke, 1979; Goetz, 1983; IonuapoB u 1p.,
1997) U3yueHu1o MexaHU3MOB Ipoliecca CO3peBaHUs
nocBsiIeHo HeMmano pabor (Nagahama, Yamashita,
2008; D’Incacetal., 2010; Pang, Thomas, 2010; Sadler
et al., 2010). Topa3go TpyaHee 0Ka3aJioCh MHIYLIAPO-
BaTh in vitro oByssuuio oouutoB (Wallace, Selman,
1978; Goetz, 1983; Pinter, Thomas, 1999; Patino
etal., 2003), ee MexaHU3MbI U3yYE€HBI 3HAYUTEIIHHO
XYK€, XOTS U B 3TOM OTHOILEHUHU B IIOCIEIHEE BPEMSI
JOCTUTHYTBI omnpeneyieHHble ycnexu (Patino et al.,
2003; Lister, Van Der Kraak, 2008; Sena, Liu, 2008;
Bobe et al., 2009; Dhillon, Liu, 2010).

W3ydeHue OBYJISILIMM Y OCETPOBBIX PHIO 1O HeaB-
HEero BpEMEHMU ObLJIO MPaKTUUYECKU HEBO3MOXKHO, TaK
KakK uccliegoBaTessiM JIn0o BOBCE HE yIaBajloCh CTU-
MYJIMPOBATh 3TOT IIpoliecc in vitro (Lutes, 1985), au-
00 MPOLIEHT OBYJIHUPYIOIINX OOLIMTOB ObLI OY€Hb HU3-
KUM, MO0 pe3yabTaT CYIIeCTBEHHO BapbUpOBal OT
OIbITa K OIBITY. M3ydeHne BAWSHUS COCTaBa Cpeabl
KyJIBTABUPOBAHMUS OBapHaJIbHBIX (DOUIMKYJIOB Ha
OBYJISILINIO OOLIMTOB CEBPIOTY IMOKAa3aja0, YTO OJHUM
13 (aKTOPOB, BIUSIONINX Ha Pe3yJIbTaT TOPMOHAJIb-
HOW CTUMYJISILIUU In Vitro, SIBJISIETCS OCMOJISIJIBHOCTD
cpenbl. I1polieHT OOLIMTOB CEBPIOTU, OBYJIMPYIOIINX
in vitro TION BIMSTHMEM DKCTpakKTa TMIIOMU30B OCET-
POBBIX PbIO WM MPOreCTepOHa, YBEIUUYMBAJICS MPU
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pa3BeaeHUM cpenbl KyasruBupoBaHus (Goncharov
et al., 2009). B kauecTBe MCXOIHBIX Cpell B 3TOM padbo-
Te ObUIM MCIMOJb30BaHbl MOAUGUILIMPOBAHHBIN s
OCETPOBBIX pbIO pacTBOp PUHIepa 1151 X0JIOZHOKPOB-
Hbix (PMO) (Tonuapos, 1978) u cpena JleitboBuTiia
(L-15) ¢ nmobaBmenuem OukapOoHara HaTpus. Pa3z-
GaBJIeHUE 3TUX Cpell MO3BOJISUIO TTOJyYaTh JOBOJBHO
BBICOKMIA M COMOCTABUMBIII B IBYX Cpeaax MPOLIEHT
OBYJIMPYIOILIMX OOLUTOB. [IpoBepka crmocobHOCTU K
Pa3BUTHUIO TTOKA3aJia, YTO HAMITyYIIel SIBsIeTCsT pas3-
BemeHHas 1o 69% cpena L-15, conepxatas 1.84 r/n
oukapOoHaTa HaTpus. TeM He MeHee, 1 B 3TOH cpejie
OBYJISILIMIO OOLIMTOB i Vitro yaajJoCh MOJYYUTh Aaje-
KO HE Yy BCEX CaMOK, TO3TOMY MPEeACTaBISLUIOCH 1ie-
JIecoOOpa3HbIM MPOJAOKUTh MOUCK ONTUMAIBLHOM
Cpebl.

Panee IToHyapoBbIM ¢ coaBropamu (1997) GbLI0
MOKa3aHO, 4YTO TIPOLIEHT OOLIMTOB, CO3PEBAIOIIUX
in vitro IO BAUSIHUEM 3KCTpaKTa TMIO(PU30B OCET-
POBBIX PHIO, BO3pacTaeT MPH YBETMYEHUHN OCMOJISITb-
HOCTH cpelnbl KyJIbTUBUpoBaHus. [1py 3TOM oKa3za-
JIOCh, YTO JUISI CTUMYJISIUU CO3PEBAHUSI CPEJIbI C yBE-
JINYEHHON KOHIIEHTpallneli OuKapOoOHATa HATPUS
6osee 3(p(heKTUBHBI, YeM CpPeAbl C OOJBIIEH OCMO-
JISITIBHOCTBIO, HO MEHBIIUM coJiepXXaHueM GuKap6o-
Hata. B oTHollleHMM BIMSIHUSI KOHILIEHTpaluU Ou-
KapOoHaTta HATpusi Ha TOPMOHAIbHYIO WHIYKIIMIO
OBYJISILIMY ObLIU JIUIIb OTAEIbHBIC HAOIIOASHUS, KO-
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TOpbIE W MOATOJKHYJIM HAC K M3y4EHUIO 3TOTO BO-
npoca.

J1J1st TI0JTyde HUSI BEICOKOTO TTPOLICHTA CO3PEBIIINX,
OBYJIMPOBABIINX U CITOCOOHBIX K OTIJIOAOTBOPEHUIO U
Pa3BUTHUIO SIALIEKIETOK BaXKHBI HE TOJIBKO YCJIOBUS
WHKYOUPOBAHUSI, HO U MCHOJIb30BaHME ONTUMAJIb-
HOM TOPMOHAaIbHOM 00padoTku. M3BecTHO, 94TO OBY-
JISIIIAIO OOLIMTOB OCETPOBBIX PbIO MHIYLIMPYIOT TOHA-
JIOTPOMHBIN TOPMOH Tumnodusa u nporecrepoH. Ectb
BCe OCHOBAHUS IpearoaraTb, YTO B MHAYKIIMU HX
OBYJISILIMY TIPUHUMAIOT Y4YacTHe IMPOCTArIaHIVuHBI,
KaK »BTO TMIOKa3aHO [JIsI OeCXBOCTBHIX aMpuomit
(Schuetz, 1986; Chang et al., 1995; Sena, Liu, 2008),
KocTUCTBIX pbIb (Goetz et al., 1989; Goetz, Garczyn-
ski, 1997; Lister, Van Der Kraak, 2008) n miexorura-
romnx (Hedin et al., 1987; Bridges et al., 2006; Kurusu
etal., 2009),

KiroueBbIM (hepMeHTOM, IIpeBpallalolIUM apa-
XUAOHOBYIO KUCJIOTY B MPOCTarjaHAWHBI, SIBJISIETCS
MpocTariaHIuH CUHTa3a WId WHAYyIUOe bHas U30-
dopma nukiaokcureHasol (LIOI'-2) (Vane et al.,
1998). IlokazaHo, 4TO B mpolecce UHAYKIINU i Vitro
CO3peBaHUSI U OBYJISILIMU OOLIMTOB IIITOPLEBOM JIsI-
TYLIKW MTPOTeCTEPOHOM U XOPUMOHUYECKUM TOHAI0-
TPOMUHOM 4YeJIOBEKA MPOUCXOAUT YBETMUEHUE DKC-
npeccun MPHK I1OI'-2 (Sena, Liu, 2008). I[TomyueH-
HbIe Ha MJICKOITMTAIONINX JaHHBIC CBUIETEIbCTBYIOT
0 TOM, YTO aKTUBHOCTb 3TOTO (DepMeHTa 3aBUCUT OT
KOHIIEHTpalLuu TiporecrepoHa. [1pu 3ToMm mporecre-
POH MOXKET, KaK YBeJIMUMBaTh 00pa3oBaHUe IIPOCTa-
rnananHoB (Hermenegildo et al., 2005; Bridges et al.,
2006), Tak u cunxathb ero (Thorburn ret al., 1973;
Gleeson et al., 1974; Hellberg et al., 1996; Hedin,
Eriksson, 1997; Diaz et al., 2002).

B omnpiTax mo MHAYKLUWK CO3PEBaHUSI OOLIMTOB
OCETPOBEIX PhIO OOBIYHO MCIIOJIB3YIOT IIPOTeCTEPOH B
KoHIeHTpauuu 1 Mkr/mi1. Haim nipexBapuTeabHbIE
OTIBITHI TTOKA3aJIu, YTO OHA, I10 KpaliHei Mepe, Ha Mo-
PSIIOK MpeBBIIAeT MaKCUMaIbHO 3(P(eKTUBHYIO, a
MIpUBeICHHBIE BBIIIE JIMTePaTypHbIC TaHHbIE CBUJIC-
TEJIBCTBOBAJIM O TOM, YTO TaKasl BEICOKasI KOHIIEHTpa-
11T MOXKET Yepes MoaaBieHe oopa3oBaHUS POCTa-
IJIaHJIMHOB OTPMIIATEJILHO CKa3bIBaThbCs Ha MHIYK-
oy oByJIsILMM. TakuMm oOpa3oMm, B 3TOI paboTe MbI
HMCCJIEA0BAIN BIMSIHUE IBYX (DAKTOPOB, KOTOPHIE MO-
TYT BJAUSATHh Ha TOPMOHAIbHYIO MHAYKIINIO OBYJISILIMUA
OOLIMTOB OCETPOBBIX PBIO in Vitro — KOHLEHTpaLUU
OukapbOoHaTa HaTpUsl U KOHLEHTpALMU IPOTeCTePO-
Ha. {7151 Toro 4Tro0hl CyIUTh O TOM, HACKOJBKO CTH-
MYJIMPOBAHHBIE i/ Vitro IIPOLIECCHI CO3PEBaHUS 1 OBY-
JISIUMU TPOXOMASAIT HOPMajbHO, Mbl B OOJIBIIMHCTBE
OIIBITOB OCEMEHSIJIN 3peJible SIMLEKASTKU U CASANIN
3a XOIOM WX pa3BuTus. M3-3a OTCYTCTBUS CIIEPMbI
OCEeMEHEHHE HEe IPOBOAWIN TOJIBKO B OIThITaX, CBE-
NEeHHBIX B TA0JI. 2.

MATEPUAIT U METOINKA

Pabora npoBoauiack B amnpeiie—Mae. OCHOBHBIM
00BEKTOM CIIyKWIU (POJITMKYIIBI cTepasinu (Acipenser
ruthenus 1..). OnquH ONBIT ObLI ITOCTaBJIEH TakKXKe Ha
(honmnukynax rubpuna pycckoro (Acipenser gueldens-
taedtii Brandt) u cubupckoro (Acipenser baerii
Brandt) ocerpa. CamMmKu cTepiisiny U rMopuga ObUIA
BbIpalieHbl Ha KpacHomapckoM (AIBITEMICKOM) OCeT-
poBoM pBEIOOBOTHOM 3aBojae. POIITUKYIIBI TTOTyJaIn
OT CaMOK CTePJISIAN 1 THOpHIa, HAXOAUBIIUXCS B 3TOT
MOMEHT B bacceliHax ¢ Temnepartypoii Boasl 10°C.

OBapuanbHble (DOJUTMKYIB W3BJIEKAJIM W3 Tejla
CaMKU C TIOMOIIIBIO CITEIUIBHOTO METALTNYECKOTO
myrna v noMmemwanu B 75% cpeny L-15 (~15°). Ux
MHOTOKPAaTHO OTMBIBAJIM 3TOM XKe Cpeloi Y XpaHUIN
B Hel ipu 4°C 1o omeiTa oT 3—4 9 1o cyrok. Ilepen
pacnpeneneHreM 1o yvaimkaMm IleTpu (hoaauKyabl
MpOMBIBaJIM CpedaMu, COOTBETCTBYIOIIMMU TeM, B
KOTOPBIX MIX B HJaJbHeHIIIeM HHKyOornpoBain. B cpensr
no6apisiu neHuuinH (500 en./m) U CTpernToMu-
muH (0.25 /7).

B xauecTBe MHIYKTOPOB CO3PEBAHUS 1 OBYJISILIMU
OOLIMUTOB MCIOJb30BAIM MPOTEeCTEPOH WJIM Ipemna-
paT TOHATOTPOITHOTO TOPMOHA TUTIO(U3a CeBPIOTH
(cI'TT), ounieHHBIN 10 MOAUMUIIMPOBAHHOM! OIIM-
caHHON paHee MeTomuke (Burzawa-Gerard et al.,
1975). IIporectepoH BHOCUIU B yaiiku [leTpu B Bu-
Jle KOHLEHTPUPOBAHHOIO CHUPTOBOIO pacTBOpa.
KoHeuHas KoHIIeHTpaI1s TOPMOHA B Cpefie KYJIBTH -
BUpoBaHUS O6blIa oT 16 mo 1000 Hr/MJI, a KOHIIEH-
tpauus coupTa 0.05%. cI'TT BHOCUIN B BUAe KOH-
IEHTPUPOBAHHOTO PAacTBOpA, MPUTOTOBJICHHOTO Ha
PMO ¢ 0.5 r/n 6bukap6onara Hatpusi. KoHeuHas
KoHueHTpauus cI'TT cocTaBisiia 2 MKr/MiI.

DonKyIbl THKYOUPOBAIU B 5 MJI WIM 7.5 M
cpellbl B BEHTWIMPYEMBbIX TLUIACTUKOBBIX YalllKax
Ilerpu nuameTpom, COOTBETCTBEHHO, 35 1 55 mMm. B
YalIKy TTOMEIIaii, COOTBETCTBEHHO, 110 20—22 niamn
30—33 ¢omnukyna. Makybauumo ¢GoJUIMKYJIOB Npo-
BOIMJIU B TepMOcCTaTe nmpu TeMiiepatype 16 £ 0.2°C.
OByJISILIMIO YYUTBIBAIM TyTeM MOACYETAa OTIAEIUB-
IIMXCS OT OOLIUTa 00010YeK HOJUTUKYIA.

OceMeHeHMEe NPOBOMIN TIO OOMICTIPUHATON B
OCETPOBOACTBE METOAMKE TTOJIyCYXHUM CIIOCOOOM (CM.
Dettlaff et al., 1993). Ilepen ocemeHeHuem PMO
CIIUBAIIU U TOOABJISUIN BOAY U CIIEPMY OTHOBPEMEHHO
n3 pacueta 1 : 25. Criepmy TIpeaBapuUTeIbHO ITPOBE-
PSUIM Ha TTIOABUKHOCTb.

st ompeneneHuss TOCTOBEPHOCTU Pa3idduil B
MPOLIEHTE OBYJIMPOBABIINX OOLIUTOB MCIOJb30BaIN
KPUTEPHIA Y2 111 KAYECTBEHHBIX OKA3aTeIEi.
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PE3VJIBTATbI

Bausnue cocmaesa cpedvl kynsmuguposanus
Ha UHOYUUPOBAHHYIO 20PMOHAMU in Vilro 08YAAUUIO
oouumoe cmepasou

B T1a6n. 1 mpencraBieHbl pe3yabTaThl OMBITOB IO
WHKYOalu (hOJJTUKYJIOB BOCbMU CaAMOK CTEPJISIIN B
IByX pa3Hbix cpegax (PMO, comepxamem 0.5 1 2 1/71
OukapOoHaTa HaTpus) B MPUCYTCTBUU JABYX FOPMO-
HaJIbHBIX IIperapatoB (mporecrepoHa u cI'TT). B
9TOM OI1bITe 3PHEKTUBHOCTH TOPMOHOB B UCITOJIb30-
BaHHBIX KOHIIEHTPALIMSIX B 00eMX cpemax OblIa mMpu-
OJIM3UTENBHO OAWHAKOBa. BmaHO, 4TO M TIporecre-
poH, u cI'TT B cpene ¢ yMeHBIIIEHHOW KOHIIEHTpAIIM-
eli OmkapOoHaTa HATpUs BBI3BIBAIOT OBYJISILIMIO B
0OJIbIIIEM MPOLICHTE CJTydyaeB y BceX caMOK. BiusiHue
KOHIIEHTpalMu OuKapOoHaTa HaTpUsl HECKOJbKO
0oJIbllie CKa3bIBAJIOCh MPU MCITOJb30BAaHUM MpPOTre-
ctepoHa. Kpome Toro, 6b1JI0 OTMEUYEHO, UYTO ITPU CHU-
KEHUM KOHIIEHTpallMu OuKapOoHaTa HaTpusl He
TOJIbKO YBEJUYMBAETCSl TPOLEHT OBYJUPOBAaBIIMX
OOIIMTOB, HO U MTPOIIECC OBYJISIIINS HAUMHAETCS PaHb-
me. 3Be3M0YKaMU OTMEYEH YPOBEHb 3HAUMMOCTHU
pasanymid.

Bausnue konyenmpayuu npocecmepona
Ha 08YAAUUIO N VIlFO 00UUMO8 cmepasou

B omnbITax ObUIM UCIOJIB30BaHbl TPU KOHILIEHTpA-
unn. Hanmenbinas (16 HT/MIT) coCTaBiIsIa IPUMEpP-
HO TIOJIOBHHY OT TOI, KOTOPYIO MBI UCITOJIb30BaIN B
ONMCAHHBIX BHIIIE ONbITaX, cpeaHsis (128 Hr/mi) ObI-
JTa GOJIBIIIe ee MPUMEPHO B YeTHIpE pasa, a HaubGoIb-
mas (1 MKr/mj1) paBHSUIaCh TOI, KOTOpasl paHee MC-
MOJIB30BAJIACh HAMW TSI WHAYKLIMW CO3pEBaHUS U
OBYJISIIIMA OOITMTOB. B KauecTBe cpebl MHKYyOaIln B
3TOM OITbITe MBI uctoab3oBaau PMO ¢ 0.5 r/n 6u-
KapOoHaTa HaTpusl.

OT1BITEL OBUIA TPOBEASHBI Ha (POJIIMKYJIaX YEThI-
pex caMoK cTepisian. Pe3ynbraThl OMBITOB MPEACTaB-
JIEHHBI B Ta0JI. 2.

MoOXHO BHUIETb, YTO MPOLIEHT OBYJIUPOBABIIMX
OOLIMTOB CHMXXAETCsl TPU YBEJIMYEHUU KOHILIEHTpa-
1y rporectepoHa. MckioueHreM sSIBJISIETCST TOTBKO
caMKa 3, y KOTOpPOW MPOLIEHT OOLIMTOB, OBYJIMPOBAaB-
IIUX TIOJ BJIMSIHMEM MEPBBIX ABYX KOHIIEHTpAlIWiA,
MpUMEpHO oOAuMHaKoB. OBYJUPOBABIINE OOLMThI
WMeJIU XOPOIIUi BUA U TPU MEPEHECEHUHN B BOLLY aK-
TUBUPOBAIMCH U IPOOUTHCH NTAPTEHOTEHETUYECKH.

CnocobHocms K pazeumuio 00UUmos cmepasiou,
CO3peBUIUX U 08YAUPOBABUIUX 8 DA3HBIX Cpedax
no0 ausHUEM npoeecmepora
UAU 20HAOOMPONUHA Ce8procU

Bce oBymnpoBaBIme 0OLIMTHI CAMOK CTepsan 1—
5 (cMm. Tabiu. 1) ObUIM ocemMeHeHbl. IIpolieHT HOp-
MaJbHO Pa3BUBAIOIIMXCS 3apOJBILICH OIpeaessin
OHTOT'EHE3
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Taoauma 1. BiausHue KoHLEHTpaLuy OuMKapOoHaTa Ha-
Tpusi B PMO Ha OBYJISILIMIO OOLIMTOB CTEPJISIIU, CTUMYJIM-
poBaHHyI0 niporectepoHoM wiau cI'TT

TTpolLIeHT OBYIMPOBABIIINX OOLUTOB
Konienrpa-
L OMKapoo-| g 2.0 0.5 2.0
HaTa HaTpUs
(r/m)
Ctumynsrop: |mporectepoH 30 ur/min | cI'TT 2 Mxr/mn
Cawmxka 1 85 18%#%* 73 22 %%
51 (11) (44) (13)
Camka 2 42 14%%* 32 18
(25) 3) ) 4)
Camka 3 82 50% 73 64
(18) (11) (16) (14)
Cawmka 4 64 - 18 15
1) (6) ©)
Camka 5 70 — 64 21%%*
(23) (21) )
Camka 6 85 — 76 30%*
(28) (25) (10)
Camka 7 42 Q** 73 9k
(14) ©0) (24) 3)
Camxka 8 88 9 73 18
(29) 3) (24) (6)
Camku 1-8 70 18 60 25

B ckobOkax mpuBeaeHO Y1 CJIO OBYJIMPOBABIIIMX OOLIUTOB.

Pazmuuust MexXIy 4MCIIOM OOLUTOB, oByIMpoBaBinx B PMO ¢ 0.5
U 2 1/71 bukapOboHaTa HaTpUsl, TOCTOBEPHBI Ha ypoBHe: * <0.05,
** <0.005. OTcyTcTBUE 3BE3IOYKHN — PA3INIMs HEOCTOBEPHBI.
IMponycku B Tabjuile CBSI3aHbI C OTCYTCTBUEM TOCTATOYHOTO
yuca ¢hoJUTMKYJIOB TSI TOCTAHOBKU JaHHOTO BapuaHTa OIbITA.

Taomuna 2. BiusiHMe KOHIIEHTpallMU TPOrecTepoHa Ha
OBYJISILUIO in vitro oonuToB crepysiay B PMO ¢ 0.5 r/n 6u-
KapOoHaTa HaTpus

ITpolieHT OBYIMPOBABIINX OOLIMTOB
Konmenrpa-
WS IIpOTeCTe- 16 128 1000
poHa, HT/MJI
Cawmxka 1 59 (13) 36 (8) 27 (6)
Camka 2 82 (18) 32(7) 18 (4)
Cawmka 3 75 (15) 85 (17) 20 (4)
Camka 4 64 (14) 32(7) 14 (3)
Camka 1—4 70 46 20

Yucno domnukynoB Ha yaiiky 20—22. B ckoOKax mpuBeaeHO
YHCJIO OBYJIMPOBABLINX OOLUTOB.
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Ta6muma 3. PasBuTue 3apoabliiieit CTepIsan, MOJyYeHHBIX ITOCIe OCEMEHEHUSI OOLIMTOB, CO3PEBIINX U OBYJIUPOBABIINX
in vitro NoJ BIUSHUEM PA3HBIX CTUMYJISITOPOB U B PA3HbBIX Cpeaax

Konienrpa- O61ee Yuciio oBy- [Ipouent* HOpMa.HbeI?( 3apOoIbIIIeit
Ne camxu | CTuMyssITOp %gig/;(:g__ YUCTIO pOBaBIINX Ha cranuu.
—T (HONTUKYIOB OOLIMTOB 4 17 36
1 IMpor. 0.5 60 51 88 (75) 86 (73) 69 (58)
IMpor. 2 60 11 82 (15) 54 (10) 36 (7)
cI'TT 0.5 60 44 98 (72) 95 (70) 68 (50)
cI'Tr 2 60 13 77 (17) 69 (15) 38 (8)
2 IMpor. 0.5 60 25 72 (30) 64 (27) 36 (15)
IMpor. 2 33 3 67 (6) 0 (0) 0 (0)
cI'TT 0.5 30 57 (13) 0(0) 0(0)
cI'TI 2 33 4 50 (6) 50 (6) 0 (0)
3 IMpor. 0.5 22 18 100 (82) 89 (73) 56 (45)
Ipor. 2 22 11 82 (41) 73 (36) 55(27)
cI'TT 0.5 22 16 100 (73) 63 (45) 0 (0)
cI'TIC 2 22 14 50 (32) 43 (28) 0 (0)
4 ITpor. 0.5 30 21 90 (63) H/OTIp H/OIIp
cI'Tl 0.5 30 6 67 (13) H/oTp H/Orp
cI'Tr 2 33 5 100 (15) H/omp H/OIMp
5 IIpor. 0.5 30 23 78 (60) H/oImp H/omp
cI'TT 0.5 33 21 100 (64) H/0Tp H/OTp
cI'TIr 2 30 7 86 (20) H/omp H/ormp

* [10 OTHOLIEHMIO K YMCITYy OBYJIMPOBABIIMX OOLIMTOB, B CKOOKAX — IO OTHOLIEHUIO K OOIIEMY YMCTYy OOLMTOB B TaHHOM BapuaHTe

OIlbITA.

Ha ctagusix 5 (4 6imacrtomepa), 17 (KoHel racTpyis-
un) u 36 (BeutyruieHue) (Dettlaff et al., 1993). ITpo-
LICHT pPa3BUBAIOIIUXCS 3apOAbIIIEi pACCUUTHLIBAIIU OT
00I111eTO YKMC/ia B3ATHIX B OMBIT (DOJITUKYIOB U OT YMC-
JIa OBYJIMPOBaBIINX 00LIMTOB. K coxaneHu10, TOJIHO-
CThIO TIPOCJIEAUTH PAa3BUTHE 3apPOAbIIIE yIaloCh He
y Bcex caMoK. [TojryueHHBIe pe3yabTaThl IpeACTaBIIe-
HBI B Ta0J1. 3. OHM OKa3aJIuCh HE BIIOJIHE OJNMHAKOBbBI-
MU JJIsl pa3HbIX caMoK. Tak y caMKM 1 CyllleCTBEeHHO
0OoJiee BBICOKMI ITPOLICHT HOPMAaIbHBIX 3apOIbIIICit
OBIJT TTOJTyYEH ITOC]IE OCEMEHEHUST OOLIMTOB, CO3PEB-
X 1 oByaupoBaniiux B PMO ¢ 0.5 r/a mo cpaBHe-
HUIO C 2 I/1 OuKapOoHaTa HaTpuUsl HE3aBUCUMO OT UC-
MOJIb30BAHHOTO TOPMOHAJIBHOTO Mpenapara. ¥ caM-
KM 2 Ha (poHEe HU3KOTro MPOLIEHTa OBYJISILIUU BO BCEX
BapMaHTaX OITbITa HaOJromasics OONBIION OTXOH Ha
BCEX CTaausgx pa3BUTUs. TOIBKO B OMHOM BapUaHTe
(MHOYKIMS OBYJSILIMM TiporectepoHoM B PMO, co-
nepxaimem 0.5 r/n1 OmkapOboHaTa HaTpusl) IO CTaAUM
BBUIYTUIEHUSI BBDKWJIO HEOOJIbIIOE YUCIO 3apOjibl-
mreit. Y camku 3 Ha (poHe 1OCTaTOUYHO BHICOKOTO MPO-

LIEHTa OOLIMTOB, OBYJMPOBABIIWX IO BJIUSHUEM U
nporectepoHa, u cI'TT" (ocobenHo B PMO ¢ 0.5 r/n
OuKapOoHaTa HATpUs) CTAAUU BBUIYTLIEHUS JOCTUT-
JIM TOJIbKO 3apObIlIM, Pa3BUBIIMECS U3 OOLIUTOB,
CO3PEBIINX U OBYJIMPOBABIINX ITOM BIUSTHUEM TTpOTe-
crepoHa. Ha ¢dommmkynax mociaemHMX OBYX caMOK
OIBIT ObLT HECKOJBKO COKPALIEH O YUCIy BapuaH-
TOB (Tpu BMeCTO 4eThipex). Kpome Toro, mmo rexamye-
CKMM TIPUYMHAM Ka4eCTBO TTOJTYIEHHBIX SHIIEKIIETOK
OBLTO OLIEHEHO TOJBKO B caMOM Hadasie pa3BuTus. K
3TOM CTaAWM CHOBA HAMJIYJIIWN pe3yJIbTaT OBII MO-
JIydeH B BapHaHTE OIIbITa C Mcnojb3oBaHueM PMO,
conepkamieM 0.5 r/n 6GukapOboHaTa HaTpUs, U TIpore-
CTepoHa B KauyecTBe CTUMyJisiTopa (camka 4). ¥ camMmku
5 B aTOM cpene 3pGPEeKTUBHOCTh O00UX CTUMYJISITO-
pOB oKazajach OAUHAKOBOIA.

B ennHCTBEHHOM OMBITE, MOCTABJICHHOM Ha (DOJI-
JINKyJIaX THOpUAAa PYCCKOro M CHOMPCKOTO OceTpa
(Tabii. 4), HAMJTYYIIUM IO YPOBHIO OBYJISILIUM U MO
MOTEHLIMAJYy Pa3BUTHS OKa3aJiCs BApUaHT, B KOTOPOM
B Ka4eCTBE Cpeabl KYJIBTUBUPOBAHMUS OBIJT UCITOIb30-

OHTOTI'EHE3 Ne 3
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Tabmuna 4. PasBuTue 3apobliiieil ruépuaa pycCKOro U CUOMPCKOTO OCeTpa, TOJYyIeHHBIX TTOCIe OCEMEHEHUST OOIIUTOB,
CO3pEBIINX U OBYJMPOBABILIUX iA Vitro IO BIUSTHUEM Pa3HbIX CTUMYJISITOPOB U B pa3HbIX cpelax

KoHIeHTparmst Ob611ee YuUcno oBYIIH- [Ipo1uieHT HOpMAaJIBHBIX 3aPOABIIICH HA CTAIUM:
CtumMyssTop OukapOoHaTa 4UCJIO POBaBILINMX
HaTpwus, I/JI GOJUIMKYIOB OOIINTOB 4 17 36
[Tpor 0.5 31 8 75 (19) 38 (10) 38 (10)
cI'TI 0.5 31 28 100 (90) 96 (87) 79 (71)
cI'TI 2 31 4 75 (10) 50 (6) 50 (6)

BaH PMO, conmepxamumii 0.5 r/n 6ukapboHata Ha-
Tpus, a B KadecTBe cTumyisitopa — cl'TT.

OBCYXIEHHME

B npenwiayiieii padbore (Goncharov et al., 2009),
MOCBSIIIIEHHON pa3paboTKe METOIa TOPMOHAJIbHOW
WHIYKUMWW OBYJISILIMU in Vitro, Mbl OOHAPYXUJIU, UTO
MPY CHUXKEHUU OCMOJISUILHOCTH Cpeibl KYJIBTUBUPO-
BaHUs (hOJUTMKYJIOB IyTeM pazdaBieHuss PMO Mox-
HO TIOJiyyaThb BBICOKMIN MPOLIEHT OBYJMPOBABIINX
OOLIMTOB CEBPIOTU, OJJHAKO B 3TUX YCJIOBUSIX Hapyllla-
eTcsl Mpoliecc Ux co3peBaHMs. Takue 0oLUThI He CITOo-
COOHBI K OTIJIOAOTBOPEHMIO U/UJIU PA3BUTHIO.

MBI TIpeAIoaoXUIN, YTO YacTO IOTyJaeMblil B
Hepa3BeneHHOM PMO in vifro HU3K1i1 TPOLIESHT OBY-
JIMPOBABIIMNX OOLMTOB MOXKET OBbITh CBSI3aH HE C
OCMOJISUTLHOCTBIO, @ C BBICOKMM COJep>KaHUEM Ou-
KapOboHara Hatpus B PMO. DTo mnpeamnojioxXeHue
MOJTHOCTBIO TTOATBepAUI0Ch. CHUXKEHUE KOHIIEHTpa-
M 6ukapboHarta HaTpus ¢ 2 g0 0.5 r/J npuBesio K
CYIIIECTBEHHOMY YBEJIMYCHUIO IIPOIIEHTAa OBYJIHPO-
BaBIIIMX OOIIMTOB HE3aBUCHMO OT MCIOJIb30BAaHHOTO
ctumyisitopa (Tadi. 1).

IMoka TpyogHO CyAuTh O MeXaHU3ME BIUSIHUST OU-
KapOoHaTa HaTpus Ha OBYJISIIHMIO. YXE ITOBOJBHO
JIaBHO OBbLIO YCTAHOBJIEHO, UYTO €T0 KOHILIEHTpPALUSs
SIBJISIETCSI BAXKHBIM (DAKTOPOM, BIUSIIOLIMM Ha CO3pe-
BaHUE OOLIMTOB OCETPOBELIX PLIO in Vitro. YBeIU4YeHUE
KOHIIEHTpallMi OWKapOoHaTa A0 OIpeae/eHHBIX
Mpeae/ioB TOBBIIAET YYBCTBUTEIHLHOCTb (DOJLIUKY-
JIOB K TOHAJOTPOITHBIM ropMoHaMm rurnodusa (fToHya-
poB, 1978), HO He BIMSET Ha CO3peBaHUE OOLIUTOB,
BbI3bIBaeMoe TmporectepoHoM (IfoHuapoB u Ap.,
1997). Kpome Toro, rpu onpeaeaeHHOM (PU3U0JIOTH-
YEeCKOM COCTOSIHUM (POJUTMKYJIOB UMX WHKYOAIUs B
PMO, conepxallieM YBEIMYECHHYIO KOHIIEHTPALIIO
omkap6oHaTa HaTpus (2—3 1/71), IpUBOIUT K CO3pe-
BaHUIO OOLIUTOB B OTCYTCTBMU TOPMOHOB. ECTh Bce
OCHOBAHMS TIoJIaraTh, YTO HaOmonaeMble 3(PQPEKThHI
MOBBIIIEHHOW KOHLEHTPALMU 3TON COMU ONpeaesi-
IOTCSI CKOpee He ee BKJIAJOM B OCMOJISUIBHOCTh Cpe-
IIbl, M HE BJIMSTHUEM HA KUCJIOTHOCTD CPEIbl 4 CIICIIM -
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(bryeckuM BMeIIATELCTBOM B CUTHaJbHBIE ITyTH,
obecrneynBamlle HEKOTOpble (PYHKIMU KIETOK.
M3BecTHO, HampuMep, YTO MOH OuMKapOoHaTa aKTH-
BUpPYeET pacTBOPUMYIO aJeHWJIATUMKIa3y B CIIEPMUSIX
(Garbers et al., 1982; Hess et al., 2005) u paHHUX 3a-
ponbirax miuekonuTapmux (Chen et al., 2010) u aTa
aKTMBallMsl HeoOXoauma 1Sl KarauuTalu CrepMu-
€B U pa3BUTHS 3apObIIIEH.

B sTo0ii paGoTe 11T UHAYKLIMYA CO3PEBAHUS I OBY-
JIILMU OOLMTOB in Vitro Mbl HUCIOJIb30BAJIN CYIIE-
CTBEHHO MEHbIIYIO KOHLIEHTPALIMIO MPOrecTepoHa —
30 ur/ma BMecto 1000 Hr/n. Ilepexon Ha MEHBIIYIO
KOHIIEHTPAIIMIO OCHOBBIBAJICS Ha MPEINOJIOKEHUH O
TOM, YTO y OCETPOBBIX PBIO, TaK XXe KaK Y KOCTUCTBIX
poi6 (Goetz et al., 1989; Goetz, Garczynski, 1997;
Lister, Van Der Kraak, 2008), u amdu6uii (Schuetz,
1986; Chang et al., 1995; Sena, Liu, 2008) B uHayK-
LKA OBYJISILIAM y4aCTBYIOT MPOCTAIrJIaHINHbBI, a BbI-
COKHeE J03bI IPOreCTepOHa, COTJIACHO MPUBEICHHBIM
paHee TUTepaTypHBIM TaHHBIM, TTOJTyYeHHBIM, TIPaB-
Ja, Ha MJICKOITUTAOIINX, MOTYT ITOAABJISATh NX 00pa-
3oBaHMe. Mcrmonmbp3oBaHMe HU3KON KOHIIEHTPaIIMU
MPOrecTepoOHa MEMCTBUTEIHHO HAJ0 XOPOIIWA pe-
3yJBTaT (y IIECTH U3 BOCbMU CAMOK MPOLIEHT OBYJIH-
poBaBIINX OOLUTOB ObLT Bbilie 50) (Tada. 1), uro
CBUJETEJILCTBYET B IOJIb3Y BBICKA3aHHOTO MPEAIIO-
JnoxeHusi. B HacTosiee BpeMsl IIpeamnoioxXeHue oo
YYaCTUH TTPOCTANIAHANHOB B CTUMYJISIIIAY OBYJISILIUA
OOLIMTOB OCETPOBBIX PhIO MPOBEPSETCSI.

CrienyeT OTMETUTb, UYTO B paboTax IO CTUMYJISI-
LIWY in Vifro OBYJISILIMM Y psiia BUAOB KOCTUCTBIX PHIO
ObLTH 3 HEKTUBHBI OTHOCUTEJILHO HEOOJIbIIINE KOH-
LEeHTpalMu Meio3nHAYIMpYIollero crepouaa. Tak,
JJIsl SITTOHCKOTO MOpCKOTo yrpsi (Anguilla japonica)
910 10—100 Hr/ma (Kagawa et al., 2003), a 1J1st 0ObIK-
HOBeHHOro kpokepa (Micropogonias undulatus) —
290 ur/mn (Yoshizaki et al., 2001; Patino et al., 2003).

YT1oOBl MpOBEpUTH BO3MOXKHOE IIOAABIISIONIEE
JieiicTBrE OOJIBIINX KOHLIEHTPALIUIA TIporecTepoHa Ha
OBYJISILIUIO ObLT MTOCTaBJIEH OTBIT Ha (DOJTUKYJIaX ye-
ThIPEX CAMOK CTepJsAvd, W NpU MCIOJIb30BaHUU
1 MKT/MJ1, NEeHCTBUTENBLHO, OBbUI TIOJy4eH Cylle-
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CTBEHHO XYIIIWI pe3yJbraT Mo CpaBHEHUIO ¢ 128 n
16 Hr/ma (Tabu. 2).

IMoka c10XHO TOBOPUTH O AWAIIa30HE ONTUMAJIb-
HBIX IS UHOAYKIIAW OBYJISILIUM KOHIIEHTPALNIA TIPO-
recrepoHa. O4eHb BEpPOSITHO, UTO OH OyIeT pasiiu-
YaThCsl Y CAMOK, YbM (DOJUTMKYJIBI HAXOMSITCSI B pa3-
HOM (PU3UOJIOTUYECKOM COCTOSIHUU. Bo3MOXHO,
YTO, YBEJIMYUB WJIN YMEHBIINB KOHIIEHTPAIIUIO IIPO-
recTepoHa, st camMmok 2 u 7 (tads. 1) MOXXHO ObLIIO ObI
MOJIYYUTh 00Jiee BBICOKUI MPOLICHT OBYJIMPOBABIINX
ooLIMTOB. boliee TOro, Mbl MPaKTUYECKU YBEPEHHI,
4yto 30 HI'/MJI IpOrecTepoOHa OKa3aJuch HEAOCTAaTOY -
HO 10301 JJ1s1 UHAYKIIMU OBYJISILIUU Yy TUOpUIA pyC-
CKOTO M CUOMPCKOTO OCETPOB, TAK KaK B TOM XK€ OIThI-
Te 1ipu 06padoTke ¢oumkynoB cI'TT ObuT momydeH
OYEeHb BBICOKUI MPOLIEHT OBYJIMPOBABIINX OOLIMTOB
(Tab6n. 4).

Bo3MOXHOCTh CTaOMIBHOTO BOCIIPOU3BEICHUS
OBYJISILIMMA OOLIMTOB OCETPOBBIX PbIO in Vitro Tipen-
CTaBJISIET MHTEPEC HE TOJBKO [UISI M3YYEHHUS MeXa-
HU3MOB pETYJISILIMM 3TOro Ipoliecca, HO MOXKET
MMETb 3HAUYCHUE U OJI PEeIIeHUS] BaXKHbIX MPUKIIAI-
HBIX 3a7a4. B rmepByio ouepenb peub UIET O BOZMOX-
HOCTHM MOJIYYEeHUS TIOTOMCTBA PEAKUX U MCUYE3aI0LINX
BUAOB 0e3 pucKa IOTepu Cpa3y BCEX SMUIEKICTOK.
OTO MOXET IIPOMU30NTH, €CIM MHBEIIUPOBATh CaMKe
TOPMOHAJIBHBINM Mpenapar Mo CXeMe, He aAeKBaTHOM
ee cocrosiHuio. HamexkHoro meroma ompeaeacHUs
(UBNOTOTMIECKOTO COCTOSTHUS (DOJUIMKYIOB, KOTO-
PBIii MO3BOJIST ObI TApaHTUPOBATh PE3YJILTAT TOPMO-
HaJIbHOTO BO3AEHCTBUS, He cyliecTByeT ([oHUapoB u
np., 1999). AnprepHaTHBOI TOpMOHATIBbHOI 00pPaboT-
KU CaAaMKHU SIBJISIETCSI TIOJy4eHME 3pejIbIX U OBYJIMPO-
BaBIIMX SIMLIEKIETOK in vitro. PasymeeTcsl, BaxXHO,
4TOOBI CO3PEBIIME M OBYJIMPOBABIINE SMIECKIIETKU
OBLIN CITOCOOHBI K HOPMAJIBHOMY Pa3BUTHIO.

ITocne nHamero nccinenoBanus Ha ceBprore (Gon-
charov et al., 2009) cioxunock BrieyaTjieHUE, 4TO Ta-
Kasi IIpocTas cojieBast cpena, kak PMO He criocoOHa
coneiicTBoBaTh (hOPMHUPOBAHUIO WU OOECIIEUYMBATh
COXpaHEHHUE CITOCOOHOCTU SHIEKIIETOK K pa3BUTHIO,
HECMOTpS Ha TO, YTO B HEil MOXXHO MHAYLIMPOBATh U
Co3peBaHUe, W OBYJISALIMIO ooliuToB. HamoMHuM, 4TO
B LIMTUPYEMOI padoTe CYyIIECTBEHHO Y4l pe-
3yJIbTAT ObLI TMOJIyYeH MPU MCIOJIb30BaHUU pa3daB-
JIeHHOI cpensbl JIeiboBuUTIIA.

Haire nccienoBaHme 1mokasaio, 4TO, YMEHBIIINB
KOHIIEHTpaluio o6ukapoonara HaTtpusd B PMO u nc-
NoJib3ysl HU3KME H03bl IporectepoHa wiau cI'TT,
MOXHO IIOJIy4aTh 3pejble, OBYJMPOBABIIME U CIIO-
COOHBIC K HOpMaJTbHOMY Pa3BUTHIO SiieKiaeTKA. OT-
METUM, U4TO 3TOT METOJ, y>Ke ObLI YCIIEIITHO IIPUMEHEH
HaMM UISI TIOJIYYCHMSI 3peJIbIX SUIIEKIETOK CHUOMp-
CKOI'o OCeTpa, KOTOphble B JaJIbHEWIIIeM OBLIM KC-
II0JIb30BaHbl I ITIOJIyYeHMsS] TMHOIeHETMYEeCKOro
noroMmcTBa. [Ipu 3TOM pe3ynbTaThl 0Ka3aJIMCh COIIO-
CTaBUMBIMH C pe3yJIbTaTaMH 110 MOJyIeHUIO THHOTEe-
HETUYECKOIO TIOTOMCTBA U3 SIMIEKIJIETOK, CO3PEBIINX

IO BJIMSIHUEM T'OPMOHAJIBHOIO BO3IEUCTBUS in VIVO
(TpyHnuna u np., 2010).

B panpHedinieM TpeacTaBiisieTcs] HEOOXOIWMBIM
0ojiee TOUHO OIPENEJUTh YCIOBUSI KYJIBTHBUPOBA-
HUSA (POJIMKYJIOB M TOPMOHAJbHOI 00pabOTKM,
o0ecrieyrBaloNIe HAWIYYIInii pe3yJibTaT Y CaMOK C
pa3HbIM (DUBMOJOTUUECKUX COCTOSTHUEM, BrosHe
BEPOSITHO, YTO MPU OIIPEASTICHHOM COCTOSIHUHU (POJI-
JIMKYJIOB JYYIIIWA Pe3yJbTaT MOXET OBITh IMOJy4eH
npu ucnojibdoBaHnuu He PMO, a cpensl JIeitboBuTia,
a IIpu ApyroM — HaoOopoT. B HacTosIIIee BpeMs IIpu
paboTe ¢ YHUKaJIbHBIMM CaMKaMM MpPEICTaBISICTCS
11eJIeCOO0pa3HBIM [IJISI TIOJIYYCHUST in Vitro 3pesblX,
OBYJIMPOBOBIINX 1 CHOCOOHBLIX K Pa3BUTUIO SIAlIe-
KJIETOK ITapaUIeIbHO HCIOJIb30BaTh M ONKWCAHHBIE
paHee (Goncharov et al., 2009) 1 onmcaHHBIEe B 3TOM
paboTe onTUMaIbHBIE YCJIIOBUS KYJIETUBUPOBAHMS
(OJUIMKYIOB ¥ X TOPMOHAILHOM 00padOTKU.
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Stimulation in vitro of Qocytes of Acipenserids
with Progesterone and Homologous Gonadotropic Hormone of Hypophysis

M. N. Skoblina and B. F. Goncharov

Kol’tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
e-mail: skoblina3§@mail.ru

Abstract—We showed that the percentage of oocytes of acipenserids ovulating in vitro in Ringer solution
modified for sturgeons (RMS) considerably depends on the concentration of sodium bicarbonate and the
concentration of progesterone. Under optimal conditions (0.5 g/L of sodium bicarbonate and 30 ng/mL of
progesterone), it can be higher than 80. Oocytes that matured and ovulated under such conditions are capable
of normal development. In the best case, approximately 70% of developing embryos (of the number of ovu-
lated oocytes) reach the stage of hatching (dead-line of observation). This method of producing offspring
based on the insemination of oocytes that have matured and ovulated in vitro can be used in work with single
females of rare and disappearing species of acipenserids.

Keywords: acipenserids, maturation of oocytes, ovulation in vitro, cultivation medium, sodium bicarbonate,
progesterone, gonadotropic hormone of the hypothesis.
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AHanmM3 TMHAMUKW BapuadeTbHOCTA (DOPMUPYIOIIMXCS TOJIOBHBIX CTPYKTYP TOJIOBACTUKOB OCTPOMOPIONA
nsrymiku (R. arvalis) TO03BOJIAI BBISBUTB MIEPUOBI, HA KOTOPBIX IIPOUCXOIUT CY>KEHUE TPEIeIOB U3MEHY M -
BOCTU UX XapaKTepU3YIOIIUX MMPU3HAKOB. DTHU, TaK Ha3blBaeMble “KPUTUYECKUE TIEPUOABI”, IS OIHUX
CTPYKTYp B TpPOLIECCE MHAUBUIAYAIBHOTO PAa3BUTUSI CMEHSIOTCS KPUTUUYECKUMU TepUOAAMU ISl IPYTUX
cTpyKTyp. OmHaKO IS HEKOTOPBIX TOJIOBHBIX CTPYKTYP MCClIeIOBaHE WHAWBUIYATLHON M3MEHUYUBOCTHU
HE TO3BOJIMJIO BbISIBUTh KPUTUUYECKUE CTaAUU Pa3BUTHUS B 9MOproreHese. Bo3aMoxHO, 3TO CBsI3aHO C aHa-
JIM30M HETIPOJOJIKUTEIBHOTO TIepUo/ia pa3BUTHS U Ha 00Jiee TTO3AHUX CTaAusIX Oy1eT BO3MOXKHO BbIIEJIUTD
KpUTHUYECKUE Nepruobl B GOPMUPOBAHUM TaKUX CTPYKTYP.

Karouesoie crosa: Kxputnieckue nepruoabl pa3BUTUSI, UBMEHYUBOCTh, Rana arvalis.

IlpencraBieHure o ASMCTBUU €CTECTBEHHOTO OTOO-
pa MCKITIOUMTEIBLHO Ha MO3AHUE 3Tallbl SMOpUOreHe3a
OCHOBAHO ellle Ha paboTax [ekKeisi 0 KOHCEPBAaTUBHO-
CTU paHHEro pa3BUTHUS U OHTOTEHETMYECKU OoJiee
no3aHeM (hOpMUPOBaHUEM CeLIM(PUISCKUX IS KaxK-
nmoro TakcoHa uept (Richardson, 1999). AHamornyHbIi
MOJXOJ, UCTOJIB3YIOT U HEKOTOPBIE MOJIEKYJISIPHO-TE-
HeTudyeckue ucciaenonarenu (Slack et al., 1993). Tem
He MeHee, HeJib3sl He YUUTbhIBaTh, YTO paHHWE CTaluu
pa3BUTHS, BKJIIOYAsl JEJI€HUE U racTpyssiiiuio, MOTYT
CWJIBHO pa3inyaTrhcsl Jaxe cpeau POACTBEHHbBIX BUIOB
(Wray, 1995; Chipman, 2002). I1pu aTom Habtonaro-
1ieecsi paHee MOp(OJOTMYECKHE Pa3IMUUs 10 Mepe
pa3BUTUs “cxomsaTcs’”’, ¢opMHUPYS TaK Ha3bIBAEMYIO
GUWIOTUTIMYECKYIO CTaavio, KOTopasi MOXKET COBIIa-
JIaTh C TEKKEJIEBCKMMU KOHCEPBATUBHBIMU CTAAUSIMU
(Hall, 1997; Richardson, 1998). IToHstue “duioru-
nuyeckasi cTaausi” B COBPEMEHHOM BUJIE OIpeaesieT
cTaauy ¢ OOJIBIIMM YHUCIOM KOHCEPBAaTUBHBIX MOP(]O-
JIOTUYECKMX MPU3HAKOB, O CPAaBHEHUIO C KOJIUYe-
CTBOM CIleLMaJIM3UPOBaHHBLIX mpu3HakoB (Hall,
1997).

OIHUM U3 METOIOB, IO3BOJISIONIUM BBIICIUTh Ta-
KHe TIepUOAbl B paHHEM Pa3BUTHUU MOXET ObITh MUC-
noab3oBaHue TepaToreHoB (Shenefelt, 1972). Ilpu ux
BO3JICIICTBUM ITPOUCXOIUT 3aKOHOMEPHOE KPaTKOBpPE-
MEHHOE TIOBBIIIICHNE YYBCTBUTEIIBHOCTU 3apOAbIIICH

! Mpennaraemas cTaThst SIBISETCS BTOPOI YACTBIO CEPUM CTATEIH.
Yacth | moOCBslleHA W3YyYEHUI0 KPUTHUYECKUX IEPUOIOB B
SMOpPHOTreHe3e OCTPOMOPAOM JIATYIIKM Ha OCHOBE aHajn3a
OOILIMX pa3MepoB 3apojblllla, a YacTh 3 — Ha OCHOBE
MTPOTIOPLIMOHATBHBIX XapaKTEPUCTHK.
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Ha pasapaXeHue naxe HUITOKHOM CHUJTbI U, KaK Clie-
CTBUE, BKIIIOUEHUE 1IeTeil MOP(MOTeHETUUECKUX peaK-
Ui 1/WTA HapyIIeHNe TEMIIOB Pa3BUTHST OTIETBHBIX
3aKJIaloK opraHoB y 3MOpuoHoB (Stockard, 1921;
Goldschmidt, 1938). Tak hopmupyeTcs J1aCTUYHOCTD
Pa3BUTHS, TIPY TEHETHYECKOM aCCUMIISILIUI KOTOPOM
BO3MOXHBI BOJTIOLIMOHHBIC TTPe0Opa3oBaHUsI pa3BU-
tust (Waddington, 1953, 1956). Takoii rmoaxom comvka-
€T TIpEICTaBIICHUsI KiIaccuaecknx padbor CBeToBa o
“KpUTUYECKUX TTepHUoIax pa3BUTHsSI”, KaK O TIepruoaax
nperepmuHaumu (CeerioB 1960, 1978) ¢ coBpeMeHHOIA
Teopueil “(PpUWIOTUNNYECKUX CTaguii pa3BUTUSI” U
naHHbIX reHeTnku pa3Butus (Richardson, 1999), B
YAaCTHOCTU JAHHBIX IO MATTePHY SKCIPECCUU TOMe-
000KCHBIX TeHOB (Slack et al., 1993).

Ewe B 1956 rony YonauurroH nucan: “EcTb mpo-
MEXYTOUHbIE TIepUONIbl Pa3BUTHUsI, KOTJa 3MOPUOHBI
HamboJree CXOMHBI; BO3MOXKHO, TTOTOMY, 4TO B 3TO Bpe-
MsI OBICTPO 3aKJIAIBIBAIOTCSI OCHOBHBIE CTPYKTYPHI M-
OPMOHOB U /i1 DBOJIOLIMU OYEHb TPYAHO YTO-TO M3-
MEHUTH B 3TOT MepHO 0e3 BBEPraHMsI BCETO Pa3BUTHS
B ToJHbIN Oecniopsimok” (Waddinton, 1956, c. 9). C
TOYKHU 3PEHUS UCCEA0BAHS SBOTIOIIMOHHBIX MPe00-
pa3oBaHUiT OHTOTeHEe3a BasKHO BEISIBUTD TaKWE CTaTH
¥ HE TOJIbKO Ha paHHUX Tarax aMOproreHes3a, Ho M Ha
paHHUX 3Tamnax opraHoreHesa. Kimaccuyeckum mMeTto-
JIOM BBISIBJIEHUSI KPUTUYECKUX MIEPUOAOB B Pa3BUTHUU
SIBJIIETCS OIlEHKa BO3pacTaHWs CMEPTHOCTU W/WUIH
IO aHOMauit pa3Butusi. Ha 3To ykasbIBajaoch U B
paborax CBeTjioBa 1 ero rnocjeaoBaTesneii, paboTaB-
IIIMX B OCHOBHOM C 3MOpuoHamu puid (TpudoHosa,
1954). BToT Ke moaxon MPUMEHSIETCS U B COBPEMEH-
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HbIX paboTax, MOATBEPXKIAIOIIUX IPEACTABIEHUE O
HEKOTOPBIX CTAgUsIX Pa3BUTUsSI, B YACTHOCTU CTaguM
BBUIYIUIEHUSI W MIpeaMeTaMOpGO3HBIX CTAAUSIX, KaK
KpUTUYECKUX B pa3Butuu amepuduit (XKypasiesa,
2009; Greulich, Pflugmacher, 2003; Mortensen et al.,
2006; Gross et al., 2009).

OaHako Mbl TPUMEHWIN MHOM MTOJIXO0M, OCHOBBIBA-
SCh Ha aHaJIM3e W3MEHYMBOCTU (DOPMUPYIOLIUXCS
CTPYKTYp, WUCIIOIb3YS OLIEHKY BapuadeIbHOCTU HOP-
MaJIbHOTO pa3BUTHS 3apojblliicii. BniepBbie aTOT Me-
ToJ ObLT TipeTtoxeH Jopdmanom u YepaaHiieBbIM, B
YbpMX paboTax ObLIO BBEICHO IIPEICTaBIICHHE 00 “y3-
JIOBBIX CTAIMSIX Pa3BUTHS”, COOTBETCTBYIOIINX “KPU-
TaecKuM nepuonam™ (c. 167, Jopdman, YepnaHiies,
1977).

B Haieii mpenpiayineii ctaTbe, UCIOJIb3Ys 9TOT Me-
TO, Mbl MOKa3aJiu, YTO Pa3BUTHUE OCTPOMOPION Jisi-
TYLIKU XapaKTepU3yeTcsl HECKOJIbKUMU TepuoaamMu
CY>XEHUSI TIPENEIOB BaprabeTbHOCTA aHATU3UPYEMBIX
npu3HakoB (CeBepuioBa, CeBepiios, 2010). DTu mrepu-
Olbl COOTBETCTBOBAIM OOIIEU3BECTHBIM KpPUTUYE-
cKuM (y3JIOBBIM) TIepHUOaaM B SMOpHOreHe3e: CTaausIM
MO3HEN racTpysbl, CTaIUW BbUIYTLIEHUS] U, BO3MOX-
HO, CTaJuU MOYKM 3aJHEN KOHEYHOCTU. OTHAKO MbI
aHAJIM3MPOBAIA TOJBKO TIPU3HAKU, XapaKTepU3ylo-
11I1e pa3Mephl Tejla U U3MEHEHUSI, TECHO CBSI3aHHbIE C
npoieccamu pocta. B npennaraemoii pabore HaMm XO-
TeJIOCh MpOaHaIU3UupPOBaTh TUMHAMMKY BapuadebHO-
CTU TIPU3HAKOB, XapaKTEePU3YIOIIUX HE CTOJIBKO POCT,
CKOJIbKO AuddepeHIMalMIo CTPYKTYp TIepeaHEero oT-
JieJia Tejla ToJIoBacTUKa. DTOT MHTEpPEC, IMPEXk/Ie BCEro,
CBSI3aH C T€M, UTO KaK MOKA3bIBAIOT HAOTIOICHUS aHO-
MaJIbHbI€ 1 TIOTUOIINE TOJIOBACTUKU BO BPEMSI KPUTU-
YeCKHUX TEepUOAOB pa3BUTUs (HAIPUMEpP, BBLIYILIC-
HUSI) HE MMEJU SIPKO BbIpaXK€HHBIX aHOMAaJUil 3TUX
cTpykTyp. Haubosee yacto orMevyaiuch UCKpUBJIEHUS
no3BoHouyHUKa (CeBepuoBa, Ceeplion, 2010).

3agaueii TaHHOTO UCCIIeAOBAaHMsI ObUIO BhISIBJICHIE
KPUTUYECKUX TIEPUOIOB B (hDOPMUPOBAHUU T'OJIOBHBIX
CTPYKTYp TOJOBAaCTMKOB Ha OTpe3Ke OHTOreHe3a Co
CTagUM XBOCTOBOM TMOYKM OO CTaAUM TOYKU 3aaHei
KOHEYHOCTH.

MATEPHAJIbI 1 METObI

HccnenoBanve MpoBOAWIIOCHh HA SMOpPHUOHAX OCT-
pomopmnoii aarymku Rana arvalis Nills., coOpaHHBIX
Ha HYJIEBOI CTaAWX pa3BUTUS U3 BOOJOEMOB JIBYX pai-
OHOB ropojia MocKBbI 1 TIOIMOCKOBHOTO BogoeMa. B
paitoHe FOxxHoe ByToBo U3 Bomoema, pacroiokeHHO-
ro Ha okparHe buTiieBckoro napka, mpuMepHoO B MO-
JyKUJIOMeTpe OT BHellHero kKoiabua MKAJL, Obuimn
B3ATHI TTPOOKI OT 6 KiTamoK. Bomoem mpenctasisieT co-
0011 TTyOOKYIO SIMY, 3aIIOJIHSIEMYIO Taja0id BOIOM U CO-
JiepXKallyo OOJIbIIIOe KOJIWYECTBO OBITOBOIO M IIPO-
MBIIIUIEHHOTO Mycopa (TTOJU3TUIEHOBbIE TTaKeThl, aB-
TOMOOWIbHBIE IIOKPBIIIKM 1 T.II.). Bropoit Bomoem
pacrioyiarajics B paifone BoctpsikoBo, B 200 meTpax oT

BHyTpeHHero Kosblia MKAJL, psimom ¢ beH3o3arpaB-
KOM. DTOT MOCTOSTHHBIN BOJIOEM ITOIIOJIHSIETCS KaK 3a
CYET TaJIO BOMBI, TAK M 3a CUET BOABI, ITOCTYITAIOIICH
W3 COCETHMX, OoJee KPYITHBIX IpyaoB. M3 Hero Obun
coOpaHbl IPoOKI OT 6 KiIanoK. TpeTnit BomoeM, 13 Ko-
TOPOTO OCYIIECTBISUICSI COOp MPOO MKPhI OCTPOMOP-
JIOM JISITYIIKK OT ISITH KJIaa0K, pacItojioxkeH B 50 KM K
3ananay oT MOCKBBI, Ha TEpPUTOPUN 3BEHUTOPOICKOMN
ounonornyeckoil craHuuu MIY, psimom ¢ mepeBHei
JlyumHO. DTOT BOgoeM IIpecTaBJIsieT COO0OM 3apacTa-
1o111ee 00JI0TO C TocTaTOYHO Kuciaoi Bonoit (pH 5.2).

I1po6s1 ukpel, 06beMoM oKoyio 100 MKPUHOK OT
KaXIO# KJIaJIKH, TIEpEHOCUJINCH B 1a00PaTOPUIO 1 IO~
MEIIAIMCh B KPUCTAJUIN3aTOPhI C BOAOI M3 HATUBHBIX
BomoeMoB. TemmepaTypa Boabl MNOMAEpXHBajlach B
npeaenax 15—19 rpamycoB. Ctagum pa3BUTHUS ONIpee-
JISUIMCH corilacHo TaoimmuaMm Jladarsa n CiaenmoBoit
(1975), pazpaboTaHHBIM 111 TPABSIHOM JISITYILIKU, HO
YacTOo alIIPOKCUMMPYEMBIM 1 Ha pa3BUTUE OCTPOMOP-
moit sarymku. Kaxneie 3—4 gaca mo 10—15 3aponbi-
111eii pa3BUBAIOIIMUXCS B KpUCTa/LUIM3aTopax ¢ororpa-
¢dupoBain pu oMol GoToKaMephbl, YCTAHOBJICH-
HOM Ha OMHOKYyJsipe ¢upMbl Zeisse. Ha crammsx ot
33—34 1o 39 rosoBacTUKOB (PUKCUPOBAIN KaXkKable 3—
4 gaca no 10—15 mryk. ITo nocTikenun 39-ii cranuu
9KCHEPUMEHT MpeKpamaii, 1 doTorpadupoBaiu
(bMKCHMPOBAHHBIX 3aPOIbIIIEHA.

Ha ocHoBe momydyeHHBIX ¢oTorpaduii, ¢ IOMoO-
1IbIO0 IIporpaMmbl Axio Vision (Zeisse) TpOBOAUINUCH
MPOMEPHI 3apObIIIeii MO CISAYIOIMIMM IpHU3HAKaM
(puc. 1): nmura mopasl (D) — oT oCHOBaHMS Ka0p 110
HaunOoJiee BLICTYITAIOLIE YaCTU MOPAbI; BICOTA MOP-
nbl (Vis) — oT Kpasi poTOBOI MPUCOCKU A0 TOYKY Hau-
OoJsiee BbICTyHAalOIIEi YaCTU MOP/bI; IIIMPUHA TOJIOBbI
(Wg) — paccrosiHue, U3MEPEHHOE 10 JIMHUM XKaodep-
HBIX 11IeJIeH y TOJIOBAaCTHKA, JeXalllero Ha CIIMHE; 1JI1-
Ha roJioBhbl (DIg) — paccTosiHUE, UBMEPEHHOE Y TOJI0-
BaCTHKa, JIeXKalllero Ha CIMHE OT JIMHUU XaOepHbIX
1ieJieil 10 HauboJjiee BBICTYHAlOIIEid TOUKU MOPIHI;
IIMPUHA POTOBOM TIprcocku (W) — paccTostHrEe MeX-
Iy BaJIWMKaMM POTOBOM MNPUCOCKHU;, BBICOTA POTOBOM
npucocku (H) B caruTTaaibHOM HampaBieHUU; ITUPU-
Ha poroBoro orBepctus (R) — pacCTOsIHHE MEXIy
YTOJIKAMU POTOBOTO OTBEPCTHUS; PACCTOSTHUE MEXIy
3paykamu ria3 (eye). [ToMuMo BbIIIENIEPEYNCICHHBIX
MPU3HAKOB HaMU WCIIOJIb30BAINCH TPU3HAKU, TIO-
IPOOHBI aHATN3 KOTOPBIX MIPOBOIUIICS B CTaThe, T10-
CBSIILIEHHOIM KPUTUYECKHUM TIepHOIaM POCTOBBIX MPO-
1IeccoB 3apojbliiieil octpoMopaoii Jsryiku (Cesep-
noBa, CesepiioB, 2010). DT npru3HAKK OTMEYEHBI Ha
puc. 1 cepbIM LIBETOM: 00111ast AJIMHHA 3apobiiia (Lo);
JUTMHA Tejla 3apoabiiia (Lb); niuHa XBOCTOBOM TIjia-
ctuHbI (Lx) ¥ mmprHa XBOCTOBOM IutacTuHbI (Wx).

TTonyyeHHble naHHBIE 0OpabaTbhiBaId MPU MOMO-
i nporpamMm Excel u STATISTICA 6.0. Paccuutsl-
BaJics KOA(MOUIIMEHT Bapualliu IS KaXKIOW CTanuu
Kaxnoi kinanku. Ha ocHoBe ogHO(aKTOPHOTO JIMC-
TEPCUOHHOIO aHaju3a BBIYUCISIICST KO3(MOUIIUEHT

OHTOTEHE3 Ne 3
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Puc. 1. MopdomeTpuyeckue npu3Haku Ha mpuMepe 38 ctaauu pa3BUTUsI ocTpoMopaoi sryiiku (Rana arvalis). O603HaYeHUS

IIPU3HAKOB CM. B TEKCTE.

BHYTPMKJIACCOBOIA Koppesiuuu 1o @uiepy (n? (%)),
C TIOMOIIBI0O KOTOPOTO OIlpeAesisuiach Aoisa (B %)
BHYTPUKJIAIOYHONW M MEXKJIaAOYHON M3MEHUYNBOCTH.
Tak ke paccuUTBIBAINCh 00IINe KO3(MDMUIIMEHTHI Ba-
puatmu (Cv,g,,), paccMaTpuBaeMble HAMU Kak 0000-
IIEHHAsI XapaKTepUCTUKa BapuaOeIbHOCTU Pa3BUTHUS
3apoJbllia B 1IeJIOM, M KO3(hPUIIMESHTHI AeTepMHUHA-
uuu (R?), BBICTYMAIONIME KaK ITOKA3aTen COIIAco-
BAaHHOCTU Pa3BUTUST (POPMUPYIOIINXCS CTPYKTYP 3a-
pompbIlIa.

PE3VIJIBTATBI 1 OBCYKAEHUE

B 31011 cTaThe MpoaHaIM3MpPOBaHbI IPU3HAKHU, Xa-
paKTepu3ylollue pa3BUTHE pa3MepPOB Tejla FoJI0BaCcTH -
Ka, ero poTOBOro arnmnapara ¥ MecCTOpPacIOJI0XEeHUS
m1a3. [Tockonbky MopdoMeTpust 3TUX CTPYKTYP MpPo-
BOJMJIACH HA JOBOJBHO MO3AHUX CTAAUSIX, TO MbI, IS
obecrieyeHUsT PeNpe3eHTAaTUBHOCTA BBIOOPOK, OOB-
€IVMHUWIA TaHHbIC JUIST TPEX aHAJIM3MPOBAHHBIX MOITY-
st n3 paiioHoB bytoBo, BocTpsikoBo u JlyiinHo.

Kak mokasbpIiBaeT aHaIN3 TWHAMWKN W3MEHEHUS
3HauYeHU# KoadduiimeHToB Bapuaiuu (Cv) 1Jisl HEKO-
TOPBIX TPU3HAKOB MOKHO BBIICIMTE CTAIN, KOTOPBIC
MOXHO paccMaTpyBaThb B KayeCTBE Y3JOBBIX CTaauii
(puc. 2). Ha cragum 36 MBI HabTIogaeM Cy>KeHIE MeXK-
KJIaIOYHOM M3MEHIMBOCTH 3HAYeHW CV TSI TIpU3Ha-
Ka muimHa Mopasl. [Ipu aTom 3HadeHus1 Cv MEHSTIOTCS

OHTOTEHE3

Tom 43 Ne 3 2012

OT 5 10 9 1 B OOJIBIIIMHCTBE ITap MEXKKIIaT0UYHBIX CpaB-
HEHUI pa3Invusl OKa3bIBalOTCs He 3HAUMMbIMU. Kpo-
Me TOrO, IJISI JAHHOTO MpU3HaKa, 3Ha4eH1e Koo hu-
IIeHTa BHYTPUKIIACCOBOM KOppeJIsIinu 6,1130K K 50%
(puc. 4). Ha caenyroeit cranuu, ctaguu 37, 3Ha4e-
Hue 1’ (%) ymenbluaercs a0 18%, 4ro mosBonsieT
MPEAIIOJIOKUTh, UTO HA 3TOI CTaguU OYEHb Ba>KHBIM
OKa3bIBACTCS OIPEC/ICHHBIN pa3Mep CTPYKTYPEI, 4YTO
MOATBEPKIAETCSI 1M CpaBHEHMEM MEXIy KilaaKamMu
CpeIHMX 3HAYECHUI “IJIMHBI MOPABI” TOJIOBACTUKOB.
M3MeHYrBOCTh TIpu3HaKa “BbicoTta Mopabl” (Vis) Ha-
XOOUTCS IPUMEPHO Ha TOM K€ YPOBHE, YTO U JIJISI IIPH-
3”aka DI: naxe K ctaguaM 35—36 MBI HAOIIOOaeM aHa-
JIOTUYHOE CYXKE€HHE IIPelIeJIOB BapruabeIbHOCTUA pa3-
BUTUSA (puc. 2). OOHAKO C YBEPEHHOCTBIO BBIIECIUTH
3Ty CTaMIO B KAYeCTBE y3JI0BOM MbI HE MOXEM, MO-
CKOJIBKY paznnuusg Mexay Cv Ha 36-i1 ctaguy oKasbl-
BalOTCs B OOJBIIMHCTBE CJIydacB 3HAYMMbBIMM, a JaH-
HBIX IS aHaiIu3a 35-1 ctagny HemocTtaTogHo. OTCyT-
CTBUE Y3JIOBBIX CTaAvii Ha MCCIEAYeMOM OTpe3Ke
Pa3BUTHS MOATBEPXKIAET U aHAJIU3 BHYTPUKIACCOBOTO
K03(hGULIMEeHTA KOPPEJISILIMA: €T0 3HaYEeHUS MEHSIIOT-
ca oT 93% Ha 34-ii cramuu pasButus no 21% Ha
36-1ii ctanuu (puc. 4). 1o npusHaky “LIMpHHA TOJIO-
Bbl” (Wg) Mbl HaOM01aeM Cy>XEHUE TIPEEIOB U3MEH-
YUBOCTU K 36—37 cTagusiM pa3BUTUSI, TPUYEM IIPOUC-
XOIUT 3TO BO BCEX KJIagKax, KpOMe OIHOM, OTHOCSI-
mieiics K Tpymmne KiIagokK M3 paiioHa BocTpskoBo
(puc. 2). Ha 36 craguu 3Ta Knaaka rnoru6ia. 3Hade-

3*
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HUSI KO3(POUIIMESHTOB BHYTPUKIACCOBOM KOPPEISIIINN
MPUHUMAIOT 3HayeHus1, Onu3kue K 50% Ha 36 wu
37 cranusix (puc. 4). bojee paHHUIT 3Tan pa3BUTHS
MO>KHO paccMaTpHUBaTh B KA4eCTBE Y3JI0OBOTO TSI TIPH-
3Haka “miauHa rosiosbl” (DIg). 3Hayenust Cv Uit Uc-
cllefOBaHHBIX KJIAAOK OKAa3bIBAIOTCS OJIM3KMMU Ha
34-i1 cranyy pa3BuTU (pUC. 2) U Ha 3TOM Ke CTamuu
3HaueHune Koadduumenra > (%) okasbiBaeTCs OIN3-
KuM K 50% (puc. 4). Emie omnH npu3HaK, MMEIOIIMI
Cy>keHHe TpeesIoB BapradbeTbHOCTH Ha KOHKPETHOM
CTaguy Pa3BUTHUS, IBJISICTCS MPU3HAK “IIIMPUHA POTO-
Boit mpucocku” (W). Ha 33 cranuu pa3BuTus Mbl Ha-
omomaeM Om3Kue 3HadeHUs Cv IS pa3HbIX KooK
(puc. 3) u 3HaYeHUsT KO3 GUILIMEHTa BHYTPUKIACCO-
BOi1 Koppessuun okosio 50% (puc. 4). OcTanbHbIE Xe
MIpW3HaKM, BKITIOYEHHBIE B aHAIM3: “BBICOTA POTOBOM
npucocku” (H), “mmpuHa poroBoro orBepctusi” (R)
1 “paccTosiHUEe MexXIy I1a3” (eye), — He UMEIOT y3JI0-
BBIX CTaIMii Ha aHAJIM3UPYEeMOM OTpPE3Ke pPa3BUTHS
OCTPOMOPIOM JIATYIIKHA. MeXKIIamouHbIe pa3Inuns B
BapraOEIbHOCTH MpU3HAaKa “BbICOTA POTOBOW TIpU-
COCKHM” OKa3bIBAIOTCS CYIIECTBEHHBIMU — 3TO BOOOIIIE
OOVH U3 HamboJiee N3MEHYMBBIX TPU3HAKOB, CPEIN
BKJIIOYEHHBIX B aHanu3 (puc. 3). Tem He MeHee, Ha
ctaguu 37 Mbl HaOJIIogacM 3HaYeHME KO3 huiImeH-
tan? (%) paBHoe 50%, XOTsI pa3InIKs B 3HAUEHUSAX
Cv oka3bIBalOTCSA 3HaUUMbIMU (puc. 4). OHU YMEHb-
matoTcs K 39-i craauu, K KOTOpoil 3HaueHUsI Koadh-
dumeHTa BHYTPUKIIACCOBOM KOPPEISAIIUN TTPHOO-
peraioT 3HayeHus oKojo 21%. bauskyio KapTuHy
MbI HaOJI0laeM MpPU aHaIW3e MpU3HaKa “IIMpPUHA
pOTOBOTO OTBEpCTUSA” BBICOKAasi M3MEHYMBOCTh
npu3HaKa CHUXKaeTcs K 39-it cranuu (puc. 3), a 3Ha-
yeHus Koddduurenra n? (%) cTaHOBUTCS PaBHBIM
33% (puc. 4). OmHaKO TpU aHAJIN3€ 3TOTO TPU3HA-
Ka, MpeXae BCero, CIemyeT y4ecTh HeTOCTaTOYHOE
KOJUYECTBO JAHHBIX, OCOOCHHO s TOJOBACTUKOB
3 paitoHa byroBo. AHanmu3 nmpu3Haka “paccTosiHue
MEXIy IJ1a3” TaK Xe 3aTPyIHEH U3-3a HEOOJIBIIOrO
OTpe3Ka pa3BUTHSI, BKIIIOUEHHOTO B MCClIeA0BaHUE.
Ha »stoMm otpeske, T.e. ¢ 36-it mo 39-10 craguu,
BKJIIOUYUTETHLHO, BBIICICHUE Y3JIOBOM CTaINM TOCTO-
BEpHO HE BO3MOXHO. MOXHO TOJbKO MPEANnoiao-
XKHWUTb, YTO, KaK W IS MpeabIayIero npru3Haka, Ha
9Ty POJIb MOXET TIPETEeHIOBATh 39-5 cTamus.

Taxnm 06pa3om, N3 BOCBMHU IIPU3HAKOB, aHAJIN3U -
pyeMbIX co ctaguu pacruibitusi (33—34 cranuu) a0
CTaguy MOYKHM 3aJHEN KOHEUYHOCTH (39 cTamust), TONb-
KO y TIOJIOBUHBI MOXKHO BBIZACJIUTH TaK Ha3bIBaeMbIe
y3JI0BbI€ CTAAUMN. DTU CTAUU XapaKTEPU3YIOTCSI CysKe-
HHUEM TIpeieSIOB BapbpOBaHUs MpH3HaKa, 4TO OTpa-
JKaeTcsl B yMEHBIIICHUY pa3inauii B 3HaueHUs X Cv mpu
MEXKJIaJOYHOM cpaBHeHUU. Kpome Toro, Ha Takux
CTamusAX pa3BUTHs, HAOTIOMAIOTCS 3HAUYCHMST KO3~
GUIIMEHTOB BHYTPUKIIACCOBON KOPPEIIIINU OJIM3-
Koe K 50%. Ha ocHOBaHMM 3TUX KPpUTEPUEB HAMU
OBLIM BBIJEJICHBI CJIEAYIOLIME Y3JIOBbIe CTaAUU: IS
Opu3HAKOB “miamHa Mopabl” (DI) u “mmpuHa rojo-
Bol” (Wg) — 36-s1 cranmst; Ijisd mpu3HaKa “IIMHa ro-

OHTOTEHE3
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JnoBel” (DIg) — 34 cranus, a wisl npyu3HaKa “IIMpuHa
potoBoii ipucocku” (W) — 33 cranus pazsutus. st
OCTaJIbHBIX IPU3HAKOB, Vis, H, R u eye, — BblIeICHUE
Y3JIOBBIX CTAMI Ha HCCIIeTyeMOM OTpe3Ke pa3BUTHUS,
3aTpyagHUTeabHO. IIpu ux aHanu3e ciaeayeT y4UThI-
BaTh, YTO pacCMaTpUBaeMblii B JaHHOI paboTe MepuoI
Pa3BUTHS TOJIOBACTUKOB OKa3aJICsl HEMPOIOIKUTEb-
HbIM: (DaKTUYECKM OT MOMEHTA 3aKJIaAK1 aHAIU3UPY-
€MbIX CTPYKTYD 10 CTaAWUU TTOYKY 3aJHEN KOHEYHOCTH.
7 oTUX MPU3HAKOB aHAIU3UPYEMbI OTPE30K pas-
BUTUSI cocTaBisieT or 7 cramuii (Vis) no 4-x crammii
(eye). BodaMOXHO, y3/10BbI€ CTaAM OyIyT HAOII0OIaTh-
csl Ha 6oJiee TTO3IHUX dTarnax pa3BUTHSI.

Hamm nipegwimyiiye ucciaeaoBaHUs ObUIN TTOCBSI-
IeHBI NU3YYEHUIO Y3JIOBBIX CTAAWIA 1711 TPU3HAKOB, Xa-
PaKTEepU3YIOIINX OOILIMI pa3Mep pa3BUBAIOIIEIOCS
ronoBactuka (CeBepuona, Cesepuos, 2010). B gact-
HOCTH JUISI IpM3HaKa “oOmasa mmuHa Tena” (Lo) Obuta
BbIZeNieHa 32—33 ctaguu, IJ1s Mpu3HaKa “ IiiHa TyJI0-
puia” (Lb) — 36 cranust; u1sl IpU3HaKa “IJIMHA XBO-
cToBoii miactuHbl” (Lx) — 1 32—33 cTtaguu, u 36 cra-
Vs, a JUTS TIpM3HAKa “TIIMPUHA XBOCTOBOM TVIACTUHBI
(Wx) — 34 cragust pa3BuTHs. DTa TpyIna MpU3HAKOB
paccMaTpuBaeTCS HaMM KaK XapaKTepHCTHUKA POCTO-
BBIX IPOLIECCOB OHTOTeHe3a. [1pr3HaKu ke BKIIOUeH-
HbIe B aHAJIU3 TAHHOI CTAaTbU SIBJISIIOTCSI TTIOKAa3aTes-
MU HE TOJILKO POCTa, HO U auddepeHIInanm, oTpa-
KeHrneM (OpMHUPOBAHUS W Pa3BUTUS  CTPYKTYpP
3apobIiiia.

Ha ocHoBanum Takoro moaxona, Bce 12 mpusHa-
KOB, U3y4yaeMble ¢ 27 (a aj1s psiga mpu3HakoB ¢ 33 u aa-
Xe ¢ 36-if craguit) 1o 39 ctaguy pa3BUTHS OBUTH pa3-
JleJIeHbl Ha JiBe rpyniibl. K nepBoid Mbl OTHECIU MpU-
3Haku: Lo, Lb, Lxn Wx, a Ko Bropoii: DI, Vis, Dig, Wg,
W, H, Rv eye. Kak BUTHO U3 pUCYHKa S5A, MEXITy 9TH-
MU TpyIIiaMy NPU3HAKOB HAOIIOJAIOTCS pa3idyMsl.
IIpu3Haku TMepBOM TPyMIIbl, XapaKTepU3YIOILIUE PO-
CTOBBIE TTPOLIECCHI IEMOHCTPUPYIOT HECYILIECTBEHHOE,
M0 Mepe pa3BUTHUS, CHUXKEeHUE o0lei BaprabeabHO-
CTU TIpYU 3HAYUTEIBHOM YBEJIMYEHUN KOPPEIUPOBAH-
Hoctu. Ilpy 3TOM KOPpPEJIMpPOBAHHOCTH POCTOBBIX
MPOLIECCOB Pe3KO Bo3pacTaeT ¢ 29 no 32 ctanuu u ¢ 34
1o 36-10, T.€. KaK pa3 Ha IIPeay3JI0BbIX 1 y3JIOBBIX CTa-
nusix. Bropast rpymma npu3HakoB, HallpOTHB, Xapak-
Tepu3yeTcsl CYIIECTBEHHBIM BO3pacTaHWEeM Bapua-
0OeJILHOCTU 10 Mepe pa3BUTHS MPU HU3KOK KOppeau-
poBaHHOCTU. OCOOEHHO CYILIECTBEHHO U3MEHYMBOCTh
yBermuuBaercsa ¢ 37 mo 38-10 cramum. Bo3moxHO,
MPUYMHON TaKOTO COOTHOIIEHUSI BapuaOeIbHOCTU U
COIJIACOBAHHOCTU Pa3BUTUSI SIBJISIETCSI HEOTHOPOJ-
HOCTb TTPU3HAKOB BTOPOIi I'PYMIIbI 110 CBOEMY 3Haye-
Huwo. Kak nokaszaHo Bblllle cpeau MPU3HAKOB 3TOM
TPYIIIBI IPUCYTCTBYIOT TIPU3HAKU, JJIs KOTOPBIX ObLIa
BblIIeJIeHa y3/I0Basl CTaAusl B pa3BUTUN Ha U3ydyaeMOM
OTpe3Ke OHTOoreHe3a. IMeloTcs Tak Xe MpU3HaKku, 1J1s1
KOTOpPBIX He OblL1a OOHapyXeHa y3/10Bas ctaaus. Pa3-
JieJIeH1e MPU3HAKOB BTOPOIA TPYIIIBI [0 3TOMY KpHUTe-
pUIO TIO3BOJIMJIO TIPOAEMOHCTPUPOBATh, YTO UMEHHO
MPU3HAKU, He UMerolIue y3i1oBbix ctanuii (Vis, H, Rn
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HOMepa CTaiuid.

eye) XapaKTepU3YIOTCSI YBEJIMYEHUEM BapHUaOeIbHO-
CTU pa3BUTUSI TPU HU3KOH €€ COrIacCOBaHHOCTHU
(puc. 5b). Y npusHakoB, AJisl KOTOPbIX Oblja BbIIEe-
Ha y3JI0Basi CTaausI, TIpU HEBBICOKOM BO3pacTaHWM Ba-
pradeTbHOCTU, BCE-TaKM HAOJIIOIAETCS 1 YBEJIMUCHME
COIIACOBAaHHOCTU Pa3BUTHSI.

Takum o6pa3zoM, Ha OCHOBAaHWY aHAIMN3a JUHAMM-
KM U3MEHYMBOCTU Ppa3BUTUS 12 NMPU3HAKOB 3apOibl-
OHTOT'EHE3

Tom 43 Ne 3 2012

e OCTPOMOPAOMN JISITYIIKA MOXHO BBIJIEJIWUTh TaK
Has3bIBaeMble y3JI0BbIE CTaAUU Pa3BUTHUsI. DTU CTaIUU
XapaKTepU3yITCS BPEMEHHBIM COKpPAIllEeHUEM Bapua-
0e1bHOCTU (POPMUPYIOIIUXCS CTPYKTYP Y YBEJTUUECHU-
€M COIJIaCOBAaHHOCTU Pa3BUTHS, UTO MOXKET ObITh MH-
TEPIPETUPOBAHO, KAK MEXaHU3M CIECPXKWBAHUSI W3-
MEHYMBOCTHU pa3BUTUsI. [1OCKOJIBKY Takylo KapTUHY
Mbl HaOIIOJaeM JUIsl BCeX MPU3HAKOB, JUISI KOTOPBIX
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Puc. 5. TTocranniiHblii aHa M3 U3MEHEHUS 3HAYEH Ui 00001eHHBIX KO3(hduLenToB Bapuauun (Cvygy,) (1o ocu X) ot Koaddu-
LIMEHTA IeTepPMUHALIUI (R2) (o ocu Y). Ludpamu o603HayeHb HOMepa ctaauii. Puc. SA mist npusHakos: @ — Lo, Lb, Lx, Wxu
& — DI, Vis, Wg, Dig, W, H, R, eye. Puc. 5b nnsa npuszHakos: B — ayist npusHakoB DI, Wg, W, Dig v A — nyist npusHakosB Vis,

H, R, eye.

Mbl MOXEM BbIJIEIUTD y3J10Bbl€ CTAAUU, TO 3TOT MeXa-
HU3M, ITO-BUINMOMY, SIBJISICTCS YHUBEPCAIbHBIM JJIST
pOCTOBBIX U TU(MdhepeHIINATBHBIX ITPOLIECCOB. AHAJIO-
TUYHOE yBeJIMYeHUEe MOP(OIOrnIecKuX Koppesiunit
ObLI0 TTIOKa3aHo Wit Danio rerio, Ha CTagysIX, KOTOPbIE
aBTOpPbl MHTEPIIPETUPOBAIN KaK (QUIOTUIIMYECKIE
cranuu pa3Butus (Schmidt, Starck, 2010).

UccnenyeMblil TIepuoJ OHTOreHEe3a SIBSIETCSI Ha-
CBHIIIEHHBIM MO0 3MOPHUOJIOTMYECKUM coObITHMSIM. Ha
CTaIuU BBUIYIUIEHME JUYMHOK M3 000JIOUEK BBIAC/IC-
HEBI Y3JIOBBIC CTaIWU JJISI IIPU3HAKOB, XapaKTepu3ylo-
IIMX OOIIYIO IUIMHY 3apOblliia, JIMHY €TI0 XBOCTOBOI
IUIAQCTUHBI U IIUPHUHY POTOBOM NMPUCOCKU, C TOMO-
IO KOTOPOU JIMYMHKU KpeIsaTcs K rauiepraMm. Co
CTaM PACIJIBITUS CTAHOBSITCS BaXKHBIMU TIPU3HA-
KM, XapaKTepU3YyIOIIKe IUPUHY XBOCTOBOM IJIaCTH -

HBI 1 pa3MepHBIe XapaKTePUCTUKU TOJIOBEI. DakTH-
YEeCKU, KPUTUYECKUNA Mepuo A OOHUX CTPYKTYD
CMEHSETCA KPUTUYECKUM TEPUOAOM I JAPYTUX
cTpykTyp. CieaoBaTesibHO, CTAHOBUTCS MTOHSATHBIM,
rnoyemy IJjisl psiia IpM3HAKOB HAMU He ObLIM BbIAE-
JIEHBI Y3J10BbIE€ CTAIVU.

PaGora nonnepxana Poccuiickum doHaoM ¢yH-
JTaMEHTaAJIbHBIX ucciiemoBaHuii (rpoekT No (08-04-
00664) 1 Poccuiickoii rocyaapcTBEHHOMN MPOrpaMMOoii
“Bemymue mkoibl” (mpoekt Ne HIII-4813.2010.4).
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Crucial Stages of Embryogenesis of Rana arvalis:
Part 2. Development of Head Structures

E. A. Severtsova and A. S. Severtsov

Biological Faculty, Moscow State University, Moscow, 119899 Russia
e-mail: Severtsova@mail.ru

Abstract—Analysis of the dynamics of variation in developing head structures of moor frog (R. arvalis) tad-
poles has made it possible to reveal periods in which the limits of variation in relevant traits are narrowed. In
the course of individual development, these so-called crucial periods for certain traits are followed by such
periods for other traits. However, crucial stages for some head structures have not been revealed, which can
be explained by a relatively short period of development considered in the study. Analysis of individual varia-
tion at later stages may provide the possibility to identify crucial periods for these structures.

Keywords: crucial period of development, variation, Rana arvalis.
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Pa3BuTtue 3apoabiliieii BblOHA YCIEITHO PEryJIMPYeTCsl MOCie yaaaeH!sl YacTU IMTOILUIa3MaTUYeCKOro Ma-
Tepuayia U3 OMHOM KJIIETKM Ha CTaIMSIX 2-X WM 4-X 06J1JaCTOMEPOB WJIX MOJTHOTO YIaJleHUs OMHOM VTN IBYX
KJIETOK Ha cTamuu 8—16-u1 6;1acTOMEpOB, MPUYEM PETYJIISIINST CKIaabIBacTCs U3 IBYX (ha3. C ITOMOIIIBIO IIeii-
TpadepHOM ChbeMKHM U MOPHOOMETPUIECKOTO aHaIM3a ITOKa3aHo, YTO B IIepBOI (ha3e MPOUCXOIUT OBICTPOE,
B TCUCHUEC OAHOI'O-ABYX KJICTOYHbIX HMUKJIOB, U MPAKTUYCCKU ITOJTHOC BOCCTAHOBJICHUEC NCXOJHOI'O COOTHO-
IIeHUsI 00'beMOB 0JIaCTOAMCKA 1 KEJITOYHOTO MeIlTKa, a BO BTOpoii (hase MopdoreHe3 MOIuMUIIMPYETCs B
COOTBETCTBUM C HOBBIMU OCOOEHHOCTSIMU CTPOEHUsI 3apojiblilia, CO3MaHHBIMU orepaiiueii. OcTaBiiasics
LIUTOTJIa3Ma OTIEPMPOBAHHOTO GIacCTOMEpa MOCJIe HECKOJBKHX 3TAllOB IIUTOKUHE3a CIMBAETCSI C KpaeBBIM
JKEJITOYHBIM CUHIMTUEM (TIeprbiacToM), oOpa3yloliMM Ha CTaauu OJIaCTyJIbl 3aMETHOE paclIdpeHre Ha
MecCTe oIepaluu, KOTOPoe CTAaHOBUTCS MECTOM (hOPMUPOBAHMS 3apOABIIICBOTO MIMTKA. 10 TaHHBIM MOp-
¢doMeTpruecKoro aHaam3a, BOCCTAHOBJIEHUE OTHOCUTEJIBHOTO 00beMa 0JIaCTOAEPMbI Y OTIEPUPOBAHHbBIX
3apOMbIIIE BeAeT K YMEHBIIICHUIO BETWIMHBI aKTUBHOTO HATSDKEHMST TPAHUIIBI pasziesa 6J1acToaepMbl U
JKEJITKA Y YBEJIMUYEHUIO OTHOIIIEHUS TIOBEPXHOCTH 0JIACTOJEPMBI K €€ 00beMy B MOMEHT MHUIIMALIMY DTN~
6oymmu. B pesysbTaTe KOHBEPTeHIIMS KJIETOK 0JIaCTOAEPMBI K MECTY Olepaliiu U opopMiIeHUe 3apOoIbIIie-
BOTO IIMTKA HAUMHAIOTCS MPU MEHbIIIE CTeNeHU SMUO0INU, YeM B KOHTPOJIE.

Knroueswie cnosa: sMOpUoreHe3, KOCTUCTBIE PbIOBI, BbIOH, APOOJIeHUE, YaaleHue 6JJaCTOMEPOB, PEryJIsiiiusl,

MopdoreHe3, MOpHOMETPHSI.

DBOMIOLUOHHO YCTOMYMBOI OCOOEHHOCTBIO M-
OpuoreHe3a KOCTUCTBIX PbIO SIBJISICTCSI paHHSISI cerpe-
raiysi cCHayaja XeJITKa M LIMTOIJIa3Mbl, a 3aTeM KJie-
TOK, TIPEICTABJISTIOIINX SMOPUOHATBHYIO (O1acToaep-
Ma) UM TpU OBKCTPadMOPHMOHANIBHBIX dpakmum —
nepuaepMy (KJIETOUHYIO 000JI0UKY), MepuoIacT (GKeJi-
TOYHbBI CUHILIMTUI) U XKEeJTOYHBbIM Mellok (Morgan,
1895; Oppenheimer, 1947; UrnarteeBa, 1979; Trinkaus,
1993). Cerperalius 3ax0aUT TaK JajeKo, YTO KIETKU
Os1acTOIepMBbI HE CUHTE3UPYIOT COOCTBEHHBIX aMUHO-
KHCJIOT, a TTOJIy9aloT X M3 JKEJITOYHOIO MEIIKa ITyTeM
aKTUBHOTO TpaHcmopTa. M3-3a 3TOoro, B 4acTHOCTH,
M30JIMPOBAaHHAsI OT XeJTkKa OjlacTolepMa HEe MOXET
XXUTBb in Vitro B COJIEBOM pacTBOpe 0e3 100aBJICHMS T~
taresibHOM cpensl (Trinkaus, Drake, 1956).

Kazanoch Obl, Takoil (MepoOJaCTUUYECKUI) TUII
pa3BUTUSI TpeOYeT CTPOroro COOMIOAEHUS KOJu4ye-
CTBEHHBIX ITPONOPLIMIA SMOPUOHATBHOIO 1 3KCTpasM-
OpPMOHATLHOTO MaTepualia, OJHAKO ¥ KOCTUCTBIX PHIO
COOTHOIIIEHUE 00beMa LIMTOTIIa3Mbl 1 JKeJITKa BapbU-
pyeT B Upe3BbIYAfHO LIMPOKUX TIpeaeax. Y Jococs

0o0beM Onacromucka coctasiser 1/30, y xapuyca —
1/25, cura — 1/8, psanymku — 1/4, cHetka — 1/3 oobe-
Ma kenaTka. Ero yBenmuyeHue Bceraa BeAeT K CMellle-
HUIO (opMupoBaHus 3apofbiiieBoro Koiblia (3K) u
3aKJIagKu 3apoapiieBoro mmTka (3111) Ha 6osee paH-
HHE CTaI1M 31TM00MK — y JJococs u popeau 3K u 3111,
BO3HUKAIOT, Korma OjactomepMa mokpbiBaer 1/10—
1/15 yacThb siiia, a y CHeTKa — MpakKTUYeCKU B MOMEHT
3aBeplleHus oopacTtaHus xenaTka (Memikos, JIebene-
Ba, 1977). [Ipu a3TOM co3naeTcsl BrieyaTieHUE, YTO OT-
BET Ha U3MEHEHWE COOTHOIIEHUS 00BbEMOB OJacTO-
JICKA U XeITKa AETEPMUHUPOBAH HE TOJILKO Ha TeHe-
TUYECKOM, HO U1 Ha 3IMUIeHETUYECKOM YpPOBHE,
SIBJISISICH CJIEZICTBUEM T€OMETPUU U MEXaHUKU CaMOTO
mopdorenesa (Yepnanuena, Yepnanuen, 1985; Yep-
naHues, 2003).

Ha 3Ty MBIC/IB, B YaCTHOCTH, HABOIST OITLITHI C
yaajJeHUueM WJIM, Ha000pOT, MHBbEKLIME HEOOJIbIIOTO
KOJIMYECTBA XKEJITKA B >KeJITOYHBIN MEILIOK 3apO bl
BBIOHA, TaK KaK YMEHBIIEHNE OTHOCUTEJIBHOTO 00be-
Ma XeJTKa yCKOPSIeT, a yBeIUUYeHUe 3aMeUIsIeT 2aIr0o-
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o (Kopsun-Ilasnosckas u ap., 1996, 2006; Caer-
1oBa u np., 2004). B aTux omnbiTax IoJjiydaercs Mpu-
MEpHO Takasl Xe CBSI3b MEXIY YMEHbIIIEHUEM 01
CBOOOJIHOM OT KeJITKa LIUTOIIa3Mbl U CABUTOM (hop-
MupoBaHus 3111 Ha 6osee paHHUE CTaAUM SITUO0INH,
KaKyo Mbl HabI0JaeM Ha CpaBHUTEIbLHO-MOPGOIIO0-
ruyeckoM ypoBHe. HakoHell, To e caMmoe MOXHO Ha-
O0aTh, aHANIU3UPYST HOPMAaJIbHYI0 WHIWBUIYallb-
HYI0 UBMEHYMBOCTh MOp(doreHe3a BbioHa (Hekntomno-
Ba u Op., 2007; YepmaHiieB, HEOIMyOIMKOBaHHEIE HA0-
JIIONEHUST).

O ToM, YTO TaKas CBSI3b IETEPMUHMPOBaHA Ha STTH-
TEHETUYECKOM YPOBHE, MOXKHO TOBOPUTH TIOTOMY, YTO
Yy KOCTUCTBIX PbIO 3MUOOJMS CBSI3aHA C MPOCTpPaH-
CTBEHHO-BpPEMEHHBIM UepeoBaHreM (a3 yTOJILIEeHUS
1 PacTSDKEHMST KpaeBoil 30HbI 0J1aCTOAEPMBbI. 3aaepK-
Ka 31uOoMMu B JIIOOOM JTaHHOUM 0O0JacTU IejlacT ee
LIEHTPOM KOHBEPreHIUU KJIETOK, MUTPUPYIOIIUX B
KpaeBYIO 30HY, YTO CO3/IaeT YCIOBUS IsT (hOpMUPOBaA-
Hus 31 (Cherdantseva, Cherdantsev, 2006).

BTO 00BSICHSIET, KAKUM 00pa3oM (Mo KpaitHell Me-
pe, B nnpuHLMIe) MopdoreHe3 61acToaepMbl KOCTH-
CTBIX PBIO OTBEYAECT Ha YMEHBIIIEHUE €€ OTHOCUTENb-
HOro 00beMa, HO BOIPOC, KaKUM 00pa3oM Peryupy-
eTcs (M perylImpyercs JIM BOOOIIE) OTHOCUTEITBHBIM
00BEM LIMTOIIIA3MBI 0J1aCTOMMCKA JIO TIOJTHOM cerpera-
LIMY SMOPHOHATBHOIO U 3KCTPadMOPUOHAIBHOTO Ma-
Tepraja, OCTacTCs OTKPBITHIM. HaumHast ¢ Kiaccude-
ckoit paborel Moprana (Morgan, 1895) na Fundulus
heteroclitus, B MHOTOYMCJIEHHBIX ONBITaX ObLJIO ITOKAa-
3aHO, YTO MPH yaaJeHUU 6J1aCTOMEPOB Ha paHHUX CTa-
IASIX TPOOJIEHNST OTHOCUTETLHBINM 00beM OiracTomep-
MBI YMEHBIIIAETCS, YTO, OAHAKO, MaJIO MPEISITCTBYET
GOpPMUPOBAHNI0O  HOPMAJIBHBIX  3MOPUOHATBLHBIX
crpyktyp (Lewis, 1912; Hoadley, 1928; Nicholas, Op-
penheimer, 1942; Oppenheimer, 1947). EquHcTBeH-
HBbIM WCKJIIOUYEHUEM SIBJISIIOTCSI OIBITHI Ha 30JI0TOM
pPBIOKE, B KOTOPBIX TIPU YIAJICHUHM OIHOTO M3 TIEPBBIX
IIByX OJIaCTOMEpPOB WHOTIA Pa3BUBAIMCH 3apPOIBIIIIH,
JuiIeHHbIe oceBbIX cTpyKTyp (Tung, Tung, 1944). ¥
BBbIOHA TIpY YIAJICHUH CONEPKUMOTO OTHOTO U3 TIep-
BBIX JIBYX OJ1TACTOMEPOB BO3MOXKHA TTOTHAS PETYJISIIINS
pasButus (Kopx, 1981).

Bo Bcex aTHx onbITax aBTOPbl (PMKCUPOBAIH JUIIb
WX pe3yJibTaT — HaJM4YWE WU OTCYTCTBUE pPEryJss-
LIMU — MOYTU He oOpalllasi BHUMaHMSI Ha TO, KAKUMU
IyTSIMU OH JocTurajcs. I1pu OTCYyTCTBUM HE TOJBKO
KOJIMYECTBEHHBIX JaHHBIX, HO U TIPOCTHIX HAOJIOAE-
HUI 32 TEM, UTO MPOUCXOIUT HEMOCPEICTBEHHO I1OCIe
orepaluu, OCTAETCS HESICHBIM, IMBITAETCS JIM 3apo-
JIBIIIT BOCCTAHOBUTh UCXOIHBIM 00bEM CBOOOTHON OT
JKeJITKA ITUTOTLIa3Mbl WIM Xe JajlbHENIIi Mopdore-
He3 MpUCHocobISIETCS K €ro HOBOMY, YMEHBIIIEHHOMY
o0BeMy.

OTBeT Ha 3TOT BOMNPOC SIBJISIETCSI OCHOBHOM 3a1a-
4Jell aToit padotsl. [lepBoHAYaIbHO MBI MIpEAIIOiara-
JIW, 4TO TIpU YAAJIEHUHX LIMTOTIIa3Mbl 6J1aCTOMEPOB OT-
HOCUTEJIbHBIIT 00BbeM OJacTOAEPMbI  YMEHBIIIMUTCS
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OYEHb CHUJIBHO 1 PETYJISILS OyIeT COCTOSITh B UBMEHE-
HUU CTPYKTYPbI MOP(OTeHETUYECKMX IBMXKEHUM KJTe-
TOK OJIAaCTOAEPMbI IIPUMEHUTEIEHO K HOBBIM YCJIOBU-
aMm. OKazajoch, OMHAKO, YTO PETYJISIIUS SIBJISICTCS
IByx(a3HbIM IIpolieccoM. B mepBoii, OTHOCUTEIbHO
obIcTpoii (haze, 3aHUMAIOIIEH BCErO HECKOJIbKO Mep-
BBIX LIMKJIOB IPOOJICHUSI, 3apOIbIII BOCCTAHABINBAET
00BEeM CBOOOJHOM OT 3KEJITKA IIUTOIIIa3MBbl, OJIM3KUIA
K ee UCXoIHOMYy o0beMy. Bo BTOpoIi, Oojiee MelJieH-
HOM paze, MopdoreHe3 aganTUPYeTCss K U3MEHEHUIO
¢dopmMbl GnacToaepMbl, BOZHMKAOIIEMY M3-3a IIepe-
pacripeieJieHUsI IMTOILIa3Mbl MEXKTy SMOPUOHAIbHOM
(bpakiiuei KJIeTOK 1 3KCTpasMOpHOHaTbHBIMU (DpaK-
OUsIMU 3apoabiia. JIByxda3Hsblii XxapakTep peryJisaun
WUTIOCTPUPYET OOIIUI MPUHIIUIL, COIJIACHO KOTOPOMY
perymsiiust BKJIoJyaeT B ce0sl He TOJIbKO BO3BpallleHUe
Ha UCXOMHBIN MYTh Pa3BUTUS, HO M ABUIKEHUE K OJTHO-
MY U TOMY K€ pe3yJIsTary pa3HbiMu nyTtsaMmu (YepoaH-
1eB, 2003).

MATEPHAJI U METO/IbI

ITonoBbIE MPOAYKTHI CaMIIOB U CAMOK BbloHa Mis-
gurnus fossilis L. monyJanu ¢ TIOMOIIbIO CTaHIapTHOM
metonuku (Kocromaposa, 1975). [Tocnie oruionoTBo-
pEHUS pa3BUTHE UKPBI JO HEOOXOAMMOM CTaAuu Mpo-
XOIWJIO B OTCTOSSIHHOW MNPOKMMSIYEHHOM BOAE IpU
Temrieparype ot 18 no 21°C. [Ins nmpoBeaeHus onepa-
1M1 3apobliilieit momMelaiu B yauky [letpu ¢ 5 Mo 1x
pactBopa lonsrdperepa. DkcnepuMeHTaIbHbIE MAaHU -
MYJSIIAM C 3apOAbIIIIaMU ITPOBOAMIIN O€3 X U3BJIeYe-
HUSl U3 KEJITOYHOW OO0O0JIOUKM, OTrpaHUYMBASICh €€
MPOKOJIOM HaJl MECTOM OTepalMu.

LlvToruiasmMaTnyeckuii MaTepuai yaausiiid ¢ TTOMO-
IIbI0O MUKPOUHBEKTOPA, MMEIOIIEr0 B CBOE KOH-
CTPYKLIMA MWKPOBHMHT, PEryJIUPYIOIINIA MOJI0XEHUE
HOIMNPYXKUHEHHOTO MOPIIHS, KOTOPLIA, B CBOIO OYe-
peab, XOOUT B 3alTOJTHEHHOM BOJOH IITIPUIIE, COTIAC-
HO MeToAuKe, onrcaHHou paHee (CnenioBa U Ap.,
19906, 2004; Kopsun-ITaBnoBckas u ap., 1996). Ana-
METP MCITOJIb30BAHHBIX B OITBITE MUKPOITUITETOK ITO -
O1paii B COOTBETCTBUM C pa3MepOM 0J1aCTOMEPOB, OT
20 10 90 MKM.

IluToruiasaMy oTcachblBajiu A0 TeX MOp, MoKa OJya-
CTOMEp HE TIepecTaBaJl BBIIEIATHCS Hal TTOBEPXHO-
CTBIO KEITOYHON KiIeTKW. IIpu 3TOM momycKamoch
ylajieHe HEKOTOPOTro KoJIndyecTBa xeaTka. [Tpu orme-
panusax Ha CTamgusx 8-MH U 16-TH 6J1aCTOMEPOB KITET-
K{ YIAJISUTA 1IEJTMKOM, BMeCTe ¢ MeMOpaHOii. DKcre-
PUMEHTHI MPOBOAMIIN B CACAYIOIIMX BapyMaHTaxX: yaa-
JileHWe OoJbllleld 4YacTM  LUTOIUIa3MaTUYECKOTO
MaTepuajia OOHOM KJIeTKM Ha CTaausx 2-X (cepus 2) u
4-x 6mactoMepoB (cepus 4), a TakKe yaajJeHUe OJI-
HOII KpaeBoil KJIeTKM Ha cTaausax 8-mMu (cepus 8) u
16-u 6nacromepos (cepus 16). YUepes 30 MuHYT ITocITe
orepalyu 3apoJiblllieil MepeHOCUSIM B OTCTOSIHHYIO
KUTISTYCHYIO BOIY.
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WBALLIKWH, YEPJAHLIEB

BrokuBaeMocTh B Pa3HbIX BapuaHTaXx OIlbITa (CM. IIOACHCHMUA B TCKCTC)

BapuaHT onbiTa Bcero 3aponpiineit
2 175
225
8 70
16 35
KOHTPOJIb 244

Kou-Bo 3apospiiiei, Kon-Bo 3aponpiieid,
JIOCTUTIIINX CTaAUM OIACTYJIbI |TIOCTUTIINX CTAAUM TUUYUHKU
117 (67%) 55 (31%)
191 (85%) 148 (66%)
61 (87%) 45 (64%)
32 (91%) 20 (57%)
234 (96%) 213 (87%)

Bo Bcex OKCIICPUMEHTAJIBHBIX CEPUAX B KAaYECTBC
KOHTPOJIA MCITOJIB30BaJIN UKPY TOM 2Ke KilaaKu, 4TO 1
B COOTBETCTBYIOIIIEM OIIBITE.
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OTCYTCTBUSI PETYJISILINU
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Puc. 1. BoccTaHoB/IeHHE UCXOIHOTO COOTHOIIEHUST 00be-
MOB GJIACTOAMCKA U KEJITKA B OMBITAX C yIAJICHUEM LIUTO-
MJ1a3MaTUYecKoro Matepuasna 6JacToMepoB: A— OTHoILIe-
HUE 00BbEMOB 0JIACTOIEPMBbI M BCETO 3apojiblilia Ha CTaauu
BBICOKOW 0J1aCTY/Ibl B pa3HbIX BapyaHTax OMbITa (OMbIT 2,
n=31; onbiT 4, n = 37; onbIT 8, n = 21; onbIT 16, n = 24;
KOHTPOJIb, 1 = 36); B — u3BMeHeHNE OTHOCUTETbHBIX O0be-
MOB 0JIaCTOAEPMBI OTIENbHBIX 3apOMbIIIeli B BapuaHTax
ornbITa 2, 4 U KOHTpoJIe (Ha OCHOBE MOKaApOBOIo aHa/Iu3a
nelTpadepHOU CheMKU).

Onepaunu u 1elTpadepHylo ChbeMKY MPOBOIWIN
non crepeomukpockorniom MBC-10 1 okyJsipHOit Ka-
mepoii SkopeTek DCM-130. 11 nociaenyroleit Mop-
domMeTpumn 3apoanliid (ororpadupoBaand IIOH CTe-
peomukpockonom Zeiss Stemi SV11 Apo. M3o6pake-
HUs oOpabarteiBaim B mporpamme Adobe Photoshop
CS, a 111 MOpPOMETPUIESCKOTO aHATN3a MCITOIb30Ba~
JIM makeT mporpamMm Zeiss AxioVision. CraTtucTude-
CKYI0 00pabOTKY JaHHBIX TIPOBOJMJIU € TIOMOIIIBIO Ta-
KeTa CTaTUCTUYECKUX ITporpaMm Statistica 6.0.

Pacyer 06beMOB O1aCTOAEPMEI M JKEJITKA ITPOU3BO-
JVIM Ha OCHOBE M3MEPEHUS IUIOLIANEii ONTUYECKUX
CaruTTaJbHBIX cpe30B 3apoaplieil. [Tog oTHOCHUTENTb-
HBIM O0BEMOM OJIaCTOIEPMBI TTOHMMAJIOCH OTHOIIIE-
HUE ee CarUTTAJIbHON IJIOIIAaaN K IJIOIIAIN BCEro 3a-
pOIbIIa, a Ha 60JIee pAHHUX CTAIUSIX PA3BUTUS, KOTAA
cerperauys LUATOIIa3Mbl U KEJITKA €llle He 3aKOH-
YyeHa, — OTHOIIEHME CaruTTaJIbHOM IUIOIIAI CBOOO/ -
HOI OT 3KeJITKA LIMTOITIa3MbI 0J1aCTOMEPOB K ITIOIIAIN
BCEro 3apojblliia.

OTHoIlIeHMEe TTomIaay 0JIacTOIEepPMBI K €€ 00beMy
OLIEHMBAJIX Ha OCHOBE U3MEPEHUSI IIepUMETPa HapyXK-
HOI ITOBEPXHOCTH O0JaCTOIEPMbl HAa CATUTTAJIbBHOM
OIITUYECKOM Cpe3e U ee TIOIIAaN.

PE3VIIBTATHI

Bceero 6n110 TIpOoBeneHo 6onee 1500 mukpoornepa-
11it. BeDKMBaeMOCTb 3apOJIbIIIIeid 3aBUCe)Ia OT CTaIuN
pa3BUTHSI, Ha KOTOPOI ObUIM IIPOM3BEIeHA OIIepaLlysl.
CamMoii BBICOKOW OblTa BBDKMBAEMOCTh B cepuu 4, a
caMoil HU3KoI — B cepuu 2 (Tabu. 1). [nGenab 3apoabi-
IIe Ha MOCTTacCTPYJIAIIMOHHBIX CTAIUsIX B cepuu 16
OBlJTa HECKOJIBKO BBIIIIE, YeM B cepusx 4 1 8.

Ha cragum BBICOKOI1 OJ1acTyIIBI, KOTa Y KOCTUCTBIX
pBIO cerperanysi 0JacTOAEPMBI OT 3KCTpPa’sMOpPHO-
HaJIBHBIX (bpakiuii (Ipexae BCero, OT IlepubiacTa)
omi3ka K 3aBepireHmio (Trinkaus, 1993), zameTHOE
YMEHBIIIEHE OTHOCUTEJIBHOTO 00beMa 01aCTOAEPMbI
HaO0JII0Aa10Ch TOJBKO B cepuu 2 (puc. 1A), u To, 13-3a
OYCHB OOJILIIION M3MEHYMBOCTH, OHO OBLIO HA TpaHU
cTatTucTudeckoit noctoBepHoctu (p = 0.043).

TlocnenoBarenbHOE M3MEPEHUE OTHOCUTEIHLHOIO
o0beMa OacToIepMbl Y OOHUX U TeX XK€ 3apOoAblIIIeit
o JaHHBIM LieliTpadepHoil BuaecocheMKku (puc. 1b)
MOKAa3bIBAET, UTO B cepusiX 2 U 4 OTHOCUTEIbHBIN 00b-
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eM LIMTOIUIa3Mbl OJIacTOIMCKa BO3BpaIIaeTcsl OJIM3KO0
K CBOEI MCXOMHOM BEJIMYMHE B TEUEHUE OJHOTO-/IBYX
LUKJIOB CUHXPOHHBIX AeJIeHUI apobaeHus1. 13 cpaB-
HEHMS HaKJIOHA WHIWBUIYAJIbHBIX TPACKTOPUI B Ce-
pusix 2 u 4 BugHo (cM. puc. 1B), 4To 4yeM cusibHee Ha-
PYLLIEHO UCXOOHOE OTHOILIIEHIE OOBEMOB LIMTOILIA3MbI
M XeJITKa, TeM OBICTpee OHO BOCCTAaHABIMBACTCS.

B cepusix 2 n 4, n3-3a TOro, 4To 6;1aCTOMEPHI ITy00-
KO YTOIUIEHbI B XEJITOK, MPaKTUYECKU HEBO3MOXKHO
VIATUTD WX IIEJTUKOM, BMECTE ¢ KJIETOYHOI MeMOpa-
HOM, TaK KakK TpY 3TOM MOBPEXKAACTCS HE Hapy>KHas
MeMOpaHa JaHHOro OjacToMepa, a HapyKHbI reje-
BBII CJIOM BCETO 3apofbIllia, YTO BEIET K OCMOTHYE-
CKOMY IIIOKY M OBICTPOI, B TeUeHNE HECKOJIBKUX MU-
HyT, Tuoeau. ToJbKO B TeX ciydasiX, Koraa IOBepX-
HOCTHasT MeMOpaHa TIOBPEXICHHOTO OacToMepa
3aTATMBajia HAHECEHHOE eif MOBPEXKIEHME, OH BOCCTa-
HaBJIMBaJl CBOIi 00BEM, BCachiBasi B Ce0s1 LIMTOILIA3My
JKEeJITOYHOTO METIKA.

ITotomMkn 3TOrO GiIacToMepa ICIMIINCH MEIJICH-
Hee, 4YeM MOTOMKHU COCEIHMX, He 3aTPOHYThIX Oorepa-
et Kietok (puc. 2A—2I"). B HEeKOTOphIX ciTydasix 3a-
MeIJIeHUe IpoOJIeHUST TaKKe HaOJIodaioch M y TI0-
TOMKOB KJIETKU, TIpUJIeralonieii K MOBpeXICHHOMY
OJacTomepy.

Taxum 06pa3om, BEIICIISIOTCS IBE Maphl KIETOK, U
IIOTOMKW OOHOW Iapbl, HE 3aTPOHYTOM OIlepaluei,
MPONOJLKAIOT JEJIUTHCS B OOBIYHOM PUTME CUHXPOH-
HBIX JIeJICHUI OpOOJICHMSI, IIpUUEeM BEpEeTeHa IISITOrO
JIleJIeHVsT OPUEHTUPYIOTCS HE TaHTeHIUAJIbHO, a MO
HOpMaJIi K Hapy>KHOM ITOBEPXHOCTH, TaK 4YTO OAHA
rpyIiia JOYepHUX KIIETOK (popMupyeT BHYTPEHHUI, a
JIpyrasi — Hapy>KHBIN CJIO KJIETOK OJIacToIepMBI (CM.
puc. 2T'). Takast mocJieoBaTeIbHOCTh OPUEHTALIMU Be-
pEeTeH BOCIIPOM3BOAUTCS B IPOOJSHUM KOCTUCTBIX
pBIO ¢ OOJIBIITION TOYHOCTHIO, TaK KaK BbIJEIEHUE Ha-
PYXHOTO M BHYTPEHHETO CJIOSI SIBJISICTCSI TIEPBBLIM I11a-
ITOM K Cerperauuy nepuaepMbl (KIETOYHOI 000J109-
KM1) 1 COOCTBEHHO 3MOpPHUOHAILHBIX Ki1eToK (YepaaH-
nesa, Yepmanies, 1985; Trinkaus, 1993).

biactoMepsl BTopoli mapsl — OIEpUPOBaHHBIN, 1
TOT, KOTOPBIY TECHEE APYIUX C HUM KOHTaKTUPYET, —
yCreBaloT 3a 3TO BpeMsl MPOWTU BCEro OIMH LIMKJI
IpoOJieHns1, o0pa3ysd BCEro OMMH CJIOM KJIETOK
(cMm. puc. 2I'). B nanbHeiillieM OHU yMEHBIIIAIOTCS B
00beMe U TpaHUILIbl KJIETOK CTAHOBSITCSI Hepa3IuuM-
MmbIMU. Ha crammy BBICOKOI OJIACTYJIBI BUDHO, UTO U3
Marepuajga 3TUX OJIaCTOMEpOB 0oOpa3yeTcsl KpaeBoit
repuoaacT (KEATOUYHbBIA CUHLIUTUI ), OTJINYAIOLIAACS
OT HOPMAaJIbHOTO KpaeBOro mepuodiacTa TONILKO TEM,
YTO OH BBITSHYT BAOJIb MEPUIMAHA 3KEJITOYHOI'O MEIII-
Ka (puc. 2]1). Ha ctaguu rmo3aHei 6J1acTyjIbl OH BTSITH-
BaeTcsl mon Kpail 6macroaepMmbl (puc. 2E) TouHo Tak
Xe, KaK 3TO JIeJIaeT HOPMaJIbHBI IeprOIacT Ipyu HOp-
MajibHOM xoje pa3Butus (Trinkaus, 1993).

OnuH 13 9acTo HaOJIIOAABIINXCSI BAPMAHTOB 00pa-
30BaHMsI JOIIOJHUTEIHLHOIO KpaeBoOro repubdjacra B
cepuu 2 nipeacrtaniieH Ha puc. 22K—2M. Ilurtoriazma
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TMOBPEXIEHHOTO OJlacToMepa ITiepecTaeT ApOOUTHCS,
HO OCTaeTCs KMBOM UM CITOCOOHOM K aKTUBHOMY CO-
KpalllgeHUIo CBoel TToBepxHOCTH (puc. 22K—21). B pe-
3yJITaTeé OHA OKa3bIBaeTCsI y Kpasi OyiacToaepMbl
(puc. 2K) ¥ IOJHOCTBIO CIMBAETCS C HOPMAaJIbHBIM
KpaeBbIM MEpUOIACTOM, a TOYKA, B KOTOPOM OKa3bIBa-
€TCSI, COOTBETCTBYET TOUKE OKOHYATEIbHOIO 3aMbIKa-
HUSI OKPYXXHOCTU Oiactoaepmbl (puc. 2JI-2M). Ta-
KMM 00pa3oM, Bcs GiacToaepMa M 4yacTh nepuodsacTa
BO3HMKAIOT B 3TOM CJIy4yae U3 MaTepuajia TOJbKO Ofl-
HOTO U3 MEPBbIX IBYX 0JIaCTOMEPOB, OOHAKO OTHOCU-
TeAbHBIA 00BEM OyslacTONEpMBI JIUIIL HEMHOIO
(p <0.01) meHblIIe, YeM Y KOHTPOJIBHBIX 3aPOIbIIICH.
CraTnCcTHYeCKN JOCTOBEPHBIC Pa3TIMsI AOCOFOTHBIX
00BEMOB XKEeJITOYHOT0 MeIIKa 1 6J1aCTOonepMBI BOOOIIIES
OTCYTCTBOBAJIU, TaK KaK 3TU BEJIMYMHBI BApbUPOBATIN
CUJIbHEE, YEM UX OTHOIIICHUE.

HenpeppiBHOEe HAOMIOACHWE 3a pa3BUTHUEM I1OCIIE
orepauuu (7 = 8) 1okasajo, 4Yto B 75% ciyyaeB MeCTO
(opMHUpOBaHUS OMOJHUTEIBHOIO KPaeBOro Iepu-
GJ1acTa COBITAAJIO C MECTOM 3aKJIaIKH 3aPOIBIIIEBOTO
mmtKa (puc. 3A, 3B).

T1pu HOpMaTLHOM XO/1€ Pa3BUTHUS TEOMETPUUIECKIE
LEHTPHI CUCTEMBI OJlacToaepMa—IIeproIacT U co0-
CTBEHHO 0JIaCTOIEPMBI COBITAIAIOT APYT C IPYTOM U C
aHUMaJIbHBIM ToJtocoM siiia (Koctomaposa, 1975).
VY omnepupoBaHHBIX 3apOAbIIIei, M3-3a YTOIIICHUS
nepubsacta B OIEPUPOBAHHOM CEKTOpE, €ro ILIoC-
KOCTb HE COBIIQJAa€T C IJIOCKOCTBHIO OJIaCTOACPMbI
(puc. 3B). Yroa oTki10HeHUs INIaBHOM OCU CUMMETPUH
OJacToiepMbl OT IJIABHOM OCH CUMMETPUM KPaeBOIro
nepubaacTa J0BOJILHO 3HAYMTEIEH U paBeH 14.2 + 6.3°
(n = 35). OT0 03HAYaET, YTO B 30HE YTOJIIIICHUS Kpae-
BOro Iepubiacra (Kak mpaBujo, 3TO 30Ha (hopMUpo-
BaHUS 3apOJbIIIEBOrO INMTKA) CTEMEeHb 3MUO0JIUU
MEHBbIIIE, YeM Ha IPOTUBOIIOJI0KHOM (BEHTPaJIbHOM)
ToJIroce 0JIaCTOIePMBI.

Jns aHann3za MOp@OreHeTHYEeCKUX TOCIIeICTBUI
yHoaJleHUS 1IEJIBIX 0JJACTOMEPOB MBI OOBETMHMIIN 3aPO-
JBIIIEN cepuii 8 1 16 ¢ TeMU 3apoablliaMu cepui 4, y
KOTOPBIX JIPOOJICHWE OIEpUPOBAHHOIO OjacToMepa
MOJHOCTBIO BOCCTAHABJIMBAIOCH. ¥ BCEX TaKUX 3apO-
JBIIIEN, BBULY OTCYTCTBHUS IOIOJHUTEIHLHOTO Kpae-
BOT'O TepmOJacTa, TJIaBHbIE OCU CUMMETpUN OJ1acTO-
JIepMBI 1 TIepubJacTa coBNagaiM APYT C IPYroM, Kak
IpY HOPMAaJIbHOM XOJie¢ pa3BUTUsI. Mbl aHAJIM3UpPOBa-
JIV X Ha CTaJIM MIO3IHEH 0J1aCTyJIbl, KOria OCHOBHBIM
MOP(}OIOrMYeCKUM KPUTEPUEM J10PCO-BEHTPaIbHOM
MOJISIPHOCTH SIBJISIETCSI pa3inyKe BEJIMYMHBI KpaeBOro
yIrja MeXK1y Hapy>KHOI MOBEPXHOCTbIO KpaeBOM 30HbI
0J1acTOEPMBbI U TIOBEPXHOCTBIO JKEJITOUHOIO MeEIIKa.
Ha nopcajibHOI1 cTOpOHE BeJIMYMHA 3TOTO YIJIa MEHb-
1IIe, YeM Ha BEHTPAJIbHOI CTOpPOHE 3apoiblllia, YTO
yKa3bIBaeT Ha 0o0Jjiee BBHICOKYIO BEJIMYMHY aKTMBHOTO
HaTSDKEHUST TpaHULIbl pasaesia 0JacToAepPMbl C XKeJT-
koM (YepmanueBa, Yepmanien, 1985; Hexiromosa
u ap., 2003; Cherdantseva, Cherdantsev, 2006).
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Puc. 2. PanHue mociencTBus yaajaeHUs LIMTOTUIA3MaTUUECKOTO MaTtepraiia 61actoMmepoB: A—I — nMpoprcoBKa KJIETOYHBIX rpa-
HUII MOCJIeIOBaTeIbHbIX CTalUii IPOOICHUS 3apOIbIiiia, ONEPUPOBAHHOTO Ha CTaIUM 4-X 61aCTOMEPOB, BUJI C aHUMAJIBHOTO T0-
smoca. BumHo otcraBaHue npoGsieHust 6;1acTOMEPOB-TIOTOMKOB KJIETOK, 3aTPOHYTHIX orepaiveii. OneprpoBaHHast KJIETKa U ee
MOTOMKM MoMeveHbl 3Be3noukamu; [, E — obpazoBaHMe OMOJIHUTENBLHOIO KpaeBoro repubiacta: JI — 3apoabll Ha cTaauu
MO3aHEN 0aCTyJ/Ibl, y KOTOPOTO paHee ObLT yIaJieH IMTOIIa3MaTUYeCKUil MaTepurajl OJHOTo 0JlacToMepa Ha CTaIuu 2-X KJIETOK;
E — HopMasbHbI# 3apoabiiin. CTpeaKu — JOTOTHUTEIbHBIN MTepruOJIacT U paciIMpeHre reprudiacta Ha Oyayleit fopcaabHOM CTO-
poHe; K—M — mocnieoBaresibHble Kaapbl LedTpacdepHOil CheMKU 3apo/ibliiia, OTIEPUPOBAHHOIO Ha CTaaU 2-X OJaCTOMEPOB.
Bpewmst ykazaHo B MUHYTax OT MOMeHTa ornepaimu. CTpejika — MeCTO orepaluu, Yepta — MOTOMKU ONepUPOBAHHON KIIETKH,
dopMuUpyOIIMe TOMTOTHUTEbHBIN MeprbacT. MaciTabHbIe TUIAHKY Ha pUCYHKE COOTBETCTBYIOT 200 MKM.
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B BblI€JIEHHO TpyIile ONepupoOBaHHbBIX 3apOIbI-
1Iei IIonaab KOHTaKTa 0J1aCTOAEPMBI C XKEATOUHBIM
MEeIIKOM 3aMeTHO OoJbliie (cp. puc. 4A, 4b), a Benu-
YKMHA JOPCATBHOTO Y BEHTPAJIbHOTO KPaeBoTo yIJia J10-
croBepHO (p < 0.01) BbIIIIE, YeM Y KOHTPOJIbHBIX 3aPO-
JBILIEH, TIPUYEM Ha NOPCAIBHOU CTOPOHE Pa3Inyusd
MEXITy OTTBITOM U KOHTPOJIEM BbIpaKE€HbI CUJIbHEE (CP.
puc. 4B, 4T'). DTo 03HayvaeT, UTO y OIepUPOBaHHbBIX 3a-
poapbleii agaeT akTUBHOE HATSIKEHUE TPaHULIbI pa3-
Jiesia 0J1acTOePMbI C KEITKOM (BO3MOXHO — aKTHUB-
HOe HaTspKeHue Tiepuonacta, cM. Yepmanuena, Yep-
nmaHieB, 1985).

JUts 3TOM 3Ke TpyIIbl 3apOIbIlIeil HA CAarUTTAllb-
HBIX ONTUYECKUX Cpe3aX Mbl M3MEPWJIM OTHOILICHUE
rnepuMeTpa Hapy>KHOM MOBEPXHOCTU OJIACTOAEPMbI K
ee TUIoIIAAM, CUMTAsI €TO MoKa3aTelleM, XapaKTepu3y-
IOIIMM OTHOLICHWE IUIOLIAAN MOBEPXHOCTU 6JacTO-
JIepMBEI K ee 00beMy. Hebosblive, HO BCE XK€ CTaTUCTU -
Jecku goctoBepHbIe (p < 0.01) pazmmyust MeXIy OITbI-
TOM M KOHTpPOJIEM ObUIM TIOJy4eHBI IS cTanuu 9, B
MOMEHT MHULALUU STUO0JNHU, KOTJa IUIoIaab Mo~
BEPXHOCTH paseiia 61acTOIepMbI C 3KEITKOM HauHa-
eT yBeIM4MBaThbcs 3a cueT ee u3ruba (Hexmomona
u 1ap., 2003). BennunHa oTHOLIIEHUS IepuMeTpa 0J1a-
CTOIEPMEI K ee IUToIaan okKasanachk paBHoi 0.029 +
+ 0.001 B kontpoJse u 0.039 £ 0.002 B onbITe — TaKUM
o0pa3oM, B MOMEHT Hauajla 3MUOO0JMU OTHOLIECHUE
MOBEPXHOCTH OJIACTOAEPMEI K €€ 00beMY BHIIIIE Y OIle-
PUPOBAHHBIX 3aPOIBIIIIEHA.

ITo nanHBIM LieiTpadepHoit cCheMKU (CM. puc. 2A—
2I"), Bo Bcex aKcriepuMeHTanbHbIX cepusix 311 3akia-
IBIBAJICSI Ha Oojiee paHHUX 3Tarax snubonuu. M3
36 3apobIllieii, OIIEPUPOBAHHBIX Ha cTaguu 4-x OJa-
croMepoB, y 14 (39%) 3111 HaunHaa opOPMIISITLCS TO-
I1a, KOIJa OKPYXXHOCTh OJIaCTOOEPMbI HAXOAWIACh
BBIIIIE 5KBAaTOPUAIBHOM TUIOCKOCTU 3apoibiia (cTe-
rneHb 3nubdoauu MeHsblie 40%). B KoHTposie 3To GhUTO
OTMEeUeHO JuIIb 1151 6 13 20 3aponpiiieii (20%).

Kaxk nipaBuio, 6osee paHHsIs1 (OTHOCUTEIbHO 31U~
oonumn) 3akimanka 31 Oblla 3ameTHa Ha a3
(puc. 5A—5T). 17151 Komn4eCTBEHHOM OLIEHK COOTHO-
meHns xona smubomu n opmuponanus 31, Mbr
BoIOpanu koaddutveHt £ = (D — d)/H, tne D xapak-
TepU3yeT CTeNeHb AMUO0IUKN O1acTOoePMbI (PacCTOSsI-
HUE OT €€ BEPXHETo MOoJII0ca IO €€ HIDKHETO Kpasi), d —
CTEIeHb pa3BUTUSl (MEPUAMOHAIBHYIO BbicoTy) 3111,
H — aGconoTHbIN pa3Mep 3apoapbiiia (puc. 5/).

Paznmmune BeTMIMHBI 3TOro KO3 dUIeHTa y orie-
PUPOBAaHHBIX 3apOAbIIIEH ceprun 2 U KOHTPOJIEM OKa-
3aJI0Ch BBICOKO nocToBepHbIM (p <€ 0.001, n = 20). B
OIBITe BeJMWMYMHA £FE OBUIO TIOYTH BOBOE HITKE
(puc. 5E), T.e. oopazoBanue 3111 neiicTBUTEILHO Ha-
YUHAJIOCh ITPU MEHbIIEH CTETIEHU SMTUO0JIUU 0JIaCTO-
IIEPMBI, 9YeM Yy KOHTPOIBHBIX 3aPOIIBITIIEH.

K sTOoMYy ciieayeT 100aBUTh, YTO Y ONIEPUPOBAHHBIX
zapogsiireit 311 ouepueH ropasgo 0oJiee rpydoo U mpu
ero (hopMUpOBAaHNU HapPYKHASI TOBEPXHOCTh GIaCTO-
JIEpMbI TOpa3io CWJIbHEee U3MEHsIeT (YMEHBIIIAET) CBOIO
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Puc. 3. lonosHuTenbHbIN TIepubiacT: A—b — momonHu-
TeJIbHBIN ITepubaacT onpenesieT Mecto 3akianku 3111. 3a-
pOIbIILI, ONEepUpPOBAaHHBIA Ha cTaguu 2-X 0JaCTOMEpPOB,
A — caruTTajibHbI ONITUYECKUIA cpe3, b — By ¢ aHUMAaIb-
Horo nostoca. CTpejKu — JONOJTHUTENIbHbIN MepruoIacT,
3Be300YKN — MecTo obpaszoBanust 3III. MacmrabHast
TJlaHKa Ha pucyHke cootBercTByeT 200 MKM; B — cxema
uzMepeHusi yriaa (M), Ha KOTOpbIil TOBOpayMBaeTCsl aHU-
MaJIbHO-BereTaTMBHAasi OCh MPU 00pa30BaHUM IOMOIHM-
TeJIbHOTO Tepubiacta (MOSICHEHUS B TEKCTE).

KPMBU3HY, 4YeM B KOHTpoJIe (cp. puc. 5B, 5T'). BTo Takke

TOBOPMUT O “mpexneBpeMeHHo” 3aknaake 3111,

OBCYXIAEHUE

To, 4TO HOpMaJIBLHBII 3aPOAbIII MOXKET Pa3BUBATh-
cs1, (PaKTUIECKU, TOJIBKO M3 OJHOIO M3 IIEPBBIX IBYX
0J1aCTOMEPOB, KaK 3TO IMPOUCXOIUIO Y HAC B CEPUU 2,
caMo 1o cede He MpeICTaBIsIeT HA 0CO00ro MHTepeca,
HM, TeM 0oJiee, HOBU3HbI. Bo-TIepBhIX, 3TO yKe ObLIO
noka3zaHo 111 BbioHa (Kopxk, 1981), a Bo-BTOpBIX, 9K-
BUIIOTEHLMAILHOCTb 00J1acTeil 61acToaepMbl KOCTH-
CTBIX PbIO U, KaK CJIACTBUE, MOYTU HEOrpaHUUYEHHAs
CIOCOOHOCTH Pa3BUTHUS K PETY/ISIIIMKA JaBHO 1 XOPOIIIO
u3BectHa (Morgan, 1895; Oppenheimer, 1979; He-
KJII0/I0Ba 1 1p., 2003).
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Puc. 4. Paznnuust nopcajibHbIX M BEHTPAJIbHBIX KPAeBbIX YIJIOB HA IpaHMIIE pa3esia 61actoaepma C XKeJITOYHbIM MellkoM: A—b —
cxema u3MepeHuii B onbite (A) u koHTposie (B). A; — KpaeBoil yros Ha I0pCaibHOM, A — Ha BEHTPAJIbHOW CTOPOHE 3apo/bIila,
B, I' — paznmuuus cpeqHunx 3HaueHU nopcaibHbIX (B) 1 BeHTpanbHbIX (') KpaeBbIX yIIIOB B ombiTe 8 M1 KOHTpose (1 = 20).

31ech MOXHO TOJIBKO OTMETUTh, YTO PETY/ISIIMOH-
HasI CITOCOOHOCTh SMOpHMOreHe3a BbIOHA, IT0-BUANMO-
MY, BbILIE, YeM y APYIUX U3YUEHHBIX TIpeACTaBUTECH
KOCTHUCTBIX PbIO, Takux Kak Fundulus (Oppenheimer,
1979), Carassius (Tung, Tung, 1944), unu Brachidanio
rerio (UepnanueBa, YepmanueB, 1985). CpaBHeHue
9KCIEPUMEHTAIBHO-3MOPUOJIOTUYECKMX  JaHHBIX,
MOJYYEHHBIX Pa3HBIMU MCCJIEIOBATEISIMI Ha pa3HbBIX
00BbEeKTaX JIMIIEHO CMbICIA, HO Mbl MOXEM CPaBHUTH
IIMPOTY U3MEHUYMBOCT HOPMaJILHOTO Mop(oreHesa.
BrbloH sBJIsI€TCS TTOKA YTO €IMHCTBEHHBIM ITPEACTaBU -
TeJIeM KOCTUCTBIX PbIO, [IJI1 KOTOPOTo MOKa3aHOo, YTO
MHOTOKpPaTHOE MepeorpeaeieHre HallpaBJIeHUs 10P-
CO-BEHTPaJIbHOI OCH 3apObIIia BXOAUT B COCTaB HOP-
MaJIbHO U3BMEHUYMBOCTH ero pa3Butus (UepmaHiiena,
Yepnanues, 2007).

B 51011 paboTe MbI ITBITAIMCH HE TPOCTO KOHCTATH -
poBaTh BO3MOXHOCTb PETYJISIIUM Pa3BUTUS IIOCIE
yaaJeHusl LUTOIUIa3Mbl OylactoMepoB (cepuu 1, 4),
WIN LIETbIX Oy1acToMepoB (cepuu 8, 16), HO U MOHSATH,
KaK1M, COOCTBEHHO, 00pa3oM oHa Ipoucxoaut. Oka-
3aJI0Ch, YTO PETyJISILMS CKJIAAbIBACTC U3 ABYX (ha3:
ObICTpOli (ba3bl, 3aHUMAIOIIEH BCEro HECKOJIbKO
LUKJIOB CUHXPOHHBIX ASJICHUI IPOOICHUS, I MEJI-
JIEHHO1 (pa3bl, 3aKaHIMBAIOIICHCS y>KE BO BpEMsI T'a-
CTPYJISILIN.

CMBICT 1 HaTTIpaBJIEHUE PETYISILINI B 3TUX IBYX (da-
3ax pa3JIM4yHbl. B 1iepBoil ¢ase 3aponblill CTPEMUTCS
BEPHYTh OTHOCHUTEJIbHBIA 00beM OJIACTOAMCKA K €ro
MpeXKHEMY 3HadyeHU10. TeopeTuyecku OH MOXET BOC-
CTaHaBJIMBAThCS 3a CUET Iepexoja B 0JaCTOIMCK 1IM-
TOIJIa3MbI XKEJITOYHOTO MEIIIKA 1 32 CYET YBEIUMICHUSI
OCMOTHUYECKOTO TaBJIEHUS, IPUYEM 3TU BO3MOXHOCTU
cKopee AOIIOJIHUTEIbHBI, YeM aJIkTepHaTUBHBL. Eciu
OBl AaBJIEHUE BHYTPU OJIACTOAECPMBI U KEJITOUYHOTIO
MeEIIKa HE MEHSIJIOCh, TO TPYAHO OBUIO OBl OOBSICHUTH
OTCYTCTBME CTAaTUCTUYECKM JTOCTOBEPHBIX Pa3INYMid

MEXITy aGCOIOTHBIM 0OBEMOM 3KEJITOYHOTO MEIIKA B
KOHTpOJIe 1 oIbiTe. Bompoc HyXmaeTcs B majibHe-
1IIeM HCClIeIOBaHUM, KaK M BOOOIIIe BOIIPOC O MeXa-
HU3MaX, peryJIMpyoluX BHYTpeHHee JaBJIeHE U CO-
OTHOIIIEHUE O0beMa Pa3sHOPOAHBIX (PaKIMUA ILIMTO-
TUTa3MBl.

BriepBrie oOpazoBaHNe HOIMOJIHUTEIBHOIO ITIEpU-
osacta obL10 onucaHo E.M. YepnaHieBoii (1983) B
OIbITax ¢ yMepeHHbIM (mopsiaka 10g) meHrpugyrupo-
BaHMEM 3apojblilieii naHuo (Brachidanio rerio) Bo Bpe-
M1 paHHero apodJieHust. OavH u3 KpaeB 0J1acToaucKa
CWJIBHO PACTSTUBAJICS B TAHTEHIIUMAJIBbHOM TJIOCKOCTH,
LIUTOTOMMUSI TIpeKpalliajach U MPOA0KAIUCh TOJbKO
JieJIeHUsI siiep ¢ 00pa3oBaHUEM CUHLIMTHSI, B KOTOPOM
XKeaTKa Obu1o O0JIbllIe, YeM COOCTBEHHO B OacToMe-
pax. Y xkpasg 0jractroMepa BO3HUKAJ BBITTHYTHIN B Me-
PUIVOHAIBHOM HaIpaBJICHUU SI3bIK “MCKYCCTBEHHO-
ro”, Kak oH ObUI Ha3BaH B LIMTUPYEMOI1 paboTe, IIepu-
Onacrta, KOTOPBIM 3aTeM BTSITMBAJICI BHYTPb, U
MMEHHO B 3ToM MecTe pas3BuBajcsa 31I. OnucaHHas
MOCJIeA0BaTEILHOCTE COOBITHIA 1O MEJIOYEi COBITaacT
CO CAeJaHHBIMM B Hallleli paboTe HAOIMIOACHUSIMUA U
TO3BOJISIET MPEATOJNOXNUTh, YTO UMEHHO YBEIMYCHUSI
OTHOIIICHMSI KOHLICHTPALIMY JKeJITKa K KOHLICHTPaLuK
CBOOOIHOI OT HETO LIUTOILIA3MEI SIBJISIETCSI OCHOBHOM
MPUYNHON 00pa30BaHMS TOTIOJTHUTEILHOTO neproJia-
cra. To e caMoe MOXeT OTHOCUThCSI M K 00pa3oBa-
HUIO KpaeBOro mnepuoiacta IIpu HOPMAJIBHOM XOme
pasButus (Yepnanuesa, Yepnaniies, 1985).

Bropas (MenmneHHast) ¢aza peryssiliumM SBJISIETCS,
Mo CyTU Jefla, “peryisiudeil MOCIeICTBUM peryJisi-
ouun”’, TaKk KaKk MOp(oreHe3 BBIHYKIEH ITPUCIOCO0-
JISThCS K MOCJEICTBUSIM TeX YCUIINI, KOTOPhIE ObLITHA
3aTpayeHbl Ha PEryJisIIMIO B ee IMepBoi (dase. 31aech
ye HeJIb3sl TOBOPUTH O BO3BpAIlleHUW Ha UCXOTHbBIN
OyTh Pa3BUTUSI — HAIIPOTUB, HOBEIE MOp(oIornye-
CKMe OCOOEHHOCTH, BO3HUKAIOIIME B MEepBOi (ase
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peryasauuu, CJayXaT IJII IPOCTPaAaHCTBEHHO-BpE-
MEHHOM pa3MeTKHu IajdbHEeHIInuX MopdoreHeTuye-
CKMX OBVKEHUMN.

B niepBy1o ouepenb 3TO OTHOCUTCS K 00pa30BaHUIO
3II. ITpy1 HOpMAaJILHOM XOJie Pa3BUTUS OH Yallle BCETO
oOpa3zyeTcsl y TOro Kpasi 6actoiaepMbl, popMa KOTO-
pOro B HAaMOOJIbIIIEH CTEIIEHU OTKJIOHSIETCS OT chepu-
yeckoil popmbl (Cherdantseva, Cherdantsev, 2006). B
9TOI 30HE BO3HUKAIOT aKTMBHBIE MeXaHWUYeCKre Ha-
MNPSKEHUSI, U30BITOK KOTOPBIX KOMIIEHCUPYETCSI CTsI-
TMBaHUEM K Hell (KOHBEepreHluel) KJIeToK 0sacTo-
nepMbl. CKOpOCTh 3MMMOOMMM OJWHAKOBAa Ui BCEM
OKPY>KHOCTH OJlacTOAepMbI, aHMMaIbHO-BereTaTHUB-
Hasl OCh OpUEHTUPOBaHA TIePITEHINKYJISIPHO TPaHUIIE
pazmesa 61acToIepMBI C KEITOTHBIM MEIITKOM, HO CO-
OTHOIIIEHUE aKTUBHBIX U MMACCUBHBIX HAMIPSIKEHUI Ha
MPOTUBOIIOJIOKHBIX MOJIOCAX OJaCTONEPMbI pa3iny-
HO, YTO M OIpeNnesisieT NOPCO-BEHTPAIBHYIO TOJISIP-
HocTh (moapobHee cMm. Cherdantseva, Cherdantsey,
20006).

V Tex orepupoBaHHbBIX 3apOAbIIICH, Y KOTOPHIX B
nepBoil haze peryasauuyd oopa3yeTcsl AOIIOJIHUTEIb-
HBII KpaeBOl MepuOIacT, TIOBEPXHOCTh paszesia 0Ja-
CTOAEPMBI C XXEJITKOM ellle A0 Hayaja TacTpyJsiuuu
CKOIIIeHA MO OTHOIICHMIO K aHWMAaJIbHO-BEereTaTHB-
Holi ocu (cMm. puc. 3B). IlockoabKy OIMH M3 KpaeB
OacToepMbl HAXOAUTCST Ha Oojiee BBICOKOM IIUPOTE
sTiilia, TpaHUIIa 0J1aCTOAECPMEI He BITMCHIBACTCS B €A~
HYIO OKPY>KHOCTbD, U IJISI MUHUMM3ALIMU TeOMEeTprIe-
CKUX pa3iMuuii ee KpMBU3HA Ha 00Jiee BHICOKOM LI~
poTe JOJKHA yMEHbIIAThCsl. DTO, B CBOIO ouepelb,
CTaHOBUTCS IIPUYNHOM aKTUBHO MUTPALINY KJIIETOK B
3Ty 30HY, UTO, KaK 1 [IPU HOPMAJIbHOM XOJI€ Pa3BUTUS,
BeaeT K oopazoBanuio 311I. Henb3st ckazath, 4TO yTOJI-
IeHMEe KpaeBoro IeprobacTa MHIyINPyeT o0pa3oBa-
Hue 311 B ToM cMEICIE, B KAKOM 3TO CJIOBO OOBIYHO
yroTpeosisieTcst B s3MOpuosioruv. OHO MPOCTO CO3MaeT
pa3IM4ns KPpUBU3HBI, a 3HAYUT — Pa3INIMs BEJTMIM-
HbI aKTUBHOI'O HaTSDKEHUS TPaHUIIbI pasiesia 0J1acTo-
JIEPMBI C XKEJITKOM Ha €€ MPOTUBOITOJIOKHBIX TTOJTIOCaX.
JIBIDKeH1E KJIETOK B CTOPOHY ITOBEPXHOCTH C ITOBBI-
IIIEHHBIM aKTHMBHBIM HaTSDKEHUEM YBEJIMYMBAeT X
JIOKaJIbHYIO KOHLIEHTPALINIO, TAK YTO BHYyTPEHHEE 1aB-
JIEHHE MO, 3TOM ITOBEPXHOCTHIO BO3pPACTacT, KOMIICH-
cupysl U30BITOK €€ aKTUBHOI'O HATSIKEHUSI.

Cyas 1Mo BeJIMYMHE OTHOIICHMSI IepUMeTpa Ha-
PY>XHOI ITOBEPXHOCTH 0J1aCTOJEPMEI K €€ TUIOIIAaN Ha
CaruTTaJbHBIX OIITUYSCKUX Cpe3ax, B MOMEHT Havaia
SMUOOJIUM OTIEPUPOBAHHbBIE 3apPOIBIIIN UMEIOT O0Jiee
BBICOKOE OTHOIIIEHHWE TIIOIIAaM OJacTomepMbl K ee
00BbeMY. DTO XOPOIIIO COIJIACYeTCSl C POCTOM BEJTUUM-
HBI KpaeBhIX YIJIOB Ha TPaHMIIe pasaeiia 0J1acToaepMBbl
¢ XenTkoM (cp. puc. 4A, 4b), Tak Kak o0a pakTa roBo-
PST O TTaicHUY aKTUBHOTO HATSDKEHMSI ITOBEPXHOCTU
G1acTomepMbI BO BTOPOIA (haze peryasiiumn.

BOnuboIMs BCeria CBsi3aHa ¢ yBeJIMUeHUeM TUIola-
ITA TIOBEPXHOCTH, pa3IelIsIIonIeil 6J1acToaepMy 1 XKell-
TouHblii Memok (Trinkaus, 1993). HopmanbHast reo-
4 OHTOTEHE3 Ne 3

ToM 43 2012

209

OmpiT 4  KoHTpons

Puc. 5. U3meHeHue cBsI3u MexX Ty anubonueii u popmMupo-
BaHueM 3111 nocie ynaneHust HUTOIIa3MaTUYECKOro Ma-
Tepuasna: A, B — 3apoapliil mocie ynajJleHus: COaepKUMOro
OIHOU KJIETKM Ha cTamuu 4-x 6imacromepon, b, I' — kKoH-
TpoJib; A, b — caruTrajgbHble onTUyeckue cpesnl, B, I' —
BUJI C aHUMAJIBHOTO MOJIIOCA, CTPEJIKU — MECTO 3aKJIaK1
3UI; O — cxema Mop¢hoOMETpUIECKUX U3MepeHnH (TTosic-
HeHMs B TekcTe), E — paznuuust BeTUIuHBI KOo3hbhu-
nueHTa F, xapaKTepU3yIOIlero COOTHOLIEHUE TEMITOB
anubonuu u ¢popmupoBaHus 311 y KOHTPOJIbHBIX 3a-
POIBIIIEHA U 3apOblllIeii, ONIEPUPOBAHHBIX HA CTaAUU
4-x xneTok (n = 20).

METPHUsI CHUCTEMBI OJlacTOAEpMa—KEJITOK ITO3BOJISIET
ATOIl TIOBEPXHOCTH YBEJMYMBATh CBOIO ILIONIAAb,
OCTaBasICh IVIOCKOM, TaK KaK KpaeBbI€ yIJIbl HA TpaHM -
e pasaena JocTaTrouHo gajaeku oT 180°. MHave o6¢cTo-
WT JeJI0 C ONIEpUPOBAHHBIMU 3apOBIILIAMM, Y KOTOPBIX
JIMMUT Ha YBeJIMYCHUE TIJIOIIAIN TIOBEPXHOCTH pa3ie-
J1a 6e3 U3MeHeHUs ee (POPMbI IIPAKTUYECKI MCUEPIIaH.
B ombITe 3aponpliiiy 0Ka3bIBalOTCS ropa3no Omke K
MOpory, 3a KOTOPbIM AAJIbHEHIIWK POCT IUIOLLAIU
TUIOCKOM MOBEPXHOCTHU pasielia YK€ HEeBO3MOXEH, U
OHa, JIJISI TOT'O YTOOBI IIPONOJIKATE OOpacTaHME KEJIT-
Ka, IOJDKHA BBITHYTHCS B CTOPOHY Hapy>KHOM MOBEPX-
HocTH. B 31001 hase anumboIMU ITOBEPXHOCTh pa3aesia
MOXKET YBEJIMYMBATh CBOIO IUIOLIAAb JaXe IIPU HEIo-
IBVDKHOCTU KpaeBbIX TOYEK DTOM ITOBEpXHOCTH. Ta-
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K1M 0o0pa3oM, B CiIydyasx, Korma yuajacHue 0jracTome-
POB He BeAEeT K MUBMEHEHMIO criocoba (hopMUpOBaHUS
rnepubaacTa, ero OCHOBHBIM MOCJIEACTBHEM BO BTOPOI
daze peryasiuu SIBISIETCS MPEXIEeBPEMEHHbIN (110
CPaBHEHUIO C OOBIYHBIM XOJIOM 3IMUOOJININ) U3TUO MO-
BEPXHOCTM pasjiejia, FeOMeTPUUYECKU OTISIISIOUINIA
KpaeBylo 30HY OJ1acCTOAEPMBbI OT €€ LIEHTpaIbHON Ya-
ctu (mogpodbHee cM. Hekiromosa u ap., 2003).

“IlIpexneBpeMEeHHOCTh” M3rnbda 03HAyaeT, YTO OH
MIPOMCXOAUT IPU MEHBIIIEH pa3HOCTU HATSDKEHUS Ha-
PYXHOII 1 BHYTPEHHE! IIOBEPXHOCTU OJIACTONEPMBI,
BeJIMYMHA KOTOPOTO OIPEAesieT CKOPOCTh paaudaib-
Holl uHTepKasuu kietok (Hexmonosa u ap., 2003).
PannanbHass MTHTepKaISALNS SIBASIETCS OMHOMN U3 TIPU-
4rH (DOPMHUPOBAHMSI 13 KJIETOK 0JIaCTOIEPMBI ITOJTHO-
LHEHHOI'0 3IIUTCINAJIbHOI'O Ilacta, U MMEHHO JOTOT
MPOLIECC JOJKEH 3aMeUISIThCS Y OIIEpUPOBAaHHbBIX 3a-
pOOBILIEA, Y KOTOPBIX, HEUCTBUTEIIBHO, YIIaKOBKa
KJIETOK Ha ONTUYECKOM cpe3e 0J1aCTONEePMbl KaxKeTCs
0oJee phIXJIONA.

TakuMm o0pa3oM, HaCTOSIIEH MPUYMHON COBUTA
dopmuposanus 3111 Ha Oojlee paHHIO CTAgUIO pa3-
BUTHS SIBJISIETCST 3aMeIJICHUE TTMOO0INH, a TOYHEee 13-
MEHeHHe OTHOCUTEILHOTO BKJIaJa B Hee ABYX Ipoliec-
COB — MACCUBHOTO PACTSDKEHUS TTOBEPXHOCTH OJ1aCTO-
JIePMBI M aKTUBHOTO YBEJIMUYEHMS €€ TUTOIIAIN 32 CUET
panualbHOM MHTEPKAISLIMU KJIETOK. B ombITe BKam
IMACCUBHOTO PACTSKEHMSI TOPA3I0 BBIIIIE, YTO XOPOIIIO
COOTBETCTBYET BU3YAIbHOMY BIT€UaTIICHUIO, BO3HUKA-
Io1IeMy TP CpaBHEHUU (DOPMbI HAPY>KHOI MOBEpPX-
HOCTH 3apOJbIIIEH B ONbITe U KOHTPOJIE.

ITosmydeHHBIE TaHHBIE TOBOPSIT O TOM, YTO JABHO
onucaHHasi UISI KOCTHUCTBIX pPBIO 3BOJIOLIMOHHO
YCTOMUYMBAS CBSI3b MEXIY OTHOCHUTEJbHBIM OO0bEMOM
OacToiepMbl U CTaaue aMMOoINN, Ha KOTOPOU 3a-
kanpiBaeTcs 311, sBiisteTcs psIMBIM 1 HEM30EKHBIM
CJIEICTBUEM T€OMETPUM M MeXaHWKM 3nuoonnu. O0
3TOM TOBOPUT TPAKTUYECKU TOJHBIN Tapauiean3M
MEXIY TAKCOHOMWYECKMMU Pa3INIUSIMUA U Pa3IAdy-
sIMUA, KOTOpPbIE MOXHO BBI3BaThb IMyTeM 3KCIEPUMEH-
TJILHOTO U3MEHEHUS (YMEHbIIIEHWST) OTHOCUTEIbHO-
ro oobeMa os1actoaepMbl. B 00oux citydasix cMelleHue
dopmuposBanus 311 Ha Gonee paHHUE 3TAIIBI SITMO0-
JIMU OOBSICHSIETCSI €€ 3alep>KKOM M3-3a yBeJIUYEHUS
JIOJIA BKJIaja B 3MUOOJIMIO TTACCUBHOIO PACTSIKEHUSI
MOBEPXHOCTU OnacTogepMbl. B rpymmax ¢ MeHbIINM
OTHOCUTEJIbHBIM 00beMOM 0JIaCTOIEpPMBI HAOIIOAACT -
CsI TAKOM XK€ TIPEXKIEBPEMEHHBIN N3rM0 MOBEPXHOCTU
pa3aesna 0J1acToIepPMEI € XKEeJITKOM, KaKO MbI HA0JIIO-
JlaJIn y OTIepMPOBaHHBIX 3apojbliiieii. OT6opy He HYK-
HO 3a00TUTBCSI O TOM, YTOOBI IIPHUCIIOCOOUTH MOPGO-
reHe3 K HOBBIM HadaJIbHBIM YCJIOBHEM, IIOCKOJIBKY BCE
HY>KHbI€ U3MEHEHUSI HE BBIXOMIAT 3a MpPeaebl HOPMbI
peaxkiuu camoro MmopdoreHesa, KOTOpPyI0, Kak Mbl BU-
M, He CJIEIyeT OTOXIECTBIISITh C TEHETUYECKOIM HOp-
MO peaklu.

ABTOpBI BBIPAXXAIOT CEPIEUHYIO MPU3HATEIbHOCTD
cotpynHukaMm buonoruyeckoro daxkyiasreta MIY
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Morphogenetic Consequences of Partial Removal of Blastomere Cytoplasm
during Early Embryonic Development of the Loach, Misgurnus fossilis L.

E. G. Ivashkin® and V. G. Cherdantsev®
4Koltsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
e-mail: veliger@ya.ru
bFaculty of Biology, Moscow State University, Moscow, 119991 Russia

Abstract—The development of loach embryos is successfully regulated (normalized) after partial removal of
the cytoplasm from one blastomere at the two- or four-cell stage or complete removal of one or two blas-
tomeres at the stage of 8—16 cells. Using time-lapse video imaging and morphometric analysis, it has been
shown that this regulation is a two-stage process. At the first stage, the ratio between the volumes of the blas-
todisk and yolk sac is rapidly (within one or two cell cycles) restored almost to the initial level; at the second
stage, morphogenesis of the embryo is modified according to its new structural features acquired after the op-
eration. After several rounds of cytokinesis, the cytoplasm remaining in the operated blastomere fuses with
the marginal yolk syncytium (periblast), which at the blastula stage forms a distinct extension at the operation
site. This extension marks the site of embryonic shield formation. The results of morphometric analysis show
that restoration of the initial blastoderm volume in operated embryos leads to a reduction of active tension at
the blastoderm—yolk boundary and an increase in the ratio of blastoderm surface to its volume at the moment
of epiboly initiation. As a result, the convergence of blastoderm cells to the operation site and the embryonic
shield formation begin at a lesser degree of epiboly, compared to the control.

Keywords: embryonic development, teleost fishes, loach, cleavage, blastomere removal, regulation, morpho-
genesis, morphometry.
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H3BecTHO, UTO HEMPOTPAHCMUTTEPHI, B T.4. CEPOTOHWH U alICTWJIXOJIMH, BBITIOJTHSIOT LEbIN PSI TOHEPB-
HbIX (PYHKLIMI B paHHEM Pa3BUTUU MOPCKUX exXeid. JIJis1 BBISIBJICHUSI KOHKPETHBIX PELIENTTOPHBIX KOMITO-
HEHTOB, BOBJICUCHHBIX B 3T MPOIIECCHI, ObLI ITPOBeicH aHaIu3 6a3 naHHbIX, 1 cpeau EST-KIIOHOB, TT0JTy-
YEHHBIX U3 PAHHUX 3apofbliieit Paracentrotus lividus, BbISIBJIEHBI HYKJIEOTUIHBIE TTOCIEI0BATEIbHOCTH, TO-
MOJIOTUYHBIE CEpPOTOHMHOBOMY PELIENTOPY 4 THUMA U Olg- U Olj(-CYOBEIMHUILIAM HUKOTMHOBOTO XOJIMHO-
peuenTopa. DKCIpeccusi 3TUX TPAHCKPUIITOB B paHHEM pPa3BUTUW MPOJEMOHCTPUPOBAHA METOIOM
OT-IILLP. DTu pe3ynbrarThl SIBJISIIOTCS IIEPBBIM MOJIEKYJISIPHO-O0MOJIOTMYECKIM CBUACTEILCTBOM 3KCIIPEC-
CHMU PELETITOPOB CEPOTOHMHA U alIeTUIXOJMHA B PAHHEM Pa3BUTUM MOPCKUX €Xeil.

Knrouesvie cro6a: cepOTOHMHOBBIN PELENTOP, HUKOTUHOBBIN XOJMHOPELENTOP, MOPCKUE €XU, paHHee

pa3sBUTHUC.

B ucropumn nzyyeHus1 sSMOPHUOHAIBHBIX (DYHKIIWAHI
HEMPOTPAaHCMUTTEPOB aleTWIXOJIMH (AX) — MEPBbIi,
Ybe MIPUCYTCTBUE OBLJIO OOHAPYKEHO B raMeTax U paH-
Hux 3aponbiiiax (Numanoi, 1953). EauHcTBeHHOE
00BsSICHEHHE 3TOMY HETPUMBUAIBLHOMY IJISI TOM ITOPBI
¢akTy, BBIIBUHYTOE €ro OTKpbhIBAaTEJIEM, COCTOSJIO B
TOM, YTO 3TOT HEPOTPAHCMUTTEP 3araceH BITPOK JJIsI
peammzanun (QYHKIMKA Ha Oojiee MO3MTHUX CTamMSIX
pa3BuTHs. DTa HEYIOBJIETBOPUTEIbHAS 10 MHOTUM
COOOpakeHUsSIM TUIIOTe3a, OCOOEHHO €CJIM y4eCTh 00-
HapyXeHMEe B paHHUX 3apOAbIlIaxX alleTHIXOJIMHACTE-
pa3bl (Piomboni et al., 2001), monaroe Bpemsi ocTaBa-
Jlach €IUHCTBEHHOM.

CucremMaTuyeckue UCCaeAoBaHUs SMOPUOHATb-
HbIX (DYHKIIMII HEMpPOTpaHCMUTTEPOB, HauyaTblie By3-
HUKOBBIM 1 €ro COTPpYAHUKAMU, MPOJEMOHCTPUPOBA-
JIW yyacTre 3TUX BEIECTB B psijie TTPOLIECCOB PaHHETO
pa3BUTHS, B YAaCTHOCTH, B PETYJISILIUU KJIETOYHOIO
LIMKJIa, KOHTPOJIE COCTOSTHUSI LIMTOCKEIeTa U MexKo1a-
CcTOMepHBIX B3aumoneiictBusx (by3Hmkos, 1967;
Buznikov et al., 1996), cylecTBYIOT TaKXKe JaHHBIE 00
y4acTUU CEpOTOHMHA B YCTAHOBJICHUM JICBO-IIPaBOM
acumMmeTpum 3apopsbieir (Fukumoto et al., 2005).
Crreumpunyecknii sSMOpHoOCTaTUIeCKUM 3(pPeKT aHTa-
roHucToB AX ObUT MOKa3aH Ha 3apOJbIIIax MOPCKUX
exeit (bysHukoB, 1967), a 3aTeM TTOATBEpKACH Ha 3a-
pompllax ImopHeBoit Jsarymku (Shmukler et al.,
1986). B mociegHeM ciydae MeXaHU3M, BEPOSITHO,
OIOCpeIoBaH MYCKapUHOBBIMU XOJIMHOPELETOpaMu
(M-XP). ITozxe ObLIM HalimeHBI U 3D(EKTHI, CBI3aH-
Hbl€ C HUKOTMHOBBIMU XOJIWHOpenenTopamu (H-XP)

TIOBEPXHOCTHOM MeMOpaHBI 3apONBIIICH MOPCKUX
exelt (Buznikov et al., 1997).

IMapamnensHo B n1abopatopuu K. Manymku ¢ mo-
MOILIbIO 3MOPUODU3NOTOTMYECKUX U UMMYHOXUMMU-
YeCKUX METOJOB ObUIM OOHApy:KeHbl KaKk M-, TaK U
H-XP B ramerax mopckoro exa (Falugi, Prestipino,
1989; Falugi, 1993, cm. Takke Falugi et al., in press).
OpHako 10 CUX TOpP HET MOJICKYJISIpHO-OMOJIoThYe-
CKUX JOKa3aTeTbCTB SKCITIPECCHH XOJTMHOPEIIETITOPOB
B paHHEM Pa3BUTHUU MOPCKUX exeil. [lapamokcanbHo,
YTO TaKXKe OTCYTCTBYIOT COOTBETCTBYIOIIME NaHHbIC
OTHOCHUTETHLHO CEepOTOHEPTUUECKOM CUCTEMBI — HaM-
OoJiee M3YYECHHOM Y 3apOIbIIIeii MOPCKUX €Xeil, sSIB-
JISIBIIIUXCSI OCHOBHBIM OOBEKTOM MCCJEIOBAHUS JIO-
HEpBHBIX (QYHKINN HEHPOTpaHCMUTTEpOB. JlaHHAs
pabOTHI TIPM3BaHa 3aIIOJIHUTH TOT ITPOOET.

MATEPUAII U METOAMKA

TTonyyeHue ramer cpeau3eMHOMOPCKOTO MOPCKO-
ro exa Paracentrotus lividus (0. Kurmp), ICKyCCTBEeHHOE
OIJIOAOTBOPEHUE M MHKYOAIWsl 3apoJblllieil POBO-
JWINCh CTaHAapTHbIMU MeTogamu (cM. Buznikov,
Podmarev, 1990). 3apoasim (100 Mxi1) hukcrupoBaiu
B 1 M1 RNAlater (Ambion, CIIIA), TotaneHyro PHK
BBIIESUIU TYaHUIUMHTUOLIMAHATHBIM METOIOM C TO-
moibio TRI Reagent (Sigma, CIIIA) u o6pabaTsiBaan
HHKaszoi1 I (Fermentas, CIITA) rio mpoTokosam prpm
npousBoaurencii. KonueHrpauuo PHK usmepsiim Ha
cnektpodoromerpe BioPhotometer (Eppendorf, Iep-
MaHus). 1 Mxr PHK ucnons3oBanu mjisi obpaTHOi
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TPaHCKPUMILIUMK, MPOBEAEHHOW C TOMOIIbI0 Habopa
Cunres niepsoii ieru KIAHK (pennom) (Cunekc, Poc-
cusi) B 25 MKJ peakLMOHHON CMeCHU MO MPOTOKOJY
npousBoautens. [T P mpoBomunm Ha ammmdukaro-
pe MJ Mini (BIO RAD, CIIIA) ¢ ucnojb30BaHUEM
1 mxn x/IHK, 10 nmonb crietindudeckux OJIUroHyK-
neotunoB (JIutex, Poccus) m Habopa AMILIMpUKALIS
JHK c Colored Taq monumepasoit (Cunekc, Poccust)
Mo npoTtokoay ¢hupmbl npousBoautess. [lapamerpsl
ammumdukanun: geHarypauus 30 ¢ mpu 95°C, orxur
30 c mipu T, anonranus 30 ¢ mpu 72°C, 30 IUKIIOB.
AHanu3 MPOAYKTOB MPOBOIWIM C MOMOIIBIO arapo3-
HOTO Teb-3JIeKTpodopesa n cucteMbl AeTtekiuu Gel
Doc XR (BIO-RAD, CIIIA). 1151 MCKIIOUESHUS JIOXK-
HOITOJIOXKUTEIBHOTO pe3yJibTaTta MPOBOAWIN OTpHUILIa-
TenbHbIe KOoHTpoiu — 1L P 6e3 marpuis u I1LIP 6e3
00paTHOM TpaHCKpUIILIMU. B KauecTBe MOJOXKUTEIb-
HOTO KOHTPOJISI UCTIOJIb30BaJIM TeH aKTUHA.

Crrenmdmaeckume oJIMTOHYKIICOTHIBI TTOAOUPATN B
nporpamme Lasergene PrimerSelect (DNAstar,
CIIA): aktuH (AMS566072) mpsimoit 5'-GAGAC-
GAGGCCCAGAGCAAGAGA-3', oOparHbeni 5'-
CAGCGGTGGTGGTGAAAGAGTAGC-3', mmHa
npoxaykra 450 mH, T, 60°C; H-XP-0, (AM219455)
npssmoil 5'-ACTTCGCACCCGCCAACC-3', obpat-
veiii  5'-GAGCCAAAAGCCTATCAGCATCAG-3',
muHa mnpoaykta 164 nH, T, 56°C; H-XP-o,
(AMS596500) TIPSIMOM 5'-ATTGATATGGAC-
GAGAAAAACC-3', ooparusiii  5'-CATACCGCT-
GAAACCACTGT-3', nnuHa nponykTa 189 mH, T,
50°C; 5-HT, (AM600436) npsimoit 5S'-ATGCCGGAT-
GAGACCAATACCA-3', obparabiit — 5'-GGCCAG-
GCTGACCACGAA-3', mnmuHa mpoaykta 219 mH,
T, 56°C.

HyxneoTunHble mocieqoBaTeIbHOCTU M3 MEXKIIy-
HapomHbix 0a3 maHHbIx NCBI Nucleotide 1 EST ana-
msupoBaiiu cpenctsamu NCBI BLAST.

PE3VIJIBTATHI

J1J191 BBISIBIIEHUSI PELICTITOPOB, SKCITPECCUPYIOIIX~
cq B paHHeM passutuu P. lividus, cpenctBamu BLAST
(NCBI) 6buta npoananu3upoBaHa 0a3a gaHHbIX EST
(P. lividus). C iomol1pio anroput™ma tblastx ObLT IIpo-
BEJICH MOMCK B 0a3¢ TaHHBIX HYKJICOTUIHBIX ITOCIEI0-
BaTeJIbHOCTEM, KOAUPYIOLIUX OCJIKM, TOMOJOTMYHbIC
YeJI0BEYeCKOMY HUKOTUHOBOMY PETIeNITOpY (0l;-CyOb-
enuHuna H-XP). U3 mHoxecTBa EST ki1oHOB, nmero-
X TOMOJIOTHIO C 3TOM MOCEA0BATEIbHOCTbIO, ObLIU
OTOOpaHBI KJIOHBI, MOJIy4eHHbIE W3 UL WX PaHHUX
3apopsbiireii  (KIoHbl, o0o3HaueHHble EGG wunu
CLEB). CpaBHeHUe 3TUX ITOCISA0BATEILHOCTEI BbI-
SIBWJIO, YTO OHM SIBJISIIOTCS BApMAHTAMM IBYX ITOCTIETIO-
BaTenbHOCTe: AM219455 1 AMS596500, KoTtophle,
Kak mnokazay aHaiau3 6a3bl naHHbIX MPHK Strongylo-
centrotus purpuratus MeTonoM tblastx, konupyroTt 6e-
KM, TomosormuHbele Oenkam XP 001193674 wu
XP_001192769, CXOIHBIM C 04~ U O, (-CYObeTMHULIAMM
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H-AX-peuentopa (H-XP-o u H-XP-a,,), cooTBeT-
CTBeHHO (puc. 1A).

BrisiBneHMEe 3KCcipeccum pelenTopoB CEPOTOHMHA
MPOU3BOAMIN MHBIM criocoooM. C TTIOMOIIBIO aJiro-
putMma blastn B 6a3e naHHbIX EST (P. lividus) 6b11 ripo-
BEACH MOMCK HYKJIEOTHIHBIX IIOC/IEIOBATEIBHOCTEN,
TOMOJIOTUYHBIX HW3BECTHBIM I10CJEA0BATEIbHOCTSIM
PELIeTITOPOB CepOTOHUHA S. purpuratus. buin HalineH
onuH EST xioH, AM600436, UMEOIINI TOMOJIOTHIO C
CEPOTOHMHOBBIM PELIEITOPOM U TTOJTyY€HHBIM U3 paH-
HUX 3apofplieii. KogupyeMass UM aMUHOKUCIOTHAS
MOCJIeA0BaTEIbHOCTh 00JIaIaeT 3HAYMTEIbHOM TOMO-
Jjorued c¢ runoretuyeckum Oenkom LOCS589531
S. purpuratus (puc. 1A). AHanIU3 aMUHOKMCIIOTHOM
nocienoBaTeabHocTH LOC589531 MmeTomowm blastp mo-
Ka3aJl, YTO OH SIBJISIETCSI CEMUIOMEHHBIM PELIEITOPOM,
conpskeHHbIM ¢ G-6enkoMm (GPCR) u nMeeT Ham-
OOJIBIIYIO TOMOJIOTHIO C PELIENITOpaMM CEPOTOHMHA
4 tuna (5-HT,) maekonutatoiux (puc. 1b).

Takum obpazom, aHaiIM3 0a3 JaHHBIX BBISIBUJI TPU
TMOCJIEAOBATEIIPHOCTH, KOTOPBIC IPEIIOIOXUTEIEHO
3KCIIPECCUPYIOTCS HA paHHUX CTaIUsIX SMOPUOHAJIb-
HOTO pa3BUTHUSI, U KOOUPYIOT OSIKM, TOMOJIOTUIHbBIE
O~ 1 0Ljp-cyobenunuiiaM H-XP u 5-HT,-peuenTopy.

JJ1st 5KCcIepUMEHTAJIBHOM ITPOBEPKU 3TUX PE3Ylb-
TaTOB K OTOOpPAaHHBIM IIOCIEAOBATEIHLHOCTSIM OBLIN
Mogo0paHbl CcreudUUIEeCKre OJMTOHYKICOTUIbI |
nposeaeH OT-TTLP ananu3 skcnpeccuun 3TUX Moce-
JIOBaTeIbHOCTE B paHHeM sMOpuoreHede P. lividus.
butbnuorexku kJIHK mist mposenenus TP 6bu1m 110-
JIy4€HbI 13 HEOIUIOAOTBOPEHHBIX SIMIICKIIETOK, a TaK-
K€ Ha CTamMsX 3UTOTHI, IBYX OJIACTOMEPOB, ME3E€H-
XUMHOI OJIaCTyJIbl U IPU3MBbI. Pe3ysisraThl MoKa3aHbI
Ha puc. 2. IIpongykrel TP oxmmaeMoii BeTMIMHBI
OBLIY ITOJIy9eHBI BO BCEX Mpo0ax U ST BCeX TEHOB, B
TOM YMCJE U 11 KOHTPOJIBHOTO T'eHa akThHa. Takum
00pa3oM, HaMM TI0Ka3aHO, YTO B paHHEM 3MOpUOTre-
He3e Mopckoro exa P. lividus neiicTBUTEIIbHO 3KC-
npeccupyiorcss MPHK, kogupyroniie 6enku, ToMoJio-
TUYHBIE Ol4- U O jg-cyObennHuLaM H-XP u 5-HT,.

OBCYXIEHHE

IlosrygeHHbIe HAMU JaHHBIE 00 SKCIIPECCUU B paH-
HeM sMOpuoreHe3e Mopckoro exxa MPHK merabo-
TpornHoro peuenropa 5-HT),, a Takxxe cyObeAMHULL H-
XP ¢ HEKOTOPBHIMH OTOBOPKAMM COOTBETCTBYIOT paHee
HaKOIJIEHHBIM cBeAeHUsSIM. JleiicTBUTEIbHO, HAa paH-
HMX 3apojbllliaX MOPCKUX €Xell MoKa3aHo, YTO aHTa-
TOHMCTBI CEPOTOHMHA CITeIN(PUIECKU OJIOKUPYIOT Ie-
nenust gpoonenusi (BysHuko, 1967), a ux sMm-
OpuocTaTUYecKoe MeWCTBUE ocaadisieTcss a00aB-
JieHueMm auoytTupua-uAM® (Imyknep u ap., 1984).
DK30reHHbIII CEPOTOHMH BHI3BIBAET IIOBBIIICHNE
BHYTpUKJIeTOUHOro ypoBHSI HAM® (Camokosa,
1989). B kneTkax paHHUX 3apOfbIlIeii MOPCKOTO exa
MMMYHOIIUTOXMMHUYECKM OOHAapyXeHa aKTUBHOCTh
afeHWIATUWKIIA3bl, JIOKATU30BaHHAs TTOCTIe OIION0-
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HUKWIIWH u ap.

2 BITGAMDWLFPAITTSACKMNIQWEPFDTQQCVLTEYPWTLD
127 TGAMDWLFPAITTSACKMNIQMEPFDTQQCVLTEYPWTLD
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[P T TCFFMLVVIS GOV EFSVL VLR S t-AM219455
RV TR TCFFMLVVYSGCREVEFSVLVLR IR XP_001193674

108 TV LMGAATQQT I DMDEKNQV T TLNLWM
11 VLIGAAIQQT I DMDEKNQVITLNLWM
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71 [QEHFLFIQRENSEIIEK s

222 SlislepRMsViNNEM 234 t-AMS596500

131 SJeilepauIINGNT 143 XP_001192769
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39 WETINGTIE--——- G AUels) (O i3 D R FTDYNORLYLATIF T T SVIGS TGNS
KM 1V I AAVAMSRKLRTATNVEVVSLAIADLLTNLFLPWNVYALLEEDREBOWPMEESLCVMAA
SV [V 1AAVAMSRKLRTATNVFVVSLATADLLTNLFLPWNVMAL LWE DREOWPMEES LCVMAR
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671 LGYDAKYGTCT A t-AM600436
211 0,.GYDAKYGTCT Y XP_001201917

70 OR ITFIYISVVGSIENSINI S T- I TN-WFLIEWN
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187 SKVEMGINVMFTIMIBLRLE LI FgLcorEe---—-————-—-—- YDAKYGTMTHKTSHELS
134 7pLEIT ALWILGGCEM TSRS IMOEWNN I @I VDV IEKRKEFSHNSNS THEV FMVNKIE——
236 py SLOANTI IYPELTVILVS HVRABITKTHTEIMDT SESESETHKEKRRE

192 --MAIRCSIYVAF Y REFLLMVLAMY TAKEBIAQOMOMLORAGATHERR POIMA DOHENNH
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61
186

121
246

181
306

167
70

221
130

310
90

490
150

670
210

127
77
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133

235
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350 T M TKHPHRIKKVMEFAMIRGRLSATPEIFS SDCLRAQEOP T 393 XP_001201917
307 FLMRAFLNKSJRRAFLIMLC@DDERYKR|gP————— ILEeT 345 NP_032339

Puc. 1. CpaBHeHue (BLAST) aMMHOKUCTIOTHBIX MOCIIEIOBATEILHOCTEM NCCIIeyeMbIX TEHOB.
YepHBIM BbIIEJIEHBI COBITAAAOIINE aMUHOKHUCIIOTHI, CEPBIM — AMUHOKHUCIIOTBI CO CXOAHBIMU (DM3UKO-XUMUYECKUMU CBOM-
ctBamu. (A) CpaBHeHME TPaHCAUPOBAHHBIX in silico mocaenoBatenbHocTeit EST P. lividus (t-AM219455, t-AM596500 u
t-AM600436) ¢ mocienosarenbHOCTsIMU OenkoB H-XP-ag (XP_001193674), H-XP-a;y (XP_001192769) u LOC589531
(XP_001201917) S. purpuratus. (b) CpaBHeHMe aMUHOKHUCJIOTHBIX TTocienoBaTeabHocTeit 6enka LOCS89531 S. purpuratus
(XP_001201917) ¢ 5-HT4 mbruu (NP_032339).
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TBOPEHUSI B DHAOILIA3MATUUECKOM PETUKYIyME, a BO
BpeMsI TIEPBOTO JECHUsT IPOOJICHUSI — B MUKPOBOP-
CUMHKAaX KOHTAKTHOM 001acTy, MPU 3TOM Hauboliee
BbIpaXKeHHAas1 peaklusl HaOMogaeTcss B MeCTaxX HaM-
OoJibllIero coMkeHus 61actomepoB (PocToMmsiH u p.,
1985). O6Hapyxenue skcnpeccun MPHK 5-HT, ne-
JIaeT 3TOT PEeLIENTOP BeChMa BEPOSITHBIM KaHIUAATOM
Ha KJIIOYEBYIO POJIb B CEPOTOHEPTUUECKUX Mpolieccax
paHHEro 3MOpHOreHe3a MOPCKOIO €Xa, MOCKOJIBbKY
STOT TUII PeLieNTOpa CIIOCOOEeH aKTUBUPOBATh aleHU-
natuukialy (Barnes, Sharp, 1999).

Bkcnpeccust MPHK o4- 1 011)-CyObeIMHULL Ha BCeX
WUCCJIeNOBaHHbIX B TaHHOK paboTe cTagusiX pa3BUTHUS
yKa3bIBa€T Ha BO3MOXHOCTb TPUCYTCTBUSI H-XP y
paHHMX 3apojblieit Mopckoro exa P. lividus, 9To co-
OTBETCTBYeT MMMYHOTHCTOXMMUWYECKUM  JTaHHBIM
(Falugi, 1993). UMeHHO 3TU pelenTopbl, BEPOSITHO,
obecrneuynBaoT SMOpHocTaTUUYeCKUi 3(PpGeKT aHTaro-
HUcTOB H-XP Ha “dop0bosioBoit Mmogean” — OJoKamLy
paHHEro pa3BUTHUSI MOPCKHUX €Xel, MPOUCXOISIIYIO
MPENOJIOKUTEIBHO YEPE3 PEeLENnTOPbl MOBEPXHOCT-
Hot MeMOpaHbl (Buznikov et al., 1997).

B T0 ke BpeMsI B OIbITaX ¢ UCITOJIb30BAaHUEM M3TY-
KJ1amI (B KoHpurypauuu whole-cell) Ha IpoOsImxcst
3aponbiinax P. lividus HUKOTUH M aroHUcThl H-XP
SMUOATUAVH U METUIKApOAMWIXOJIMH JIUIIb B HEKO-
TOPBIX CJTydasix BbI3bIBAIM HEOOJIbIIIE BXOASIIME TO-
KU, Torma kak aroHuctsl 5-HT;-peuentopa (SHTQ,
SR 57277A, xkBuIa3auH, METWIKBUIIA3MH) CTAOMJILHO
WHIYLIMPOBAJIU BXOMSIIINE TOKU, HanboJiee BbIpaskeH-
Hble B riepuoj hopMUpoBaHUs 60pO3/1 NEPBOTO 1 BTO-
poro AejaeHu 1po0aeHMS, ¥ TPU MUKPOATTUTMKALIMU,
U MpU J00aBJIEHUU JUTaHIA B 9KCIIEPUMEHTAIbHYIO
kamepy (Shmukler et al., 2008). IIprmunHa Takoii CUTY-
alM MOXET 3aKJIIoYaThCs B CBOCOOpa3vMM PeLernTo-
POB 3apOoAbIIIEN MOPCKUX €Xeil, KOTOpbIE, BEPOSITHO,
CYIIECTBEHHO OTJIMYAIOTCS 110 UYyBCTBUTEILHOCTU K
JIUraHaaM, pa3paboTaHHBIM 1 ITPOTECTUPOBAHHBIM Ha
miiekonuramommx. Kpome toro, auranasr 5-HT;-pe-
LIENITOPOB 00J1a1al0T OTHOCUTEILHO BEICOKOM 3(hpeK-
TUBHOCTBIO B oTHollleHuu 5-HT,-peuentopos (Glen-
non et al., 2004). BTo yaUBUTESBbHO, ITOCKOJBKY
5-HT,-peuentop sBisieTcss MeTaOOTPOITHbBIM, TOTIa
Kak 5-HT;-pelientop — KaHIbHBIM MOHOTPOMHBIN U
no crpykrype cxoneH ¢ H-XP. CxoactBo 5-HT;- u H-
XP BecbMa 3HAYMTENbHO, B YaCTHOCTH, aMMHOKMC-
JoTHasg mnocienoBatenbHoCcTh  5-HT;,-perientopa
Kpoicel (P35563) coBmamaeT ¢ mMocieI0BaTe IbHOCTBIO
o o-cyopemmHuIsl H-XP kpeicet (NP_072161) Ha
89%, a ¢ mociienoBaTeIBHOCTBIO TIpEAIIeCTBEHHUKA
og-cyobenuuuiisl (NP_476532) Ha 96%.

B 3akimouyeHne oTMETUM, YTO pelIeHUe BOIpOca O
npupoae SMOPUOHAIBHBIX HEWPOTPAaHCMUTTEPHBIX
PELIENITOPOB Y PAaHHUX 3apOMbBIIIC MOPCKUX €XEH,
HaJIMuMe KOTOPbIX MOATBEPXKAECHO TEIIEPh HE TOJbKO
(hapMaKkoJIOTMYECKUMU U 3JIeKTPOGU3NOIOTUYECKU -
MU, HO ¥ MOJIEKYJIIPHO-OMOJIOTMYeCKMMI METOAAMM,
TpeOyeT majJbHEHIIMX HCcienoBaHui. B yacTHoCTH,
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1 2 3 4 5 6
H-XP-o0 — — — — -—
H-XP-a - - - - -
.-

5-HT,

AKTUH

Puc. 2. OT-TILP aHanu3 skcnpeccur TpPaHCMUTTEPHBIX
peLenTopoB B paHHEM pa3BUTuu P. lividus.

Cranuu pa3BuTus: 1| — HEOIUIOAOTBOPEHHAS SIMIICKIIETKA;
2 — 3urota; 3 — aBa GiactoMepa; 4 — Me3eHXUMHasl O1a-
cryna; 5 — npusMma, 6 — HeraTuBHbIA KOHTPOJb (TTLIP 6e3
MaTpULbI).

HEoOXOIUMO TOJTyYeHNEe ITOJTHOM MOC/Iea0BaTeIbHO-
CTH PEIIETITOPOB, a TaKXKe M3YyYeHUE SKCIIPECCUU CO-
OTBETCTBYIOIIUX OEJIKOB.

bnarogapHoctu. Paborta moaaepxkaHa rpaHTaMu
PODOU Neo 08-04-00144 u Ne 11-04-01469. ABTOpHI
OJarogapsT COTPYITHHUKOB Jlaboparopmuu OMOMU3NKHA
pa3BuTust Kadeapbl amMOpurosiorun buosornyeckoro
daxkynsrera MI'Y mm. M. B. JlomoHOCOBa, a TakKe J1a-
0opaTopu MOJIEKYJISIPHO-TEHETUYECKUX OCHOB OHTO-
reHe3a MBP PAH 3a 0osblyio METOAUYECKYIO IO-
MOIIb B IPOBEICHUN JAHHOI paOOTEHL.
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Expression of Transmitter Receptor Genes in Early Development
of Sea Urchin Paracentrotus lividus

D. A. Nikishin, M. N. Semenova, and Yu. B. Shmukler

Kol’tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilov 26, Moscow, 119334 Russia
e-mail: yurishmukler@yahoo.com

Abstract— Neurotransmitters (including serotonin and acetylcholine) perform a number of prenervous func-
tions in early sea urchin development. To detect the particular receptor components involved in these pro-
cesses, we carried out a database search and nucleotide sequences homologous to serotonin receptor type 4,
and the o4- and ao-subunits of nicotinic acetylcholine receptor were found among EST-clones from early
Paracentrotus lividus embryos. Expression of these transcripts during early development was demonstrated
using RT-PCR. These results are the first molecular biology evidence of serotonin and acetylcholine receptor

expression in sea urchin early embryogenesis.

Keywords: serotonin receptor, nicotinic cholinoreceptor, sea urchins, early development.
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OU3NO0JIOTUA PA3BUTUA

I’/1E N KOI'TA B CEPALLE CEKPETUPYIOTCA
HATPUNYPETUYECKUE ITENITUJIbI
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B 0630pe npencTaBieHbl COBpeMEHHBIE JaHHBIE O CTPOSHWH, CHHTE3¢ U CEKPELIMU CEPIECIHBIX HATPUIAYpETH -
YECKUX IMEeINTUI0B. I/I3BCCTHO, YTO 3TU TOPMOHBI 06J'la£lalOT HITUPOKUM CIIEKTPOM [lCﬁCTBl/lﬂ, HO ITOKa OCTaroT-
csl HauMeHee M3YYeHHBIM ¥ HeOCTATOYHO TTOHATHBIM 3BEHOM PETYJIIIMKA BOTHO-COJIEBOTO TOMeOCTa3a. AK-
LIEHT c/ieJIaH Ha MpobJieMe OHTOTeHETUYECKOTO CTAHOBJIEHMST CEKPETOPHOM aKTUBHOCTH CEplia IO XOIy M-
6puoreHe3a. [IpuBoasATCS MMEIOIIMECS HEMHOTOYMCIICHHBIE U pa3pO3HEHHbBIC CBEICHUS O TTApaKPUHHBIX 1
ayTOKPUHHBIX 3 PeKTax NENTUI0B Ha MEXKJIETOUHbIE B3aMMOIEHCTBYS, IeJIeHUe, POCT U IU(phepeHLIMPOB-
KY KJIETOK cepia. DT BOMPOCH MPAKTUYECKU He OCBEILIEHBI B OTEYeCTBEHHOI JINTEpaType.

Karouesnie crosa HanHfIprTH‘ICCKHC MENTUIbI, BOOLHO-COJIEBOM TOMEOCTA3, 3M6pI/IOFCH63, cepane.

OCHOBHBIE CBEJEHUW
O TOPMOHAJIBHOUN CUCTEME CEPILA

DHOOKpUHHAs GyHKUMS cepala Oblia OTKPHITA B
1981 rony, xoraa JIebonn ¢ koiuteramu (deBold et al.,
1981) mokasajiu, 4To B OTBET Ha BBEJAEHMUE DKCTPAKTa
U3 MpeAcepaHON TKaHU y KPBIC PEe3KO YCUJIUBAJICS
HaTpuitypes. Tpu roma cryctsi akTUBHOE Hadyayio Obl-
JIO BBIJIEJIEHO, OYMIIIEHO U paciliMdpoBaHa ero aMu-
HOKWCJIOTHAas TociegoBateabHOCTh (Kangawa, Mat-
suo, 1984). OTKpbITOE BElIECTBO MOJIYYMJIO Ha3BaHUE
aTpyUaJbHBI (MpeacepAHbIi) HATPUIYpPETUUECKUA
nentun uad ¢axkrop (Atrial Natriuretic Peptide,
AHII, ITHY® wnu [TH® B pyccKUX TpaHCKPUILIU-

AHTI(28)

25,
RR

Y
“006

sx). O4eHb CXOXUI 110 CTPOCHMUIO TIETITU/L, BbIIEIEH-
HbIIi CHavaja U3 MO3ra CBUHbM, MOJYyYUJ Ha3BaHUE
MO3ToBOM HaTpuilypetrueckuii mentua (Brain Natri-
uretic Peptide). OgHako BCKOpe BBISICHUJIOCH, UTO
0oJIbllle BCEro €ro COAEPXKUTCS TOXE B CEPALE, OH
CEKpPETUPYETCSI MPEUMYIIECTBEHHO B XKEIydouKax
Mpy MAaToJIOTUU, TIO3TOMY €ro 4acTO Ha3blBalOT Ha-
TpuitypeTndecKuM IentuaoMm B-tuma i BHIT (Hi-
no et al., 1990). ¥ 3Tux nentuaoB MHOIO OOLIUX O1O-
JIOTUYECKUX CBOMCTB, MOTOMY MX 4acTO 000O3HAYaloT
BMECTe KaK HaTpuilypeThudecKue nenTuasl (puc. 1).

OCHOBHBIM (I)I/ISI/IOI[OI‘I/I‘ICCKI/IM JENCTBUEM Ipea-
CECPAHBIX MECIITUOOB ABJIACTCA IMOAACPXKAHME BOAHO-

BHII(32)

H
a0°°

Puc. 1. Cxema CTPOEHMS MOJIEKYJI HATPUINYPETUYECKUX ITETITULOB. B ckobkax — KoTM4ecTBO aMUHOKUCIOTHBIX OCTaTKOB B MO-

JIeKyJIe.

217



218

KOPOCTBIIIEBCKAA, MAKCHMOB

B3pocibie ocoou

OMOpUoH

I'unepBonemust
T'unepBoneMust
CouseBast Harpy3ka
T'uriepocMoIsipHOCTD
lunokcus
T'unoxkcus
Nmemus muokapaa
BazokoHcTpukims
BaszokoHcTpuKIIMsa
Pacrsokenne
‘ MHuoKapaa
HIT 5
BHIT <
OMOpHUOHATbHBIN
KPOBOTOK KpoBoTok
FI/IH?)Tpotl)I/IH \
AHII,BHIT ITonaBsneHnue
KETyIOUYKOB runeprpoduu
\____f’ '

"'_ PaciupeHue

COCyIbI

Pacmipenue cocynos

§ ” o Pacmimpenue

TUTALIEHTHI <
T Jlnypes cocyIbl
AHII T Harpwiiypes
Poct Huype3
MHOKapaa
BHII
MoYKa
cepaue Inanenra IMopasnenue
i i aJbI0CTepoOHa
HaMOYEeYHUK

Puc. 2. CxeMa GyHKIIMOHUPOBAHUS CUCTEMbl HATPUIYPETUIECKUX TIETITUIOB cep/lia B aMOproreHese (cjieBa) My B3pOCIbIX
ocobeii (cripaBa). B BepxHeii yacTi yka3aHbl HEKOTOPbIE CTUMYJIbI, YCUJIMBAIOLIME CEKPELIMIO MENTHUAOB, B HUXHENH — UX OMO-
noruyeckue apdexrrl. [To Kamepon, Bamepc (Cameron, Ellmers, 2003).

COJIEBOI'O TOMEOCTa3a U PETYISIINST KPOBSHOTO HOaB-
JICHUSI IIyTeM CTUMYJISILMM HaTpuidypes3a, Juypes3a u
CHIDKEHUS TeprudepruuecKoro conporusieHust. OHu
He TOJILKO HaIIPSIMYIO TTOJABJISIIOT BhIACICHUE PEHU -
Ha, aJIbAOCTEPOHA W AHTUINYPETUYECKOTO TOPMO-
Ha, HO U IIPOTUBOACICTBYIOT JECTBUIO aHTUOTEH-
3uHa-1I n aHTUANYpeTUYEeCcKOro ropMoHa B opraHax

MulleHsx. TakumM oOpa3oM, OCHOBHBIE (DHU3UOJIOTU-
yeckue 3¢hGheKTbl CepAeYHbBIX MENTUA0B CBOASATCS K
AHTarOHM3My C PEHUH-aHTUOTEH3WH-aJIbI0CTEPO-
HOBOI1 cucTeMoii (puc. 2).

I/IHTCpCC K MEXaHu3MaM HNeHCTBUS CEPACYHbIX
TICTITUOO0B IMOJYy4YNJI JOMNOJHUTEIBbHBIA TOJYOK MOCTIE

OHTOTEHE3 Tom 43 Ne3 2012



IIE U KOTJA B CEPJILIE CEKPETUPYIOTCAd HATPUMYPETUYECKUME MEMNTU/bI

TOro, Kak ObLIO YCTAaHOBJIEHO, YTO Y DKCIIEPUMEH-
TaJIbHBIX JKUBOTHBIX C TUTIEPTEH3UEM JII0OOOTO TeHe3a
M1y OOJIbHBIX C 3aCTOMHO CepaeYHO HEAOCTaTOYHO-
CTbhIO U C IPYTUMU CEPIeYHOCOCYANCTHIMU U TEMOIU -
HaMUWYECKMMU HapyLIEHUSIMU KOHILECHTpAIUsl cep-
JIEUHBIX TOPMOHOB B IJIa3Me 3HAUYUTEIbHO MOBbIIIIE-
Ha (Vesely, 2001). ITo mMHeHUIO MccaegoBaTesiell U
KJIUHULIUCTOB, YPOBEHb CEPACYHBIX TOPMOHOB MO-
XKET CJIYXKUTh B OyAyllieM BaKHbIM IUAarHOCTUYECKUM
¥ IporHocTuyeckum nokasareneM (Nir et al., 2009).

Harpuitypetnueckue menTuabl OOHApy>KEHBI B
cep/lie Yy BceX IMTO3BOHOYHBIX XUBOTHBIX. ¥ PHIO (Ha-
MpuMep, yrpeil) OHU peryaupyroT ToTpebjeHue u
BBIBEACHNE COJIA U BOABI IPU Mepexoae M3 IMPEeCHBIX
BOIOEMOB B COJICHYIO MOPCKYIO Cpefdy, a Y Ha3eMHBIX
XUBOTHBIX — YyBCTBO Xaxbl (Wu et al., 2009). ITemn-
TUOBI CUHTE3UPYIOTCS B MPEICEPAHBIX KapauOMMO-
IUTaxX, B capKoIula3Me KOTOPBIX Hapsay ¢ MUopuo-
puuiaMu oOHapyXXUBaKOTCS CrielMpruIecKre cexkpe-
TOpHBIe rpaHyabl auameTrpoM 50—500 um (puc. 3).
CaMbIM CUJIBHBIM CTUMYJIOM JUISI BBIAEICHUS TIETITH-
JIOB U3 JIETIO SIBJISIETCS pacTsoKeHue Muokapaa. Cek-
PELIMIO CTUMYJIMPYIOT TAKXKE MHOTOYMCIIEHHBIC BO3-
JIEMCTBUSI, OIIOCPENOBAaHHbBIE PACTSKEHUEM IIpeIcep-
JIUIA: TIOBBILLIEHUE 00beMa LIMPKYJIUpPYollIeil KpOBH,
TUIIEPTEH3US 1 COJIEBBIE HArpy3Ku, (pU3NIECKIE Ha-
Irpy3KH, TUIIOKCHS, UIEMHsI MUOKapla, COCYdOCY-
KUBaWIIMe TOPMOHBI M MeaukaMeHThl (Maack,
2006). B MBIIIEUHBIX KJIETKAX XEJIYJIOUYKOB cepala
B3POCJIBIX 0COOCH HU IIENITUIO0B, HU IPaHys B HOpME
He obHapyxuBaeTtcs (Christoffersen et al., 2002).

CBoe neiicTBHE B OpraHax MUILIEHSIX 00a MenTuaa
OCYIIIECTBJISIIOT Yepe3 IBa TUMA perenTopoB. Tum A
(NPR-A) — TpancMeMOpaHHBIN pelenTop C MOJIEKY-
JnsspHOIT Maccoi okosio 120 xJI. BHekeTouHbIN J10-
MEH CBSI3bIBAa€TCSI C TOPMOHAMM, BHYTPUKIIETOYHBIN
COIIEPKUT KMHA3HYIO U T'yaHWIATHUK/IA3HYIO YaCTH.
ITosbiieHne ypoBH 1I-I M@ akTUBUpPYET IIPOTEUH-
KMHa3zy, KoTopas dochopuinpyeT 1iejieBoi OeloK.
Ddochoauacrepasa, cHkas ypoBeHb - M D, Mmony-
JIUPYET CUJIY U TIPOJIOJLKUTENbHOCTh OTBeTa. Perern-
Topbl C-tuna (kiupeHcHble, NPR-C) umeroT BHe-
KJIETOYHBIN TOMEH CBSI3bIBaHUSI, TPaHCMEeMOpPaHHBIN
U LIMTO30JIbHBIA JOMEHBI, UX MOJIEKYJISIpHAsT Macca
67—77 xJ (Woodard, Rosado, 2007) (puc. 4). OHu,
pacnojarasicb B MOYKaX, COCYIMCTOM SHIOTEIUM,
cepalie, JIeTKMX U IPYTMX OpraHax, yaajasioT U3 KpOBU
OKOJIO TIOJIOBMHBI LUPKYJIUPYIOIIUX HATPUNYPETU-
YeCKMX MENTUAOB IIyTeM pelenTOp-OIoCpeaOBaH-
HoI mHTepHamm3ann. OcTaJbHOE METa00IM3NUPYET-
¢l B KpPOBU HEUTpaJbHOU BHOOMENTUAA30M
EC 3.4.24.11 (McFarlane et al., 2003). Bpemst momy-
xn3an 111 AHIT npubmmsurenpHo 3—5 MuH, misd
BHII 3HauuTe1bHO 00JIbIIE — OKOJIO 23 MMH, a HEaK-
TuBHBIA N-koHUeBo nentua BHIT nupkynupyet ot
60 mo 120 mun (Potter et al., 2006).

BonblmHCcTBO 3HAHMI O TOpMOHax OCHOBBIBAIOT-
Cd Ha OINpCACTICHMU HNX KOHLCHTpalMuMMW B ILJIa3ME
OHTOI'EHE3

Tom 43 Ne 3 2012

Puc. 3. MMOSHIOKPUHHBIE KapAUOMMUOLIMTHI IIPABOTO
Tpesiceparst KPbIChl C MHOTOUHUCIIEHHBIMU CEKPETOPHBI-
MM rpaHyiamu. DiaekTpoHorpamma. Macmrab 2 Mmkm. M3
apXuBa aBTOPOB.

KpOBU, KOTOpasl MIpeICTaBIsIeT cOO0 6alaHC ceKpe-
ouy 1 MeTabonudeckoro pacnaga. OmHaKo IS Ha-
TPUIypeTUIECKUX METITUAOB A0 CUX MOp He pa3pado-
TaHbl COBpeMEHHBIE TOYHbBIC, UyBCTBUTEIbHBIC U Ka-
JTMOpOBaHHbIE CIIOCOOHI oInpeaencHUs 1704
KOHIIEHTpalK1 B TutadMe KpoBu 1 TKaHsax (Clerico,
Emdin, 2004). CBsizaHO 3TO OTYaCTU C HEJOCTATOY-
HOCTBIO HAKOIUICHHBIX CBEICHMI O MeXaHM3Max
CHHTE3a M BBIICJIICHUS CEKPETOPHOrO IIPOIYyKTa B
MUOBHIOKPUHHBIX KJIETKax IPeACcepaAuil, OTYaCTU C
MHOroob6pasuem (popM TOpMOHOB U UX JECPUBATOB B
KpoBeHOCHOM pyciie. Ilmko- m demMToMOIISIpHBIE
KOHIICHTPAIlUM TOPMOHOB B KPOBU M TKAHSX YCIIOX-
HSIOT TexHoJiornyeckue 3agaun (Goetze, 2009).

BHYTPUKIIETOYHBIE MEXAHUN3MBbI
CHUHTE3A 1 BbIAEJEHUA TTETITHUAOB

Cunre3. BHyTpuKiIeTOYHBIE ITyTH CUHTE3a, Ha-
KOIUTEHUSI Y BBIBEICHMS HATPUUYPETUUSCKUX TIETI-
TUAOB B KapJIMOMHUOILIUTAX M3yYeHBbI JUIIb OTYACTH
W3-32 METOINMYECKUX TPYTHOCTEH WX MACHTU(UKA-
UK ¥ BU3yanu3anun. biaaromapst pa3BUTHIO MOJIEKY-
JIIPHO-TEHETUYECKUX TEXHOJIOTUI CTald AOCTYITHBI
TSI TIOHUMAaHMS OTAEbHBIC ATAllbl 3TUX MPOLIECCOB.

AHIT n BHII y yuenoBeka 3aKkognpoBaHbl HEOOIb-
MMM TeHaMU B 1-if XpoMOCOMe, Y MBIIIW — B 4-i1, y
KpbICHI — B 5-#i. CTpyKTypa r'eHa MpOoCcTa U CXOXKa C
TaKOBO IPYTrUX MENTUAHBIX TOPMOHOB I10 pa3Mepy U
coctaBy (Lanfear, 2010). IeH, komupymooluii Tpe-
nporopmoH AHIT (152 aMMHOKMCIIOTEL), COCTOUT U3
TpeX 5K30HOB (KOAUPYIOIINX MOCIeI0BATEIbHOCTEN)
1 pa3fesIsiolIMX UX IByX UHTPOHOB (puc. 5). DK30H 1
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Penientop

JIuranng-
CBSI3bIBAIOIIMI
OMEH

Memb6paHa

KwnaszHbIit
IOMEH

TI'yanunar-
LMKJIa3HbIA
JTOMEH

NPR-C

NPR-A(GC-A)

Puc. 4. CxeMa CTpoeHHUsI peLienTOPOB HapuitypeTuyecKux nentunos. IlosicHenus B Tekcte. I1o ITorrep ¢ coaBropamu (Potter

et al., 2006).

KOIWPYET CUTHAJIBHBIN TeNTUI U3 26 aMITHOKHCIIOT-
HBIX OCTAaTKOB, KOTOPBIU OTIIEIUISIETCSI OT Mpe-IMpo-
ropMOHa B 9HJOIIa3MaTUYECKON CeTu ¢ oOpa3oBa-
HueM rporopmoHa AHIT (126). Dk30H 1 TakKe KO-
IUpyeT TIepBble 16 aMWHOKWCIOT IIPOTOPMOHA.
DK30H 2 KOIMPYET OCHOBHYIO YacThb ITPOTOPMOHA
(17—125 y mroneii). DK30H 3 KOAMpPYeT MOCJIETHUMA
TUPO3KH (T.e. 126-10 aMUHOKHUCJIOTY IIPOTOPMOHA) Y
JIIOAEW M TpU TOCJIeNHUE aMUHOKHUCIOTHI (TUp-apr-
apr) y MbllIeid, KpbIC, KpOJIUKOB U KopoB (Vesely,
2001). ITporopMoH — oCHOBHas1 (hopMa XpaHEHUS 1
HakoruieHust AHIT B kaparnoMuonuTax. 9To mpocras
MoOJIEKYJla, KOTopasl paciiaaaeTcsl TIpyu BbIAEISHUN U3
KJIETOK Ha JiBa OCHOBHBIX (pparmeHTa — N- u C-Tep-
MuHanabHble nentuabl. [locnemnumit (99—128) saBmus-
eTcst akTuBHOM popmoii ropmoHa AHII. OH cocTouT
U3 28 aMUHOKUCJIOTHBIX OCTaTKOB C KOJIbLIEBOM
CTPYKTYpOii, 00pa3oBaHHON IUCYIb(OUIHBIMU MO-
CTUKaMH1 MeXAY IMCTEMHOBBIMU OcTaTKaMu (puc. 1).
MMeHHO KOJbLIO orpenesisieT OUOJIOTUYECKYH aK-
TUBHOCTb U B3aUMOJEUCTBUE C pelLeNTOpaMUu Kie-
TOK-MullleHel. N-TepMUHaIbHBIM (parMeHT Mmpo-
ropMmoHa (1—98) He obyiamaeT OMOJOTUYECKOU aK-
TUBHOCTbIO, HO B KpPOBM OH pacrnajgaercs Ha
HECKOJIBKO TIOJIMIENTUAOB C TMIIOTEH3UBHbBIM, Ha-
TPUNYPETUUECKUM, TUYPETUUECKUM U KaJTUNypeTU-
yeckuM paevictBueM. IlepBoie 30 aMUHOKMCIOT CO-
crasiitior poiaroxusymuii AHII, ¢ 31 mo 67 — cocy-
JUCTBIM nuiaaTtaTop, 79—98 — KaauilypeTudecKuii

nentun (puc. 5). Harpuitypetnaeckuii apdexT mep-
BBIX IBYX oTianyaercs oT AHIT TemM, 4yTo oHM nmogas-
JsmioT 1odyeyHyo Na+-K+-AT®da3y BTopuyHO yepe3
ycuJieHUe CUHTe3a npoctariaHauHa E,, uto AHII He
nenaeT. ITocT-TpancnsimonHbie npeBpamieHuss BHIT
MPOMUCXOAST B KJIE€TKax IO TaKol e obIieil cxeme:
npe-nporopmoH BHII (134) — oTmieruieHue cur-
HaJIbHOTO TMeNnTHaa ¢ 00pa3zoBaHUMEM IIPOTOPMOHA
BHII (108) — crnienudpuyeckas npoteasa pa3aeisieT
ero Ha N-TepMUHaIbHBIII (DparMEHT IPOTrOpMOHA
(1-76) n aktuBHbBII TopMOoH BHIT (77—108). O6a
(bparMeHTa B 3KBUMOJISIPHBIX KOHIIEHTPALIMSIX BbIS-
JsiroTes B KpoBb (Goetze, 2009).

BazoakTuBHbIE BellecTBa (KaTexoJdaMWHBI, aH-
ruoTeH3uH-11) ycunuBaloT TpaHCKPUIIIIUIO HATPUI-
ypeTudeckux reHoB uepe3 p38 MAPK npoTerHKuHa-
3y. PacTsikeHue MUOLIMTOB MOBBIIIAET YPOBEHb BHYT-
PUKJIETOYHOTO  KaJlbliU, U3MEHSET KaJlblIU-
CBSI3bIBAIOIIIME OEJIKM, UTO YCUJIUBAET 3KCIIPECCUIO
HarpuitypeTndeckux reHoB (Kudoh et al., 2003). Dtu
K€ TEeHbl aKTUBUPYIOTCS MIIEMUYECKUM TpaHC-
KpubLUOHHBIM (hakTopoMm (hypoxia inducible tran-
scription factor 1-alpha), 4yTo mMeeT 3HaYeHUE IIPU
uireMuueckoit 6one3nu cepaua (Weidemann et al.,
2008).

Haxkonnenne. I1pencepaHbie HaTpUAypeTUISCKUE
NenTUAbl HAaKaIUIMBAIOTCSI B CEKPETOPHBIX TpaHylIax
KapIMOMUOLUTOB B Buae mporopmona AHIT (126),
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Intron 2

l Exon 3

////E
%

3’'DNA —‘

Anpo

TPpaHCKPUITL A

u-PHK nipe-nipoAHII

TpaHcasuus

[Ipe-npoAHII —|
DHAoIUIa3MaTH -
qecKasl CETh

]

I'panynsl
MUOILIMTOB

. AHII

Kaliuretic
rmone

N-TepMuHanbHbIe ienTyuabl mpo-AHII

Puc. 5. Cxema cuHTe3a M MpOLIECCUHTa MOJIEKYJIbI aTpuaibHOro Hatpuitypetudyeckoro rnentuna (AHIT) B kapauomuoumrax

npeacepauii. ITo Becenu (Vesely, 2006).

nporopmoHa BHIT (108) u 3pesioro KoHeYHOTro Ipo-
nykta BHIT (32). BoablMHCTBO UCceaoBaTee OT-
punaeT Haau4ue B rpaHyiax 3peaoro AHIT (28) (Ve-
sely, 2001). [Tox »1eKTPOHHBIM MUKPOCKOIIOM CEK-
PETOpPHEBIE TPaHYJIbl Y pa3HbBIX BUIOB IT0O3BOHOYHBIX
XKUBOTHBIX BBITJISIOST OOWHAKOBO, HO pa3InddYaloTCs
0 IUaMETpPy. DTO OKPYIJIbIE TEIblIa C 3JEKTPOHHO-
TUIOTHOM TOMOT€HHOM WJIN CJerKa 3€pHUCTOU Cepha-
LEBUHOM, OKpPYXEHHOW OAWHApHOM MeMOpaHOM
(puc. 3, 6). Mexxny cepALEeBUHON U MEMOPaHOI MHO-
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raa oOHapyKMBaeTCs CBETJIbIA 00010K — Xxajo (halo).
HexkoTtopsie nccienoBaresu MoapasaessiioT rpaHyJibl
no Mopdojoruu (y4uTbiBasl 1IEJIOCTHOCTb MeMOpa-
Hbl, HaJIMuMe W TOJIIMHY 000JKa, TUIOTHOCTh U
CTPYKTYpPY CepAlieBUHbBI) Ha (hopMuUpylolnecs, 3pe-
nele M pacTtBopsronuecss (Gopmbl. COOTHOIICHHE
ATUX Pa3HOBUIHOCTEH MaeT BO3MOXKHOCTBH OIICHHUTH
CEKPETOPHYIO aKTUBHOCTH KJeToK (KopocThiiieB-
ckast, Makcumos, 1989; Paxueesa u ap., 2009). Kak
MPaBWIO, CEKPETOPHBIE TPaHYJbl I'PYIIUPYIOTCS B
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Puc. 6. CxoruieHue ceKpeTopHbIX rpaHys1 Ha rnepudepun
KapAMOMMOLIMUTA TIPaBOrO Mpeacepausi y KpbICeHKa
(21 nenb xuzun) nuanu HUCAT ¢ HacnencTBeHHOM WH-
JNyUMPOBAHHON CTPECCOM apTepHabHOM TUIEPTEH3U-
eit. OnexTpoHorpamma. Macira6b 1 mxm. M3 apxuBa aB-

TOPOB.

OKOJIOSIIEPHOI 30HE, HO IIPY HEKOTOPHIX MTATOJIOTH-
YECKUX COCTOSTHUSIX (TUTIEPTEH3US, TUTIEPBOJIEMHUS U
JIp.) TPaHYJIbI 3aMOJHSIOT CApKOTUIa3My MEXIY MUO-
(ubpUUTaMM U CKAIUTMBAIOTCS TIOJA CapKOJIEMMOIA
(puc. 6).

Y Mbliineii ¢ reHeTndyeckum orcyrcreueM AHII B
KJIETKaX IIpeACcepanii HET CeKpeTOpHBIX rpany (John
et al., 1995), BHII B nipencepansx He onpeaeisieTcs,
a B XKeJyJdouyKax ero KOHLEHTpalusi MUHUMaJIbHAs
(Tse et al., 2001). ¥ Mmbplmei, HOKAyTHBIX 110 T€HY
BHII, rpanynbsl B mnpeacepausix umerorcs (Tamura
etal., 2000). CepaeuHble HaTpUHypEeTUUECKUE TETT-
TUABI UMEIOT TIPUHLUIIUAJIBHO CXOIHOE CTPOEHMUE,
HO HEKOTOpbIE aCIEeKThl MX TPAHCKPUILIUU, MOCT-
TPAHCKPUIMILIMOHHBIE UM TPAHCISILIUOHHBIE 3Tarbl,
MPUBOSIIME K CEKPELIMU 3peIbiIX TOPMOHOB, MOTYT
3HAUYMTEJIbHO Pa3InyaThCcsl Kak MEXy COOOM, TaK U B
OTBET Ha pa3UYHbIC CTUMYJIbI, KOTOpPbIE€ NEHCTBYIOT
Ha kapauomuouutsl (O’Donnell et al., 2003). BayT-
PUKJIETOYHBIE 3Tambl “co3peBaHUsI” TOPMOHA: TJIM-
KO3WJIMPOBaHUE, SHAOTIPOTEOIU3 — U3YyUEHbI IJIOXO;
JIONOAJIMHHO HEU3BECTHO, T1I€ 3TO MPOUCXOAUT U Ka-
Kue (hepMEeHTHBIE CUCTEMBI 3a/IEICTBOBaHbI, OJUHA-
KOBBI JIM 3TU MPOLECCHI B MPEACEPAUSIX U XKETYa0U-
Kax (Vesely D., 2001).

AHanun3 6eJTKOBOTO COCTaBa CEKPETOPHBIX TPaHYJT
U3 KapAMOMHUOLIMTOB Mpeacepanii KPbIC BbISIBUI Ha-
amare B HuX okoijio 100 pasHpix 6emkoB. M3 HHUX
61 6eJTI0K XOPOILIO U3yYeH U TOUHO onpezaeaeH. beaku
MOXHO TIOJpa3AeanTh Ha 7 (PyHKIIMOHAJIBHBIX KaTe-
ropuii, OTBevyalolux 3a: 1. TpaHCIIOPT I'paHyJl, IpU-
JIMTMIaHUE U CIUSTHUE C MeMOpaHoO, 2. Tiepeaady cur-
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HaJIOB, 3. CBA3BIBAHUE KAJIBIUS, 4. KJIIETOYHYIO apXH-
TEKTOHUKY U (popMooOpa3oBaHue, 5. MPOLECCUHT
METNTUIOB/6eIKOB, 6. CMHTE3 TOPMOHA, 7. TIPOTOH-
Hbli1 TpaHcnopT (Muth et al., 2004). boabiast yacTb
3TUX OEJIKOB CBSI3aHbI C MEMOPaHOIi TpaHyJ/l U IBYMSI
MaxxopHbiMu (95%) Genkamu — peptidylglycine-al-
pha-amidating monooxygenase (IIeNTHUIMITINIINH
abda-aMuaIupoBaHHas MOHooKcureHaza — [TAM) u
nporopmonoM AHIT (1-126). ITporopmon AHII 06-
Hapy>XMBaeTCs B paCTBOPUMOM cepilleBUHE TpaHy,
HO 00JIBIIIOE Er0 KOJIMYECTBO OCTAETCS TECHO CBI3aH-
HbIM ¢ MeMOpaHaMu Aaxe IocJie TIIATeJIbHOTO OT-
MbIBaHMSI. B MeMOpaHHOM (hpaKiiy MOJISIPHOE COOT-
Hommenue nmporopmoHa AHIT u ITAM nipubimsnTesib-
Ho 30:1. TTAM — OMdYHKUMOHANBbHBINA (hepMEHT,
M3BECTHBIN KaK KaTATUTUUECKUI TTOCTTPAHCISILIMOH-
HBIA OMOaKTUBATOpP CUTHAJIBHBIX MenTuaoB. OmHaKO
3nech ocHoBHas1 pyHKI1Ms [TAM He hepmMeHTaTUBHAS,
a cTpyKrypHas. [To-Bunumomy, (hepMeHT yJyacTByeT B
yrnakoBke TporopmMoHa AHII BHyTpM ceKpeTOpHBIX
rpaHyJl U, BO3BMOXHO, MOJArOTaBIMBAET MPOTOPMOH K
nporeoutudeckomMy rpoieccuHry (O’Donnell et al.,
2003).

Konnencauus npo-AHII saBisieTcss Kanbuuii-3a-
BUCUMBIM TIpolieccoM. IToBEepXHOCTHBIE YYaCTKHU ar-
peratoB npo-AHII oGoraiiatoTcst tunuaamMu u 6es-
KaMH BHYTpU MeMOpaH TpaHC-30HbI anmnapata [oJb-
XK1, OOBOJIAKMBAsl arperaTbl 1 YMeHbIIask dHEPIU0
IIJIST 3aMbIKaHUSI CEKPETOPHOTO IMy3bIpbKa U OTIOY-
KoBaHUs ero ot nucrepH lonpmxku (Baertschi et al.,
2001). B mpouecce popmupoBaHUs TpaHyl IPUHU-
MaloT y4acTue XpOMOTPaHUHBI, HO UX POJIb B CEp/LIe
TouHO He yctaHoBleHa (Kppuiosa, 2007). Mopdoio-
TMYEeCKU IIpoliecc (popMUpPOBaHUS TPaHYJIbI BRIpaXKa-
eTcsl B HaKOIUICHUM XJOMbEeBUIHOIO MaTepuasa
CpEeIHEW NEKTPOHHONM TUIOTHOCTU B PaCIIUPEHHOMN
[UCTEePHE TUIACTUHYATOTO KOMILIeEKca. MOXHO IIpo-
CJICAUTD NOCTENEHHbIE Tallbl YIIJIOTHEHUS U OT/EeJIe-
HUSl (popMUpYIOLLIECsl TPaHyJIbl OT KOHIIA LIMCTEP-
HBI. Kak rmpaBui1o, Takue rpaHyJ/Ibl MEJIbUe IO pa3Me-
pY, 4eM 3peJsible U pacTBopsttoluecs ¢hopMbl (puc. 7).

ITo runore3ze baepmmu c¢ xomneramu (Baertschi
etal., 2001) camMo comepXUMOe OmpenesieT pa3Mep
U, BO3MOXHO, (DOPMY CeKpPEeTOpPHbLIX rpaHys. B Hop-
MaJIbHBIX IIPEACEPIHBIX KapANOMUOLIMTaX Yy HOBO-
pOXIeHHBIX KpBIcAT mporopmMoH AHII BeisgBisieTcs B
CEKpEeTOPHBIX rpaHynax muamerpoM 120 u 175 HM,
KOTOphIE€ TEpeIBUTAIOTCS B IIATOILIA3ME C MaKCH-
MaJibHO# ckopocThio 0.3 MkM/c. YmaneHue N-Tep-
MUHAaJIbHOTO (pparMeHTa MporopMoHa WJiu ToueyHast
MyTalYs B 3TOI 00IaCTH BBI3BIBAET U3MEHEHUE (POP-
MBI, pa3Mepa, HO He CKOPOCTU MepeMelleHu s B cap-
KoriazMe CeKpeTOpHBIX TpaHyJl. [1oa 31eKTpoOHHBIM
MUKPOCKOIIOM 0OoJjiee KpyIHEIE TpaHyJIbl IpHUoOpeTa-
JOT HENpaBWJIbHBIE “MITKME” odepTaHUsI, WMEIOT
TUIOTHYIO CEpALIEBUHY, OKPYXXEHHYIO OJIeIHBIM CO-
JIeP>KMMbIM HEpaBHOMEPHO IIMPUHBL. Takue rpaHy-
JIBI HE MOTYT IIPaBMJILHO KOHTAKTUPOBATh C MeMOpa-
HOW KJIETKU M3-3a OTCYTCTBUS TOBEPXHOCTHBIX KOH-
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JIEHCUPOBAHHBIX CTPYKTYp M  HEIOCTAaTOYHOM
TUIOTHOCTHU WJIU HETIPaBUJIBHOTO PACHOJIOXEHUS pe-
LIEMTOPOB CBsI3bIBaHUS. UMEHHO KaJIbLIU-CBSI3bIBA-
ot N-TepMUHaIbHBIA (parMeHT IIPOTOpMOHA
OTBeYaeT 3a arperanuio 6eaka B TpaHc-30He [onbmku
B TPUCYTCTBUU BBICOKUX KOHLIEHTPALMI KaJbLIWS.
Vnanenne C-TepMHUHAJIILHOTO (hparMeHTa MOJIEKYJIbI
nporopmoHa AHII, roe comepXuTcs caMm ropMoOH U
ero JUcyib(UIHBIA MOCTUK, HE BIUSIET Ha (opmy,
pa3Mephl, CITOCOOHOCTh K CIUSTHUIO U CKOPOCTH TIe-
peMelleHnsT ceKpeTopHbIX rpaHy) (Baertschi et al.,
2001).

JoJiroe BpemMsi MexaHU3M TpeBpallleHUs TPOrop-
moHa AHII (B rpaHysax KI1eTOK) B 3peJiblii TOPMOH B
TuIa3Me KpoBU ocTaBajics 3araakoii. HenaBHo B cepi-
11e OblJIa OTKPbITAa HOBasi MeMOpaHHast TPUIICUHOTIO-
JIoOHasi ceprHOBAs IpOTeasa, MOJyJYMBIIasT Ha3Ba-
HMUe KOpUH (corin). UMeHHO 3TOT (hepMEeHT pasie-
JIIET MOJIeKyJly IpOropMoOHa IO apTMHUHY B
98- MO3ULIMM B MOMEHT BBIIEJIEHUSI €r0 U3 KJIETOK.
DTO oyeHb KpymHas Tpotea3a u3 1042 amMuHOKMC-
JIOTHBIX OCTAaTKOB C MOJIEKYJISIpHOI Maccoir 150—
200 /1. ¥ yenoBeka ee OOJILIION I'eH ¢ 22 3K30HaAMU
HaxoguTcs B xpoMocome 4pl2-13. ¥V HoKayTHBIX 110
TreHYy KOpWHa MBbIIIeid MMPOTOPMOH B Cep/lie eCThb, a
3peJIoro TOpMOHa HET, U KaK CJeACTBUE, Y HUX pa3BU-
BaeTcd TseKenas runepreHsust (Wu et al., 2009).

Boinenenne. PazinualoT ABa OCHOBHBIX MEXaHU3-
Ma CeKpelLMy ropMOHOB. ba3abHbI ypoBeHb CeKpe-
UM IPOUCXOAUT BHE CTUMYJISILINM 1 00eCIIeYBacT-
csl BBIIEJIEHUEM CUHTE3MPOBAHHOIO MPOMYKTa Iac-
CUBHBIM MYy3bIPbKOBBIM TpaHcnopToM. [Ipu perynu-
pyeMOM TUIIe CeKpeld TOPMOHBI BEIACIISIIOTCS O,
JIeiCTBUEM CTUMYJIOB ITyTEM 3HEPro3aBUCUMOTO K-
30ILIUTO3a TPaHyJ, B IUVIOTHOU ceplleBUHE KOTOPBIX
comepxkuTcsi ropmMoH. CoOpTUPOBKA CEKPETOPHOIO
MPOAYKTa HA TOT WJIM APYTOii TUI BbIIEIEHUS IIPOUC-
XOOWUT B TpaHC-30He Komiuiekca lonpmxku (Ogawa
et al., 1999). Muna u IlIn6Gara (Iida, Shibata, 1994) na
KYJIBType TIpeICcepaAHBIX MUOLIUTOB KPBIC MOKAa3alu,
YTO BHE CTUMYJISILMY 0KOJI0 40% BHOBB CUHTE3UPO-
BaHHoro AHII cekpetupyeTcs, a ocTajJbHOE Ha-
MpaBjseTCs Ha 3amac Wid IIsT 6ojiee TMTO3IHEro BhI-
JIeJICHUSI.

Busyanm3upoBarh mpo1iecchl BBIAEICHUS CeKpeTa
U3 MUODHIOKPUHHBIX KJIETOK METOAUYECKU OYEHb
TpygHo. PactBopsiiomuecst ¢popmbl rpanHyi (c 4a-
CTUYHO WJIY MOJTHOCTBIO pa3pylIeHHO 000JI0YKOI 1
3€PHUCTBIM COJACPXKUMBIM TMOHMKEHHOW TJIOTHO-
CTU), CKOIUJIEHME I'PpaHyJ B HEMOCPEACTBEHHOM 011~
30CTH OT CapKOJIEMMBI — JIMIIIb KOCBEHHBIEC ITOKa3a-
TeJIU UHTEeHCUBHOCTH mpoliecca (puc. 6). Hdnsa ¢uk-
callMy 3K301IMTO3a CEKPETOPHOrOo MPOAYKTa HYXKHO
MIPUMEHSTH CIIELIMaJIbHbIe METOOUKU (OBICTpOE 3a-
MoOpaxKuBaHue, 00pabOTKa TaHMHOBOM KHCJIOTOM).
Ha pyTuHHBIX 3J1€eKTpOHOIpaMMax OH oOHapyXuBa-
eTcsl, KaK TPaBUJIO, TIPU CTUMYJISIIIUKA CEKPETOPHOI
aKTUBHOCTH (puc. 8).
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Puc. 7. ®opMupoBaHue CEKPETOPHBIX IPaHyJl B 061acTU
TOTbIKY KapAMOMUOLIUTA ITPABOTO MIPEACEPANS KPBICEH-
Ka (21 neHb xu3Hu) TMHUK Bucrap. DiaekrpoHorpamMmma.
Macmrtab 1 Mmxm. M3 apxrBa aBTOpOB.

Puc. 8. BrigeneHue ceKpeTOPHOTo IMPOAYKTA IyTeM 9K30-
1IMTO3a U3 KapAMOMHUOLIUTA MPABOTO MPEACEPaUs Y KPbI-
ceHka (21 menb xxu3Hu) tuHuu HUCAT ¢ HaciencTBeH-
HOW MHAYLUMPOBAHHOU CTPECCOM apTepUabHOW TMMEp-
TeH3uell. DiexkrpoHorpamma. Macmrad 0.5 mxm. U3
apxuBa aBTOPOB.

Ha ceronHst oCHOBHAsli KOHLENLIMUSI TOPMOHAJIb-
HOI (PyHKUMM Cepllia TaKOBa: CEKPELU B NPeACcEP-
USIX — PETYJUPYEMBII IPOLIECC, B XKeJlyaoukax — 0a-
3aJIbHBIN.

Cekpeuust AHIT HanpsiMyto peryaupyeTcsi Mmexa-
HUYECKUM PACTSDKEHMEM CTEHKM IpeACcepaus, a Jya-
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Puc. 9. /IlnuHaMKKa KOHIIEHTPALIMU aTPUaIbHOTO HATPUIA-
YPEeTUYECKOTO TMeNTuaa B TKAHU MPaBOro (CBETJIbIE MET-
KM) ¥ JIEBOTO (TeMHBIE METKW) Mpencepauit (a) m xery-
IoYKoB (0) cepalla XoMsiKa MO XOAy 3MOpuoreHesa u
nocTHaTajgbHOTrO pa3BuTusi. [1o HaBapaTtHam ¢ coaBTopa-
mu (Navaratnam et al., 1989).

CTOTa COKpalleH!sT MeHee BaxkHa KaK (PU3MOI0rnde-
cKuii ctuMya s cekpeunu. ColpsokeHue “pacTsi-
XeHHe-cekpenusi” OoOYCIOBJISHO BXOOOM HMOHOB
KaIblUsI Yepe3 IIOTCHLMAI-3aBUCHUMBIE KaHaJIbl.
Ipennonaraercst, uto BblmenaeHue Ca’"™ u3 capko-
MJa3MaTUIeCKOM CeTH, KOTOPOE BBHI3bIBACT aKTHBa-
OO0 KB -KAITBMOIYINH KWHA3bI, TOXKE TTPUHU-
MaeT y4JacTHe BO BHYTPUKIIETOYHBIX ITPOIIECCaX BbI-
nenenusi AHII mpu MexaHWYeCKOM pacTsDKEHUU
(O’Donnell et al., 2003).

Ocrtpast (B TeueHrMEe MUHYT) peakKlvs Ha pacTsiKe-
HUE MPUBOIUT K YCUJIEHHOMY BBIICJICHUIO HaKOII-
neHHoro B nipeacepamsx AHII, mocratouHoro mist
MHOBHILIEHUST YPOBHSI TopMoHa B KpoBu. BHII mpu
3TOM TOXKE BBIICJISICTCSI, HO OH COCTaBJIsIET BCEro 1—
2% ot xkoHueHTtpauuu AHII B TKaHsX, a ITOTOMY €ro
KOHIIEHTpallMs B KpOBU He MeHsieTcsl. CTUMyIupo-
BaHHAasl CeKpelusi, B OCHOBHOM, MCIIOJIb3YET paHee
CUHTE3UPOBAHHBIII M HAKOIUIEHHBI TOPMOH, a
BHOBb CUMHTE3MPOBAHHBIII — B 3HAYUTEIBHO MCHb-
lIeii CTereHU. YCUJIeHUe MPOAYKLIUU TeNTUI0B Xa-
paKTepHO IJisl 0oJiee IIUTEIbHBIX BO3ICHCTBUI, Ha-
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IpUMeEDp, IIPY U3MEHEHUU TOPMOHAJILHOTO ¢hoHa (13-
ObITKe oHaoTenuHa-1, aHruoreHsuHa-II, anpe-
HEpPruyecKruX aroHMWCTOB, MIIOKOKOPTUKOWIOB, THU-
PEOUTHBIX TOPMOHOB, MPOCTArJIaHAMHOB, Ba30Mpec-
cuHa W Ap.). CTUMyISIIUS TPAaHCKPUITLMU TE€HOB
AHII u BHIT npoucxoguT BTOPUYHO K MOBBIIIIEHUIO
00beMa XUJIKOCTH, HO B IJIa3Me 3aMETHO MOBbIIIIAET-
cs TosibKo KoHueHTpauust AHIT (de Bold et al., 1996).

OHTOTEHETUYECKOE CTAHOBJIEHUE
IT'OPMOHAJIBHOUN CUCTEMbI CEPALA

YV B3pOoCIbIX OCHOBHBIM MECTOM CUHTE3a TOPMOHA
SIBJISIFOTCSI TIPEACEPINSI, B IEBOM KeJyI0YKe ero Bce-
ro 0.5—3% (Ruskoaho, 1992). B asMGproreHe3e BKiIa
2KEJTyJOYKOB B OOLLYI0 CEKPELUIO CEPIAEYHBIX ENTU-
JIOB MHOTO CYIIIECTBEHHEM, YEM Y B3POCIBIX OCOOEH,
ay OTHIeJIbHBIX BUJOB — OCHOBHOI. DTO YETKO Mpojie-
MOHCTPHMPOBAHO Ha rpadrkax U3MEeHEHUs] KOHIIEH-
tpauuu AHII B nmpeacepausix (MMKOMOJIb/MT TKaHU)
U KeJlynoukax ((PeHTOMOJb/MT) KpbIC B IIepUO C
12 mHg TecTaluu g0 6-MecssuyHoro Bo3pacTa (Navar-
atnam et al., 1989). BunHo, 4TO B npeacepausix aKc-
npeccuss AHIT HeykKJIOHHO pacTeT, a B JIEBOM KeJIy-
JIOUKE — MPOTPECCUBHO CHUXKAETCS U MOCTe NBYX He-
JIeJIb XKU3HU IIPaKTUYECKU He onpeeisieTcs (puc. 9).

Hwunamuka conepxanus u-PHK mentunos nmo xo-
Jly SMOpuroreHe3a y Mblllieli mokasaja, YTo 3KCIpec-
cus ee TnosBisieTcs Ha 8—9-i1 JeHb recTalluy ¢ Hau-
OOJIBLIMM MUMKOM Ha 12-i1 1eHb U MEHBIIIMMU TTHKa-
MU B nepuon 14—16 CyTOK pa3BUTUSI. DTU CPOKU
COBIIAJIAIOT C OCHOBHBIMU MOP(HOTEHETUYECKUMU
sTanamMu (OpMUPOBAHUS cepAaLa: Ha 9-1i 1eHb HaYn-
HaeTcsl peryjsipHoe cepialedueHre MPUMUTUBHOIO
cepiliia, B TeyeHue 12-ro JHS TPOUCXOIUT aKTUBHOE
(hopMupoBaHUE TEeperopoakd ¢ oOpa3oBaHUEM Y-
ThIpeX KaMep, U Ha 15-11 ieHb CABUTAETCS OCh CEpALIa
(Cameron, Ellmers, 2003). UMMyHOrucToXumMmude-
ckas Mmetka K AHIT oGHapy>XunBaeTcsl B CEKpeTOPHBIX
rpaHyJjax >KeJyJIOYKOBBbIX KapAWMOMUOLIMTOB y MbI-
mieit Ha 11-e cyTku aMOpuroreHe3a, HO TOJIbKO B Ma-
noguddepenpoBadHbIX (43%) u 3penbix (14%)
KieTkax. B HeauddepeHUIMPOBAHHBIX MHUOLUTAX
meTku HeT (Zhang, Pasumarthi, 2007). Mccrenona-
Hus Henyd c komteramu (Deloof et al., 1995) moka-
3ajii, UTO Yy SMOPUOHOB KphbIC, 110 KpaitHel Mepe, Ha-
yuHas ¢ 17-ro gHs1, BHYTPUKJIETOYHbIN MPOLIECCUHT
AHII niporekaeT Tak Xe, Kak U Y B3pOCJIBIX OCOOEH.

M3MeHeHUs1 naBiaeHUsI B MpaBOM IIpelCcepauu,
CKOPOCTH KIIYOOUKOBO#I (uibTpaliiy W OayaHca
KUAKOCTH Y HOBOPOXIEHHBIX TOoApasyMeBacT (hu-
3uoJiorndeckyio poab AHII B nipouiecce pogopaspe-
meHus. TTocKoNbKy mociie poaOB KOHIEHTPALUS
TOPMOHOB B KpOBU HOBOPOXIESHHOTO ITalacT M3-3a
MOTEepPU MATEPUHCKOTO HCTOYHMKA, TO, COOTBET-
CTBEHHO, OUY€Hb OBICTPO YCWUJIMBAETCSl MPOMYKIIUS
TOpMOHAa B mpeAcepausix HoBopoxaeHHoro (Cam-
eron, Ellmers, 2003).
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Konneurpauus AHIT B mma3zMe y HOBOPOXKICH-
HBbIX JIETEld OYEHb BbICOKAsi BHE CBSI3U C MacCoOi Teina,
JIaBJIEeHUEM KpPOBM, COAEp>KaHUEM HaTpuii/KpeaTu-
HUHA U ajibloCcTepoH/KpeaTuHrHa B Moue (Ito et al.,
1990). B nma3zMe M3 MyIoYHOU apTepuM OHA 3HAUYU-
TeJibHO BbIlIe (51 + 21.4 ¢dMonb/MiT), UeM B Mymoy-
Hoii BeHe (18.1 £ 13.5 ¢oMoab/MIT), YTO TOBOPUT O
TOM, 4YTO TUIalleHTa 3aXBaTbiBaeT ropMoH. EcTb naH-
Hble, UTO TUIAlIEHTa YeJIoBeKa MMEET PeLelNTOpbl K
AHII (Mulay, Varma, 1989). Konuentpauusi AHII B
nepudepruueckoil BeHe 10 5 CYTOK KM3HM OCTaeTcs
BBICOKOI1 (60.7 £ 29.4 d™Moib/Mit). Y meTeii cTapIinero
BO3pacTa 3TOT MoKa3aTeJib HE OTJIUYAETCS OT TAKOBO-
ro B3pociabix monaeit 20—34 ner (14.4 £ 7.4 m 10.0 =
* 4.8 dpmomb/mi, coorBeTctBeHHO) (Kikuchi K. et al.,
1988). DT0 CBA3BIBAIOT C OTPUILIATEIBHBIM 0aTaAHCOM
COJIM M BOJbl B MMOCTHATAJbHOM MEPUOJIE, TaK KaK y
TUIOJIOB U HOBOPOX/IEHHBIX COJEP>KaHUE BOABI B TEJIE
OYEeHb BbICOKOE. B TeueHrne HeCKOIbKUX JHEW Mmocye
POXIEHUS 3a CUET YCUJICHUS HaTpuilype3a U 1uypes3a
YMEHbILIAIOTCST OO 00beM XXKUJIKOCTU U BHEKJIE-
TOYHOT'O MPOCTPAHCTBA IO YPOBHS B3POCJIOrO Opra-
Husma (Stephenson, Pipkin, 1990).

WccnenoBaTeau NMpU3HAIOT, YTO Y MJICKOIIMTAlO-
IIYMX TOpPMOHAJIbHAs CHUCTeMa cepila HadyuHaeT
(GYHKILMOHMPOBATH C CepeaHbI SMOpPHUOTreHe3a 1 aK-
TUBHO y4aCTBYET B PETyJISILIUM apTepUaIbHOTO JaB-
JICHUSI ¥ BOOHO-COJIEBOTO OajlaHca y SMOPUOHOB TaK
Xe, KaK U y B3pOCIIbIX ocobeit (puc. 2). IToka3aHo,
yto KoHuUeHTpauusl AHII B r1asMme mioma KpbIChl B
4 paza BbIIle, a N-TepMHMHAJIbHOTO (pparMeHTa
AHII — B 20 pa3 Brillle, 4eM B IU1a3Me caMKu. OIHu
aBTOPBI CUMTAIOT, UTO ITO OTPaKaeT HU3KYIO CIIOCO0-
HOCTb Io4YeK MeTabonu3upoBarb ropMoH (Wei et al.,
1987), npyrue, 4TO 3TO CIAEACTBUE YCUIEHHOM CEKpe-
muu ropmoHa (Deloof et al., 1995). DkcniepuMeHTBI
nokaszanu, ycusieHue cekpeunu AHIT y tiogoB Kpbic
1 OBEll IPOMCXOAWT B OTBET Ha YBeJIM4YeHUE oObeMa
LIMPKYJIUPYIOLIEN KPOBU, TMIIEPOCMOJISIPHOCTD, TH-
IIOKCHIO, a TakKXKe Ha JeiCTBHME Ba30KOHCTPUKTO-
poB — aHruoteH3uHa-I1, BazonpeccuHa 1 HAOTEI -
Ha (Johnson et al., 1997). Y 1m1oa0B OBLIbI KOHIIEH-
Tpauust AHII noBellIaeTcsi B OTBET Ha TUIIEPBOJIIO-
MUIO I YMEHBIIIAeTCsI IPU KPOBOIOTEpE. Y YejioBeue-
CKUX IIJIOJOB, II0 KpaWHel Mepe, B TpPeTbeM
TpuMmecTpe, KoHHeHTpauuss AHII yBemmuuBaercs
IPpU HATOJIOTUYECKOMN WX SITPOT€HHOI THIIEPBOJIIO-
muu (Stephenson, Pipkin, 1990).

CkJagpIiBaeTCs BIIeYaTIEHUE, YTO TOPMOHBI MOTYT
MOCTYNAaTh B IUTOJ, Yepes IMJIALCHTY, TAK KaK BBeJIcHIE
TOPMOHA B KPOBb MaTe€pPU BHI3LIBACT MapalljieJIbHOE
yBelIMUeHe ero KoOHIeHTpauuu u y 1roga. Ilocie
BBEJCHUSI MaTepH Ba3oIIpecCHa YPOBEHb TOPMOHOB
B KpOBU MaTepH M 1jioaa HapacTaeT. [11ox Takxke pe-
arupyeT Ha BHEIIHWE CTUMYJIbI — BBEIACHUE Ba30-
MpeccuHa WM WHIOMETAllMHA BBI3bIBACT CYXXCHUE
boTajlyioBa IPOTOKA M YCWICHHOE BBbIACICHUE Ha-
5 OHTOTEHE3
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TPUNYPETUYECKOTO TIENTHUIA B KPOBb. ABTOpHI 3a-
KJTIOYAIOT, YTO Y TIOJA CUCTeMa CepAeUYHBIX TOPMO-
HOB (PYHKIIMOHUPYET M aIcKBATHO pearupyert, Kak 1
y B3pOCJIBIX, HA TTOBBIIIEHUE BHYTPUCEPACYHOTO JaB-
snenus (Wei et al., 1987).

AHII oGHapy>XnBaeTcsl B TKaHSIX MIALEHThI YET0-
BeKa, OH CEKpeTUpyeTcsl KjieTKaMu [UTOTpodobia-
cTa. DKCIEepUMEHTHI C BBEJIEHUEM CEPIeYHOro rop-
MOHAa B MUIALIEHTapHbI KPOBOTOK Jald OCHOBaHUE
npearnoaratb, YTO HATPUUYpEeTUUECKUU MENTU 3a
CUeT Ba3OJWJISTAllUU TIPUHUMAET y4acTue B perysi-
MK KpoBOCHaOXeHMs tutona (Stebbing et al., 1996)
(puc. 2).

IMTAPAKPUHHBIE 1 AYTOKPUHHBIE
OPPEKTbI HATPUMYPETUYECKHUX
ITEIITUIOB B OHTOI'EHE3E

Kpome u3BeCTHBIX 3HAOKPMHHBIX BJIUSHUI Ha
BOIHO-COJIEBOII TOMEOCTa3 1 apTepuajbHOE HaBiie-
Hue, AHIT u BHII oGianatoT BaXXHbIMU ayTOKPUH-
HbIMU W TMapakKpUHHBIMU BO3IEUCTBUSIMU BHYTPU
cep/ilia U KOpoHapHOU cuctembl. OHU BKJIIOYAIOT pe-
TYJISILAIO pOCTa KApANOMUOLIMTOB, TTOAABJIEHUE TTPO-
nudepaunn ¢GuOoPoOIACTOB U OTIOXKEHUE BHEKIIE-
TOYHOTO Marpukca (puc. 2). I[lenTtuasl Takke o61a-
JalOT  LIATONPOTEKTUBHBIM  AHTUUILEMUYECKUM
JneiictBueM (MO TUITY TPEKOHAULIMOHUPOBAHUS),
BJIMSIIOT Ha AeJeHUEe SHIOTETUOLMTOB U TIaAKOMbI-
IIIEYHBIX KJIETOK B KOpOHapHbIX cocynax (D’Souza
et al., 2004). bru1o MOKa3aHO, YTO I'eHbI BCEX PELICII-
TOPOB K HATPUINYPETUUECKUM TTETITUAAM IKCITPECCU -
pYIOTCS B MBIIIEYHBIX KJIETKax cepala u ¢pudbpoodiia-
cTax, Cepale caMoO CIY>KUT MUILIEHbBIO JIJIsl 3TUX TOp-
MOHOB. Y B3pociubix ocobeit AHII m BHII npwu-
HUMAIOT y4acTUe€ B pPeMOJEIUPOBAaHUNA MUOKapa B
OTBET Ha OOBEMHYIO TIEPErpy3Ky B KIMHUYECKUX U
9KcrnepuMeHTalbHbIX ycioBusix (Kawakami et al.,
1996).

Kpowme perynsinuu oobemMa xxuakoctu AHIT B am-
OpMoreHe3e BBIMOJHSIET W APyrHMe pa3HOOOpa3HbIe
GYHKIMU: BIUSIET HAa POCT U IIpoJndepaliniio KJIeToK,
B TOM 4YuCJie TIOJaBIIsIeT MpoJudepaiuio riaiagKkoMbl-
IIEYHBIX KJIETOK B CTEHKAX COCYIOB, CAEeP>KMBAET THU-
nepTpoduio, NogaBJIsIeT pocT PUOPOOIACTOB B MUO-
kapae (puc. 2) (Cameron, Ellmers, 2003).

Hoo6asnenne AHIT B Kynabprypy 3MOpHOHAITBHBIX
KJIETOK cepilla LbIIUIEHKA YCUJIMBAeT CyMMapHbBIi
cunte3 [IHK u nponudepannio KiieTok. ATOHUCTBI
AHII ycunmBaior, a aHTaroHWCTHI TMOIABISIOT 3@-
¢dekThl Ha OMOCHUHTEe3 OejiKa U Ha mpoaudepanuio
KIIeTOK. B Kjerkax ITOBbIIIAETCS KOHILICHTPAIIMS
PHK, ycunmBaeTcst ¢popMupoBaHrne MUO3WMHOBEIX U
TPONOMUO3MHOBBIX OeJIKOB. Uepe3 criennpuyeckue
peuentopel AHIT yckopsieT Bxon KapAuOMUOLIMTOB B
S dazy knerounoro uukia (Koide et al., 1996).

Y wbleid, HokayTHbIX 110 TeHy AHIIT B romo3un-
TOTHOM COCTOSIHWM, IIOBBIIIIEHO apTepuaibHOE U
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BHYTPUIIPEICEPAHOE [aBJICHME, Pa3BMBAETCS KOH-
LIEHTpUYecKas TUINepTpodust xKeaynoukoB. enpu-
BallMsl COJIM BBIpaBHUBAET AABJICHUE C KOHTPOJIEM,
HO He BimMsgeT Ha runeprpoduio. AHIT okaswiBaeT
MNpsiMOe aHTUTUIEPTpoUIecKoe ASHCTBUE Ha Kap-
JTUOMUOLUTHI BHE 3aBUCUMOCTH OT apTepHaIbHOro
masnenus (Feng et al., 2003). ¥V Mmbleii ¢ reHeTA4de-
ckuM nedekroM peuentopoB NPR-A x AHII moBbI-
IIeHa KOHIIEHTPAIUSl HATPUIYypEeTUYECKOTro TenTruaa
B KPOBH, pa3BUBAaETCs BhIpaxKeHHasl runepTpodus u
¢$ubpo3 Mruokapaa Ha ¢oHe OUeHb YMEPEHHO rumep-
TeH3UU. YKe TIpU POXICHUM OTHOCHUTEJIbHAsI Macca
cepllia Y HOKAyTHbBIX >KMBOTHBIX TIPEBBIIIAET KOH-
TposbHbIe 3HaueHus Ha 140% (Knowles et al., 2001).
Bce oM maHHBIE CBUIETEJBCTBYIOT O TOM, UTO Ha-
TpUMypeTUIEeCKNe IeNTUAL NPUHUMAIOT yJdacTHhE B
opraHoreHese cep/ia U cepae4yHOCOCYIUCTON CUCTe-
MBI. AHTI gBnsieTcss BaXKHBIM PETYJISITOPOM ITpoliecca
pocTa KapAMOMMOLIMTOB MO X0y Pa3BUTUS (puC. 2).

SAKITIOYEHHNE

OTKpbITHE U BbISICHEHUE (DYHKIIMW HATPUNypeTH -
YeCKMX MENTUA0B 3HAYUTEIbHO PACIIMPUIN ITOHU-
MaHWe MEXaHU3MOB PeTYJISIINU apTepUaIbHOIO AaB-
JIeHus 1 OajlaHca XUIKOCTU B OpraHu3Me. ITO I0o-
CIIY>KWJIO TOMYKOM K OXHUBJICHHIO INCKYCCHUIL O
PELIMIPOKHBIX OTHOIIEHUSIX C PEHUH-aHTMOTEH3UH -
alleIOCTEPOHOBOM CUCTEMOM U APYTUMU MTPECCOPHbBI-
MU TYMOpaJbHbIMM (haKTOpaMHU IPU Pa3BUTUU TH-
MepTeH3U pa3HOTO TeHe3a U APYIMX T'eMOJIUHAMMU-
JyecKMx HapylieHuii. B manHoM o030pe BHMMaHUE
COCPEIOTOYEHO Ha CAMbIX MAJIOM3YYSHHEIX BOIIPOCax
3TOU MpOOJIEMbl — OHTOTEHETUYECKOM Pa3BUTUU U
0COOEHHOCTHU (PYHKIIMOHUPOBAHMSI CEPIEIHBIX TOP-
MOHOB Ha paHHMX 3TallaX pa3BUTHUsS OpraHU3Ma.
MHorue 3a0071eBaHUsI B3POCJIOTO U JaXe IMOXUIJIOTO
BO3pacTa UMEIOT MMPEANOChUIKH e1lle B SMOpHOTreHe3e
u nercrBe. [lenTuaHas cucteMa, KOTopast IIpuHUMA-
€T yyacTtue B MopdoreHese cepialia U1 COCyI0B, MOMI-
JIepXuBaeT MX (PYHKIMOHUPOBAHUE WM PETYIUPYET
BOAHLIN OajaHC IIoda — AOJDKHA IMPUBJIEKATh BHU-
MaHMe CIeIMaJINCTOB pa3HbBIX ObOJIacTel 3HAHUWM, U,
MpexXIe BCeTro, KIIMHMUIMCTOB. 3a paMKaMM O0CyXie-
HUSI 3TOM pabOThI OCTaJIUCh MHOIME aKTyaJIbHBIC U
MoKa HepellleHHBIE TTPO0JIeMbl. YITOMSIHEM JIMIIb He-
KOTOphIe U3 HUX. [1oyeMy y XKMBOTHBIX B MOJIEIbHBIX
SKCIEPUMEHTAaX 1 Y OOJIbHBIX C TSKEJIBIMU (popMaMu
CepAeYHOM HETOCTAaTOYHOCTU M OT€KaMM KOHIICH-
Tpaluysl HAaTpUIypEeTUUECKNX TOPMOHOB B KPOBU IO~
BBIIIIAETCS B IECITKM pa3 MapajjieJibHO C HapacTaHM-
eM cUMITOMaTuKM aexkomneHcanun? Iloyemy mpm
5ToM B KpoBHU TipeBaiupyeT BHII, a He AHII xak B
HopMe? IloyeMy 3TM MenTUIbl HE pabOTalOT — HeE
CHIKAIOT JaBJICHUS 1 He BBIBOIAT Bomy 1 coym? T1o-
YyeMy B KapJIMOMHUOLIMTAX KEJIYIOYKOB ITPOUCXOAUT
pa30JIOKUpOBaHUE SMOPUOHATBHBIX I'€HOB M Hadl-
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HaeTCsl aKTUBHBIM CUMHTE3 HATPUNYPETUUECKUX TEeM-
TUIOB, KOTOPKIN IIPeKPaTUJICS BCKOPE ITOC/IE POXKAE-
Hus? [Toka He OyayT MOJyYeHbI OTBETHI HA 3THU U IPY-
rme  06a3oBbIe  BOIPOCHl  (PYHKIIMOHWPOBAHMUS
TOPMOHAJIbHOUM CUCTEeMBI cep/illa B HOpME U MaToJI0-
MU He MOTYT OBITh 10Ka3aTeJIbHO pealM30BaHbI MO-
OBITKM MCCIIeIOBaTeIe NCIIOJIb30BaTh COAepKaHUe
MNEeNTUAOB B KPOBU OOJBHBIX B KAYECTBE JOCTYITHOIO
JUArHOCTUYECKOTO M IPOTHOCTUYECKOTO KPUTEPUs
TSDKECTHU COCTOSTHUS OOJIBHBIX 1 3P (heKTUBHOCTH Jie-
yeHwus. Jlaxke oOllernpu3HaHHOTO cIlocoda TOYHOIO
oIpeesieHUsI CoAepKaHUs TIETITUIOB U UX AepUBa-
TOB B IU1a3Me KpoBM M TKaHsx Imoka HeT (Clerico,
Emdin, 2004). ITombiTKM cOo3maTh JIeKapCTBEHHbBIC
cpencTBa Ha 0a3e HATPUNYPETUYECKUX NENTUIAOB
(manpumep, Nasiritide/Natrecor, SCIOS, Sunnyvale,
CA, USA) HaTanKMBalOTCSl HA TPYAHOCTHU B CBSI3U C
HeXeJIaTeTbHBIMIA TTOOOYHBIMM 3P (PEKTaMu 3THUX
npenapaToB (Mohammed et al., 2008). XoudeTcs Ha-
JESITbCSI, UTO BTO LIMPOKOE IOJie AeSITeIbHOCTU He
ocTaHeTcsT 0e3 BHUMaHMs YIEHBIX Pa3HBIX OMOMeEIN -
LUHCKMX HarpaBJICHUIA.
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Where and when Natriuretic Peptides Are Secreted in the Heart
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Abstract—This review presents recent data on the structure, synthesis, and secretion of cardiac natriuretic
peptides. It is known that these hormones have a broad spectrum of activity, but they remain the least studied
and poorly understood link in the regulation of the water-salt homeostasis. Emphasis is placed on the problem
of ontogenetic formation of the heart secretory activity during embryogenesis. We discuss the available scarce
and scattered information on the paracrine and autocrine effects of the peptides on intercellular interactions,
and on the division, growth and differentiation of the heart cells. These issues are hardly addressed in Russian
literature.
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WM3yuanu rioTHbIE 5-4acoBbl€ KYJBTYpPbl T€aTOLIMTOB KPBICHI U TaAKKE XK€ MO TNIOTHOCTU KYJIBTYPbl ME3€H-
XUMHBIX cTpoMasTbHBIX K1eToK (MCK), BbIIEIEHHBIX U3 JKUPOBOIM TKAHU YeJIOBEKa WJIM U3 KOCTHOTO MO3ra
Kpbichl. Knetku conepkanu B 0ecChIBOPOTOUHOM Cpesie Ha CTeKJIax, MOKPBIThIX KoJijlareHoM. B otiinuue ot
reratouuToB, B MCK He oOHapyxeH putM cuHTe3a 6eJika. [Tocne BBeneHus B cpeay ¢ Kyabsrypamu MCK
MenatoHnHa (2 HM, 5 MuH) BBISIBIISIeTCS pUTM. ONBITHI C XeJIaTOPOM IIMTOILIA3MaTHISCKOTO Kb
BAPTA-AM u uHruomMTOopoM IpoTeuHkrnHa3 H7 mokaszanu, 4To MexaHu3M opraHusauuu putma B MCK
KaJIbLIMI-3aBUCUMBII 1 oTipenessieTcst hochopunrupoBaHreM OETKOB.

Karouesvie croea: Me3eHXVIMHBIE CTPOMAJIbHBIC KJICTKM, I'€IIaTOLIUThI, MCKKJICTOYHBLIC B3aHMOﬂeI7[CTBHH,

OKOJIOHYaCOBbBIE PUTMbI, PUTM CUHTE3a oeJika.

B moTHBIX KyJBTYpax rernarolMTOB U KepaTUHO-
LIMTOB OOHApy>XeH CyMMapHBII MOMYJISLIUOHHBIN
pUTM cuHTe3a OeJika (rocaeaHue padotsl: bpoackuii
u 1p., 2006, 2009, 2011). Putm HabGm082JI1M BCKOPE MO~
cJie CMEHBI Cpelibl, UTO TTOKa3bIBaJI0 CAMOCUHXPOHM-
3aL1I0 KOJIeOaHUI MHTEHCUBHOCTU CUHTE3a B PE3YJIb-
TaTe MPSIMBIX MEXKJICTOYHBIX B3aMoAeUCcTBUIi. B He
B3aMMOJIEHCTBYIOIINUX KJIETKaxX (Harmpumep, B paspe-
KEHHBIX KYJIETypaxX) PUTM He BBISIBJISUICS. B onbiTax ¢
aroHUCTaMM M aHTarOHMCTAMU BHYTPUKJIETOUYHBIX
IIPOLIECCOB ObLJIa 000CHOBaHAa MHOTOCTYIIEHYATAasI 10~
CJIeIOBaTEIbHOCTh B3aMMOJICHCTBUIT MeXIy KIIeTKa-
MU, TIPUBOISIINX K PUTMY CHUHTe3a Oeiaka. CurHai,
JIefCcTBYs Ha crienuduIecKre peleTophbl KICTOYHON
MeMOpaHbI, BKJTI0YaJ LEelb IIPOLECCOB B IIMTOILIA3ME,
OPUBOMSIINX K CUHXPOHM3AUMK (a3 WHIMBUIYATb-
HBIX KoJieOaHmii. 3amadya HOBOI pabOThl — M3yYeHUE
KMHETUKHM CUHTE3a 0eIKa B ME3EHXMMHBIX CTPOMAJTb-
HbIx KiteTkax (MCK) npu nefictBumn menatoHrHa. Kak
1 B paboTax C BOUTEIMAIBHBIMM KJIETKAMU, PUTM
cuHTe3a 6eika B MCK Mor OBITh IToKa3areneM IIpsi-
MBIX MEXKJIETOYHBIX B3ammopericTBuii. Ilo HekoTo-
pbiM maHHBIM (Bizik et al., 2004; Vaheri et al., 2009),
GMOPOOIACTHI, B OTIMUME OT SITUTENNST, HE KOHTAKTH-
pyioT apyr ¢ apyrom. CoxpaHsoTcs a1 B ¢pudpobdia-
crormonooHbix MCK mipsiMble MEXKKJIETOYHBIE B3al-
mopeictBusi? CriocooHsl mu MCK pearmpoBath Ha
BHEIITHUI CUHXPOHU3UPYIOIUNA CUTHA?

MATEPUAII 1 METO/bI

B ocHoBHBIX ombiTax ucciaegoBamn MCK, Bwime-
JICHHBIE 13 OMOIITATOB XXUPOBOM TKAHM, IMOJIydeHHBIX
nocyie abgoMuHaibHOW TuiactTuku (Kucenea u mp.,
2009). Knetku kynsruBupoBain B cpeae AMEM c
10% CcBIBOPOTKM, 5 MKI/MJ WUHCyauHA, 10 MKr/mi
TpaHcdeppuHa u 10 Hr/mi ceneHuta HaTpusi. CMeHy
Ccpenbl OCYIIECTBISUIM Kaxable 3-¢ cyTok. I1lo moctm-
>KEHMM MOHOCJIOSI KJIETKW IMAacCUPOBaIN C HUCIIOJIb30-
BaHueM pactBopoB 0.05% tpuricuna (ITansko) 1 Bep-
ceHa (ITansko). Ha 3—4 maccaxe KJIeTKM 3aMOpazK-
BaJIU TSI JOJITOCPOYHOro XxpaHeHus (nmpu —196°C), B
KayecTBe KpPUOMpPOTEeKTOpa Wcrmonb3oBanu  10%
AMCO. J1y1s1 3KCIIepuMeHTOB Hallleil paboThl KJIETKU
pa3sMOpPaXXUBAJIM U KyJBTUBUPOBAIM B TeYeHUE 2—
3 Henenb. B pabore ucnonb3oBav KiIeTku 8—12 mac-
caxeil. 3aTeM KJIETKHM CHUMAJIM C TIJIacTUKA IO CTaH-
JIApTHOM METOAMKE C IIOMOIIBIO pacTBOpoB BepceHna n
TPUTICUHA, KJIETKU CYCIIeHANPOBAJIU, LIEHTPUPYTUPO-
Basin 10 muH nipu 200 g. KitleTouHbIil 0ocagok pecyc-
MEeHINPOBaIn B 0eCChIBOPOTOYHOI cpene (cpema 199 ¢
nobasiaeHueM 0.5 Mkr/ma umHcyamHa (Sigma) u
0.2 Mr/MI1 anbOyMUHA I KJIETOUYHBIX KYJIBTYp (Sig-
ma) 1 jgajiee comepKajiu B 3Toit cpene. CycIieH3UIO,
coziepKaryo okoso 10° KJIeToK B MJI Cpeibl, BHOCUIU
B yaiuky Iletpu ¢ 30 MJI cpelibl Haa CTeKJIaMU, ITOKPHI-
ThIMU KoJiiareHoM. Yepes 3 yaca KyJbTypbl OTMbIBAIU
¥ TIEPEHOCWIM B CBeXyilo cpemy. Eie yepes 2 gaca
KYJIETYPbl BHOBb OTMBIBAIN U Yepe3 15—60 MuH uc-
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KuHetuka cuHTe3a 6eka B MJIOTHBIX KYJIBTypax rernaro-
LIUTOB KPBICHI (BBEPXY) U B TAKUX XK€ IO TUIOTHOCTH KYJIb-
TypaXx ME3eHXUMHBIX CTPOMaJbHBIX KJIETKax YesloBeKa,
BBIIEJICHHBIX U3 >XKUPOBOM TKaHU (BHU3Y). Pe3ynbraTbl
JIBYX OTIBITOB.

ITo ocu abcumce — BpeMs B MuH. [1o ocu opauHar Icorr —

BKIoueHne SH-neiiHa B 6eIKu ¢ MOIpPaBKOK Ha TyJ
CBOOOHOTO JIeHIIMHA.

Kaxnpie 10 MuH B TedyeHHme 2-X 4 Opaiaud TMpoOOBI I10
3 KyJlBTYpBhl M B KaKIOW KYJIBTYpPE OTAEIBHO OTpEAeIsuTN
Icorr (cM. MeTonnr).

[IpstMble TUHUM — cpemHee lcorr IS KaXXmoro OmbiTa
(36 KyJIBTYp).

BPOICKUWM u ap.

cJIenoBaI KUHETUKY CMHTe3a Oejika. B yacTu onbITOB
uccienoBaim MCK 13 kocTtHOro Mo3sra Kpsichl (bye-
BepoBa u 1p., 2008).

MeTton uccieqoBaHUsT KMHETUKW CUHTe3a Oeska
JeTanbHO u3oxeH paHee (Brodsky et al., 1992; bpon-
ckuii u ap., 2006). I1poGkl, IO TpU KYJIBTYPhI KaxKaasl,
Opayin mocJjienoBaTebHO uepe3 10 MUH B TeueHue 2 4.
Kaxnyio KyinbTypy MHKyOMpPOBaIM OTIAEIBHO B TE€UC-
Hue 10 mun nipu 37°C B cpene ¢ *H-neitnmuom (25—
30 mxCi/ma, crienududeckast MOJsIpHasi aKTUBHOCTD
70—100 Ci/mmonb). PammoakTMBHOCTL JCUILIMHA B
OenKkax M HeOeJIKOBOM KMCIIOTOPACTBOPUMON (bpak-
LI1H, T.e. CBOOOJHOTO JISUIIMHA B KJIETKaX U3MEPSUIN B
KXol KyJIBTYpe, MCIOJb3Yysl CUUHTWIISIIMOHHBIN
cuetunk LKB 1214 Rackbeta (IlIBemust). Paccuntsbi-
BaJId OTHOCHUTEJIbHOE BKJIIOUEHUE JEUIIMHA B OCJIKU C
MonpaBKoOl Ha ITyJl CBOOOAHOIO JieHMHA ((hopMyTy
JIJIST PAaCUETOB CM. B LIMTUPOBAHHBIX BHIIIIE CTAThSIX).
Kazknplit onbIT CTaBUIN Ha KYJIBTypaxX OTHOU KPBICHI.

MenaToHUH B 103¢ 2 HM BBOIWIN B Cpedy C KYiTb-
TypaMH Ha 5 MUH, TTOCJIe YeTO KYJIETYPbI OTMBIBATIA 1
MEPEHOCUIN B CBEXYIO Cpefy. YCJIOBUSI OIBITOB C Xe-
smatopom Kanbliist BAPTA-AM u UHTMOMTOPOM IIPO-
TenuknHa3 H7 uznoxensl B Pesynbsratax. Jocrosep-
HOCTb M3MEHEHWI WHTEHCUBHOCTM CHUHTe3a OeJiKa
OIICHMBAJIA CTATUCTUICCKM.

PE3YJIbTATbBI 1 OBCYXJIEHUWE

Ipu n3ygernn 1—3-CyTOUHBIX TUIOTHBIX KYJIBTYP
rernaToluToB, yepe3 10—15 MuH nocjie ux OTMbIBaHUS
M IIOMEILIEHUSI B CBEXYIO OECCBIBOPOTOYHYIO CpEmy
BBISIBJISLIA OKOJIOYaCOBOI pUTM CHHTE3a OeIKa (CChLI-
K1 Bo Beenenuu). Takoii ke pUTM OOHapyKeH U B
5-4aCOBBIX KYIBTypax; pa3Inyus MexKIy MaKCUMaMU
¥ MUHMMYMaMHM KPUBOM BBICOKO JOCTOBEPHBI (Ha-
npumMep, pucyHok). Ha aToil KpuBoit oOHapy>Ke€HBI
JIBa TiepuoAa. B Takmx e Mo MIOTHOCTU KYJIBTypax
MCK put™m He BBISIBIISIETCS: BCE TOYKH allPOKCUMUPY-
101cst rpsimoid. Ho ecnu B cpeny ¢ TakKuMM KyJIbTypaMu
BBECTU Ha 5 MUH 2 HAaHOM MeJIaTOHMHA, 3aTeM KYJIb-
TYpBI OTMBITh U IIEPEHECTHU B CBEXKYIO Cpeay Oe3 Mejia-
TOHMHA, PUTM CHMHTe3a OeJiKa BbISIBIISICTCS (Tabauia).
Paznuuus mexny MakcuMyMaMM U MUHUMYyMaMU KU-
HETMYECKOI KpUBOI He MeHee JOCTOBEPHBI, YeM JIsI
KyJasryp rematouuToB. IIpuMHIMIIMAIBHBIE OTIAYMS
MEXIy KJIETKaMu B TOM, YTO Te€IaTOLMUThl CAMOCHH-
XPOHU3UPYIOTCS 03 KaKOro-JIM00 3K30r€HHOTO CHUT-
Hajla — ayTOKpWHHO, a Wi cuHxpoHu3auun MCK
TpeOyeTCsl PK30T€HHbII CUTHaJI, BBEACHHBIN B Cpely.
Takue >xe pe3yIbTaThl II0JIydeHbl HAMU IIPU U3y4eHUU
MCK, BbIeI€HHBIX M3 KOCTHOTO MO3Ta KPBICHI.

Panee Obu1 M3y4eH BHYTPUKIICTOUYHBIM MEXaHU3M
CUHXPOHHU3AIMM TeIaTOLUUTOB M KEepaTMHOLIMTOB
(cchuiku Bo Beenenun). B onbiTax ¢ Xea1aTopoM LIUTO-
wiasMatudeckoro Kajapnust BAPTA-AM ObUIO TTIOKa-
3aHO, YTO OJIOKMpPOBaHME BHIOPOCA MOHOB KAJIBIINS U3
BHYTPEHHUX JEIO0 JUKBUAUPYST PUTM B IUIOTHBIX
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ITpumepsl KuHetuku Icorr — BuTtoueHust SH-JeiiinHa B 6eJIKM MOMPaBKOi Ha IyJI CBOGOIHOTO JeiiliHa (cpm) B IJIOT-
Hble KyJbTYphl ¢ 10-MUH MHTEepBalaMu B TeueHUe 2-X yacoB. B Tabiuile npuBeneHbl MAaKCUMYMBbI (MAKC) U MUHUMYMBI

(MUH) KpuBoit!

BAPTA-AM wnu H7
Konrpons MearonuH npenodpaboTKa 10 MeJJaTOHUHA
OO0BeKT
MaKc MUWH MaKc MWH Makc MWH
498 + 66 250 + 44 561 £ 46 382 £ 06
[ernaTouTel 416 £ 15 239+ 14 674 £ 76 400 £ 32
520 £ 68 566 £ 65
204 + 24
437 £ 52 254 + 07
MeszenxuMHbie | Bce TOUKU KpUBOI JOCTOBEPHO 458 + 14 322 + 30
CTpOMaJIbHBbIE | HE OTJIMYAIOTCS IPYT OT Apyra u
KJIETKH OT Cpe/IHeit ISl BCero onbita 624 £ 54 214+ 16
2285 £ 106 854 £ 91 Bce Touku KpUBOW TOCTOBEPHO
He OTJIMYAIOTCS IPYT OT ApyTa 1
1984 + 43 1233 £ 112 | o1 cpenHeii 111 BCero ombita

! Ha xaxnoi cTpoke cieBa — Icorr & onm6Ka Ha MepBOM MaKCUMyMe KUHETUYECKOM KPUBOM, MMpaBee — COOTBETCTBYIOLIUI MUHUMYM,
CTPOKOW HMXE — CIICAYIOIINI MAaKCUMYM M MUHUMYM, CTPOKOI HYKE — CJIeAYIoIe 3HaYeHUsI TOM Xe KpuBoii. KpuBast MoXeT Hauu-

HaTbCAd C MUHUMMYMaA.

KyJIBTYpax U CHUMaeT CUHXPOHU3UPYIOLIUK 3(hGheKT
BHEIIIHUX CUTHAJIOB — TaHTJIMO3UIOB WJIM MOHOAMM-
HOB. MHaKTMBaLMs MPOTEMHKWHA3 MHruonutopom H7
TaK>Ke JIMKBUAMPOBAJIa pUTM CUHTE3a OesIKa B rernaro-
LIMTax U KepaTuHouuTax. Takke U B MCCIeOBaHUU
MCK 6aokupoBaHue naMeHeHuit Kaabluss BAPTA-
AM (20 MKkM, 1 yac) ¢ nmocjienyolmM BBEACHUEM B
cpeny 2 HM MenaToOHUHA MOJHOCTBIO CHUMAJIO CUH-
XpoHM3UpYyIoImuii 3¢h¢GeKT MenaToHMHA. Takum XKe
OBLIT pe3ynbTaT IpenoopadoTku Kyasryp MCK mHTH-
OUTOPOM MPOTEMHKUHA3 (B OCHOBHOM, IMPOTEUHKM-
Hazbl C) ¢ nomombio H7 (40 MkM, 1 yac).

KakoBa Bo3MOXXHasl MpUYMHa pa3IMdvii OpraHu-
3alMM KMHETUKM CHHTe3a OeJIKa B renaToLMTax U
MCK? B snurennu HapylIeHUE MEXKICTOYHBIX CBSI-
3eil BkmodaeT anonro3 (Harper et al., 2003). Hampo-
TUB, 3KCIIEpUMEHTaJIbHAas WHUIIMAIMS KOHTAaKTOB
MexXy hubdpobiaacTaMu MpUBOAUT K X rudenu (Bizik
et al., 2004). Binusinue cBsizeil Mexxay hprdpobiacro-
nono6HbIMM M CK Ha X >KM3HECITOCOOHOCTD HE SICHA.
I1o HameMy KpUTEpHIO MPSIMBIX MEXKKJIETOIHBIX B3a-
UMOJIEMICTBUI — PUTMY CUHTEe3a OeJiKa — TaKue CBI3U
B MCK, BO BCIKOM city4yae, ocjiabJieHbl CpaBHUTEIb-
HO ¢ snuTteareM. Ho Ha BHEIIHMIT CUHXPOHU3UPYIO-
muii curHan MCK pearupylot, IIipuyeM MeXaHU3M UX
CUHXPOHU3AIIMU TaKOM K€, KaK B SIMUTEINN; CUTHAI
Ha MeMOpaHe —= M3MEHEHMS MOHOB KaJabLISI —
— CTUMYJISILIMS TPOTEMHKMHA3 — (pochoprimpo-
BaHME OEJIKOB.
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Mesenchymal Stromal Cells Synchronize the Rhythm of Protein Synthesis
under the Effect of an Exogenous Signal

V. Ya. Brodsky, A. V. Vasil’ev, V. V. Terskikh, N. D. Zvezdina, V. 1. Fateeva,
L. A. Mal’chenko, E. V. Kiseleva, and E. 1. Bueverova

Kol’tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
e-mail: brodsky.idb@bk.ru

Abstract—A comparative study was performed of dense 5-hour cultures of rat hepatocytes and equal-density
cultures of mesenchymal stromal cells (MSC) isolated from human adipose tissue of rat bone marrow. The
cells were grown on collagen-coated class slides in serum-free medium. Unlike in hepatocytes, no rhythm of
protein synthesis was initially revealed in MSC, but such a rhythm manifested itself when the culture medium
was supplemented with melatonin (2 nM, 5 min). The results of experiments with cytoplasmic calcium che-
lator BAPTA-AM and protein kinase inhibitor H7 indicate that the mechanism of protein synthesis synchro-
nization in MSC consists in calcium-dependent phosphorylation of cell proteins.

Keywords: mesenchymal stromal cells, hepatocytes, cell interactions, circahoralian rhythms, protein synthe-

sis rhythm.
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