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PaccMoTpeHBI IMTepaTypHble JaHHBIE TT0 OCOOEHHOCTSM MPOTEKaHUs Mpoliecca IpodIeHUs sTila y pas-
HBIX TIpeJICTaBUTEIEN OTpsia XBOCTaThIX aMpuouiit, cocTosiero n3 10 ceMeicTB. YCTaHOBJIEHO, UTO y 3HA-
yuTelibHOro 4ynciaa BuagoB Plethodontidae, Cryptobranchidae m HEeKOTOPBIX OPYTHX CEMENCTB CHMHXPOH-
HOCTb JeJIEHUI yTpauuBaeTcs yxKe Mocie 8-KJIeTOYHON CTaauu APOOTeHUST KPYITHBIX, O0TaThIX KEATKOM 1
HEUTMEHTUPOBAaHHEIX saull. OMMchIBacMoe B yIeOHMKAX IT0 OMOJIOTUM Pa3BUTHS “CcTaHOapTHOe” apo0dJie-
HUE paHHMX 3apOJbIIIei XBOCTaThIX aMduouii, cocrosiiee npuMepHo U3 10 CHHXPOHHBIX JIeJIEHUI cpaB-
HUTEJIBHO HEOOJIBIINX SHUIIEKJIETOK, XapaKTepHO TOJIBKO i1 ceMeiicTB Ambystomatidae n Salamandridae,
BKJIIOYAIOIIUX Bcero Juiib 19.3% ot obuiero yuciaa BuaoB otpsiaa Caudata. OnHaKo B KaXKIOM U3 3TUX Ce-
MENCTB UMEEeTCs HEKOTOPOE YMCIIO BUMIOB, IS KOTOPBIX, MO-BUIMMOMY, XapaKTepeH “HecTaHIapTHbIN”
TUIT paHHero ApobaeHus. OOCYXKIa0TCsI SBOMIOIIMOHHbBIE B3AMMOOTHOIIIEHUSI MEXIY TBYMSI OCHOBHBIMM
TUIIAaMM paHHero sMOpuoreHesa B otpsine Caudata.

Knrouesvie crosa: npobiaeHNe, OHTOTEHETUYECKOE pa3HOOoOpasre, pa3Mep siilia, 3BOJIOLNST Pa3BUTHS,

Ambystoma, Caudata, Hynobiidae, Plethodontidae, Salamandridae.

IlpencraBuTeNM OTpsima XBOCTAThIX aM@UOMit
(Caudata wiu Urodela) u3 cemeiictB Ambystomatidae
(rIpexxme Bcero MEKCUMKaHCKMIA aKCOJOTiIb) U Sala-
mandridae (IIpexme BCero aabIUCKWN, UCITAaHCKUIA,
OOBIKHOBEHHBII U SITOHCKUI TPUTOHBI) OBLIM OCHOB-
HBIMU OOBEKTaMU SKCIIEPUMEHTATBLHOM 3MOPHUOJIO0-
ruu B nepBoii nmojoBuHe XX Beka (Nieuwkoop, 1996),
HO COXPaHSIOT CBOIO IICHHOCTh M B HACTOSIIIIEE BPEMST
(Hurtado, De Robertis, 2007). imeroTcs criennaib-
HbIe MCCJIeNOBaHUsI, TOCBSIIEHHbIE MOpPQOJoruye-
CKMM M XPOHOJIOTMYECKUM aclleKTaM Pa3BUTHST ITUX
xkuBoTHBIX (bopaszunosckas, ernad, 1975; Baceu-
kuii, 1975; JInozuep, 1975; dernad, 2001; u ap.). Ha
HayaJIbHOM 3Tarie 9MOpHOreHe3a OTI0XKEHHBIE B BOILY
gia guaMeTpoM TIopsiaka 2 MM IIpeTepIrieBaioT 00-
IIMPHBINA TIEPUOI CUHXPOHHBIX ACJICHUM, IMTOCJIE YETro
MPOUCXOIST TIepecTpoiika KJIETOYHOTO IWKIa M 3a-
MeUIeHe TEMITOB Mpoiudepalini KiIeToK. B kage-
CTBe IMprMepa 0COOEHHO TIIATeIbHOTO N3YISHUST STUX
MPOIIECCOB MOXKHO TTPUBECTH pabOTHI Ha MEKCUKaH-
CKOM akcoJiotiie Ambystoma mexicanum (Signoret, Le-
fresne, 1971; Hara, 1977) u sstoHckoM TputoHe Cynops
(Triturus) pyrrhogaster (Suzuki et al., 1976; Yamazaki-
Yamamoto et al., 1984). ¥ panHero 3apojpliia akco-
JIOTJISI B MATMEHTUPOBAaHHOM aHUMAJIbHOM MOJIyIla-
puu npotekatoT 10 mocaeaoBaTeIbHbIX CUHXPOHHBIX
JeJIeHWi ApoOJieHusI, a 'y 3apoAbllia SIITOHCKOrO TPU-
ToHAa — 11—12 CUMHXPOHHBIX ACJICHNUI. DTU JaHHBIE O

TMOAPOOHOCTSIX paHHETO APOOJICHMUS XBOCTATHIX aM(PH -
Ouit coBepllIeHHO 00OCHOBAaHHO BKITIOUAIOTCS B y4eO-
HMKMU T10 SMOPHUOJIOTUU U OMOJIOTUU Pa3BUTUS (CM.,
HarnpumMmep, bouapos, 1988; Signoret, Collenot, 1991).

OnHako yxe 0oJjiee cTa JieT ToMy Hazal ObLIo M3-
BECTHO, 4TO nMeeTcs (B ocHOBHOM B CeBepHOl AMe-
puKe) 3HauuTellbHOe KojmdecTBo BuUmoB Caudata ¢
HEMMUTMEHTUPOBAHHBIMU, OOTaTHIMM KEJITKOM sIiA1ia-
MU, Y KOTOPBIX CUHXPOHHOCTb KJIETOYHBIX ACICHMIA
yTpauMBaeTCsl Ha CaMbIX paHHUX 3Tarnax ApOoOJeHUS
(Eycleshymer, 1902; Wilder, 1904; Smith, 1906; u ap.).
B mavane XX Beka aMepHUKaHCKHE XBOCTaTble aMdu-
Oum c “HecTaHOAPTHBIM~ Pa3BUTHEM M3 CEMEMCTB
Cryptobranchidae, Plethodontidae n Proteidae nunorma
WCITIOJIb30BAJIUCh B KAYeCTBE OOBEKTOB SKCITIEPUMEH-
TaJabHO-32MOpHoONornuyeckux wucciaenosanuii (Eycle-
shymer, 1904; Goodale, 1911; Smith, 1922). OnHako
BIIOCJICACTBUM MHTEPEC SMOPUOJIOTOB K 3TUM XKUBOT-
HBIM HAJOJITO yrac, BO3MOXKHO, BCIIEICTBUE YCIIEXOB
mkonnl Tanca lInmemana (Spemann, Mangold, 1924;
Spemann, 1938) u apyrux aBTopoB, pabOTaBIIIMX C 3a-
pOIBIIIIaMM XBOCTAThIX aM(MuOUii U3 ceMercTB Am-
bystomatidae u Salamandridae. CpaBHUTEbHO He1aB-
nue monbiTku (Jockusch, 1996; Wake, Hanken, 1996)
BHOBB IIPUBJIeYb BHUMaH1E SMOPHOJIOTOB K O0€3/1eT04-
HBIM cajmamaHapaM (cemerictBo Plethodontidae) He
MPUBENIN K OKUBJICHUIO 3KCIIEPUMEHTAIBHBIX MCCIIC-
JIOBAaHUM 110 OMOJIOTUM Pa3BUTHUS 3TOTO CEMENCTRA.
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HenaBHo 6bI1a ormy0JImKoBaHa MoApOOHast MHPOP-
Malysl 10 BapbUPOBAaHUIO Mpollecca TacTPYISILUU B
npenenax orpsina Caudata (Keller, Shook, 2004). On-
HaKO B JIMTePaType OTCYTCTBYIOT CBOIKH O BaprabeTh-
HOCTU O0Jiee paHHUX 3TAIlOB SMOPHOreHe3a 3TUX XKU-
BOTHBIX. B HacTosieli ctaTbe npeacTaBieH 0030p JIM-
TepaTypHBIX TaHHBIX TI0 OCOOEHHOCTSIM TTPOTEKAHUS
rpoliecca paHHETo IpoOJeHMs Sila y pa3HbIX Mpe/-
cTaBuTesIel OTpsiAa XBOCTaThIX ampuouii, cocrosiiie-
ro (corsacHo caiity http://amphibiaweb.org Ha 29 mas
2010 ) u3 10 cemeiicTB u 585 BUIOB.

B kauecTBe OTIpPaBHOII TOYKM YMECTHO B3SITh
npeacrasutesieii cemeiictBa Plethodontidae, camoro
MHOTOUYMCJIEHHOTO, cocTosiero u3 395 Bunos (67.5%
oT o01ero uncia BumoB B oTpsine Caudata). besnerou-
HblE cajlaMaHApPbl XapaKTepU3YIOTCS 3HAYUTEIbHBIM
OHTOT€HETUYECKMM pa3HOOOpa3ueM, BKJIOYasl IIpsi-
MO€ pa3BUTHE, ITPOMCXOISIee Ha 3eMie, U pa3Ind-
HbIe BapMaHThI OM(a3HOTO KM3HEHHOTO IIMKJIA C BOJI-
Hol munHKoi (Wake, Marks, 1993; Wake, Hanken,
1996). Kak npaBuio, stiiria 60raThl XXeJITKOM U JIUIIIe-
HbI NIUTMEHTA, IIPU 3TOM UX JUaMETP BapbUpyeT y pa3-
HBIX BUOOB OT 1.4 10 7.2 MM. OTMETHM, UTO O€3JIETOY-
HbIe callaMaHJIIpHI SIBISIOTCSI €IMHCTBEHHBIM CeMeii-
CTBOM OTpsIIa XBOCTATBIX aM@PUOMIA, y KOTOPBIX
BCTpPEYAETCsI IPSIMOE pa3BUTUE.

IMpexne Bcero, B IMTepaType UMEIOTCS TaHHBIE TIO
JPOOJIEHUIO 3apOJIbIIIEid BUIOB, Y KOTOPBIX SMOPHO-
HaJIbHOE ¥ TUIMHOYHOE Pa3BUTHE IIPOXOIUT B BOIE —
Eurycea (Spelerpes) bislineata (Goodale, 1911) wu
Gyrinophilus porphyriticus (Collazo, Marks, 1994). Ectb
TaKKe MaHHBIE ITO0 BHUIAM, Y KOTOPBIX 3MOpHUOTeHe3
MIPOTEKAET Ha 3eMJIe, a TTOTOM MMEETCsI CTaIis BOTHOM
JvauHku — Desmognathus fuscus (Hilton, 1904, 1909;
Wilder, 1904) u Hemidactylium scutatum (Humphrey,
1928). Kpome Toro, n3ydeHsl BUIBI C IPSIMBIM Pa3BU-
™meM — Plethodon cinereus (Dent, 1942) u Desmog-
nathus aeneus (Marks, Collazo, 1998). HecMmotpst Ha
pa3HbBle PENPONYKTUBHBIC CTPATETHMH W Pas3iddds B
nuametpe sina (okosio 2.2 mm y D. aeneus, 2.7 MM y
FE. bislineata w H. scutatum, 3 mm y D. fuscus, 4 MM y
G. porphyriticus n P. cinereus), HadaJabHBIE 3TaIbl M-
OpuoreHesa y BceX IepeynCICHHBIX BUIOB 0e3JIerou-
HBIX cajlaMaHIp MpoTeKaroT cxoaHo. CUHXPOHHOCTb
TeJICHWI KJIETOK 3apofbllia yTpauynBaeTCsl Ha CaMbIX
paHHMX 3Tanax Apo0JIeHUs — B OOJIBIIIMHCTBE CITyJacB
rnocJe 8-KJIeTOUHOM CTaauu, MPpUYeM TPEeThe AeJICHUE,
KaK W JIBa TPEIBUIYIINX, 9acTO SIBIIACTCS MEPUIMO-
HaJIbHBIM JTM0O JIUIITH HEMHOTO OTKJIOHSIETCSI OT MEpU-
JIuoHanbHoro. Paznuuust pazMepa oOpas3yloluxcsl B
XOZIe TIOCTICIYIOIIETO APOOICHUS] OYeHb MEJIKMX aHU-
MaJTBHBIX Y O9€Hb KPYITHBIX BET€TaTUBHBIX O1acTOMe-
poB y 3apoapiiieii Plethodontidae BeipaxkeHbI Topasno
pe3de, 4eM y aKCOJIOTIs M TpuToHa. OMHAKO TIPEIITo-
noxenue (Wake, Hanken, 1996) o nporekaHuu Mepo-
OiacTuyeckoro apobneHusst v Ensatina eschscholtzii,
BUAA C TIPSIMbIM pa3BUTHMEM U JUAMETPOM Siila
6.9 MM, He TOATBEPXKIEHO B OoJiee TTO3MHEl myoImKa-
LI, YKa3bIBAIOIIEH, YTO y BCeX Oe37erOYHbIX cajia-

JECHULIKUN

MaHAp ApobieHue rogobaactudeckoe (Marks, Colla-
7o, 1998). Hakonen, Buasl Plethodontidae ¢ ripssMbiM
pa3BUTHEM He 00s13aTesIbHO MMEIOT 0oJjiee KpyIHbIe
SULIEKJIETKU, YeM BUIbI ¢ Ouda3zHbIM pa3BUTUEM,
YTO OCOOEHHO XOPOIIO BUAHO MPU COMOCTABJICHUHU
D. aeneus v G. porphyriticus. HenaBHee MoJIeKyJIsIp-
Ho-(pmIoreHeTndeckoe wucciaenoBanue (Chippin-
dale et al., 2004) moka3ajio BO3MOXHOCTh BO3BpaTa
OT 3BOJIIOLIMOHHO TIPOJBUHYTOrO MPSMOTO pa3BU-
TUS TJIETONOHTHUJ K OudazHOMY pa3BUTUIO (aHLie-
CTpaJIbHOMY Kak JJIsi 3TOr0 ceMelcTBa, Tak U JJIs
BCeTro oTpsifa XBocTaTbix ampubouit). Ilo Hamemy
MHEHUIO, BTOT DBOJIOLIMOHHBIN TMepexoa cylie-
CTBEHHO O0JIerdyaeTcsl TeM OOCTOSITEJIhCTBOM, 4TO Y
0e3J1IeroOYHbIX caJlaMaHAp P BOSBHUKHOBEHUY TIPSI-
MOTO pa3BUTUS He ObLIO OOIIMPHBIX MOP(PoPU310-
JIOTMYECKUX TpeoOpa3oBaHMil Ha CaMbIX HAYaJIbHBIX
aTafnax sMOpHUOoreHe3a.

IlpencraBurenm  cemeiictB  Cryptobranchidae
(3 Buma) u Proteidae (6 BUIOB) OTKIIaAbIBAIOT B BOAY
HEMMUTMEHTUPOBAaHHbIE, OOTATHIE JKEJATKOM STiiLia Tra-
metpoM 5—7 mm. Y Cryptobranchidae panHMii 3M-
OpuoreHe3 noapooHo usydeH y Cryptobranchus allegh-
eniensis (Smith, 1906, 1912a, b, 1922, 1926) u Andrias
Japonicus (Megalobatrachus maximus) (de Bussy, 1905).
OnucaHust paHHEro APOOGJIEHUS Y 3apOMAbIIIei 3THX
JKUBOTHBIX OY€Hb XOPOIIIO COBITAAAIOT C COOTBETCTBY-
JOIIMMM TaHHBIMU, TToJTydaeHHBIMU Ha Plethodontidae.
VY Proteidae HayayibHbIE 3Tallbl Pa3BUTHSI U3YYEHBI
TolbKOo y Necturus maculosus (Eycleshymer, 1902,
1904, 1906). XapakTep a1po6IeHUSI B OCHOBHOM CXO-
JIeH C TAKOBBIM Y TJIETOAOHTHI U KPUITOOPAHXUL, O/~
HAKO OTVIMYAEeTCs OOJIBbIIEH HEPEeryJIsIpHOCTBIO IPO-
XOXIEHUS O0PO3I paHHETO APOOICHMS; BECbMAa BT -
K1 Bapualliy JaXe Y 3apOAbIlIeii U3 OMHOM U TOM XKe
KJIaJKU.

Tlepeitnem K paccMoTpeHMIo ceMelictBa Hynobii-
dae (53 Buma), npeacraBuTeieii KOTOPOro MHOTAA MC-
MOJIB3YIOT (HapsSIAy ¢ aMOMCTOMATUIAMU U caJlaMaH/I -
pugaMu) B 3KCIIEPUMEHTaJIbHO-3MOPHUOJIOTUYECKUX
uccaenoBaHusix (bepman u ap., 1987; Arizumi et al.,
1998). VY GonblIMHCTBA BUIOB 3TOr0 CeMeMCTBa Aua-
METpP OTKJIAAbIBAEMOTO B BOJIY MUTMEHTUPOBAHHOIO
gitna coctaBisier 1.5—3.2 MmM. CHHXpPOHHOCTbD Jejie-
HUI1 aHUMAJIBHBIX 0JTACTOMEPOB yTpaunBaeTcs yKe Ha
16-kneTouHoii ctanuu 'y Hynobius nebulosus (Kunito-
mo, 1910) u Salamandrella keyserlingii (CbiTHa U 1p.,
1987). OnHako pa3nuyus B pa3zMmepax 0osiee MeJKHX
aHVUMAaJIbHBIX U 00Jiee KPYMHBIX BEreTaTUBHBIX OJia-
CTOMEPOB IMPU MOCeAYIOLIeM IPOOJCHUN 000UX 3TUX
BUIOB IIPUMEPHO TAKOTO 3Ke MOPSIIKa, KaK y YXKe yITo-
MSTHYTBIX 3apOJbIIIeii aKCOMOTIISI U TPUTOHOB. MHBI-
MU CJIOBaMU, B 1IeJIOM, TIO-BUIUMOMY, UMeeTCsT 00JTb-
IIIe CXOJICTBA CO “CTaHOApTHHIM”~ OpoOJieHHMeM Am-
bystomatidae u Salamandridae, yeM ¢ HeCTaHIAPTHBIM
npooneHueMm Plethodontidae u Cryptobranchidae. K
COXaJIeHUI0, B OOCTOSTEJIbHBIX MOP(OJIOrnIeCKUX
ucciienoBaHusIx pasButust H. nigrescens (Takahashi,
Iwasawa, 1988; Iwasawa, Yamashita, 1991) Het neraneit
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0 CUHXPOHHOCTHU KJIETOUHBIX IEJICHUI Y pAHHUX 3ap0O-
nplreit. Ocoboro BHUMaHUS 3aciyxXuBaeT Onycho-
dactylus japonicus (Iwasawa, Kera, 1980). ¥ atoro Buma
SUTEKIIETKN KPYITHBIE M1 HEITUTMEHTUPOBAHHbBIC, THa-
METPOM OKOJIO 5 MM, 00p0O3/1a TPEThETO ACJICHUS ITPO-
XOIUT MO MepUAUaHy (B OTJIMUME OT APYTUX UCCIEO-
BaHHBIX IIpeacTraBuTeneii cemeiictBa Hynobiidae) u
BeCh XOJI IPOOJICHUST BeCbMa TTOX0X Ha TaKOBOM y 3a-
pongbiieii Plethodontidae.

K coxanieHuto, B 1uTepaType HET JTaHHBIX 00 OCO-
OEHHOCTIX APOOJIEHUS 3apOIBIIIeil y 4YeThIpeX He-
OOJIBIIIMX CEMENCTB XBOCTaThIX amMuouii, oburao-
LIUX UCKITIOUNTETbHO B CeBepHOI AMEpUKE U BKITIO-
YalolMx BCEro JMInb 15 BUmoB. B OOJbIIMHCTBE
cliydaeB siilia KpyIHbie (muaMeTp Oosee 4 MM), He-
MUTMEHTUPOBaHHbBIE 1 OoraThble XeJTKoM. Tak 06cTo-
WT aeio y cemeiicTB Amphiumidae (Sever et al., 1996a;
Fontenot, 1999; Gunzburger, 2003), Dicamptodon-
tidae (Nussbaum, 1969, 1987) u Rhyacotritonidae
(Noble, Richards, 1932; Nussbaum, Tait, 1977; Kar-
raker et al., 2005). CienoBaTebHO, €CTh OIpeAeICH-
HbIE OCHOBaHMUsI TIpeArioaraTb, YTO HaYaJbHbIE CTa-
NV BMOPUOTeHe3a Y 3TUX TPEX CEMEMCTB XBOCTAThIX
aM@puOMiit MOTIM ObI OBITh CXOOHBIMU C TAKOBBIMU Y
yxe wusydyeHHbix Plethodontidae u Cryptobran-
chidae. C mpyroii cTopoHBI, Y npeacTaBUTeIeid ce-
MmelictBa Sirenidae OTKiambIBacMbIe B BOIY SIHIIE-
KJI€TKU 3HAYUTEJIbHO MeJibue (He 6ojiee 3 MM B Aua-
METpe) U aHMMaJbHOE MOoJIylllapue Silia CHUJIbHO
nurMmeHTHpoBaHo (Noble, Marshall, 1932; Noble,
Richards, 1932; Sever et al., 1996b). Paszymeercs,
BOIIPOC O XapaKTepe paHHEeTo APOOICHUS SBISIETCS
B JaHHOM CJTy4ae 0C000 MHTPUTYIOLIMM.

Haxkomnel1, yMeCTHO BepHYTBCS K TIPEIACTABUTEISIM
Caudata, HanboJiee 0OCTOSITEIBHO M3Yy4EHHBIM B OT-
HOIIICHWH paHHeTo SMOproreHes3a — ceMeiicTBaM Am-
bystomatidae (32 Buga) u Salamandridae (81 Bum). Ot-
METUM, 4YTO 00a CceMeicTBa MPeICTaBJISIOT JIHUIIb
19.3% ot 006111eTo Yncia BUIOB XBOCTATHIX aM(bHOWIA.
OCOOGEHHOCTH HAYaJIBHBIX 3TAllOB Pa3BUTHST TUITII-
HBIX BUIOB 3TUX CEMEMCTB — COOTBETCTBEHHO MEKCH-
KaHCKOTO aKCOJIOT/ISI U SIMOHCKOTO TPUTOHA — YXKe
OB pacCMOTpeHBI BhIlie. OMHAKO aHAJIN3 JIUTEPaTy-
pBI TaeT OCHOBAHMSI TIPENIoJaraTb, 4YTO B KaXKIOM M3
JIBYX CEMEMCTB UMEIOTCST BUIBI C TEMU WJIN UHBIMU OT-
KJIOHEHHMSIMU OT CTaHOAPTHOTO TTPOTeKaHWs Hadalb-
HBIX 3TAITOB SMOpHMOreHe3a.

B yacTHOCTH, 3HAUUTEIBLHOE YUCJIO a3MAaTCKUX U
€BpOIEHCKNX MpeAcTaBuTeNiell ceMmelicTBa Salaman-
dridae — Echinotriton chinhaiensis, Euproctus montanus,
Mertensiella caucasica, Pachytriton brevipes, P. labiatus,
Salamandra salamandra (maculosa), Tylototriton
taliangensis v IpyTrie — XapaKTepHU3yeTCsT KPYITHBIMH,
OoraTbiMu XenTKoM sitnamu (banaukos u ap., 1977,
Noble, 1927; Buckley et al., 2007; cM. TakxKe cailT
http://amphibiaweb.org). Camble HayajabHbIE Tallbl
Pa3BUTHUS TIPOUCXOAAT (Y Pa3HBIX BUAOB ITO-Pa3HOMY)
B BOJIE, Ha 3eMJI€ WU B SIU1I€BOIaX MATEPUHCKOM OCO-
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6u. OTMETUM, 4YTO ISl 3HAYMTEIBHOTO YKMcia BUIOB
ATOTO CEMEMCTBA JaHHBIX MO pa3Mepy STidlia U APyTUM
acrekTaM OMOoJIOTUM pa3MHOXKeHUsI BooOliie HeT. Cpe-
IW YIIOMSIHYTBIX BUIOB Salamandridae ¢ kKpymHbIMHA
sTiIIaMU 0COOEHHOCTH Mpoliecca paHHEro Apo0JIeHUs
NoAPOOHO M3Y4EeHBI TOJBKO Yy XWBOPOMSIICH camna-
maHaphl S. salamandra (Groenroos, 1895). Pesynbra-
ThI OKA3bIBAIOT TOPa3a0 OOJbIIE CXOACTBA C HAYaIb-
HBIMM 3TanaMu 3MOpuroreHesay cemeiicts Plethodon-
tidae u Cryptobranchidae, yem ¢ TaKOBBIMU Y OOBIK-
HOBEHHOTO, JIBITMMCKOTO, MCIIAHCKOTO WJIM SITIOH-
ckoro TpuToHa. Pazymeercsi, naHHbIE 3TOM CTapoii pa-
6OTHI OBITO OBI BAKHO TTONTBEPANTE Ha TOM XK€ VT Ka-
KOM-JIMOO ApYyrom Buae U3 poaa Salamandra.

CeBepoaMepuKaHCKOe ceMeMcTBO Ambystoma-
tidae cocTouT U3 emMHCTBEHHOTO pona Ambystoma, B
KOTOPOM HMMeeTCs IBa BUJa ¢ HEOOBIYHOI OroJorueit
pa3MHoxXeHus: Ambystoma cingulatum v A. opacum oT-
KJIanpIBalOT siiilla HE B BOMY, a Ha JHO BBICOXIITNX
BpeMeHHbIX BogoeMoB (O’Donnell, 1937; Anderson,
Williamson, 1976; Petranka et al., 1982). Takum o6pa-
30M, 9MOPHOHATBLHOE Pa3BUTHE MPOTEKAET Ha 3eMJIe,
W BbUIYILJIEHUE JIMYMHOK MTPOMCXOIUT TOCJIe 3aTOTLIe-
HUS SIUII TOKIeBO# Bomoii. [1peromaraior, 9To Takye
0COOEHHOCTH OHTOTeHE3a SBOJTIOIIMOHMPOBAIN Y IBYX
BUJIOB KOHBEPIeHTHO, B OTBET Ha CXOIHBIE 9KOJIOTH-
YecKHe yCJIoBUs. BaxkHO OTMETHTh, YTO MPHU 3TOM Y
amMbucroMaTuz (B OTIMYME OT APYTUX CEMENCTB XBO-
cTaTbIX aM(UOUi1, y KOTOPBIX UMEET MECTO Mepexo. K
9MOpHOreHe3y Ha 3emJie) He HaOJoJaeTcsl yBeauye-
HUS pa3MepoB M U3MEHEHMS CTPYKTYPHI sifria (Nuss-
baum, 1987). B yacTHOCTU, TMaMeTp 3peJioro siilia B
npenenax Bcero pona Ambystoma BapbuUpyeT OT 2 1O
3 MM, TOrOa Kak y A. cingulatum n A. opacum OH cO-
CTaBJISIET COOTBETCTBEHHO 2.3 1 2.7 MM. OcTtaercs He-
M3BECTHBIM, KaKOB XapaKTep paHHEro IpoOJIeHUsI
ATHUX IOBYX BUIOB, W HaHHBII BOIIPOC MOT OBbI OBITH
MPEIMETOM CTIEITMATBHOTO UCCIICTOBAHMSI.

B 3akimfoueHME YMECTHO KPAaTKO OOCYIUTH SBOJTIO-
LIMOHHBIE acIeKThl pAHHETO 3MOpPUOTeHe3a B OTPSIIC
xBocTaTbix amduouii. bonee 40 neT ToMy Hasang
(Salthe, 1969) Obuta mTpemIOXeHa SKOJOTMYECKas
Kiaccudpukanys TUIroB pa3putus y Caudata. OcobeH-
HOCTHU TIpOTEKaHUsI paHHUX CTaauil ApoOJeHUs] Tpu
ATOM HE YUYWTBHIBAINCH. BuUTM BhImenaeHbl TUIT 1 (O61-
dazHOEe pa3BUTHE MaJIEHBKMX IUTMEHTUPOBAHHBIX
SIUL, OTKJIAAbIBAEMbIX B MPYAbl WU IPyTUe CTOSTUME
BOmoeMbl), Tur 2 (0uda3Hoe pa3BUTHE KPYITHBIX He-
TMMUTMEHTUPOBAHHBIX SIUII, OTKJIAILIBAEMBIX B OBICTPO
TEKYIIYIO BOy) U TUTI 3 (TIpsIMOE pa3BUTHE KPYITHBIX
HETTUTMEHTUPOBAHHBIX STUII, OTKJIAIBIBAEMBIX Ha 36M-
JII0), a TAKKE MPEIITPUHSITA ITOTTBITKA YCTAHOBUTH 9BO-
JIIOLIMOHHBIE B3aMMOOTHOIIIEHUS MeXXay HUMU. OnHa-
KO B HACTOSIIIIee BpeMsl SICHO, M 3TO BUIHO M3 HAIIIETO
0030pa, YTO PEINPOMYKTUBHBIE CTPATETMH B OTPSIIE
XBOCTaThIX aMubuii ropasno 0ojiee pa3HOOOpPa3HBI,
yeM Mmpeanosarajoch B yHoMsiHyToit padorte. Tumnuy-
HBbIe TIPUMEpPHI: pa3Hble BapUaHTHI MPOTEKAHMUSI SM-
OpPUOHAILHOTO Pa3BUTUSI HA 3eMJIE C ITOCJIEeIYIOIIEH
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BomHOM muuHKoi (y Hemidactylium scutatum n Am-
bystoma opacum), Tiepexon K MpsIMOMY DPa3BUTHIO Y
Desmognathus aeneus 6e3 CyIIIeCTBEHHOTO YBETTICHMST
pa3mMepa siina u T.n. TeM He MEeHee, MBI CIUTaeM, 4TO
ITOJIHOCTBIO OTBeprath runore3y Cansre (Salthe, 1969)
00 aHIIECTpaJIbHOM XapaKTepe BTOPOTro TUTA Pa3BUTUS
y Caudata 66u10 OBI IpexXaeBpeMeHHO. OTMETHM, YTO
UAC0 00 aHLIECTPAIbHOCTUA PAa3BUTHUSI XBOCTAThIX aM-
¢ubHUit B GBICTPO TEKYIICH BoAE MOMACPKUBAIM TAKKE
¥ HeKoTopbIe Apyrue aBTopsl (Veith et al., 1998).

ITo HalleMy MHEHUIO, OTHAKO, KJTIOUEBBIM JOKEH
OBITH BOIPOC O BBISICHEHUM XapaKTepa HadallbHBIX
3TAroB 3MOpHOreHe3a y CaMbIX NMPUMUTHUBHBIX Ce-
melictB Caudata, UMeIOIIMX Hapy>KHOE OTLIOAOTBOPE-
Hue. Takumu cemeiictBamu siBsiiotcst Cryptobran-
chidae, Hynobiidae u Sirenidae (Zhang, Wake, 2009).
Kak yxe yka3zaHo BbIllle, paHHee ApoOJeHe TPUMU-
TUBHBIX KPUIITOOPAHXU, CXOOHO C HECTaHAAPTHBIM
paHHUM JpOOJIEHUEM SBOJIOLMOHHO ITPOXBUHYTHIX
ietogoHTun. Muorue Hynobiidae (Hanmpumep,
Hynobius nebulosus v Salamandrella keyserlingii) nme-
IOT TIPOMEXYTOUHBIN XapaKTep paHHETo APOOJIeHUS,
HO HECJIb34 HNCKIIIOYNTH, YTO B 3TOM AOCTATOYHO 06—
LIIMPHOM CEMENCTBE UMEIOTCS BUIBI CO CTAHIAPTHBIM
paHHUM OpOGJIECHUEM, BKITIOUAIOIIUM CEPUIO U3 MPU-
mepHo 10 cMHXpOHHBIX AejieHui. BecbMa BeposSITHO
HaJM4yye TaKOTo CTaHAapTHOTO ApOOJIeHUS y TIpeAcTa-
BUTENEH ceMelicTBa Sirenidae, HO IToOKa 3TO He TT0Ka3a-
Ho. TakM obpa3oM, BoOIIpoc 00 aHIIeCTpaJTbHOM THUTIC
paHHero ApoOJeHUsI B OTPsSIAE XBOCTAThIX amMGuoOuii
OCTaeTCs OTKPBITHIM.

HaxkoHell, oTMETUM, YTO B NOCJIEAHME T'OIbl MO-
JIeJTbHBIM OOBEKTOM GUOJIOTMU Pa3BUTHUS CTajla TUCTO-
Bas asarymika Eleutherodactylus coqui — nipencTaBuTeb
oTpsiga Anura ¢ HECTaHAAPTHBLIM TWUIIOM Pa3BUTHS
(Callery, 2006). 151 6uosoruu pasBUTUsT aMdUOUi
OBLITO OBI OYEHD BAaXKHO CAEIAaTh MOASIbHBIM OOBEKTOM
TaK:Ke U KaKol-To BUI 13 oTpsiga Caudata, mMeroiiero
KpYITHBIE, OOraThIe JKEJITKOM SIiflia 1 HEOOBIYHbII Xa-
pakTep paHHero ApoGieHus. I[Ipu BBEIOOpE TaKOro
00BbEKTa BOIIPOC O HAIMYUH Y HETO TIPSIMOTO PA3BUTHUS
i 0mga3HOro >XKM3HEHHOIO IIMKJIa, BO3BMOXHO, HE
MMeEeT PeIlaloIero 3HaYeHYS.
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ON THE DIVERSITY OF THE PRIMARY STEPS OF EMBRYONIC
DEVELOPMENT IN THE CAUDATE AMPHIBIANS

A. G. Desnitskiy
Department of Embryology, St. Petersburg State University, Universitetskaya nab. 7/9,
St. Petersburg, 199034 Russia
E-mail: adesnitskiy@mail.ru

Abstract— Literary data on the peculiarities of the egg cleavage process in various representatives of the order
of caudate amphibians consisting of 10 families have been considered. It has been recognized that in consid-
erable number of species of Plethodontidae, Cryptobranchidae, and some other families, the synchrony of
divisions is lost already after the 8-celled stage of the cleavage in large, yolk-rich and unpigmented eggs.
A“standard” cleavage of early embryos of caudate amphibians, which had been described in the text-books
on developmental biology and consists approximately of 10 synchronous divisions of comparatively small
eggs, is characteristic only of the families Ambystomatidae and Salamandridae including 19.3% of species
within the order Caudata. However, within each of these families there seems to be a number of species with
a “nonstandard” type of early cleavage. The evolutionary relationships between two main types of early em-
bryogenesis within the order Caudata are discussed.

Keywords: cleavage, egg size, evolution of development, ontogenetic diversity, Ambystoma, Caudata, Hynobi-
idae, Plethodontidae, Salamandridae
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BonbIioit crieKTp JMHUN SMOPUOHATBLHBIX CTBOJIOBBIX KJIETOK YeJIOBeKa C pPa3IMYHbBIMUA FeHOTUTIAMU 1M -
POKO MCHOJIB3YETCSI B KAYECTBE KJIETOYHBIX Moiesielt 1isl hyHIaMeHTaIbHBIX, OMOMEIUIIMHCKUX U (hapma-
KOJIOTMYECKUX HccaenoBaHuii. HoBele TnHNM 2MOpHOHAIBHBIX CTBOJIOBBIX KJIeToK uenoBeka (DCK) SC5,
SC6, SC7 u SC3a OblIU MOJIydeHBI U3 TMTPEAUMILIAHTALIMOHHBIX OJIACTOLIMCT U ITOAAEPKMUBAIOTCS HA MUTO-
TUYECKM MHAKTUBUPOBAHHBIX (GDUAEPHBIX KJIeTKax yesoBeka. Bee nmomyuyenHbie tuHum OCK nporiuiu 6omee
120 ynBOEHM1 KJIETOUHOM MOITYJISILIAU, COXPAaHUIM HOPMAaJIbHBIN TUTIOUIHBIN KAapUOTUIT U CITOCOOHOCTh
nrdhepeHIMPOBATLCS i1 Vitro B TIPOU3BOIHBIE TPEX 3aPOMIBIIICBBIX TUCTKOB. DTH TUHUM 3KCITPECCUPYIOT
Mapkepbl HeguddepenunposanHeix DCK: Oct-4, Nanog, SSEA-4, TRA-1-60, wenounyo docdarasy.
Kpome Toro, HemuddepeHurpoBanHble kiaetku auHuii SC5, SC6 um SC7 >KCIpecCUpYIOT TeHbI
DPPA3/STELLA, DAZL, ctieuududyeckue 1js1 JUHAM MOJOBBIX KJIETOK, U HE 3KCIIPECCUPYIOT COMaTUYe-
ckue Mapkephl ntuddepeHnupoBku. Hampotus, HennddepeHmpoBaHHbIe KIIeTKU TuHUM SC3a sKcIpec-
CUPYIOT MapKepbl BHe3apoabiieBoit sHTonepMbl GATA4 u AFP u He akcnipeccupytot DPPA3/STELLA u
DAZL. Pesynbratsl IBOMTHOTO MMMYHOQIIYOPECIEHTHOIO OKpallBaHMsI KooHuit KiaeToK SCS5 un SC3a ¢
noMoltbio aHtuten npotus Oct-4 u GATA4 noka3anu, 4To GONIBIIMHCTBO KJIeTOK JuHUM SC3a Obun of-
HOBPEMEHHO ITO3UTUBHEI IO 000MM MapKepHbIM (hakTopam. Kpome toro, SC5, SC6 u SC7, Ho He SC3a,
00pa30oBBIBAIM TEPATOMBI, COAEPKAIIIME MPOU3BOIHBIE TPEX 3aPOIBIIIEBIX JUCTKOB. DTU Pe3yIbTaThl CBU -
JIETEJILCTBYIOT O TOM, uTO KjaeTku JmHuu SC3a, B oriuune ot uHuii SC5, SC6 u SC7, npeacTaBisiioT Co-
0011 KJIETOUHYIO MOMYJISIIMI0 PAHHUX KOMMUTHPOBAHHBIX K1eTOK. KpoMme Toro, ¢ momoliibio uMMyHOMITY-
opectieHTHoro u TP aHanu3a oGHapyXeHa 3KCIpecCHs TeHa TpaHCIopTepa MHOXECTBEHHON JieKap-
cTBeHHoOI1 ycToitunBoctu ABCG2 B HeauddepeHurupoBaHHbiXx DCK Bcex TMHUI U SMOPUOUIHBIX TeIbLIAX,
nuddepeHumpyommnxces B reueHue 10 mHei, Toraa Kak akcrnpeccus TpaHcnoprepa ABCB1 BbIsiBlIeHa C 1TO-
moriibio ITIP ananuza Toapko B nuddepeHINPYIOINXCcs SMOPUOUAHBIX Tebliax Juauii SC5, SC6 u SC7.
Takum o6pa3oM, MoJiydeHHbIE Pe3yJIbTaThl IEeMOHCTPUPYIOT pa3jinyus B CBOMCTBaX U MOTEHIIMANE K TU(d-
depenuupoke tuHuii HCK SC5, SC6, SC7 u SC3a, koTophle ObUIM MOIYYEHBI B paA3HBIX YCIOBUSIX KYJlb-
TUBUPOBAHMUSI.

Knrouesvie croea: sMOpHOHATBHBIE CTBOJIOBBIE KIIETKU YeJloBeKa, SKCIpeccusl MapKepoB, auddepeHIm-
pOBKa, KApUOTHUII.

OMOpuroHabHbIe CTBOJOBBIE KieTku (DCK), BbI-
JIeJIeHHbIE U3 PAaHHUX SMOPMOHOB MJICKOITUTAIOIINX,
ABJIAIOTCA YHUKAJIBbHBIMU TUTIOPUIIOTECHTHBIMU KJIC-
TOYHBIMU MOITYJISIUSIMU in Vitro, 00JIagaloIUMHU CITO-
COOHOCTBIO K CAMOOOHOBJIEHHIO, T.€. K HEOTpaHUYEH-
HOII mpoimdepaliui, U OTHOBPEMEHHO CITOCOOHO-
cThi0 MU depeHIUpOBaTLCSI BO BCE TUIBI COMa-
TUYECKUX KJIETOK U B JIMHUIO ITOJIOBBIX KJIETOK. JIMHUM
OCK gBISIOTCS YHUKAIBHOM 3KCIICPMMEHTATBHOMN
MOJEbl0 WISt (yHIAMEHTAJbHBIX MCCICHOBAHUN B

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M hyHIaMEeHTaIbHBIX
uccnenoBanuii (mpoexkt Ne 11-04-00379-a) u HayuHoit mipo-
rpammoiit CI16 Hayunoro llentpa PAH IocymapcTBeHHBIM
Konrpakrom Muno6pHayku PD Ne 16.M04.11.0002.

Pa3HBIX 00JIACTIX KJIIETOYHOM M MOJIEKYJISIPHON OMo-
JIOTUM, a TaKXKe JUIsI IIPUKJIaIHbBIX MCCIeOBaHUI B 00-
JIaCTU pereHepaTUBHOM MeOUIIMHbBI, (DapMaKOJIOTUH 1
TOKCUKOJIOTUMN.

TTepsble mocTosiHHbIE JIMHUU DCK 4yenoBeka ObLIU
norydeHbl B CILIA (Thomson et al., 1998). B nacrosi-
11iee BpEMS B pa3HbIX CTpaHax MUpa CYLIECTBYIOT yXKe
6omee 600 mmoctostHHBIX JTUHUI DCK (Cowan et al.,
2004; Inzunza et al., 2005; Oh et al., 2005; Ellerstrom
et al., 2006; Chavez et al., 2008; KpsutoBa u ap. 2009;
Aguilar-Gallardo et al., 2010; Englund et al., 2010;
Priddle et al., 2010; Skottman, 2010; Strom et al.,
2010). OcHOBHBIE XapaKTepUCTUKU, KOTOPHIE TOJDKHA
nMeThb roctostHHas nHuss DCK yeoBeka Mo Kpure-
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pusMm peructpa HammonampsHoro MHCcTHUTYTA 3m0pO0-
Bbs1 (NIH) CIIA, cinenyroiiue: 1) HeorpaHUYeHHast
nponudepals KIETOK, 3HAYMTEIBHO IIPEBBIIIAIO-
mast 60 yaoBoeHMIA KJIIETOUHOI ITOMYISIUAM (YHUCIIO
Xericdnauka); 2) BeIcOKasl TeJloMepa3Hasi aKTUBHOCTbD,
obecrieunBarolias moaAepkaHe CTaOMJIBHOMN TTMHBI
TeJIOMEp, HEOOXOOMMYIO IJI COXpaHEHUS BBICOKOM
npojrdepaTuBHON aKTUBHOCTU; 3) HOPMaJIbHbIN A1~
TUIOMIHBINM KapuoTum; 4) sKcrpeccus crienudpuye-
CKMX TTOBEPXHOCTHBIX SMOPHOHAIBHBIX aHTUTE€HOB U
crieuM@UUecKnuX TPAaHCKPUMNIIMOHHBLIX  (PaKTOPOB
OCT-4 u NANOG:; 5) criocobHOCTb K nuddepeHIm-
POBKE B IIPOM3BOIHBIC TPEX 3aPOAbIIIEBBIX TUCTKOB il
Vitro W in vivo.

Jna nonpepxanus auauin DCK 4genoBeka B He-
InddepeHIIMPOBaHHOM TUTIOPUIIOTEHTHOM COCTOSI-
HUM pa3paboTaHbl Pa3IMIHbIE CUCTEMBbI KyJIBTUBUPO-
BaHMs. McxomHo m1s moaaepskaHusI CaMOOOHOBIICHUS
OCK d4esioBeKa in Vitro KJIE€TOUHbIE TUHUU KYJIBTUBU-
poBaii Ha cjoe (PUIEPHBIX KIIETOK, KOTOPBIE 3KC-
NpecCcUpyIoT (PaKTOPEI POCTa, CITOCOOCTBYIOIIME TTPO-
mudepaumnu DCK u 6iokupytoiume ux nuddepeHm-
poBKy. B kadecTBe (puAepHBIX KJIETOK MCHOJIL3YIOT
GurbpobdIacTel pa3HOro MpoUCXoXnaeHus. B HacTos-
111ee BpeMsI MHOTMe UCCIeA0BaTe I UCTIONB3YIOT B Ka-
yecTBe (UIECPHBIX KJIETOK (udpobaacThl 4yeaoBeka,
9TO0BI N30eKaTh 3apakeHnss DCK yeroBeka peTpoBHU-
pycamMu WA APYTUMU TTaToreHaMu rpbl3yHOB (Martin
et al., 2005; Skottman et al., 2006; Kubikova et al.,
2009). bbiio mokazaHo, 4YTo MOpdoJIorrsi KOJIOHUM
OCK 1 ux reTeporeHHOCTb B 3HAYMUTEIbHON CTEIIEHU
3aBUCST OT CBOWCTB HcIojab3yemoro duaepa (Skott-
man, Hovatta, 2006; Stewart et al., 2006; Laursen et al.,
2007; Richards et al., 2003; ).

MHorue ucciaeaoBaread pa3padaTbIBalOT Oechu-
JIEPHYIO CUCTEMY KYJIBTUBUPOBAHUS C pa3HbIMU Oec-
dungepHbIMU CcyOCTpaTaMy, BKJIIOYAIOIIMMU OEIKU
BHEKJIETOYHOTO MAaTpUKCa, TIPU 3TOM B KYJIETYpasib-
HYIO cpefly T100aBIsIIOT pOCTOBbIe (haKTOPHI U IpyTHe
areHThbl, CTUMYJUPYIOIINE KIIETOYHYIO HpoJmdepa-
muio (Xu et al., 2001; Amit et al., 2004; Rosler et al.,
2004; Klimanskaya et al., 2005; Wang et al., 2005;
Miyazaki et al., 2008; Promse et al., 2010). becunep-
HBIE CyOCTpaThl, Kak U (pUACphI, pa3IMIaroTCcs 110 Me-
TabOJINYECKUM, are3MBHBIM U CEKPETOPHBIM (hyHK-
M, 6iaromapst KotopeiM DCK yenoBeka coxpaHsi-
IOT CTaTyC MpOIUpEepUPYIOINX ILTIOPUITOTEHTHBIX
TOMYJISILIUTA.

Jist moteHIManbHoro ucrojib3zoBaHust DCK vero-
BeKa B pereHepaTUBHBIX MEIUIIMHCKUX TEXHOJIOTHSIX
HEOOXOIMMO MCKITIOUNTD BCE MHTPEICHTHI SKUBOTHO-
ro MPOUCXOXAeHUsI mpu KyabTuBupoBaHuu DCK, a
TaKKe MCKITIOYNTD JTIOOBIe (hHaepHBIe KIIETKH KaK Cy0-
CcTpaT, CBOMCTBA KOTOPOTO CYIIECTBEHHO 3aBUCAT OT
YCJIOBUI KYJIBTUBUPOBaHUS. B CBS3U ¢ 3TUM, UCITOJIb-
30BaHMe Oec(UIEPHBIX CYOCTPATOB M CPEIbl OIpeae-
JICHHOTO XWUMUYECKOTO COCTaBa 6e3 100aBOK KMBOT-
Horo npoucxoxnenus (Liu et al., 2006; Lu et al., 2006;

KOJIBLIOBA u np.

Ludwig et al., 2006) siByisieTcst HEOOXOIUMBIM YCJIOBH -
eM TexHoJoruu nojiydeHus iuHuit DCK, KoTopbie 0y-
YT IPUMEHSITBCS B JaJIbHEHIIIEM IPU TPaHCIIAHTA-
nusax. HemaBHO TOSIBUIMCH paOOTHI 10 YCIIEIITHOMY
KynstuBupoBannio DCK B cycrieH3noHHOM 1 3D cu-
cremax (Mohr et al., 2006; Amit et al., 2010; Vazin,
Freed, 2010; Steiner et al., 2010). Takum oGpa3oM, B
HacTosIIee BpeMsI IIPOIOJIKAETC pa3padoTKa OITH-
MaJIbHBIX T€XHOJIOTUI IJIS TTOJy4YeHMsI M MOoIaepxKa-
Hus muHuit DCK yetoBeka ¢ y4eToM UX BO3MOXKHOTO
KJIIMHIYECKOI'O HCIIOJIb30BaHUS B IiepcriekTuse. Oj-
HAKO HECMOTps Ha MHTEHCHBHBIC MCCJIEIOBAaHUS B
3TOi1 00/1aCTU, ONITUMAaJIbHbIE YCIOBUS 1JIS1 KYJIBTUBU-
posBanust muHuii DCK 4etoBeka, MO3BOJISIONIUE CO-
XpaHSITb MX OCHOBHBIEC OMOJIOTUYECKIE CBOKCTBA B TE-
JeHMe IJIUTEILHOTO IIeproja, He pa3padoTaHbl 10 CUX
rop (Rajala et al., 2007 Hasegawa et al., 2010; Vazin,
Freed, 2010).

M3BecTHO, YTO B TeUEHUE MIMTSILHOTO KYJIBTUBU-
poBaHUs MHOTHE TTocTostHHbIE TnHK DCK mperteprie-
BalOT TEHETUYECKHE U SIUTeHETUIECKUE U3MEHEHUS B
mnpoliecce aganTalyuy JMHUA K YCIOBUSIM in vitro. He-
KOTOpble TeHETUYECKHWE W3MEHEHHUsI CIOCOOCTBYIOT
3n0KadecTBeHHO TpaHchopmamumn ODCK (Draper
etal., 2004; Heins et al., 2006; Imreh et al., 2006;
Baker et al., 2007; Harrison et al., 2007; Spits et al., 2008;
Yang et al., 2008; Gopalakrishna-Pillai, Iverson, 2010;
Yang et al., 2010). Bo3amoxHo, n3HaYaJIbHAsI UMMOpPTa-
m3anusg DCK deroBeka, cBsg3aHHAasI, B YaCTHOCTHU, C
HaJIMYMEM TeJIOMEPa3HOI aKTMBHOCTU, KOTOpast SIBJIsI-
eTcsl  00sI3aTeJIbHBIM  YCIOBUEM MMMOpPTaIU3aLU
OOJIBILIMHCTBA TUTIOB KJIETOK, TAKXKE CTUMYJIMPYET Ha-
Jajio KaHleporeHe3a. Kpome Toro, HecTaOMJIbHBIE
YCJIOBUSI KYJIBTUBUPOBAHMSI TAKXKe MOTYT IPUBOIUTD K
3J10Ka4eCTBEHHOI TpaHcdopManuu. B cBsa3m ¢ 1ep-
CHEKTUBOI KimHm4Yeckoro npuMeHeHust DCK yenose-
Ka HeoOXommMa ITOCTOSTHHAS TIPOBEpKa CTaOMIIBHOCTH
re”Hetrdeckoro anmapara 9CK.

HecMotpst Ha pa3inyHble STUYECKUE U IIPABOBbIC
OrpaHMYCHUSI B pa3HbIX CTpaHaX, ITOJIydeHUE HOBBIX
nocrossHHBIX JmHUT DCK yenoBeka ImpomomKaercs,
T.K. JImHUU DCK n3 pa3HbIX TeHETUYECKNX MCTOYHU -
KOB, T.€. 0JIACTOLIUCT pa3HbIX UHIANBUAYYMOB, XapaK-
TEPU3YIOTCS OOJIBIIMM IeHETUYECKUM pa3HooOpa3u-
eM. s mmpokoMaciuTabHBIX (yHIAMEHTAIbHBIX U
OMOMEIULIMHCKUX UCCIIEAOBAHUI C UCTIOJIb30BAaHUEM
OCK yeyioBeka HEOOXOAUMO OOJIBIIIOE YMCITO JIMHUM C
VHIUBUOYAJIbHOM BapnabelbHOCThI0. CyIIecTBYIOT
JAaHHbIE, YKA3bIBAIOIIVE Ha PA3IMYUs MEXIY JTUHUS -
mu ¥ KJioHamu DCK, cBsI3aHHBIE C UMMYHHBIM U 3I1H -
reHetuyeckuMm mpoduiaem DCK, skcrpeccueir oT-
JIEJIbHBIX TEHOB M, B YaCTHOCTU, T€HOB, OTBETCTBEH-
HBIX 3a pa3Hble HalpaBieHUsT TUPEPepeHLIMPOBKH, C
MopdoJiorieil KOJIOHUM 1 cKopocThio pocTa (Drukker
et al., 2002; Abeyta et al., 2004; Carpenter et al., 2004;
Rosler et al., 2004; Lagarkova et al., 2006; Sidhu and
Tuch, 2006; Allegrucci, Young, 2007; Kim et al., 2007;
Pal et al., 2009; Tavakoli et al., 2009). IIpuyeM BBHISIB-

OHTOTEHE3 Ne 4

ToM 42 2011



CPABHUTEJIbHBIE XAPAKTEPUCTUKU HOBLIX JTUMHUN 251

JICHHbIE pa3/inuMsl He 3aTparuBaloT OCHOBHbBIE Xapak-
TepHbIE CBOMCTBa, Ipucyiue Bcem JuHUsIM DCK.

B nanHoi#1 paboTe MBI MICCITEIOBAIM XapaKTePUCTH -
KM U TIOTeHIIMaa K auddepeHIMpoBKe YeThIpeX HO-
BoIX TuHU DCK 4deoBeka, BhIIEIEHHBIX U3 TIPEIM-
IUTAHTALIMOHHBIX GJIACTOLIMCT OT Pa3HbIX JOHOPOB. B
3TUX JIMHUSX OblIa MCClIefOBaHa 3KCIPECCHs T€HOB,
cnenu@UUecKuxX I IDTIOPUTIOTEHTHBIX KIIETOK, a
TaKKe JIMHUI COMATUYECKMX U TTOJOBBIX KJIETOK, B
npolecce auddepeHIUPOBKU in vitro. ITomMuMo xa-
pakTepuCTUK HOBBIX IMHMI DCK, MBI M3y4aau Xapak-
Tep SKCIPECCUN TeHOB TPAHCIOPTEPOB MHOXKECTBEH -
HoOW JeKkapcTBeHHOH ycrovumBoctTh ABCG2 wu
ABCBI1, obecrnieunBalonx B pa3HbIX KJIETOYHBIX TH-
nax, Bkmodasa u 9CK, MexaHW3M 3allIUThl OT IIOBpPE-
KIAKOIIMX BO3IECHCTBUM PA3JIMUYHBIX XUMWYECKUX
daxropos (Bhattacharya et al., 2004; Ginis et al., 2004;
Sarkadi et al., 2006, 2009; Apati et al., 2008; Pal et al.,
2009).

MATEPHAJIBI 1 METObI

JJtst mosiydeHus1 HOBBIX JIMHUN 3MOPUOHAIBHBIX
CTBOJIOBBIX KJIETOK yesoBeka SC5, SC6, SC7 u SC3a
ObUIM UCIIOJIB30BaHbI HE TTOJBEPraBIIIMECS 3aMOPO3Ke
GacTolucThl (5—6 IeHb pa3BUTHS), ITOJTyYCHHEBIE B
pe3yJibTaTe UCKYCCTBEHHOTO OIJIONOTBOPEeHUS (in vit-
ro fertilization — IVF) 1 ocTaBimecss HEBOCTpeOOBaH-
HBIMM MPY TPaHCIUIAaHTAMU. DMOPHUOHAJIBbHBIN MaTe-
puan ObUI TipeaocTaBiieH MeXIyHapoIHbIM LIEHTPOM
pernponyKTuBHO MemuumHbl (Poccust) ¢ cornacus
JIOHOPOB.

BuyrpenHioo kinerounyo maccy (BKM) 6iacro-
LIMCTBI U30JIMPOBAIM MEXAaHUYECKHU MTPY MTOMOLLIM ABYX
WUTJ OT OJHOPA30BBIX CTEPWIbHBIX MIMPULIOB (23G,
BD, UcnaHus). [ToMellieHHYIO B Karulio KyJIbTypaJib-
HOM cpeabl OJaCTOLIMCTY TIPUIECPKUBAIA OTHOU WT-
JIOi, a MPU MOMOILIU BTOPOI1 OCBOOOX AN OT OJIeCTSI-
1mieii 30HbI (zona pellucida) u Tpodakroaepmel. [Tomy-
YyeHHbIE B pe3yiprare 3Ttoro kiaetku BKM mepe-
HOCWIM Ha CJIOil MUTOTMYECKM WHAKTUBUPOBAHHBIX
dunepHbIx kKi1eTok. B kayecTBe pumepHbIX KJIETOK UC-
MOJIB30BAIM TIOCTHATaIbHEIE (PUOPOOIIACTEI KpaifHeit
oty 4vesoBeka (human foreskin fibroblasts) (CRL—
2429, ATCC) u sMOpUOHaIbHbIE ME3eHXUMHbIE (DUO-
po0acThI YyestoBeKa (ToaydeHHbIe B Halllei 1aboparto-
pun). [1pu KynsTMBUpOBaHUN (DUAECPHBIX KIETOK UC-
nonbp3oBa cpeabl IMDM  (Invitrogen, CIIIA) u
DMEM/F12 (buonor, Poccust) ¢ nodapnenueM 10%
sMOproHanbHOU Oblubeit chiBopoTKoit (HyClone,
CHIA). Jlns GnokupoBaHusl Mposiudepallii MOHO-
cJioit pubpobIacToB 06padaThIBAI MUTOMUIIMHOM-C
(Sigma, CIIIA) B KoHLIeHTpauu 10 MKT/MJI B TeUeHUE
2.5 4acos.

J1st moydeHus1 M KyJasTuBrMpoBaHus TuHU DCK
YyeJioBeKa MCIOoIb30Ball POCTOBYIO Cpely, BKIIIOUaro-
myto cienymooine koMnoHeHTH: 80% Knockout Dul-
becco’s modified Eagles medium (Gibco, CIIA), 20%
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Knockout Serum Replacement (Gibco, CIIIA), 2 MM
L-rmoramuna, 1% 3aMeHNMBIX aMUHOKUCTOT NEAA,
0.1 MM 2-mepkanToaTtaHoia (Sigma), 8 Hr/MJI OCHOB-
Horo ¢akTopa pocta pudpobdiactoB (bFGF) (Chemi-
con, CIIIA). BCK yeyioBeKa KyJI5TUBUPOBAJIU B YCJIO-
Busix 5% CO,, 37°C u 90% BnaxkHoctu. J1Jist KpUOKOH-
cepBalli MCIIOJIB30BaJIN Cpedy, cocTosyio uz 90%
poctoBoii cpenbl st DCK n 10% numerniicyabdok-
cuna (Sigma).

Bazxao otMeTHTB, yTO JIMHUIO SC3a B TeueHue He-
CKOJIbKUX TACCaXKeil Mociie ee BhIIEICHUS KYJIBTUBU-
poBayi B atMocdepe 5% O, BMecTo 00bI9HEBIX 20% O,.
Jaree KJIETKU coaepKaad B KPMOKOHCEPBUPOBAHHOM
COCTOSIHUM B TeYeHHe 6 MecCsIeB, 3aTeM OHU ObLIU
Pa3MOpOKEHbBI ¥ IOIACPXKMUBAIUCH B YCIIOBUSIX, UIECH-
TUYHBIX JJI51 OCTaIbHBIX Tpex JmHuii DCK SC5, SC6,
SC7.

Mexannyeckuii nepeceB Kyabrypel DCK ocy-
IIECTBIISUIM O KOHTPOJIEM MUKPOCKOIIA ITyTEM pa3-
JIeJICHWSI KOJIOHUU Ha (pparMeHThI IPU ITOMOIIM OTHO-
Pa30BOro CKaJbIIEIs M MX MEPEHOCA Ha HOBBIM CJION
dunepHbix KieToK. CMeHy cpeabl IPOBOIMIN €XKe-
nHeBHo. Komonmm BCK mnepeceBaim Kaxiple S5—
6 nHeii.

st pacueTa BpeMeHU YIBOSHUSI KJIIETOYHOM ITOTTy-
JISIUMW U3MEPsUIM TUIolaab He MeHee 10 KoJoHU# B
TedeHue 4—5 mHel BIUIOTH IO OKOHYAHMS Jorapud-
Muueckoit ¢dasnl pocta. Komonun BCK ¢ortorpadpu-
pOBaJIN €XeIHEBHO MPU OJUHAKOBOM YBEJIWUYEHUH, a
WX TUTOIIAAb OTIPEACIISIA TIPHU TTOMOIIM KOMITBIOTEP-
Hoit riporpamMMbl WCIF Imagel.

Kapunorunmaeckuit aHanms 4-X KJICTOYHBIX JIMHUIA
BOCK 6bL1 nTpoBeieH Ha 25-0M Maccaxe KyJIbTUBUPO-
BaHus. s moaydeHUS MpernapaToB MeTada3HbIX
XpoMocoM 3a 4 9 o ¢ukcauuu B Kynsrypy DCK BBO-
g konuemun KaryoMAX (0.1 mkr/mia, Gibco),
KJIETKW TMCCOLIMUPOBAIIM C TIOMOIIBIO CMECU TPUTICU -
Ha u BepceHa (1 : 3) ¥ MPOBOIWIN TUIIOTOHNYECKYIO
00paboTKy cmechio 0.075 M pacreopa KCI u 1% pac-
TBOpa LiuTpaTa HaTpus. Kietku ¢pukcupoBaiu cme-
ChbIO METAHOJIA C JIEASIHOM YKCYCHOM KucaoToi (3 : 1,
PeaktuB, Poccust). /11 KoamyecTBEHHOIO KapuoOTH-
MUYECKOro aHajm3a MeTadasHbIX TJIaCTUHOK XPOMO-
COMBI OKpalllMBaIi BOTHEIM pacTBopoM Iiim3a (1 : 50,
Sigma). MonmajabsHOe Y1CI0 XpOMOCOM U TIpeaesbl N3-
MEHUYMBOCTHU KJIETOK IO YKCJTy XPOMOCOM OTpEeAeIsLIv
npu aHanuze 260 metacdas B SC5, 215 — B SC6, 120 —
B SC7 n 110 — B SC3a; 105110 NOJIUTUIOUIHBIX KJIIETOK
onpenensyiv npu aHanuze 500 metadas B Kaxka0i Kiie-
TOYHOM JTMHUHN. 7151 CTpyKTYpHOTIO KApUOTUITNIECKO-
ro aHajm3a npoBoanan nuddepeHIranbHoe G-okpa-
LIMBaHUE XPOMOCOM B COOTBETCTBUH C paHee ONMCaH-
HoOit  Metommkoit  (Ozkinay, Mitelman, 1979).
AnamsupoBani He MeHee 30 MeTadas3 B KaxKIou JI-
aum OCK (30, 55, 50 u 32 B munuax SC5, SC6, SC7 u
SC3a cooTBeTcTBeHHO). KaproTUIIbI TMHU aHATU3U -
poBad C IIOMOIIBIO MHMKpockKora Axio Imager.M1
(Carl Zeiss, @PI') ¢ cucTteMoii aBTOMaTHYECKOIo Ka-
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puotunupoBaHus Ikaros 4 Karyotyping System (Meta-
Systems, Germany) 1 ONMCHIBAIA B COOTBETCTBUU C
MexnyHapoqHOI CUCTEMOM IJISI IUTOreHETUYECKOMN
HOMEHKJIaTypbI XxpoMocoM destoBeka ISCN (2009).

Jnsa xapakrepuctuku anHuit DCK nmpoBoannm ru-
CTOXMMMYECKHUI aHAIN3 aKTUBHOCTH IIEJIOUHOM (poc-
darasnl (FRV-alkaline AP substrate, Sigma) 1 nummy-
HOMIYOPECLIEHTHBIA aHalu3 BKCIPecCUur TpaH-
CKPUITLIMOHHBIX (haKTOPOB C UCITOJIb30BaHEM MOHO-
KJIOHaJIbHBIX aHTuTea mnpoTuB Oct-4 (Santa Cruz,
CIIA) u Nanog (BD Pharmingen, CIIA). [lxa
BungoBoil uneHTUdukanuu DCK npoBoamim MMMYy-
HOMIIyOPECLIEHTHBI aHaUu3 3KCIIPEeCCUU ITOBEpPX-
HOCTHBIX aHTUT€HOB, CBOMCTBEHHBIX TOJIbKO DCK ye-
noseka, SSEA-4 u TRA-1-60. 17151 3TOT0 UCITOIB30Ba-
JIU MOHOKJIOHaJIbHBIE aHTuTea Mc813-70(SSEA-4) n
TRA-1-60 (Chemicon International, CIIA). das
yTouHeHus cratyca JuHuii DCK mpoBoaman IoI1o-
HUTEJbHOE NBOMHOE OKpallluBaHUE C UCTOJIb30BaAHU-
€M aHTUTEJ MPOTUB TPAHCKPUIILIMOHHBIX (haKTOPOB
Oct-4 u GATA4 (Santa Cruz, CIIA). 115 BbISIBJICHUS
P-rnmukonporenHa, AT®-cBsasbiBaromero ABCG2
TpaHcopTepa ObUIM UCMOJIb30BaHbI MOHOKJIOHAJb-
Hble anTutesia BXP-21 (Alexis Biochemical, CIITIA). B
KayeCTBe BTOPBIX aHTUTEN ObLIM MCIIOJb30BaHbI M-
MYHOIJIOOYJIMHBI KPOJIMKa, KO3bl U KYpHIIbl, KOHb-
orupoBaHHbie ¢ duyopecuenHoMm, FITC (Millipore,
CIIIA), Alexa 488 u Alexa 594 (Molecular Probes,
CHIA).

JI1st onpenesieHsT aKTUBHOCTH 1IEJTOYHOM pocda-
Ta3bl, KJIETKU B TedyeHue 20 MuH dukcupoBain 4% mna-
pacdopMaibaeruaoM, a 3ateM B TedeHue 30 MuH obpa-
oateiBasiu BCIP/NBT Liquid Substrate System (Sigma)
npu Temmneparype 37°C. AHanu3 IpOBOIWIN IIOM, CBe-
ToBbIM MUKpockoroM (Nicon eclipse TS 100, Amonust).

Jna mMMyHOMJIyOPECLICHTHOTO aHajiu3a KJISTKU
dukcupoBam 4% mnapacdopMaIbICTHIOM B TeUCHUE
20 MUH IIpY KOMHATHOM TeMIIepaType 1 OJIOKMPOBaIA
Hecrenuduueckoe CBsA3bIBaHuEe 1% pacTBOPOM ObI-
Ybero ChIBOPOTOUYHOro anboymmHa, BSA (Sigma,
CIIA), B Teuenue 1 4. IlepMeaObuim3alnio KIETOK
(11 TPaHCKPHUITIIMOHHBIX (DaKTOPOB) MPOBOIWIN C
ncnonb3oBanneM 0.1% pactBopa Triton-X100 mpu
KOMHAaTHOI TeMmneparype B TedeHue 15 muH. MakyOn-
poBaHME KJIETOK B pacTBope nepBbix aHTUTeNx (1 : 50
wiu 1 : 100) mpoBoAWIU B TEUEHUE HOYU TPU TeMIIe-
patype +4°C, mnpemnaparbl MPOMBIBAIM PaCTBOPOM
docdaTHO-coneBoro 6ydepa, PBS (buomnor), Tpu pa-
3a. Bropble aHTUTena pa3BOAUIM B COOTHOIICHUU
1:500 (Millipore, CIIA) wau 1 : 800 (Molecular
Probes, CIIIA) u nperapaTbl ”THKYOMPOBaJIM C HUMU B
TeyeHre 1 4 B TeMHOTe TTIpU KOMHATHOI TeMIiepaType.
IMocne oTMBIBOK TipenapaThbl JOKpAIIUBAIU SIEPHBIM
kpacureneM Hoechst 33342 (2 mxr/mi1, Sigma, CIIIA)
B TeueHue 10 MUH IpyU KOMHATHOI Temmepatype. B
KauyecTBe OTPULIATESIbHOTO KOHTPOJISI MCIOIb30BaIn
dunepubie Kietku n DCK, obpaboTaHHBIE TOJBKO
BTOPLIMU aHTUTeIaMU. JIBOITHYI0O UMMYyHODIIyopec-

KOJIBLIOBA u np.

LEHTHYIO OKPACKY IIPOBOIIN B COOTBETCTBUM C IIPU-
BEJICHHOW BBIIIE METOAMKOMN. TTapbl MEPBBIX U BTOPHIX
aHTUTE ObUIM TTOA0OpPAaHBI, YYUTHIBAS BO3MOXHOCTD
COBMECTHOI MHKYOAIINU C UCKIIFOYEHNEM TIEPEKPECT-
HbIX peaklnii. AHaIU3 MTPOBOAWIIU IO MUKPOCKOIIOM
Zeiss LSM 5 Pascal.

s nmoaTBepxKaeHUs TUTIOPUIIOTEHTHOCTH TI0JTy-
YeHHBIX KIeTOUHBIX JTMHNH DCK KnacTepbl KOTOHMIA
kierok SC5, SC6, SC7 u SC3a MHIyLUpOBaIu K
CMOHTaHHOU TUddepeHIMPOBKE MyTEM U3OJISILIMA OT
¢umepHbIX KIETOK U IIepeHOoca B KYJIbTYpajbHBIC
yalku ¢ HU3Ko# aaresueit (Menmonumep, Poccus).
OOpa3oBaBIIMEeCsI B CYCIICH3UOHHOM KYJIBTYpE 3M-
opuonnHbie Tenbla (DT) KyJIsTMBUpPOBaIM B Cpele
st ODCK 6e3 nobasineHus pakropa bFGF B TeueHue
10 nHeit. DT nuccouuupoBaIu 10 eAMHUYHBIX KJIETOK,
BBICEBAJIM HA CTEKJIA, IIOKPBITHIE XKEIaTUHOM, U KYJb-
TUBUPOBAJIU B TeueHUe 2 Heaeb B cpene DMEM/F12
¢ 10% >MOpHOHaANILHON ObIUBbE CHIBOPOTKOM. JIjist
BBIIBIICHUST U @(EePEeHIMPOBAHHBIX KJIETOK-IIPOM3-
BOIHBIX TPEX 3aPOIbIIIEBBIX JUCTKOB IIPOBOAMIN M-
MYHOTUCTOXMMMWYECKU I aHAJIU3 SKCIIPECCUU MapKep-
HBIX O0enkoB. I ompenenaeHusT SKCIPECCU MapKe-
POB, acCCOLIMMPOBAHHBIX C JITUPOEPEeHIIMPOBKOI B
MPOU3BOAHBIC TPEX 3aPObIILIEBbIX JIMCTKOB, UCTIOIb-
30BaJIM TIEpBbIe aHTUTeNla TPOoTUB [-Tyoynuna 111
(pazBenenue 1 : 50; Sigma) 1 HectrHa (1 : 50; Chemi-
con), XapakKTepU3YIOIIUX KJIETKU SKTOASPMAJIbHOTO
npoucxoxaeHus, a-deronporenHa (AFP, 1 : 50; Sig-
ma), xapaKTepHU3yIOIIero SHTOIePMaJIbHbIC KIIETKW, 1
a-aktuHuHa (1 50; Sigma), xapaKTepMu3yIOIIETo
KJIETKU Me30/IepMaJIbHOIO TpoUucXoxaeHus. UMmy-
HOGMJITyOPECUeHTHBIN aHAJIN3 IPOBOIWIN 110 METOLY,
OIMMCAaHHOMY BBIIIIE.

s u3ydeHus MOTeHIMaa MOJIydeHHBIX JTUHUM
BOCK uenoBeka K auddepeHUMPOBKe in Vivo ObLT 1C-
MOJIb30BaH METO[ TMOJIydeHHUSI BKCIEPUMEHTAIBHbBIX
TepaToM. B kayecTBe pEeUUIUEHTOB HCIOJIb30BAIU
UMMYHOIe(UIUTHBIX Mblieit (Nu/Nu) U3 MTUTOMHU-
Ka “IlymmHo” (®Punmman MHcTHTyTa GMOOpraHude-
ckoit xumuu PAH um. M.M. llemskuna u FO.A. OB-
YUHHUKOBA). Bce MpoToKOoJIbI 110 paboTe ¢ XKUBOTHBI-
mu omoopeHbl Komurerom mmo omoatuke MBX PAH.
Knacrepsl kononnit DCK yenoseka (1—2 x 10°) unb-
eLMPOoBaJIv MbIIIaM MTOAKOXKHO. Uepes 12 Heneb 3KC-
MEePUMEHTAJIbHBIX XKUBOTHBIX YCHITUISIIA U U3BJIEKaIN
pa3BUBIIHNECS TepaToMbl. OOpa3Ibl OIMyXOJEBOM TKa-
HU (uKcupoBaiu B pukcaTope bysHa 1 3akmodanu B
napaguH sl JajJbHEWUIIEro MPUTOTOBJICHUST TUCTO-
Jjornyeckux cpe3oB. [TosyyeHHbIE THCTOIOrMYECKUe
npenapaThl OKpalllvBaiud FeMaTOKCWIMHOM U 303U-
HoM (Sigma, CIIIA).

s aHanvM3a TeHHOM BKCIPeCCUU TOTAIbHYIO
PHK u3 semnddpepermmnpoBanabix DCK u OT Beine-
Jsin ¢ ucrnojib3oBanueM TRIzol® Reagent (Invitro-
gen) 1o MPOTOKOJY, peKOMEHIOBAaHHOMY MTPOU3BOAM -
teneM. Kaxnprit oopazenr PHK obpabdareiBamm JJTHK-
azoii (Ambion, CIIIA) mist ipenoTBpallieHUsT KOHTa-
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CTpyKTypa MpaitMepoB, UCITOIb3YeMbIX ISl aHAJTN3a TeHHOM 9KCITPEeCcCUm

. . . Homep nocienoBareibHOCTU
Ien Pasmep (11H) [Tpsimoii 1 06paTHBIN TTpaiiMepbl P GenBank

OCT4/POUSFI 259 S'gggtegaggaagctgacaac3’ forward NM_002701
S'gcatagtcgctgcttgatcg3' reverse NM_203289

NANOG 368 S'tgectcacacggagactgte3' forward NM_ 024865
5'ctgegtcacaccattgetattc3' reverse

DPPA3 520 S'gcctagtgttgtgtcaagac3' forward NM_ 199286
S'ggtgcaagaataagatttatggc3' reverse

DAZL 480 5'catcctcctccaccacagtt3' forward NM_001351
S'aagcattgcccgacttcttc3’ reverse

GATA4 352 5'tccaaaccagaaaacggaag3' forward NM_ 002052
5'aagaccaggctgttccaaga'3' reverse

AFP 312 S'gcggcctcttccagaaactal3’ forward NM_001134
S'tttcatccaccaccaagctg3' reverse

BRY 353 S'agcatcccttgetcacacct3' forward NM_003181
S'acattctagggggcagagceal' reverse

PAX6 346/304 5'cagaagattgtagagctage3' forward NM_000280
5'gaagaactctgtttattgatgac3' reverse NM_001604

NM 001127612

ABCG2 160 S'tacctgtatagtgtacttcat3’ forward NM_ 004827
S'ggtcatgagaagtgttgcta3' reverse

ABCBI1 541 S'gcctggeagetggaagacaaatac3’ forward NM_000927
5'ccataccagaaggccagagcataa3' reverse

RPL19 326 S'agggtacagccaatgeccgal' forward NM_ 000981
5'ccttggataaagtcttgatgatc3' reverse

muHamy reHoMuon JHK. JInsa cunTte3a k IHK 616-
auotrek ucrnoib3oBanu 0.5 Mxr totanbHoii PHK u3
KaXJ0ro KJIeToyHOoro obpasua, peBeprasy RevertAid
M-MulLV u ciayyaitHble OJIMTOHYKJICOTUIHEIE ITOCIIE-
noBarepbHOCTH (random hexamer oligonucleotide
primers) B COOTBETCTBUU C MPOTOKOJIOM ITPOU3BOAM-
tenst (Fermentas, Kanana/JIutsa). I1po6sr mist TTLIP-
peaxkuuu ObLIY TTOATOTOBJIEHBI B COOTBETCTBUM C TIPO-
ToKoiioM mpousBogutenss Taq JHK-mommmepass
(Silex, Poccust). Temnepartypa oTXkura rmpaiMepoB ObI-
Jla ajanTUpoBaHa K ONTUMaJIbHBIM yciaoBusiM ITTLIP
JUTST KaXKIOW ucnob3yeMoit napsl ripaiiMepos. TTIP-
aHaJIM3 SKCIPECCUU M3ydaeMbIX T€HOB ITPOBOAWIN Ha
ammumdukarope Eppendorf (Iepmanust) mo cienyro-
1LIEi MporpaMMe: HadajibHas AeHaTypauus: 94°C — 5';
OTKMT ITpaiiMepoB: 45"; anonranus: 72°C — 45"; neHa-
Typauust 94°C — 45", 35 HUKII0B; 3aBepllaloliee Y-
HeHue nenu: 72°C — 5'. bubauorexu kIHK u3 pas-
HBIX 00pa3l0B HOPMAJIU30BAJIU O YPOBHIO IKCIIpec-
cuM TeHa oOIIero meradonm3Ma puOOCOMAaIbHOIO
o6enka RPL19. TlocnenoBatebHOCTA HCIIOJIb30BaH-
HBIX MpaliMepoB CKOHCTPYMPOBAaHbI Ha OCHOBE JaH-
vbIx GenBank, pasmeps! 1L P-tipoaykToB npusene-
HBI B Tabnu1IE.

Bce npencraBieHHBIE XapaKTEPUCTUKHN HOBBIX JIM-
anit DCK 011 mosrydeHs! B mHTepBaie 25—30 macca-
Kel (6onee 120 ynBoeHU KJIETOUHOM MOMYJISILIUN).
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PesynbraTel 00pabaThiBaid CTATUCTUYECKU C MC-
nonb3oBaHueM f-Kputepus CrerogeHTa. Pazmums
CYUTAJIN JOCTOBEPHBLIMU IPU BEPOSITHOCTU HYJIEBOI
rurote3bl, P<0.01.

PE3VYJIBTATBI 1 OBCYXIEHUE

Ipu monyyernnu nuHuit DCK Bcero ObLIO UCTIONb-
3oBaHO 20 Ornactoumct. Ilociae W30ALMM KIIETKU
BKM wn3 4-x 61acTOUCT MPUKPENINCH K (DUASCPHO-
MY CJIOI0, HaYaJIM aKTUBHO ITpodepupoBaTh U 0opa-
30BaJIu KoloHUU, TunudHeie 1151 DCK yenoBeka. st
nonaepxanus muHuit DCK SC5, SC6 u SC7 ux Kyib-
TUBHUPOBAJIU Ha (puepe U3 ME3CHXUMHBIX KJIETOK M-
OopuoHa yenoBeka. JInnuto SC3a KyJIsTUBUPOBAIN Ha
MOCTHATAJIbHBIX (PMOpOoOIacTax KpaitHel IUIOTH YeJI0-
Beka. Bee xkirerounsie muanm DCK npomuu 6omee 120
YIBOCHMI KJeTOuHOW mnonysuuu. CpeaHee Bpems
OOHOTO yOBOCHUSI KJIETOYHOM ITOMYJISILMU TSI 3TUX
JMHU coctaBisgeT: 28.2 £ 0.6 4; 21.0 £ 0.6 u; 24.0 +
+2.449u22.5+ 1.4 nna SC5, SC6, SC7 u SC3a coort-
BerctBeHHO. st muHum SCS BpeMsi yABOEHUST ObLIO
JIIOCTOBEpHO GoJblire, ueM mist SC6 u SC3a (P < 0.01).
Panee B nutepaType Takke OBUTA OIMMCAHBI pa3INausl
mexnay uHusMu DCK denoBeka Mo 3ToMy ITapaMmeTpy
(Cowan et al., 2004).

KonndecTBeHHBI KapUOTUITAYECKWI aHAIN3 TTO-
sydeHHbIx JuHuii SC5, SC6, SC7 u SC3a nokasai,



254

4TO 3TU JUHUU XapPaKTEPU3YIOTCS BBICOKOM 4aCTOTON
KJIETOK C MOIAIbHBIM YMCJIOM XPOMOCOM, PaBHBIM 46
(98.0+£0.9;98.6+0.8;99.2+0.8199.0+0.9%), n HU3-
Kol moiseil monumiongHbix kKiaetok (0.2 = 0.2;
2.8+£0.7; 3.0 £ 0.8; 1.0 = 0.9%, COOTBETCTBEHHO).
CTpyKTypHbI€ U3MEHEHMSI XPOMOCOM ObLIY BbISIBJIC-
HEI B 3 13 50 mpoaHaIM3npOBaHHBIX KJIETOK TOIBKO B
quHuu SC7: mapaneHTpuyeckast MHBEPCHUS XpOMOCO-
Mol 10 inv(10)(q11.2q24) B onHO# KJ1eTKe ¥ aHOMaJlb-
HbIli XapakTep G-0aHAWPOBaHUSI KOPOTKUX TLIeY
xpomocoM 1 u 7 B iByx npyrux Meradaszax (puc. 1, ).
N3MmeHeHHBIT  pUCYHOK  OuddepeHIInaTbHOTO
G-okpalllMBaHUs KOPOTKOTO Tjieya XpOMOCOMBI 1,
MO-BUIUMOMY, SIBJISIETCSI Pe3y/JbTaTOM MapaleHTpU-
yeckoii mHBepcuu [inv(1)(?p21~22p36.1)], compo-
BOXIaeMOM TyTIUKaLIMSIMU XPOMOCOMHOTO MaTepU-
ana. XpoMOCOMHAasI HeCTaOMJILHOCTh, HaOmogaeMast
npu G-okpamuBanuu, FISH ananuse u ucroib3o-
BaHUM MOJIEKYJISIPHBIX METOJIOB HarboJiee YacTo CBsI-
3aHa ¢ aHeyIUIOUIueu, NyrMKauusaMu, neaeisiMu
U TpaHCJOKAIUSIMU, TOT/Ia KaK UHBEPCUM HabI0/1a-
10TCcsl 3HauuTenbHo pexe (Cowan et al., 2004). O6Ha-
PY>XEHHbIE HAMU CTPYKTYPHbIE XPOMOCOMHBbIE U3ME-
HEHMsI HOCST €IUHUYHBIA XapakKTep B M3YYEHHBIX
rutactTuHKax 50 KJIeToK, TeM 0oJiee, YTO peKOMEH1ye-
mas BbiOopKa misi G-KapuoTUIHUPOBAHUST COCTaBIISI-
et 20 MeTadas, U3 KOTOPbIX HOPMAJIbHBIMU JOJKHBI
66ITh He MeHee 90% (Meisner, Johnson, 2008). Hammm
pe3yJbTaThl CBUAETEIbCTBYIOT, YTO 4YacTOTa HOP-
MaabHbIX MeTtada3 B SC7 aunuu cocrasisieT 94.0%.
TonbKo nanbHeiiliee KyJIbTUBUPOBAHUE 3TUX KIIETOK
MOXET OTpeNe/IUTh, CIydaliHbl 3TU U3MEHEHUS WU
CYLIECTBEHHBI JJI KJETOUYHOW MOMyJsAluu. Takum
o0pazoM, cyas 1o xapaktepy auddepeHInaIbHOrO
G-okpalllMBaHUs XpOMOCOM TIpU YPOBHE paspeliie-
Hus 400—550 1rcKOB Ha TaIUIOMIHBIA HA00OP XPOMO-
COM, KapuOTHUIBI KJIETOYHBIX TUHUI DCK He nmenu
OTJIUYUI OT HOPMaJILHOTO KapuoTHUIla 4YeJloBeKa
46XX — SC5, SC6 u SC3a u 46XY — SC7 (puc. 1).

Jist moATBEpXKIAEHUSI COXpaHEHUS TUTIOPUTIOTEHT-
HOTro craryca ImoyydeHHbIX JTmHui DCK npu ninresb-
HOM KYJIBTUBUPOBAHUM ObLI MTPOBEJeH TMCTOXUMUYE-
CKMIA aHaJM3 aKTUBHOCTU IleJIOYHOU ocdaTasbl
(puc. 2) n tMMyHOMITYOPECIIEHTHBIN aHaIN3 DKCITpec-
CUM TpaHCKpUMNLMOHHBIX (pakTopoB Oct-4, Nanog u
noBepXHOCTHBIX aHTUreHoB SSEA-4 m TRA-1-60
(puc. 3, a—a, m—y). Kak mokazajm pe3yabrarbl 9TUX Te-
CTOB, BCE JIMHUU BKCIPECCUPYIOT MapKepHble (PaKTo-
Pbl, KOTOpbIE SIBJISIIOTCS KJTIOUEBBIMU JJIsI TUTFOPUIIO-
TeHTHBIX KiIeToK 4enoBeka (Draper et al., 2002; Ginis
et al., 2004).

Kak ObI;To0 OTMEUYEHO BBIIIIE, OCHOBHBIM XapaKTe-
puctukoir DCK sBsieTcsl TUTIOPUIIOTEHTHOCTD, T.C.
CMocOOHOCTh AU (hepeHIMPOBaTLCSI B MTPOU3BOIHbIC
TpeX 3apOJbIIIEeBbIX JMCTKOB U B JIMHUIO TMOJOBBIX
KJIETOK in Vitro v in vivo. DKCIEPUMEHTHI IT0 U3YYESHUIO
noTeHIMana K nughepeHIIMPOBKE in Vitro TIOKa3alu,
yro Bce 4eTblpe JmHMM DCK 4YenoBeka CIIOCOOHBI
I bepeHIMPOBATHCS B KIIETKA 3KTO-, 9HI0- U ME€30-

KOJIBLIOBA u np.

JIepMaiabHOTO TIpoucxoxneHus. MmmyHodmyopec-
LICHTHBIN aHAIW3 MOATBEPAW MPUCYTCTBUE OEJIKOB,
crieurdUUecKnX sl KJIETOK-MTPOU3BOAHBIX TPeX 3a-
POOBIIIEBBIX TUCTKOB (pHC. 4).

PesynbraThl umccienoBaHUSI 3KCIIPECCUM TEHOB,
cnelUYecKux ISl IUTIOPUIIOTEHTHBIX U audde-
PEHLIMPOBAHHBIX KJIETOK Pa3IMYHBIX TUIIOB, B TIPO-
necce nuddepeHIMPOBKY NoMyYeHHBIX TuHUiT DCK
in vitro TIpencTaBJIeHBI Ha prc. 5. B Hameit padorte MbI
ucclienoBaau sKcnpeccuto renoB OCT4, NANOG, re-
HOB GATA4, AFP, BRY, PAX6, cienuudecKuxX JIsl CO-
MaTUYECKMX KJIETOK-IIPOM3BOIHBIX TPEX 3apOJIbIIlie-
BBIX JINCTKOB, & TAKXKE TEHOB, CIICLM(PUIHBIX JIJIsI JTU-
HUM NoN0BbIX KieTokK, DPPA3/STELLA, DAZL. byuio
OOHapyXeHO, 4To HeauddepeHIMPOBAHHbBIE KICTKU
ymuuit DCK SC5, SC6 u SC7 skcnpeccupyror OCTH4,
NANOG, DPPA3/STELLA n DAZL wn He 3Kclpeccu-
PYIOT TeHBbI-MapKephbl COMaTHYeCKIX KJIeToK. Kak 1mo-
kazan I11IP-anamm3, B mpouecce nuddepeHIIMPpOBKI
9T, 06pa3zoBaHHbBIX KJIETKAMU 3TUX JIMHUI, YBEJINYN-
BaeTcs AKcIpeccust reHoB GATA4 u AFP, cneumgpuyde-
CKMX IS BHE3apOABIIIECBOM M 3apOABIIIECBOMA 3HTO-
JepMbl, 1 TeHOB BRY u PAX6, crieunduiecKux st
PaHHMX ME30IePMAJIbHBIX U HEHPOIKTOAEPMATbHBIX
KJIETOK COOTBETCTBEHHO. B TO 3Ke BpeMsI ypOBEHb 9KC-
npeccun reHoB OCT4, NANOG, DPPA3/STELLA n
DAZL, cienipryecKux s TUTIOPUTIOTEHTHBIX KJIETOK
W JIMTHUU TIOJIOBBIX KJIETOK, IIOCTEIICHHO CHIKAJICS.

AHanmm3 TpaHCKpUITLMOHHEIX Ipodmreit DCK -
Hun SC3a moka3zai, 4to B HeauddepeHITMPOBAaHHBIX
KjieTkax u B nuddepenumpytoimxcsa 9T akecnpeccu-
pytorcs He ToJibKO TeHbl OCT4 u NANOG, HO TakxKe
BBISIBJISIETCS M HM3KUI ypOBEHb BJKCIIPECCUM TeHa
GATA4 (puc. 5). Bonee Toro, skcmpeccusi T€HOB
DPPA3/STELLA v DAZL, cneundWIHbIX LISl TUHUU
MOJIOBBIX KJIETOK, HE Obljla BbISIBJIEHA HU B OJHOM U3
aHaIM3UpyeMbIX BapuaHToB. KpoMe aToro, akcripec-
cus reHa AFP 6vu1a oOHapy:keHa Kak B HennuddepeH-
LIMPOBaHHBIX KJIETKaX, TaK U B AU DEepeHIIUPYIOIITUX-
cst 9T, 4To CBUIIETENBCTBYET O MIPUCYTCTBUU B KOJIO-
HUSIX KOMMMTHUPOBAHHBIX KJIETOK BHE3apOJbIIIEeBOM
SHTOAEPMEI (pucC. 5). BEIIBIIEHHBIC HAMM pa3Indus B
TPAHCKPUMNIIMOHHBIX NPOMUISAX U3ydyaeMbIX JIMHUIA
BOCK 4enoBeka ObUIM TaKXKe TTOATBEPXKACHBI C TIOMO-
1IbIO CPaBHUTEJIBLHOTO WMMYHOMIYOPECIIEHTHOTO
aHanmm3a KojaoHmi kKieTtok JmHaui SC3a u SC5 npm
JIBOTHOM OKpAaIllMBaHUM KOJIOHWII MOHOKJIOHAJIbHBI-
MU aHTUTEaMU MPOTUB TPAHCKPUITIIMOHHBIX (paKkTO-
poB Oct-4 u GATA4 (puc. 6). [TokazaHo, 4TO BO BCex
MpoaHaIU3UPOBAHHBIX KOJOHUIX TMHUM SC3a, B OT-
Juuyue ot JuHuu SCS5, Bce KJIETKU OJHOBPEMEHHO
akcnpeccupyioT u Oct-4, m GATA4. Dtu maHHBIE CBU-
JIETEJICTBYIOT O TOM, YTO KJIETKU B KOJOHMUSIX JIUHUU
SC3a, B omiM4re OT OCTaJbHBIX JUHWIA, SIBJISIOTCS
MPEUMYIIECTBEHHO KOMMMUTHUPOBAHHBIMU B HallpaB-
JieHuu 1uddepeHIIMPOBKIA BO BHE3APOIBIIIEBYIO 9H-
ToaepMy. TakuMm oOpa3oM, U3 MOJyYeHHbIX pe3yJibra-
TOB TI0 M3YYEHUIO TPAHCKPUILIMOHHOTO MpOoduis
MapKepHBIX TeHOB cienyeT, yro auHuu SC5, SC6, SC7
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Puc. 1. Kapuoruns! tuauit DCK yenoseka SC5, SC6, SC7 u SC3a.

a — HopMaITbHBIH 46 XX Kapuotun kietouHou imHun SCS; 6 — HopMasTbHBII 46 XX KapruoTuT KiteTouHoit TuHnn SC6; 6 — HOp-
MastbHBIM 46XY KapuoTtun KietouHoit muHu SC7, B paMKe CIIydaifHble CTPYKTYpPHBIE XDOMOCOMHBIE ITEPeCTPOIKI: aHOMaJIbHOE

G-6anaupoBanue 1p(a), 7p(6) u inv(10)(q11.2q24); e — HopMasbHbBIM 46 XX KapuoTUI KiieTouyHoi TuHun SC3a.

VIOBJICTBOPSIIOT KPUTEPUSIM JUISI TUTFOPUITOTEHTHBIX
quauii OCK, torma kak auHuio SC3a MOXHO pac-
CMaTpUBaTh KaK CaMyi0 paHHIOIO CTanuio nruddepeH-
nupoBku DCK.

Hamwu skcnepuMeHTBI 110 U3y4YeHUIO TTOTeHIIMa-
na nonydeHHBIX TnHuM DCK x nuddepeHInpoBKe
in vivo TI0Ka3aJjiu, 4YTO MOCJ€e TPaHCIUIaHTALUU KJIETOK
Ne 4 2011
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BCEX YeThIpeX JMHUN MMMYHOIEeGUITUTHBIM MBIIIaM
TepaTOMBbI Pa3BUBAIUCH TOJBKO B MHUsIX SC5, SC6,
SC7. Iucronornyeckuii aHaIU3 TePaTOM BBISIBIJI IIPH-
CYTCTBHME pa3HBIX TUIIOB JUPdEpeHINPOBAHHBIX CO-
MaTUYECKUX KJIETOK, SIBJISIIOIIMXCS MTPOU3BOAHBIMU
9KTONEPMBI, ME30JIEPMbI ¥ SHIOAEPMBI: KJIETKN OpPO-
TOBEBAIOIIIETO IMUTEIMS, TIAAKOMBIIIIEUHbIE KIIETKH,



KOJIBLIOBA u np.

Puc. 2. [icToXuMMYECKUit aHAIN3 SKCIPECCUN 1eIouHOoM (pocdarassl B HeaubdepeHmpoBaHHbix DCK yemoBeka.
a—e — xononun Juauit DCK yenoseka SC5, SC6, SC7 u SC3a coorBercTBeHHO. bap, 150 MkM.

KJIETKA COEIUHUTENBbHOM U XXUPOBOI TKAHEM, CEKpe-
TUPYIOILIME SIUTENNAJIbHBIE KJIETKM B 3a4aTKaX KPUIT
KuieyHuka (puc. 7). OmHaKo B TE€X XKe YCIOBUSIX 9KC-
nepuMeHTa KJeTku JuHuu SC3a He 00pa3oBbIBAIU
TepaTOMbl. DTOT TECT TaKKe AEMOHCTPHUpPYET pas3iv-
4yg B ITOTeHIMane kierok jguauii SC5, SC6, SC7 u
qunauu SC3a. [1epBble TpU JTUHUM 00JIaAaI0T CIIOCO0-
HOCTBIO TU(dPepeHIIMPOBaThECSA B IIPOU3BOIHEIE TPEX
3apOABIIIEBbIX JUCTKOB Kak ix Vitro, Tak W in vivo, TO-
raa Kak JuHus SC3a nMeeT orpaHUYEHHBIN TOTSHIIU -
aJ k g depeHIpPOBKe.

Jisg u3ydeHUsT MeXaHU3MOB, IPeIOXPAHSIOIINX
OCK yenoBeka OT pa3IMYHbIX CTPECCOPHBIX (haKTO-
POB in Vitro, MBI TaKXe MCCIETOBATIN SKCIIPECCUTO Te-
HOB TPAaHCIIOPTEPOB MHOXECTBEHHO JIEKAPCTBEHHOM
ycroiunBoct ABCG2 1 ABCBI Bo Bcex TTOJTy4eHHBIX
muHugx DCK. C momomipio T P-anam3a owuta mc-
cienoBaHa sKcrpeccus reHoB ABCG2 n ABCBI B He-
nrddepeHIMPOBAHHBIX KJIETKAX U 1M depeHIINPYIO-
IIMXCST SMOPHOMIHEIX Teablax (puc. 8). DKcrpeccus
MPHK ABCG2 tpaHcnioptepa Ha0m01alIach BO BCeX
JIMHUSIX Ha BCeX M3YYeHHBIX cTtamusax. Kpome Ttoro,
UMMYHOMJTYOPECLICHTHBI aHalu3 TakKKe BbISIBUII
askcrpeccuto ABCG2 u Ha ypoBHe 6enka (puc. 9). Io-
JIydeHHbIe JaHHbBIEC COTJIACYIOTCS C pe3yibTaTaMU apy-
TMX aBTOPOB, TAKXKE BBISIBUBIIMX SKCIIPECCUIO TeHa
ABCG2 B DCK yenoBeka, kak Ha ypoBHe MPHK, Tak 1
Ha ypoBHe Oeyika (Bhattacharya et al., 2004; Ginis
et al., 2004; Apati et al., 2008; Sarkadi et al., 2009; Pal
et al., 2009).

Cy1iecTBeHHO 00Jiee HU3KUI YPOBEHB SKCITPECCUN
ObUT OOHapyXeH sl reHa TpaHcroptepa ABCBI u
TOJIBKO B TpeX KIIeTOUHBIX THUAX — SC5, SC6 u SC7.
Okcnpeccust reHa ABCBI tpaHcIiopTepa He Oblia BbI-
sBiaeHa B iuHum SC3a, B tuHnn SC6 oHa MMeJia MECTO

Ha BCeX M3YYEHHBIX CTaausx, B JUHUU SCS TOJBKO B
mnddepennupyromuxcss I, a B SC7 oHa Habmona-
Jack Tonbko Ha 10-e cyr muddepeHnmpoBku DT.
KpomMme Toro, ypoBeHb 9KCITPECCUU 3TOTO TeHa 3HaUYu-
TEJIbHO MOBBIIIAJICS B Tpolecce AuddepeHITNPOBKI
9T (puc. 8). B padore Antatu u ap. (Apati et al., 2008)
¢ nomolpio ITIIP-aHanu3a Takke ObLla BhISIBIIEHA
akcrpeccust ABCB1 tpancnioptepa B OCK ugenoBeka.
OnHako MMMYHOMITYOPECIIEHTHBIN aHaIM3 C TIOMO-
b0 MOHOKJTIOHAQJIbHBIX aHTUTE U aHAIU3 (OYHKIIMO-
HaJIBHOTO ACHCTBUS 3TOTO TpaHCIoOpTepa He 0OHaApY-
xun skcrpeccun ABCBI Ha TIOCTTPaHCISIITMOHHOM
ypoBHe. B CBSI3M ¢ HU3KUM YpOBHEM BKCIIPECCUU
MPHK ABCBI Mbl He NpOBOAWIM UMMYHOMJyopec-
HEHTHBIA aHaJI3 €ro 3KCIIPECCUU, TTOITOMY MOKHO
TOJIbKO KOHCTaTUPOBATh HAIMYKME HEKOTOPBIX MEKJTH -
HEeWHBIX pazmmanii Mexxay Juaussmu SC5, SC6, SC7 u
SC3a o skcrpeccun ABCBI v TOJIbKO Ha TPaHCKPUII-
nroHHOM ypoBHe. Heobxogumo otMeTuTh, yTo MPHK
ABCB 1 tpaHcniopTepa akcrpeccupyetcst B OCK yeno-
BeKa Ha OYeHb HU3KOM YPOBHE M B HEKOTOPBIX CITyJa-
SIX, BOBMOXHO, OH HIKE YPOBHSI UYYBCTBUTEJIBHOCTH
WUCIIOJb3yeMOr0 METOoJa TMPU OINMCAHHBIX YCIOBUSIX.
IMosTomMy HabmIOmacMbIe Pa3IMdrs MOTYT OTpPaskaThb
KaK peaylbHYI0 MEXIIMHEWHYI0O M3MEHYMBOCTD, TaK 1
CJIEICTBUE KOHKPETHBIX YCJIOBUM KyJBTUBUPOBAHUS
9THX JTUHUN. Bo3aMoxXHO, GyHKIIMOHUPOBAHNE 3TOTO
TpaHcroptepa B DCK uyesoBeka mposiBisieTcst He BO
BCEX YCJIOBUSIX KYJBTUBUPOBAHUSI.

Crnenyer OTMETUTh, YTO HAOJIOJaeMble Pa3TAUNS
Mexny mHusamu SC5, SC6, SC7 u SC3a MoryTt ObITh
CBSI3aHbI C pa3HBIMU UCXOJHBIMU YCIOBUSIMU KYJIBTH-
BUPOBAHUS 3TUX JIMHUN. TaK, IpY ITOJTyYeHUHU U KYJIb-
TuBrpoBaHuu JuHuit SCS5, SC6 u SC7 MbI UCITOJIB30-
BaJIi CUCTEMY KYJBTUBUPOBAHMSI C BBICOKMM COIEp-

Puc. 3. IMmMmyHOMIyOpECLIEHTHBIN aHAIM3 3KCIIPECCUU MAapKEePOB ILUTIOPUITOTEHTHBIX KJIETOK B HeanddepeHnpoBaHHbix DCK

yenoBeka uHuii SC5, SC6, SC7 u SC3a.

a—e — OKpallliBaH1e KOJIOHUI KieToK aHtuteaaMu npotus Oct4 munuii SC5, SC6, SC7 u SC3a cOOTBETCTBEHHO; 0—3 — OKpa-
mmBaHue XexcToM 33342 COOTBETCTBYIOIINX KOJIOHUI a—e; u—a — OKpallliBaHWEe aHTUTeJIaMH TPOTUB Nanog KOJIOHUI KJIETOK
smHu SC5, SC6, u SC7 COOTBETCTBEHHO; M—n — OKpallBaHue aHTuteaamu npotuB SSEA-4 kononuii DCK nmunuit SC5, SC6,
SC7 u SC3a cCOOTBETCTBEHHO; p—y — OKpalllMBaHUE KOJIOHUI KJIETOK MOHOKJIOHAIbHBIMY aHTUTe1aMu TpoTUB TRA-1-60 nuHuit

SC5, SC6, SC7 u SC3a coorBercTBeHHO; Bap, 50 MKM.
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Puc. 4. In vitro nudpdepenumposka muauit DCK yenopexa.

KOJIBLIOBA u np.

a—e U 0—3 — OKpallBaHUEe KJIETOK MOHOKJIOHAJIbHBIMU aHTUTEIaMU MPOTUB HecTuHA U B-TyOynuHa I11 (Mapkepbl aKTOOEPMBI)
smHuit SC5, SC6, SC7 u SC3a cOOTBETCTBEHHO; #—M — OKpalllMBaHUe MOHOKJIOHAJIbHBIMUA aHTUTEJIAaMU TTPOTUB O.-(heTorpoTe-
WHa (3HTOAEPMAITbHBIN Mapkep) KieToK JuHui SCS, SC6, SC7 n SC3a COOTBETCTBEHHO; H—p — OKpalllMBaHNEe MOHOKJIOHATb-
HBIMM aHTUTEJIAMM TPOTUB O.-aKTUHKMHA (MapKep Me3oaepMbl) KieTok uHuit SC5, SC6, SC7 u SC3a coorBeTcTBEHHO. bap,

50 MKM.

kaHueMm kwuciopona (20%), B TO Bpemsl Kak MpH
nonyyeHun nmuHum SC3a cpa3y mocie BbIIEJICHUS U3
OmacTouucthl KjieTku BKM KyJIsTUBHpOBaand B aTMO-
chepe 5% O,. B psme paboT OBIIIO PEKOMEHIOBAHO
CHIDKEHUE YPOBHS Krcaopona 10 4—>5% c 1ieIbto mpu-
OKeHUsT K (DU3MOJOTUUECKUM YCJIOBUSIM OpraHu3-
Ma, KOTOpbIE CITOCOOCTBYIOT CTaOMIM3AalIMK XapaKTe-
puctuk DCK (Ezashi et al., 2005; Forsyth et al., 2006).

Yepe3 HECKONLKO ITacCaxkeil TOIMyJISILUS TIpele-
ctBeHHUKOB uHUM SC3a ObUta pa3aelieHa Ha IBE Ja-
ctu. OHA YacTh KJIETOK ObIJIa 3aMOPOXEHA, a U3 Ipy-
roif 4acTH KJIETOYHOIO MaTepuaia B YCJIIOBUSIX ITOHU-
KEHHOI KOHIICHTpAalUM KUCIopoaa ObLIa MOoydeHa
muaus SC3, KkoTopast 00J1agajia ClioCOOHOCTBIO K ca-
MOOOHOBJIEHUIO M, COIJIACHO pe3yjbraTaM MMMYHO-
(byopeclieHTHOrO aHajin3a, COXpaHsula TLTIOPHUIIO-
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SC5 SC6

SC7 SC3a

BCK OT1 9T5 3T10 BCK BT1 9T5 8T10 BCK 9T1 BT5 9T10 3CK 3T1 3T5 BT10

OoCT4
NANOG
DPPA3
DAZL
GATA4
AFP
BRY
PAX6
RPL19

Puc. 5. TpanckpunuuroHHbIi npoduib HenuddepeHmpoaHHbix DCK yenoBeka u aMopronaHbix tesel] (OT) va 1, S u 10 cyr

nuddepentmposku tuHuit SC5, SC6, SC7 u SC3a.

.
4 - e

Puc. 6. UmmyHobyopectieHTHbII aHanu3 akcnipeccuu Oct4 u GATA4 B munusix SC3a u SCS.

OxkpamuBaHue KojoHui kietok SC3a (a, 6) u SCS (e, 0) MoHOKITOHATbHBIMU aHTUTeIaMu TIPOTUB GATA4 1 Oct4 cOOTBETCTBEH-
HO; OKpalllMBaHUeE sIIep TeX Ke KojjoHni XexcroM 33342 (s, e). bap, 100 Mmxm.

TeHTHOCTh MpPU KYJBTUBUPOBaHUM in vitro (KpblioBa
u ap., 2009). OgHako Npu U3MEHEHWUU YCJIOBUM KYyJb-
TUBUPOBAHMS, CBSI3aHHBIX C YBEJIMYEHHEM KOHLIEH-
Tpaumu Kuciiopona 10 20%, KJIeTKH 3TOi TUHUH TT0-
TEpSUIM CIIOCOOHOCTh K AKTUBHOW mMposmdepalnu,
npuYeM 3TU M3MEHEHUST OBIITM HeoOpaTUMBIMU. Tem
He MeHee, DCK, KkoTophle ObUIN JEKPHOKOHCEPBUPO-
BaHbI HA paHHUX TAaccaXkax MocJie KyJIbTUBUPOBAHUS B
atmocdepe 5% O,, okazaauchb CIIOCOOHBIMU K POCTY

OHTOTEHE3 Ne 4

ToM 42 2011

rfocJjie pa3MOpaKMBaHUS 1 aKTUBHOMY CAaMOOOHOBJIe-
HUIO TIpU KYJIBTUBUpOBaHUY B atMochepe 20% O, no
nonay4yeHus1 noctossHHOM muHnKn SC3a. OgHako KieT-
KW JAaHHOM JIMHUU VMEIOT P OTIIMYUIA OT TpeX APY-
rux auHuii DCK. Ilpuuem, HECMOTPS Ha CEJIEKLIMIO
HemnddepeHIMPOBAHHBIX KJIETOK, ITPOBOISIIYIOCS
npy KaxmnoM MexaHmdeckoMm mepeceBe DCK, koio-
Hun guHun SC3a, TeM He MeHee, MONICPKUBAIOT
YCTOMYUBYIO CTPYKTYPY C IpeodiagaHueM KOMMUTH-

2%
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KOJIBILIOBA wu np.

Puc. 7. Auddepenumposka in vivo nuanit DCK denoBeka B TPOM3BOIHBIE TPEX 3aPOIBIIIEBBIX JJUCTKOB B 9KCITEPUMEHTATBHBIX

TepaTromax.

a, 6— CEKPETOPHBIN SMUTEINI KUILIEYHOTO TUTIA B 3a4aTKaX KUILIEYHBIX KPUIIT; 8 — KJIETKU COEIUHUTEIbHOM Y XKUPOBOU TKAHU;
2 — KJIETKHU OPOroBEBAIOLICTO SIMUTEIMA; 0 — IJIaIKOMBILLIEYHbIE KIIETKHW; B Ka4Y€CTBE IMpUMEpPa NpeaAcTaBJI€Ha JIMHUA SC7. Bap,

100 MKM.

POBaHHBIX KJIETOK, KOTOpbIE, ITOJ00HO HenuddepeH-
LIMPOBAaHHBIM KJIETKaM, aKTUBHO JEJSTCS, KaK MoKa-
3aJIM HalllM JaHHbIE MO U3YYEeHUIO CKOPOCTU POCTA in
Vitro U JaHHbIe KAPUMOTUITMYECKOTO aHaI13a 3TOU JIU-
Hun DCK. MHTEepecHO OTMETUTh, UTO CTPYKTypa Ka-
puotura auHuu SC3a He M3MeHWIAch IIPU IIepexone
W3 OHOM CUCTEMBI KYJIBTUBUPOBAaHUS B Apyryio. Pa-
Hee B paboTax 1o KjioHupoBaHuto DCK 6bL10 mokasa-
HO BOCCTaHOBJIEHHUE TeTepPOreHHOCTU B IMPOLIECCE PO-
cra kosionnu DCK yenoseka B ymHusax H9 u H1. Tak,
B TIpOLiecCe pOCTa KOJIOHUM U3 OJHOMN KIIETKU, DKC-
MIpPECCUPYIOIIEH ITOBEPXHOCTHBIM aHTUreH SSEA-3,
TakKe ObICTpO Bo3HUKaIM M SSEA-3-HeratuBHEBIC
ket (Stewart et al., 2006). Takum oGpa3oM, reTepo-
TEHHOCTb KJICTOK B KOJIOHMSIX SIBJISIETCSI XapaKTepHOM

ocobeHHocThio TuHU DCK, B oTiinune ot DCK MbI-
. BeposiTHO, Ha caMbIX paHHUX 3Tanax odpa3oBa-
Hust iuHuM DCK 4YenoBeka B onpeaeeHHbIX YCIOBU-
SIX KyJILTUBMPOBAHUS YCTAHABIMBACTCS €€ CTaTyC, KO-
TOPBII B OOJIBIICH MJIM MEHBIIIEH CTEIIEHU OTJINYACTCS
ot craryca kinetrok BKM 6macrouucrel. U3meHeHME
CUCTEMBI KYJIBETUBHUPOBAHMS MOXET IIPUBOIUTH K He-
00paTUMBIM M3MEHEHUSIM XapaKTePHBIX CBOMCTB WJIN
Kapuotuiia tuHun DCK 1, Kak cieIcTBue, ee MoTeH-
nuana K guddepenunpoBke. HemaBHo ObLI10 MOKa3a-
HO, YTO IIPY NOJIYYSHUM U JaJIbHEHIIIeM KyJIbTUBUPO-
BaHuu DCK uestoBeka B yCIIOBUSIX C HU3KMM COIEepXKa-
HUEM KUCJIOpoJa He IPOUCXOIUT IpexXIeBpeMeHHas
1 HeoOpaTuMasi MHAKTUBAIIUS X-XPOMOCOMBI, KOTO-
past umeeT mecto B muHUSIX DCK 4denoBeka, moaaep-
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SC7 SC3a

BOCK OT1 BT59T10 BCK BOT1 3T5 BT10 BCK 9T139T5 3T10 BCK BT1 BT5 BT10

ABCG2
RPLI9

Puc. 8. Dkcnpeccus reHoB TpaHcopTepoB ABCG2 u ABCB1 B HenuddepeHumpoBaHHbiX DCK yesioBeKa U B SMOPUOUIHBIX TEIb-
uax (3T) Ha 1, 5 u 10 cyr nuddepenuvponku unuii SC5, SC6, SC7 u SC3a.

Puc. 9. UMMyHOMDIYOpPEeCLIEHTHBIN aHAIU3 3KCIPECCUN TeHa TPaHCIOpTepa MHOXKECTBEHHOM JIeKapCTBEHHOM YCTOMYMBOCTHU

ABCG2 B nunusix OCK 4yenmoBeka.

a—e — xonouun qunanit DCK venoseka SC5, SC6, SC7 u SC3a coorBeTcTBeHHO. bap, 65 MKM.

XXMBaeMBIX B TPAIUILIMOHHBIX CUCTEMaX KYJIBTUBUPO-
BaHUSI C BBICOKMM cofepkaHueM kuciaopoaa (Lengner
et al., 2010). Takum oOpa3oM, MOJy4YEeHHBIE pa3HbIMU
HCCIICIOBATEIIMU TaHHbBIE CBUICTEIBLCTBYIOT O TOM,
YTO XapaKTEpPUCTUKHU U MOTEHUMANI K nuddepeHI-
poBke JmHuii DCK 4eoBeka B 3HAYUTEILHON Mepe
3aBUCST OT MCHOJB3YeMOI CUCTeMBI KYJILTMBHPOBA-
HUS, KOTOpas SBISETCS MCKYCCTBEHHOM HWILEH IS
OCK, obecrnieuynBalolieil Mx cTabuIbHOCTb. M3MeHe-
HUE YCJIIOBHIA KYJIBTUBHUPOBAaHUSI MOXET IIPUBECTU K
HeoOpaTMMOMY HapyIIEHUIO CTaTyca JMHUU.

ABTOpBI  BBIpaXaroT  OJarogapHocTb  IIPod.
H.H. MamaeBy u TJI. Tnanunoit (CI10, MeguiimH-
ckuii yHuBepcuteT uM. WM.I1. TlaBioBa) 3a BO3MOX-
HOCTB HcIiojib3oBaHusI Ikaros4 Karyotyping System for
transmitted light (MetaSystems, Germany).
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Comparative Characteristics of New Human Embryonic Stem Cell Lines
SC5, SC6, SC7, and SC3a

A. M. Kol’tsova!, O. F. Gordeeva?, T. A. Krylova!, N. V. LifantsevaZ,
A. S. Musorina!, T. K. Yakovleva!, G. G. Poljanskaya': *

! nstitute of Cytology, Russian Academy of Sciences, St. Petersburg, Russia 194064
2Kol’tsov Institute of Developmental Biology, Russian Academy of Sciences, Moscow, Russia 119334
* E-mail: poljansk @mail.cytspb.rssi.ru
Abstract— Numerous human embryonic stem cell lines with different genetic background are widely used as
cell models for fundamental, biomedical and pharmacological research. New hES cell lines SC5, SC6, SC7,
and SC3a are derived from the blastocysts and maintained on mitotically inactivated human feeder cells. All de-
rived hES cell lines passed through more than 120 cell population doublings, retained normal diploid karyotype
and ability of in vitro differentiation in the derivates of three germ layers. These lines express the markers of un-
differentiated hES cells: Oct-4, Nanog, SSEA-4, TRA-1-60, and alkaline phosphatase. Moreover, undifferen-
tiated cells of SC5, SC6, and SC7 lines expressed germ line specific genes DPPA3/STELILA and DAZL and did
not express somatic lineages specific genes. In contrast, undifferentiated cells of SC3a line did not express
DPPA3/STELILA and DAZL but expressed extra embryonic endoderm cell markers GATA4 and AFP. Double
staining of SC5 and SC3a colonies by antibodies against transcription factors Oct-4 and GATA4 has demon-
strated that most SC3a cells in colonies were positive for both factors. Furthermore, the cells of SC5, SC6, SC7
lines but not of SC3a line formed teratomas containing the derivates of the three germ layers. These results in-
dicate that, in contrast to the other cell lines, the cells in the SC3a colonies represent an early committed cell
population. Moreover, expression of the multidrug resistance transporter gene ABCG2 was detected in undiffer-
entiated cells and differentiating embryonic bodies during 10 days of all lines by immunofluorescent and RT-
PCR analyses, whereas RT-PCR analysis has revealed up-regulation of the ABCB1 transporter gene expression
in differentiating embryoid bodies of SC5, SC6, and SC7 cells only. Thus, these findings demonstrate different
characteristics and differentiation potential of SC5, SC6, SC7, and SC3a hES cell lines which were derived in

different conditions.

Keywords: human embryonic stem cells, marker expression, differentiation, karyotype
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BUOJIOTUA PA3BBUTUSA PACTEHUI

OCOBEHHOCTHU BKCITPECCUU MEPUCTEM-CIIELHIM®NYHOI'O I'EHA
WOX5 TIPU OPTAHOTEHE3E KJIYBEHBKOB BEOBOBBIX PACTEHUI!
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B nocaeaHue roabl akTUBHO McCenyeTcs: pojib reHoB WOX, KOOUPYIOIIUX TPaHCKPUITIIMOHHBIE (haKTOPbI
C TOMEOJIOMEHOM, B Pa3BUTHUM alTMKAIbHBIX MEPHUCTEM ITobera u KopHs. OmgHako poJib reHoB WOX B KOH-
TpoJie npoyindepalu KIeTOK B APYrUX TUNAaX MEpUCTEM MajioudydyeHa. Haiia pabota nocBsilieHa usyye-
HUIO poii reHa WOX5 B pa3BUTHUH MEPUCTEMBI CTIEIMATM3UPOBAHHBIX OPTaHOB — a30T(UKCUPYIOIINX KITy-
0€HbKOB, POPMUPYIOIIMXCS Ha KOPHSIX 0000BBIX paCTEHUI MPU CUMOM03€e ¢ OaKTepusIMU pru300usiMu. Mbl
nokaszanu, 9to reH WOXS5 BoBjieueH B pa3BUTHE MEPUCTEMBI KITy0eHbKa 0000BBIX paCTeHUI, OLICHWIN KO-
JIMYECTBEHHO €T0 9KCITPECCUIO Ha Pa3IMUHBIX 3Tanax KIyoeHbKOOOpa3oBaHUsl, a TAKKe U3YYUIIN JIOKATH-
3allMI0 ero 9KCIPECCU C MOMOIIBI0O KOHCTPYKIIMH, coaepxaleit mpomorop WOX5, coenuHeHHBIH ¢ pe-
nopTepHbIM reHoM. O0cyKaaeTcs poJib TpaHCKpUNIIMOHHOTO pakTopa WOXS B opraHoreHe3e KJIyOeHbKOB
U €r0 BO3MOXXHOE B3aMMO/JICHCTBUE C TOPMOHAJIBHOM CUCTEMOI MPU Pa3BUTHUM KIIyOCHBKOB.

Knruesvie carosa: pazBuTue KiyoeHbKa, 6000BO-pU300MAIBLHBIN CUMONO03, MepUCTEMOCTEIM(MDUIHBIE Te-

Hbl, WOX.

BBEJAEHUE

IIpu cumM61o3e 6OOOBBIX paCTEHUI C IIOYBEHHBIMU
OakTepussMu cemelictBa Rhizobiaceae (Tak Ha3bIBAEMBI-
MU pU300MSIMU) Ha KOPHSIX pacTeHuil (hopMUpPYIOTCS
HOBbBIE OpraHbl — CUMOMOTUYECKHE KITYyOeHbKH, B KOTO-
PbIX OaKTEPUH OCYLLIECTBIISIIOT ITPOLIECC OMOOTMUYECKOM
dukcaluy MoJIeKyIsipHoOro a3ota. boboBo-przoduab-
HBIIA CUMOMO3 MIPEICTABIISIET COOOI CTTOXKHO pEryJImpye-
MBIl TIPOLIECC, KOHTPOJUPYEMbIi TeHaMU 000MX MapT-
HepoB. PazpuTtrie ciMOMo3a HAYMHAETCS C CUTHATBHBIX
B3aMMOJEHCTBUI MeXITy OaKTEepUSIMU U pACTEHUEM-XO-
3sMHOM. B OTBET Ha BhIzEssieMble B pu3ochepy 0000BbI-
MU pacTeHUsIMU (hJIaBOHOUIBI OAKTEPUN CUHTE3UPYIOT
JIMIIOXUTOOJIMTOcCaXapuIiHble MoJyieKyiabl Nod-gakro-
pbl. Nod-¢hakTopbl CBSI3bIBAIOTCS CO CIEUU(MDUIHBIMU
pelieritopaMu 6000BBIX PACTEHUIA U aKTUBUPYIOT Kac-
KaJl COOBITUI, BEAYIINX K Pa3BUTHIO MH(MEKIIMU U (hop-
MUpOBaHMIO KiTyoeHbKOB (Ben Amor et al., 2003; Radu-

' Pagora Gbuta noaaepxaHa rpaHtamu PODU 10-08-01207a,
PODOU-HUCH 09-04-92865a, PODU 08-04-00537a, PODU
11-04-01689, rpantom IIpe3umeHTa ISl MOANCPKKU HAYIHBIX
mkosn HIII-5399.2008.4, HII 7623.2006.04; TocymapcTBeH-
HBIM KOHTpakToM OT DenepasbHOTrO areHTCTBa M0 HayKe U UH-
HoBanuaMm 02.740.11.0276, TocynmapcTBEHHBIM KOHTPAKTOM OT
DenepanbHOro areHTcTBa o oopazosanuto [11301, CRDF ST-
012; CRDF-Muno6pa3zoBanusi RUXO-012-ST-06 (BP2M12),
rpaiToM PODOU-NWO 047.018.001 u rpantom IIpaButeib-
crBa Cankr-Ilerepbypra 2.6/27-04/012.

toiu et al., 2003; Limpens et al., 2003). I1pu penerimmu
Nod-dpakTopoB, B KJIeTKaX KOPHEBOU SMUACPMBI ITPO-
rcxonut aernofisipu3anyst MmeMOpanbl (Ehrhardt et al.,
1992, 1996; Harris et al., 2003), BO3HUKAIOT KOJI€0AHUS
KOHIICHTPAIIMU KaJbliMsl B TIEPUHYKJIEAPHOM TIPO-
crpanctBe (Felle et al., 1999; Engstrom et al., 2002;
Charron et al., 2004), i3MeHeHUsI B CTPYKTYpe LIMTOCKe-
neta (Van Brussel et al., 1992; de Ruijter et al., 1999) u,
KaK ciencTBue, meopManvy KieTok smuaepmbl (Le-
rouge et al., 1990), a Takxe 3KCNpeccUpyroTCs Te€HbI
paxHux HomymHOB (ENOD tensbl, oT aHriI. early nodu-
lins) (Horvath et al., 1993; Albrecht et al., 1998). BbI13bI-
BaeMble Nod-(aKkropamMu OTBETHBIC PEaKIIH B SITUACP-
Me KOpHSI YETKO CKOOPIMHUPOBAHBI C IIPOIECCaMU,
TIPOUCXOSIIMMHU B KOpe KOPHSI — peaKTUBaLIMel iese-
HUI1 KJIIETOK KOPbI KOPHS 1 MepULIMKiIa U (popMUupoBa-
HUEM TpUuMopausi/MeprucTeMbl KiyoeHbka (Oldroyd,
Downie, 2008). ¥ rpynmbl 6000BbIx pacteHuii (Lofus
Japonicus, Glycine max), KoTopble (pOpMUPYIOT KITyOEHb-
KU IeTepMUHUPOBAHHOTO THTIA, PEaKTUBALIMS JeJICHUIM
MPOUCXOIUT B KJIETKAX BHEIITHEM KOPbI, TOrIa KaK Y pac-
teHuii (Medicago truncatula, Pisum sativum), bopMupy-
JOIIMX KIYyOeHbKM HeIeTepMUHMPOBAHHOIO THUIIA, Ha-
MPOTUB, AEJSITCS KJIETKA BHYTPEeHHeER Kophl. Tak Kak
Nod-dakTopsl He TIPOHNKAIOT BHYTPh KOPHS, a OCTa-
IOTCSI CBSI3AaHHBIMU C KJIETKAMM SMUACPMbI, B KOHTPOJIb
TIPOLIECCOB PEaKTUBALINM JCJICHUI KIIETOK Y 3aKJIaaK1
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MPUMOPIKS MOTYT ObITh BOBJIEUEHBI SHIOTEHHBIE PETy-
JISITOPBI CAMOTO pacTeHusl (B YaCTHOCTHU, TOPMOHBI). Oni-
HAKO MEXaHW3MbI TaKOI PETyJIsILIUY ellle JaJIeKH OT M0~
HMaHms. Kak ObUI10 IToKa3aHo, peaKTUBAIAIO KIIETOY-
HbBIX JIeJICHUI B KOpe KOPHSI CTUMYJIUPYET IUTOKUHUH
(Murray et al., 2007; Tirichine et al., 2007). ¥ MmoaeIbHbBIX
0000BBIX Medicago truncatula n Lotus japonicus ObLA
BbISIBJIEHbI KOMITOHEHTBI LIMTOKWMHWHOBOTO CUTHAJILHO-
IO MyTH, BOBJICUCHHbBIC B Pa3BUTHE KITyOSHbKA, 3 UMEH-
Ho penenrrop uuroknanHa MtCREL/LJLHK1 u pery-
JISITOPBI IMTOKWHWHOBOTO oTBeTa RR B-Trma u A-tuma
(MtRR1, MtRR4, coorBerctBeHHO). IlokazaHo, 4yTO
Nod-¢aKkTopbl CTUMYIMPYIOT HAKOIUIEHHE (PIIaBOHOM-
JIOB, THTMOUPYIOIIYX MOJISIPHBIN TPAHCTIOPT ayKCHUHA B
mecte nHpekmu (Hirsch et al., 1989; Mathesius et al.,
1998; Grunewald et al., 2009). DTo IPMBOAUT K JIOKAITb-
HOMY M3MEHEHUIO COOTHOIIIEHUSI KOHLIEHTpalUM ayK-
CHUHA Y LIMTOKWHWHA B TKAHSIX KOPHS U, BEPOSITHO, aK-
TUBALUM LIUTOKMHUMHOBOTO OTBeTa. TakumM 00pas3oMm,
Nod-dakTopsbl 3aITycKaloT peakiiu B AMUIepMe KOPHSI,
MPUBOJISIIME K PA3BUTHIO MH(DEKIIMU, U B TO XK€ BpeMsl,
MaHUITYJIUPYSd TOPMOHAJIBHON CUCTEMOI pPaCTEeHUIA,
CTUMYJIUPYIOT JIEWCTBUE BHIOTEHHBIX PETYyJIsITOPOB
nponudepaliuy KJIeToK pacTeHUi [TUTOKUMHUHOB, UH-
JYLIUPYIOLINX Pa3BUTHE TTPUMOPINS KITyOeHbKa.

Hapsiny ¢ MexaHu3MaMM JOKaIbHOTO KOHTpPOJISI, B
rporecc opMUPOBAHUST KITYOEHBKOB Y O0ODOBBIX pac-
TeHUI TakKe BOBJIEYEHBI M CHUCTEMHBIC MeXaHU3MbI
(Tak Ha3bIBaeMasi, CiCTeMa aBTOPETYJISILIMY KITyOeHbKO-
00pa3oBaHus). ABTOPETY/ISILUSA SIBISIETCSI MEXaHU3MOM,
MOCPEICTBOM KOTOPOIO pacTeHHEe WHIUOMPYET Hallb-
Heiilee (hopMUpOBaHUE KITYOEHBKOB Ha KOPHSIX TTOCIIe
TOT0, KaK YK€ MOSIBUJINCh HECKOJIBKO MEPBBIX KITyOeHb-
koB (Caetano-Anolles, Gresshoff, 1991). B aBroperyns-
LIMIO BOBJIEYEHBI PELICITOP-TTOA00HbIE KMHA3bI CeMeli-
ctBa CLAVATA, neiicTByiolye B rooere, KOTopble ObI-
JI UAEHTU(PUIIMPOBAHBI Y HECKOJIBKMX BUIIOB OO0OBEIX.
[Ipenmnonaraercst, YTO MHOKYJISILIMST pACTEHUI PU300OUSI-
MU TIPUBOAUT K BBIPAOOTKE CHUrHajga (HEM3BECTHOM
MIPUPOIBI), KOTOPBIN ITOCTYMAEeT U3 KOPHE B HaI3eM-
HYIO 4acTb, CBSI3bIBA€TCS TaM C CHUCTEMOil OeJIKOB
CLAVATA, u9T0 B CBOIO 0Uepeib, CITOCOOCTBYET aKTHBa-
LMK APYTOrO CUTHAJIA, KOTOPKIA ITOCTYMHAaeT B KOPHU U
MHTUOMpPYeT JaJIbHEeHIIYIO 3aKIaaKy Ki1yoeHbKoB (Oka-
Kira, Kawaguchi, 2006). Takum o6pa3om, ¢opMrpoBa-
HUE KIIyOEHBbKOB Y O0OOOBBIX paCTeHWIA HAXOOWUTCS IO
KOHTPOJIEM CJIOKHOW CUCTEMBI PETYJISILIUU, JIOKAJIbHBIC
M CHUCTeMHbIE MEXaHU3Mbl KOTOPOH eIlle IIPpeACTOUT
pacumgpoBars.

B TeueHne MHOIMX JIET B IMTepaType OOCY:KOACTCS
BOITPOC 00 3BOTIOLIMOHHOM ITPOMCXOXIECHUN KITyOSHb-
KkoB. CoryacHo HanboJiee pacIpoCTpaHEHHOM TUTIOTE-
3¢, KJIyOCHbKY BO3HUKJIM B XOJI€ BOJIIOLIMM Ha OCHOBE
MoarhUKaILIAK ITPOrpaMMBbl pa3BUTHSI O0KOBBIX KOpHEH
(Mathesius et al., 2000; Bright et al., 2005). D1y runore3y
MOATBEP>KAAaeT BbISIBICHUE MYTallUii, 3aTparvBarolIdX
KaK pa3BUTHE OOKOBBIX KOpPHEM, TaK U pa3BUTHUE KITy-
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oenbKoB (Bright et al., 2005). Kpome Toro, u3BecTHbI
aHOMAaJTUM Pa3BUTHUS KIIyOSHBKOB, IMPU KOTOPBIX U3 Me-
pucteMbl c(OOPMUPOBABIIIETOCS] KTyOeHbKa pa3BUBACT-
csl 9KTONMUYECKUI KOpeHb. MHTepecHO, YTo TaKasi aHO-
MaJlisl MOXET ObITh 0OYC/IOBJIEHA KaK MyTallMeil pacTu-
TesabHOro reHa (PsCoch) (Ferguson et al., 2005), Tak u
MyTallMsIMU B TeHax OakTepuii (B 4aCTHOCTU, T'€HOB,
KOHTPOJIUPYIOIIMX OUOCUHTE3 TTMPUMUANHOB U ITypy-
HoB) (Ferraioli et al., 2004). O6111a51 0COOEHHOCTD pa3BU-
THsI OOKOBOTO KOPHSI M KJTyOeHbKa COCTOUT B TOM, UTO
VHULMALMS KJIETOYHBIX AeJIeHU Mpu 00pa3oBaHUU
MPUMOP/EB KITyOeHbKOB, TaKXKe KaK U 3aKjaaKa Ipu-
MopaueB O0KOBbIX KOpHEH y 6000BbIX pacTeHUI MpOKC-
XOJUT HAMPOTUB TTyYKOB KcuiieMmbl. Kpome Toro, B cu-
CTEMHBIM KOHTPOJIb (aBTOPETYJISIIMIO) Pa3BUTHUS KITy-
OEHBKOB M OOKOBBIX KOPHEN MOTYT OBITh BOBJICUYEHBI
00l11I1e KOMITOHEHTBI: Y MyTaHTOB, XapaKTePU3YIOIIIUX-
Csl yBeIMYEHUEM KOJIMUYECTBA KIyOEHBKOB (CYIIepKITy-
OSHBKOOOpA3yIoIIMe MYTAHTHI) TaKXKe YBEJIUYEHO U
YUCSI0 OOKOBBIX KOPHEN, MO0 CPaBHEHUIO C AUKUM TH-
noM (Searle et al. 2003). Bce 31 JaHHBIE B COBOKYITHO-
CTH MOATBEPXKIAIOT CYILIECTBOBAHME OOIIMX PETYJISITOP-
HBIX MEXaHU3MOB, JICXKAIIIMX B OCHOBE Pa3BUTHUSI OOKO-
BOT'0 KOPHSI 1 KITyoeHbKa. [ToMrMo Toro, 4To KITyOeHEK,
Takke Kak 1 O0KOBOI KOpeHb BO3HUKAET de novo B pe-
3yJIbTaTe peakTUBAlIMM KJIETOYHBIX JEJIEHUI B TKAHSIX
KOpHSI, IPYroil BaxkHO OCOOEHHOCTHIO, COMKAIOIIEH
pa3BUTHE KITyOeHbKa ¢ O0KOBBIM KOPHEM, SIBJISIETCST Ha-
JINYMe y Hero coocTBeHHo MepucteMbl. K HacTosiemy
BpPEeMEHU, BOITPOC O TOM, KAKUM 00pa30oM pPeryampyercst
pa3BuTHe U GYHKIITMOHUPOBAHUE MEPUCTEMbI KITyOEHb-
Ka, ocTaeTcsl Majion3sydyeHHbIM. HepaspellieHHbIM ocTa-
€TCS1 BOIIPOC O CYIIECTBOBAaHMU OOLIMX MEXaHU3MOB,
PeryJIMpyIoIIMX pPa3BUTUE MEPUCTeMbl KIyOeHbKa U
kopHs. Kak nokazanu uccienoBaHusl MOCAEIHUX JIET,
BAKHYIO POJIb B PETY/ISILIMM aKTUBHOCTH MEpPUCTEMBI
KOpHsSI WrpaeT romeoobokc-codepskaiuuii reH WOX5
(Haecker et al., 2004). ¥ myranToB 1o reny WOX5 ko-
pPEHb YKOPOUYEH, CTPYKTYypa MOKOSIIETrocsl LIEHTpa Me-
pUcTeMBbl HapyllleHa (pa3Mep KIJIETOK ITOKOSIIIErocs
LIEHTpa YBEJIMYEH), a TpujiexKallve KieTKU-UHULNAIN
npeteprenBatoT nuddepeHIpoBKy (Sarkar et al., 2007).
Iern WOX5 skcripeccupyeTcss B ITOKOSIIIIEMCSI ILIEHTPE
(opraHuzarope) MepuCcTeMbl KOPHS Y OTBEYaeT 3a ITOM-
Jiep>KaHUe KJICTOYHBIX JeJICHUI U roaaBiaeHue nudde-
PEHLMPOBKY TIPUJIEXKAIIIMX KIETOK-UHULMasei (CTBO-
JIOBbIX KJIETOK), OMHAKO KOHKPETHBIA MEXaHU3M €ro
JIeNCTBUS ocTaeTrcsl HemdydeHHbIM. WOXS5 saBiseTcs
TIpEeICTaBUTEIEM CEMEICTBA TOMEOIOMEH-COeP XKaIIX
TPaHCKPUIIMOHHBIX (hakTopoB WOX, UTpaloIINX BaxK-
HYIO pojb B pa3BuTuM MmepucrteM pacteHuii (Haecker
et al., 2004, 0630p cm. JIyrosa, [lomyeBa, 2007). Han6o-
Jiee u3ydeHa pojib WOX B peryisinuu mpoiardepannu
KJIETOK B allMKaJIbHOM MepucTeMe nodera. B mepucreme
nobera (B OpraHM3YIOIIEM ILIEHTpPE) SKCIIPECCUPYETCs
npeactaButenb cemerictBa WOX — ten WUS. Tpan-
CKpUMITUMOHHBIN (pakTop WUS cTumMympyeT JejaecHUs
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KJIETOK, HEMOCPEACTBEHHO B3aMMOIEUCTBYS C KOMIIO-
HEeHTaMU IUTOKMHUHOBOTO CUTHAJIBHOTO OTBETa, 00ec-
Me4yurBasi JIOKaJIbHOE YCUJICHUE ISHCTBUSI LIMTOKUHMHA,
TOPMOHA, CTUMYJIMPYIOILLIETO MpoJirdepalrio, B MEPU-
creme (Leibfried et al., 2005). C apyroit CTOpOHBI, TeH
WUS B3aumoneiictByet ¢ cuctemoii 6enkoB CLAVATA,
BKJTIOYAIOILEN TE€TEPOJAUMEPHBIN PELIEITOPHBIA KOM-
mwiekc CLVI/CLV2 wu mnentuansiii auraHn CLV3
(CLE-nienTum) v peryaupyeT NoaAep>KaHue Mmyja CTBO-
JIOBBIX KJIeTOK B MepucteMe (Schoof et al., 2000). Kak
MOKa3aJIid UCCIIEIOBAaHUST HA MOJIETbHOM OOBEKTE, apa-
ounorncuce, mpoaykTel reHoB WUS n WOX5 dyHK1IMo-
HaJIbHO 3KBHMBaJIcHTHHI (Sarkar et al., 2007): o6a 3Tu re-
Ha BKCIIPECCUPYIOTCS B “OpraHM3yIONIMX LIeHTpax” Me-
pucteM M 00ecrneuyMBalOT  MOJJIEpXKaHWE  IMyJa
CTBOJIOBBIX KJIETOK, CTUMYJIMPYS UX Mpojudepaliunio v
onokupys nuddepeHIMpoBKY. Ha ocHoBaHMM CXOACTBA
BBINOJIHSIEMBIX (DYHKLIMIA MOXHO MPEANONIOXUTh CXO-
XK1 MexaHu3M JeiicTBust perynsitopoB WUS n WOXS.
ITocnenHue naHHBIE CBUIETEILCTBYIOT O TOM, uTo WOX5
moxeT BzaumMoneictsoBath ¢ CLAVATA-niono0OHoIi cu-
cremoii B Mepucteme KopHs: CLE-tienTua (KOMITIOHEHT
cuctembl CLAVATA) CLE40 orpaHu4uBaeTr 001acTh
aKkcnpeccun WOX5 B MeprcTeMe KOPHS TaKKM XKe 00pa-
30M, Kak CLV3 orpaHuumBaeT 00J1aCTh 9KCIIPECCUU Te-
Ha WUS B mepucteme nobGera (Stahl, Simon, 2009).
Bmustnue WOXS5 Ha LIMTOKMHUHOBBII OTBET B MEPHUCTE-
M€ KOPHS U3y4eHOo He 0bu10. TakuM 00pa3oM MokasaHo,
yto WOX5 ctumymmpyeT nipoaidepalnio 1 TToIaBIsieT
I bepeHIMPOBKY CTBOJIOBBIX KJIETOK-MHULIMAJIEH B
MepUCTeEMe KOpHSI, HO KOHKPETHbIE MEXaHU3MBbI €ro
JIEVCTBUS K HACTOSIIIIEMY BPEMEHU HE U3BECTHHDI.

ITockonbKy nporpaMMbl pa3BUTHSI OOKOBBIX KOpHEM
1 KJIIyOSHBKOB 3BOJIIOIIMOHHO OJIM3KU, MBI TIPEATIONO0-
X, 9To TeH WOX5 MoXeT OBITh TAKKEe BOBJICUEH B
KOHTPOJIb OpraHoreHe3a KiyoeHbKoB. K Hactosiemy
BpeMeHM poJib WOX5 B pa3BUTUM KITyOSHBEKA OCTACTCSI
HEMU3YYEHHOM, XOTs B JIMTEpaType MMEIOTCSI JaHHBIE O
BO3MOXXHOM YJaCTUM 3TOIO I'eHa B pa3BUTUH KITyOEHbKA
(Wan, 2007). KoHTponupyeTcs: i pa3BUTUE MEpPUCTE-
MBbI KIIyOeHbKA 1 MEpUCTEMBI 0OKOBOT'O KOPHSI OOILLIMMU
peryasaTopHbiMu (pakTopamMu? DTOT BOIPOC TTproOpe-
TaeT OCOOBII MHTEPEC B CBETE IMCKYCCUU 00 SBOJTIOLIM -
OHHOM IIPOMCXOXIACHMU KITyoeHbKa. I[IpuHIImMmmaib-
HBIE pa3I4Yns B MHAYKLIMN Pa3BUTHS KIyOeHbKa 1 00-
KOBOI'O KOPHSI CBS3aHbl C TOPMOHAJIBHOM PEryJISILUECH
3THUX IIpolieccoB. MHAyKTOpOM 00pa3oBaHMsI OOKOBBIX
KOpHEI SIBJISIETCSI ayKCUH, CTUMYJIMPYIOLIMIA Iposinde-
paLuIo KJIETOK MEePULIMKIIA IIPY Pa3BUTUN IIPUMOPIUSI
o6okoBoro KopHs. beito mokazano, uro ren WOX5, skc-
IIPECCHsT KOTOPOTO aKTUBUPYETCSI IIPU TIEPBLIX JCICHM-
SIX KJIETOK TIEPMIIMKIIA, SIBJIIETCSI ayKCHMH-pEeryJImpye-
MbIM (Gonzali et al., 2005; Imin et al., 2007; Chen et al.,
2009). TakuM 0Opa3oMm, TIpPU pa3BUTUN OOKOBOTO KOPHSI
ayKCHH MOKET aKTMBUPOBaTh 9KcIIpeccuio reHa WOX35,
YYaCTBYIOIIIETO B Pa3BUTUM MEPUCTEMBI OOKOBOT'O KOp-
Hs1. B oToiuue oT ayKkcrMHa, ropMOH LIMTOKWMHMH T10aB-
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JISIET pa3BUTHE OOKOBOTO KOpHS. JIoKaJlbHOE YCUITEeHUE
KOHIICHTpAlU¥ LIMTOKMHMHA B KJIETKAX IIEPUIIMKIIA
(HammpuMep, BbI3BAHHOE CBEPXIKCIIpeccueil reHa ouo-
CHHTe3a IIMTOKMHMHA M30IEHTUHWITPpaHC(hepasbl) Ha-
pyllaeT 3aKji1aaKy TpuMOpareB OOKOBBIX KOpHeil. DK-
30re¢HHOE T0OaBJICHUE LIMTOKWHWHA BbI3bIBACT U3MEHE-
HUE HampaBJIeHUII KJIETOYHBIX HAeJIeHWiI B (popmu-
pymoleMcs TIpUMOPIIUU, Hapylliasi ero CTPYKTypy, U4To
MPUBOIUT K (pOPMUPOBAHUIO “TUIOCKOTO” TIPUMOPIMS
6okoBoro kopHs (Laplaze et al., 2007). B npotusorio-
JIOXKHOCTb 3TOMY, ObLIO TOKa3aHO, YTO UMEHHO LIUTO-
KMHMH WUTpaeT KJIIOUEBYIO POJIb B aKTUBALIMU JEJICHUI
KJIETOK KOPBI MPY Pa3BUTUM MPUMOPANS KIyOeHBKa.
KakoBbI ke OTHOCUTEJIbHbIC POJIU ayKCMHA U LIUTOKU-
HUHA B MTHULIMALIAM PAa3BUTUSI IPUMOPAMS KITyOeHbKa?
Kakyio ponb wurpaeT akTUBUpPYeMBId ayKCMHOM TI'€H
WOX5 B 3aknanke MepucTeMbl KiTyoeHbka? CyllecTByeT
v cBga3b WOXS5 ¢ IeficTBUEM LIMTOKWUHWHA U C IECTBU-
eM cuctembl CLAVATA?

B monckax oTBeTa Ha IMOCTaBJICHHBIE BOITPOCHI MO-
KET TIOMOYb M3ydeHHue sKcrpeccu reHa WOXS npu
pa3BUTUM KITyOeHbKAa, B OCOOCHHOCTH Ha HaYaIbHBIX
3Tarnax ero pa3BuTHsl. B 3Toil craThe Mbl MOKa3aiu, YTO
reH WOXS5 BoBJieyeH B pa3BUTHE MEPUCTEMBI KITyOEHbKA
0GO0OBBIX paCTeHUIA, OIICHWIN KOJIMIECTBEHHO €TO 9KC-
MPeCcCUIo Ha pa3lIMUHBIX 3Tarax KiIyoeHbKooOpa3oBa-
HUS, a TAKKE M3YYWII JIOKATU3AIUIO €T0 9KCTIPECCUU C
TIOMOITTBI0  KOHCTPYKIIMH, CONepsKaIleil TpoMOTOp
WOX5, coenuHeHHBII C peNMOPTEPHBIM TEHOM.

MATEPHUAJIBI U METObI
IlImammor 6akmepuil

11 MTHOKYJISILIMU pacTeHui ropoxa Pisum sativum L.
WCITOJIBb30BaIM IITaMM Rhizobium leguminosarum bv. vi-
cea CIAM 1026 (Safronova, Novikova, 1996), momydyeH-
HbI 13 kKosuiekuuu I'HY Beepoccuiickoro HaydHO-HMC-
CJIeIOBATETbCKOTO MHCTUTYTA CEJIbCKOXO3SIMCTBEH-
Hoit  mukpoOuonorun  (http://www.arriam.spb.
ru/eng/lab10/). A5t THOKYJISIIUM PaCTEHUIA JIIOLIEPHbI
M. truncatula vicnonb3oBayiu 1ITaMM Sinorhizobium me-
liloti 201 1. ZKnnkvie KyJbTypbl BbIpallliBaJIA HA KayaakKe
ripu 28°C B cpene B- (van Brussel et al., 1977) oo ontu-
YECKON TUIOTHOCTU Agy = 0.7—1 (IIpuOIU3UTENBHO

10’—10® xyrerok Ha Mi1). J119 MHOKYJ/ISLIMM UCTIONIB30Ba-
Jm 1 MJT GaKTepHAITBHOM CYCIIEH3UN HA PACTECHUE.

Hdng  TpaHchopMallid pacTeHU WCIIONIB30BaIN
mramm Agrobacterium rhizogenes MSU440.

PacmumenwvHruiii mamepuan u ycaoeus
BbIPAUUBAHUSL PACMEHUTL

B pabGorte ncnons3zoBamu ropox (Pisum sativum L.)
coptoB Frisson n SGE, a Takke moydeHHbIe HA OCHOBE
copta SGE myrtantHble uHuM SGENod=8 (sym38),
SGEFix 2 (sym33), SGENod 3 (sym35) u3 KoJieKLuu
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OCOBEHHOCTHU BKCITPECCHUU MEPUCTEM-CITELHU®UYHOI'O 'EHA WOX5

T'HY Bcepoccuiickoro HaydJHO-MCCIEIOBATEIECKOTO
MHCTUTYTa CEJIbCKOXO3SIMCTBEHHON MMKPOOUOIOTNHI
(http://www.arriam.spb.ru/eng/lab9/collections. html),
a TaKeKe JIMHUIO JIIOLIEpHBI AuTiiounHoi Medicago trun-
catula Gaertn A17.

CeMeHa CTepWIM30Bau C WCMOJb30BaHUEM KOH-
LIEHTPUPOBAHHOI CEPHOI KUCIIOTHI B TeueHre 10 MUHYT
C MOCeAyIONIe S-KpaTHOM IPOMBIBKOI B CTepWILHOMN
Bone. CeMeHa BbiceBaIM Ha 1% BOmHBIA arap U Ipopa-
IIMBAJIM B TEMHOTE B TeueHue 4—5 mHeit. B skcriepu-
MEHTaX 10 M3YYEHMIO BKCIIPECCUM TEHOB MPOPOCTKU
ropoxa MepeHOCUIN B TOPIIKU C BEPMUKYJIUTOM, TOJTA-
Basv >Kuakoit cpenoit Jensen (Jensen, 1942). Pactenus
BBIpAIIUBAIN B (PUTOTPOHE C PEKMMOM AeHb/HOYb
16/8 yacoB, 21°C, OTHOCHUTENBbHON BIaxHOCTH 75%,
ocBellleHHOCTH. OOpasibl KOpHE ISl BbIACJICHMS
PHK cobupamina 5, 7, 9, 11, 15, 22 gH1 Docjie MTHOKY-
JISILMA, KOpHU 3—4 pacTeHuli Ha BApUAHT.

Hoenmugpuxayus eena WOXS5

Ha ocHoBaHuM B3sTBIX M3 0a3bl maHHBIX GenBank
HYKJICOTHIIHBIX TTOcjIeoBaTe/ibHocTeit reHa WOXS5 Ara-
bidopsis thaliana (GenBank AY251396) u Medicago trun-
catula (GenBank BF649819) 6Lt ogoGpaHbl BEIPOXK-
JICHHbIE TIpaliiMephbl K KOHCEPBATUBHBIM y4acTKaM, KO-
TOpbIe WCIOIL30BAIA 1T TIOMyYEeHUsT TIPOAYKTa Ha
matpurie JIHK n kK IHK ropoxa:

WOX5_F AAGTGYGGKCGWTIGGAATCC,
WOXS5_R: CTCAAYCGTAAGTCYAATGGYGG.

7151 BEIpaBHUBAHMS TTOCIICAOBATETEHOCTE HYKIICH -
HOBBIX KMCJIOT NpUMEHsUIM Tiporpammy AlignX, wc-
nose3yrontyto aroputM Clustal W (Thompson et al.,
1994), uz maketa Vector NTI Advance 10 (InforMax, Inc
http://www.informaxinc.com). AMITTM(UKALIMIO IIPO-
BOAWIM MO cieaytoleii mporpamme: 30 cek pu 94°C,
3ateM 30 cex nipu 56°C u 40 cex nipu 72°C, 28 LIMKIIOB,
5 muH 1ipu 72°C. Tloay4eHHBIN TPOMYKT BIASISIIA U3
resist ¢ nomoitbio DNA extraction kit (Fermentas, Jlat-
BUST) COIVIACHO TPEIIOKEHHOMY MPOU3BOAUTESIEM MPO-
TOKOJY. BhImeneHHBIe (DparMeHTHI JIMTHPOBAIA C WC-
nosb3oBanreM T4 JIHK -murassr (Sigma, CIIA) B Teue-
Hue Houn 1ipu 14—16°C B BekTope pAL-TA (EBporeH,
Poccust). TTonmydeHHOI peaklIMOHHON CMEChIO TpaHC-
dopMmpoBanu KoMneTeHTHbIe Kietku E. coli (DHY).
O16op TpaHC(OPMAHTOB TMPOM3BOOIM Ha cpeae
LB/ampicillin/IPTG/X-Gal. [nazmuanyio JJHK BbI-
TeJISUTA U3 HOYHOM KYJIBTYPHI KJIeToK E. coli MeTomoM
mmsuca c menounsio (Lee, Rasheed, 1990). Ananmm3s nep-
BUYHBIX ITOCJIEI0BATEIbBHOCTE MPOBOAMIIN C [TOMOILIBIO
aBToMaTmieckoro cekBeHaropa CEQ™ 8000 Genetic
Analysis System (Beckman Coulter, CII1A) 1o mpoToko-
JIy TIPOU3BOIUTEIS.
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Ananus IKcnpeccuu eeHoe

Oo0pa3upl kopHeil 11 BeineneHnss PHK cobupami
Ha5,7,9, 11, 15, 22 nHu nocie MHOKYJISILMY. YTOOBI M3-
OeXaTh IoNamaHusI MPUMOPINEB OOKOBBIX KOpPHEl B
aHATM3UpPYEeMbIii MaTepuan, Opaiyd ydacTKU KOPHSI
MesKIy OOKOBBIMU KOPHSIMU. DKCIIEPUMEHT ITOBTOPSIITA
B IBYX HE3aBUCHUMbBIX OMOJIOTMYECKNX ITOBTOPHOCTSIX.
PHK Boimensumm ¢ ucnojib3oBaHueM peareHta 7RI®
(Sigma, CIIIA) cormacHO MPOTOKOJY ITPOU3BOIUTEIS.
O0paboTKy ¢ romomnibio pepmenta JIHKa3er (Fermen-
tas, JlatBust) mpoBoauin B TeueHue 1 yaca ripu 37°C, ¢
MOCIEAYIONINM OCAXKIESHNEM C HCIIONIb30BAHUEM XJIO-
podopma. s cuntesa kJIHK 6pamu o 2.5 mxr PHK.
Peaxiro cunresa kK IHK mpoBonuiau B peaklIMOHHOM
cMecu obmmM oobeMoM 20 MK, comepxkamieir 10 MM
tris-HCI (pH 8.8), 50 MM KCI, 5 MM MgCl,, 1 MM
JTHT®, 100 1M omuro(dT12), 1 en. unru6uropa PHKa3
(Fermentas, JlatBust) 1 200 exn. oOpaTHOM TpaCHKpUNTA-
361 M-MLYV (Fermentas, JlarBusi) B TedeHue 1 yaca npu
37°C ¢ mocyieayIonm IMporpeBaHueM B TEUEHUE 5 MU-
HyT 1ipu 95°C. TTonyueHHble rpoos! KJIHK pazbasinsiiu
no 100 mxi1. B cocraB peakiimonHoi cmecu mist TTLHP
o01IMM 00beMOM 20 MKJT BXOIWJIO 2 MKJI TIOJTy4eHHOTO
pactBopa xk/IHK B 10 MM tpuc-HCI (pH 8.3), 50 MM
KCl, 2.5 MM MgCl,, 10 MM gHT®, 10 1M Kaxkmoro
npaiimepa 1 en. Taq-monmmepasbl. AMILUIMUKALIIIO
MPOBOAWIM TIO clieayrolueii mporpamme: 30 cek Tpu
94°C, 3zatem 30 cek npu 56°C u 40 cexk npu 72°C,
28 mukioB, 5 muH npu 72°C ¢ mpaliMmepaMy K TeHy
PsWOX5 v reHy yOUKBUTHHA:

PsWOX5_FOR
5'-GGTTTCAAAATCATAAGGCTAGGGA-3/,
PsWOX5 _REV
5'-TCAACCGTAAGTCTAATGGTGGATG-3',
Ubiquitin_FOR:
5-ATGCAGATC/TTTTGTGAAGAC-3',
Ubiquitin_ REV:
5'-ACCACCACGG/AAGACGGAG-3.

IpomykTer [TLLP paznensmi B 1.5% arapo3HoM rere.
st KoHTpoJist KayecTtBa M konmuectBa PHK B ananmzu-
pyeMbIX 00pasliax MPOBOAWIIM PeakiInio ¢ TipaiiMepaMu
K KOHCTUTYTHMBHO 3KCITPECCUPYIOLLIEMYCsI TeHY YOUKBU -
TUHY.

I11[P, coemeuennas c obpamuoit mpaHcKpunyuel,
¢ demexuyuell 8 peasbHOM 6peMeHU

I[P B peanrbHOM BpeMEHHU C MOMOIIBIO CUCTEMBI
Bio-Rad iCycler iQ (Bio-Rad Laboratories, CIIIA) c uc-
MOoJIb30BaHWEM KoMMepdeckoro Habopa iQ SYBR
Green Supermix. Peakiuio mpoBoguiu B 0ObeMe
20 Mx1, conepxkaiiieM 1X 6ydep s TTHP, 4 MM MgCl,,
10 MM gHT®, 1 en. Tag-momumepassl “jumpstart”,
10 oM kaxnoro npatimepa u 0.5xSYBR Green 1. Am-
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MIWOX5 I 693 m.o. (_I
WOX5_F % WOX5 R
JHK | > b
OK30H 1 WHTPOH OK30H 2
| 458 m.o. |
MtWOX5
ngsj wox§
KJIHK | B D

DK30H 1

DK30H 2

Puc. 1. Cxema pacroiokeHus BEIpoXIeHHbIX mpariMepoB Ha matpulie JJTHK u kK IHK MtWOXS5, ncnonb3yeMbIX 111 UAEHTH-

dukauuu rena WOXS5 y ropoxa.

I(UKALIO TTPOBOIVIIN MO CJICAYIOIIEH MPOrpaMMe:
95°C B Teuenue 30 cek, 56°C B reuenue 30 cek u 72°C B
teyeHue 40 cek. DiyopecleHLINIO MHTEPKAIUPYIOIIETO
kpacutesrs SYBR Green 1 perncrpupoBanu B KOHIIE
Kaxgoro mukia npu 72°C. KomnyecTBeHHYIO OLICHKY
SKCIPECCUU aHAJTM3UPYEMOTO I'eHA IIPOBOAWIIM C TIOMO-
mpbio nporpamMmbl BioRad 1Q5. JlaHHBIe MO KoJIM4ye-
CTBEHHOI OlLICHKE aHAJIM3UPYEeMOIO IeHa IMpeAcTaBiie-
Hbl B OTHOCUTEJIbHBIX SIMHUILIAX, PACCUMTAHHBIX TIPU
CpaBHEHUHM C YPOBHEM SKCIPECCUU pehepeHCHOTo TeHa
youkBuUTHHA. JJ1s1 Kaxkmoro oopasiia peakiuio IpoBO-
JIAJIA B TPEX TIOBTOPHOCTSIX.

Tlonyuenue eenemuueckoli KOHCMPYKYUU
PMIWOX5::GUS

Jis ammumdpukanmy npomoTtopa reHa MIWOXS5 na
Martpuile reHoMHoi JIHK moniepHbl TUITIONIHON aM-
WIMGUIPOBAIN (PparMeHT pasMmepoM 1967 m.o. #o
crapt-konoHa ATG rena MtWOX5 ¢ IOMOILIbIO BEICOKO-
ToyHOM nommmepasbl Pfu (Cureke, Poccust). AMim-
(bMKAaLIMIO IIPOBOAWIN C MCIIOIH30BaHUEM IPaliMEePOB:

pMWOXS5_FOR
5'-CACCCAACCAAGCCTTATCATAGTAT-3' u
pMIWOX5_REV
5-GCTCTCTTCCATATTTCAATTCTAGA-3,

no ciaemyronieir mporpamme: 30 cex mpu 94°C, 40 cex
ripu 56°C 1 3 muH nipu 72°C, 28 HUKITOB.

ITonyyeHHbI (DparMeHT KJIOHMPOBAIM B BEKTOPE
pENTR(tm)/D-TOPO® (Invitrogen, CIIA). Ilpa-
BWJIGHOCTh BCTABKH ITPOMOTOpPA B BEKTOP ITyTEM MPOBE-
psUTH ¢ TIOMOILIBIO ceKBeHupoBaHusl. [Tocse atoro nmpo-
MOTOp TIepEeKJIOHMpOBaIM ¢ Tiomolnpio attR-attL pe-
koMOuHaimu B Bekrop pBGWES7 (VIB-Ghent,
benbrus), comepXaluii IocaeaoBaTeIbHOCTU PeErop-
tepHbIX reHoB GFP/GUS u Tepmunaropa T35S. ITomy-
YEeHHYIO KOHCTPYKILIMIO BBOIWIN B KIETKU Agrobacteri-
um rhizogenes MSU440.

Tpancghopmauus 2opoxa u aroyeprsvl OUNAOUOHOLL

LlITamMmom Agrobacterium rhizogenes, HECYIIIUM TeHe-
TUIECKYIO KOHCTpYKLmio pMtWOXS5::GFP/GUS, tpaHc-
(hopmupoBasiv pacTeHUSI JIOLIEPHBI UTLIOWIHON U TO-
poxa. TpaHchopmalnio OCyIIECTBIISUIA MO TTPOTOKOITY,
orurcaHHoMy JlumrieHcoM u coaBropamu (Limpens
et al., 2004), myreM HaHeCEeHMsI CyCIIEH3UM OaKTepuii Ha
cpe3 B 00J1aCTH TUTMTOKOTUJIST aCENTUYECKMX ITPOPOCTKOB
in vitro v KyJIBTUBUPOBaHUSI TMPOPOCTKOB C arpodakTe-
pusiMy B TedeHUe 4—5 MHEl Ha TBepHOi MUTaTeTbHOMN
cpene Farhaeus. Ilocne TpaHchopMaiiy 3KCIUIAHTHI
MepeHoCWIM Ha TNuTaTeNibHylo cpeny Emergence
(Limpens et al., 2004) ¢ mobaBiaeHEM aHTUOMOTHKA LI~
¢otakcuma 300 MKT/MI 1 KyJISTUBUPOBAJIM JI0 PEreHe-
paluy KOpHei, mocjie Yero pacTeHusl repecakvBaiy B
TOPIIOYKH, 3aITOJTHEHHBIE CyOCTPAaTOM BEPMUKYIUTOM C
JobaBJIcHUEM XXUIKOM IUTaTeIbHOM cpenbl Farhaeus.
MHOKys111MI0 JIIOLEPHBI IUTUIOUMIHON TTPOBOAWIN C
HCIIOJIb30BaHUEM IlITaMMa pu300uil Sinorhizobium me-
liloti 2011, a pacTeHMsI TOpPOXa MHOKY/IMPOBAIN IIITaM-
MOM pu3oouii Rhizobium leguminosarum CIAM1026.

Jlokanvubtil ananuz sxcnpeccuu eena WOX5

Jerekimio akTUBHOCTH pernoprepHoro reHa GUS
OCYIIECTBIISUIM ¢ oMoIlIbio cyocTpara X-Gluc (Sigma-
Aldrich, CIIIA), tHKyOMpysI pacTUTEIbHbIE TKAHU B Oy-
depe mna GUS-okpamuBanusg (NaPO, — O0ydep,
pH 7.0; 0.5 MM K;Fe(CN)g; 0.5 MM K, Fe(CN)g; 0.05%
Triton X-100; 0.5 MM X-Gluc B JIM®) riput 37°C B Teue-
Hue 1.5—2 yacoB. Cpe3bl TKaHel pacTeHUI MOMydaiu C
HCITOJIb30BAHKEM MUKPOTOMA ¢ BUOPUPYIOLLINM JIE3BH-
eM HM 650V (Microm International GmbH). Muxkpo-
CKOIMMYECKUIA aHAIM3 MPOBOAWIA C UCIOIb30BAHUEM
Mukpockorna LSM 510 META NLO (Carl Zeiss).
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Section 1

M1 10 120 130

140 150 1 60 74

PsWOXS5
MtWOX5

(1) ATTGETTTCARRATCATARGECTAGECARRGACARARACC TCCGCARGGTT TCTTTTEATGATCATARGCATGTT
(1) ATTEETTTCARARTCACARAGCTAGAGARAGACAAARACGTCE TARGG TTTCTTTTGATGATGACRRGGATGTC

@575 80 190 100

Section 2
110 1120 1130 148

PsWOXS5
MtWOX5

(75) ATTETTCATCATAGAGACARCTCCATGCATECTTC TALACARALG TTTGTTGAGATEGTACTCAGAGCCTAATAG
(75) ATRGTTCAT- - -AGAGACARCTCTATGEATGCTTCRACACARAGE TTTGCTGAGATGTEACTCAGRAGCCTGATAG

Section 3

(149) 149 160 170

190 1200 1210 222

PsWOX5 (149) GGTGATTGRGACTCTTGAGCTTTTTCCATTGARCTCCTTTGGTGAATCAGART CAGRATCTGAGARGCTGAGTG
MtWOX5 (146) AGTGATTGAGACTCTTGAGCTTTTTCCATTGRACTCATT TGGTGARTCAGAATCAGAR—————— ARAGTGGAGTA

Section 4

(223)223 1230 1240 1250

1260 1270 1280

PsWOX5 (223) TGCATGTGAATGAAAGTAGGGARAATCCTATATT TGCTTACACATGCACAATGGGTGAGCARATAGAGCATCCA
MWOX5 (214) TGCATGCRAATGAATGCAGGEARARTACARTGTT TECATACACATGTACAATGGEAGARCRARATGGARCACCCA

Section 5

(297)297 315
PsWOX5 (297) CCATTRGRCTTACGGTTGA
MWOX5 (288) CCATTGBGACTTACGGNTGA

Puc. 2. BeipaBHUBaHME MTOCIEA0BATEIbHOCTA HYKJIEOTUAOB amIuinduiimposanHoro ¢dparmenra kJIHK rena ropoxa PsWOX5
¢ cootBeTcTBYIOIMM ydyacTkoM KJIHK rena moniepust gurutonnaoit MtWOXS.

PE3VJIBTATHBI U OBCYXIEHWE
Hoenmugpuxayus eena PsWOX5'y eopoxa

Ha ocHoBanmm B3ATBIX 13 0a3bl JaHHBIX GenBank
HYKJIEOTHIHBIX TTocenoBaTesibHocTelt reHa WOXS5 Ara-
bidopsis thaliana n Medicago truncatula 6p111 ogooOpa-
Hbl BBIPOXIEHHbBIE IIpaliMepbl K KOHCEPBATHMBHBIM
yJacTKaM, KOTOpBIE WCITONB30BAIM ISl TIOTy4eHUsI
nponykra Ha MaTpuie KJIHK ropoxa (cm. puc. 1).

C McnoJib30BaHWEM BBIPOXKACHHBIX MpaiiMepoB Ha
matpuiie JIHK 1 kK IHK ropoxa (Frisson) Ob111 noy4de-
HBI TIPOIYKTHI OXKMAAEMOTO pa3Mepa. AHAINA3 MOCIIEN0-
BaTeJILHOCTE, TTOJTyYeHHBIX B pe3yJibraTe aMILIndrKa-
LIUY, BBISIBUI CXOACTBO JAHHBIX (DParMEHTOB C COOTBET-
CTBYIOIIMMH TOCJIECIOBATEIBHOCTSIMU apabKUaoIcuca 1
JIIOLIEpHBI AUITonaHOoUM (cM. puc. 2). Ha ocHoBaHuu
aHaJIn3a MOJTyYeHHBIX MTOCIeI0BATEIbHOCTE I HaMU OBbI-
JI TIOIOOpaHbl MOJTHOCTHIO KOMILIEMEHTAPHbIE TMpaii-
mepbl K KIHK ropoxa PsWOX5 (ot Pisum sativum
WOX5), KoTopble UCITOIb30BaIM [IJISI aHAIM3a SKCIIPEC-
CHM 3TOT0 F'eHa MPU Pa3sBUTUM KJIyOSHLKOB TOpPOXa.

Ananusz sxcnpeccuu eena PsWOXS npu pazeumuu
KAYOeHbK08 y eopoxa

Mp&BI npoaHanM3UpoBai 3Kcrpeccuio PsWOXS5 Ha
Pa3IMYHBIX CPOKaX MOCJIe MHOKYJISILMY pru3oousiMu. B
LeJIOM, TIOCJIe WHOKYJISILIUM YPOBEHb 3KCITPECCUU
PsWOX5 Bospacran, nocturain MakcuMmyma K 9—11 gHio
MOCJIe THOKYJISIINM (1), 3aTeM Ha 15 I ITporcxonm-
JIO CHIDKeHMe aKcrnpeccuu reHa PsWOX5 (em. puc. 3, a,
6). Tak, mo cpaBHeHMIO ¢ 5 nmu, Ha 7 Ay HaOIIomaIu
yBeJIMueHue 3Kcrpeccun reHa PsWOX5 B 3.6 paza, K
9 nrmm skcnpeccust PsWOX5 ysennunBaiach B 6 pas, a K
11 o1 — B 9.4 pa3. K 15 g HaOmomamm cHIDKEHUE
skcripeccnn PsWOX5, o cpaBHeHmto ¢ 11 o, B 4.6 pa-
3a, a Ha 22 1Ny — ypoBeHb 3Kcrnpeccun PsWOXS5 cHu-
Xascs B 22 paza (cM. puc. 3, 6). B HeMHOKy/IMpOBaHHBIX
KOHTPOJIbHBIX 00pa3liax aKcnpeccuto reHa PsWOXS5 He
HaOmonam (CM. puc. 3, a).
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Kpome Toro, Mbl TIpoaHATM3UPOBAIM IKCITPECCHIO
PsWOX5 'y myTaHTOB ¢ HapyllleHUeM Pa3BUTHSI IPUMOP-
JIeB/MEpPUCTEMBI KITyOEHBKOB sym35 1 sym38. Y MyTaH-
TOB sym35 HaOTIOMAaeTCsl paHHMIA OJIOK B pa3BUTHU KITy-
OCHBKOB: HE TTPOUCXOIUT aKTUBALIUS ICJCHUIN KIIETOK
KOpBbI, TOrJa KaK y MyTaHTOB sym38 00pa3yloTcsl OYeHb
penkve TpUMOPINHN KITyOSHBKOB, HO MepucTeMa He
hopmupyercs. Y MyTaHTOB sym35 1 sym38 aKCIpeccust
reHa PsWOX5 B oTBeT Ha MHOKYJISILIMIO HAaMU He ObL1a
BBIABIIeHA. [1p1 5TOM y TUKOTO THTIA 1Ty MyTaHTa sym33,
y KOTOpOTro MepucTeMa KiyOeHbKa (hopMupyeTcs, HO
TIPOMCXOMAT HAPYIIIEHMsT Ha TTOCIISAYIOITNX dTarax Kiry-
OeHBKOOOPa30BaHMs1, Habmonanm sxkcrpeccuio PsWOX5
B OTBET Ha MHOKYJISILIMIO (CM. puc. 4).

B coBOKyITHOCTH, MO/lydeHHbIEC TJaHHbIC CBUICTC/Ib-
CTBYIOT O TOM, 4To TeH PsWOX5 neiicTBUTEIEHO BOBJIE-
YeH B pa3BUTHE IIPUMOPINSI/MEePUCTEMBI KITyOEHbKA IO-
poxa.

TakuM 00pa3oM, Mbl IPOAHATM3UPOBATIA JUHAMUKY
aKcrpeccuu reHa WOX5 B TKaHSIX KOPHSI TOpOXa B OTBET
Ha MHOKY/IIIIAIO pU300MsIMM, HaymHasa ¢ 5 mmu. Ha
3TOM CPOKE Y TOpoXa IIPOMCXOIUT POCT MH(PEKIIMOHHBIX
HUTEM, TTOCPEACTBOM KOTOPBIX PU300MU MPOHUKAIOT
BHYTPb KOpbl KOpHs. IlapajuiebHO ¢ 3TMM aKTMBHO
MPOTEKAIOT AeJIEHUS KJIETOK BHYTPEHHUX CJI0EB KOPbI U
MepULIMKIiIa, MPUBOAAIIME K (POPMUPOBAHUIO TTPUMOP-
VS KITyOeHbKa — TPYIIEI IPOI(epUPYIOIINX KIIETOK,
dopMUpYIOIIMX 3a4aTOK KIIyOEHbKA, KOTOpBIC BITO-
CJICICTBUU AAIOT Ha4YaIo0 TKaHsIM KiryoeHbka (Voroshilo-
va et al., 2009). CornmacHO HallIMM JAHHBIM, HA 3TOM
CPOKE TIPOMCXOIUT 3HAYMTESIbHOE YBEIUYEeHUE 3KC-
npeccun reHa WOX5 B MTHOKY/IMPOBaHHBIX KOPHSIX TO-
poxa. Takoe yBeJIM4eHe MOXKET OBITH CBSI3aHO C aKTHB-
HOI mponrdepalmeil KJIeTOK MPUMOpAuUs KITyOeHbKa,
TOCKOJIBKY TeH WOXJ5, corylacHoO JIMTepaTypHBIM HaH-
HBIM, BOBJICUCH B PETY/ISILIMIO TTpOIMepaliii KJIETOK.
IMTpumepHo K 9—11 amu pactyiye nHGEKIIMOHHbBIE HU-
T JOCTUTAIOT IPOJIMMDEPUPYIONINX KIETOK ITPUMOPINS
KITyOeHbKa M OAKTEpMM HAYMHAIOT UX MH(PUIIUPOBATD,
MIPOHUKAsSI B KJIIETKM KOPHSI MOCPEICTBOM SHIOIMTO3A.
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S5 7n 9n

150 221
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Puc. 3. AHanu3 nuHaMUKM 3Kcripeccun reHa PsWOXS5 npu pa3BUTUY KiTyOeHbKa ropoxa JIMHUU Frisson:
a — AHanu3 nTuHaMuKu 3Kcrpeccun PsWOX5 metonom OT-TILIP;
6 — KonuyecTBeHHBII aHaIM3 TUHAMUKK aKcripeccun PsWOXS5 metonom OT-TILP ¢ nerekuueii B peaibHOM BpeMEHMU.

IMonyyeHHBbIE HAMU JaHHbBIC CBUAETEILCTBYIOT O TOM,
YTO Ha 3TOM 3Talle ypoBeHb 3KcIpeccuu reHa WOXS5 B
MIPUMOPIVAX KITyOSHBKOB JTOCTHTAaeT MaKCHMAaIbHOTO
s3HaueHus. Ha Gosree mo3mHmx cpokax (mocne 11 arm)
MPOMCXOIUT (POPMUPOBAHNE MEPUCTEMBI KITyOeHBKA 1
BbIXO/], KJ'[yGCHbKa Ha IMMOBEPXHOCTb MaTCPUHCKOI'O KOP-
Hs1 (Voroshilova et al., 2009). Obocob6ieHue 30HbI MEPH-
CTEMBI COMPOBOXIAeTCsT (hOPMUPOBAHIEM XapaKTep-
HOW ST a30TPUKCHPYIOIIETO KITyOeHEKOB THCTOJIOTH-

wt sym38 sym35 sym33

PsWOX5 _ -
= b =
En e e wad ees—

Ubiquitin
Puc. 4. Ananus skcrpeccun PsWOX5 B KOpHSIX Topoxa

JIUKOTO TUIIA U MyTaHTOB sym35, sym38, sym33, WHOKYIU-
POBaHHBIX PU3OOUSIMM, Ha 7 IEHb TIOCIE MHOKYJISILINH.

Yyeckoil cTpyKTypbl. Tak, B KiIyO€HbKax BO3pacTOM
OKOJI0 15 arum yxke pa3IM4rMMbl 30HbI, XapaKTepHbIC IJIs1
3peJibIX KIIyOEHbKOB HEJIETEPMUHUPOBAHHOIO TUTIA: Ha
Bepxylllke KIyOeHbKa pacrojiaraercsi Mepucrema, 3a
KOTOpOI1 pacriofiaraercsl 30Ha MHGbEKIIMKU, U BCield 3a
Hell K OCHOBaHMIO KJIyOeHbKa — 30Ha a30ThUKcaui
(Brewin, 1991). CornacHo HalIMM OAaHHBIM, K 15 amm
MPOUCXOAUT 3HAYUTEIbHOE CHIKEHME YPOBHSI 3KC-
npeccun WOXS5. Takum o6pa3oM, Ha4aJIbHOE YBEJIMYC-
HUe ypoBHsI aKcnpeccun WOX5 1o BpeMeHU CoBIagaeT
C aKTMBHOI npoJirdepaliyeit KJIeTOK Ha paHHUX 3Tarax
pa3BUTUS KiTyOeHbKa ((hopMUpOBaHUEM TIPUMOPINS), a
JIIOCTIDKEHE MakcuMmyMa okKcrpeccun WOX5 (9—
11 o) mpemiecTByeT (OPMHUPOBAHMIO Y KIIyOSHBKA
cobcTBeHHOM MepucteMbl. [Ipu aTtom muddepeHim-
POBKa TKaHel KiTyoeHbKa (IpuMepHOo 15 mmum) compo-
BOXIAeTCsl 3HAYMTEJIbHBIM CHIDKEHUEM YPOBHSI 3KC-
MPEeCCUM 3TOTO IreHa.

BhIsIBIIeHHBII XapakTep JMHAMUKK 3KCIIPECCUU Te-

Ha YKa3bIBacT HA €ro BO3MOXHOE y4acTHe B KOHTPOJIE

npotiecca (opMUPOBAHUSI  TTPUMOPIUS/MEPUCTEMbBI

KiyoeHbKa. OmHaKO JJ1s1 TIOATBEPKACHUS 3TOTO TIpei-

TTOJIOXKEHUST HEOOXOIMMO OBLIO ITPOBECTU JIOKAJIBHBII
aHaym3 skcnpeccun WOXS npu pa3BUTUU KiTyOeHbBKa.
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Jlokansuutii ananus sxcnpeccuu WOXS npu pazsumuu
KOpHell U KAybeHbK08 e0poxa U AHoyepHbl OUNA0UOHOIL

JIs1 moKalbHOTO aHaiam3a aKcnpeccun reHa WOXS5
Npy pa3BUTHMM KITyOeHBbKa HaMHM ObLIa cO3maHa KOH-
CTPYKIIYSI, comepxKaliiasi IpOMOTOP 3TOTO TeHa, COeIu-
HEHHBIN C PENOPTEPHLIM FeHOM 0eTa-TIIIOKOPOHUIA3hI
(GUS) (pMtWOX5::GUS) (cm. puc. 5). g cozgaHust
KOHCTPYKIIMU MBI UCITIOIb30BaIU MOC/EN0BaTEIbHOCTh
MIPOMOTOPHOIT obmactu reHa pMtWOX5 mouepHbl ou-
wiounHot (M. truncatula). JlvoniepHa OUIUIOWIHAS SIB-
JISIETCSl MOJIEIbHBIM 0000BBIM pacTeHHEM, TeHOM KOTO-
pOro K HACTOSIIEMY BPEMEHU TTOTHOCTBIO pacim@po-
BaH. JlioliepHa, Kak W Tropox, o0pas3yeT KIyOeHBKU
HeIeTepMUHIPOBaHHOIO THIa. Kpome Toro, o 6/mm3KoM
SBOJTIOLIMOHHOM POJICTBE 3TUX BUIOB CBUIIETEIIECTBYET
HaJIMyue TeCHOM CUHTEHUM MEXIy yJacTKaMUu reHoMa
JTIOLIEPHBI IUITJIONIHOM 1 Topoxa moceBHoro (Zhu et al.,
2005; KykoB u nap., 2009). Ha ocHOBaHUM 3TOr0 MbI
OXUJAIM, YTO aKTUBHOCTh IpoMoTopa M. truncatula Oy-
JIET PETyIMpOBaThCd CXOAHBIM OOpa3oM Ha TeHeTHUde-
ckoM (hoHEe ropoxa, MOCKOJIBKY CXOACTBO MPOLIECCOB
KJIyOeHbKOOOPa30BaHUSI MPETioaaracT CXoACTBO pery-
JISTOPHBIX MEXaHU3MOB.

Topox m3BecTeH Kak TpyIHOTPaHCGHOPMUPYEMBIA
o0nekT (CaBenbeBa u 1p., 2005). ArpodakTepraTbHYIO
TpaHCc(OpPMAaLIIIO TOpoXa OCIOXKHSIET HU3KasI pereHepa-
LIMOHHAsI CIIOCOOHOCTb, B YACTHOCTY HM3Kasi CII0CO0-
HOCTb K KOpHeoOpazoBaHuIo. B cBsi3u ¢ a3TM, mapar-
JIEJIBHO C TOPOXOM, MBI TAaKXKe ITPOBOAWIM TpaHC(OopMa-
LIMIO JIIOLEPHbI AUIUIOUAHOM, [JIsI KOTOPOU METObI
TEHETUYECKOM TpaHchOpMay XOPOIIO OTPabOTaHbI
(Chabaud et al., 2006). KpomMe Toro, BaxXHOIi 3amadeit
3TOM yacTy paboThl ObLT CPABHUTEIbHbBIN aHAINU3 JIOKa-
Jmzalmu akenpeccuu pMtWOXS5::GUS B TKaHSIX JIoLep-
HBI M. truncatula v ropoxa. Takoii aHaI3 TTO3BOJIVIT OBl
OLICHUTb aIeKBaTHOCTb UCTIOIb30BaHUSI KOHCTPYKIIUIA,
coaepxKalx IpoMoTop reHa M. truncatula, nins nyde-
HUSI PEeTYJISILM aKTUBHOCTU OPTOJIOTMYHOIO reHa y ro-
poxa.

B pesyinbraTe TpaHchopMaim ¢ IIoOMOIIbIO A. rhizo-
genes HaM yIaJioCh MOJTyYUThb JOCTATOUHO BBICOKYIO JIO-
JII0 TPAHCTEHHBIX KOPHEN KakK y pacTeHUii JIIOLIEPHBI,
Tak 1 Topoxa. OmHaKO, CIeIyeT OTMETUTD, YTO B HAIIIMX
BKCIEPUMEHTAX MPOLIECC pereHepaliiy KOpHE y Topo-
Xa, Tocie TpaHc(hopMaluu OeCKOPHEBbIX 9KCIUIAHTOB,
B 11eJTOM ObLT He 04eHb 3(heKTUBHBIM (1—3 KOopHs Ha
pacteHue). Y MojydeHHbIX TPAHCTeHHBIX KOPHEU ropo-
Xa W JOOLEPHBI MBI HAOMIOmAIM  3KCIIPECCHUIO
PpMtWOX5::GUS B mepucteMe KOpHsI, B 00J1aCTH, COOT-
BETCTBYIOIIIC MOKOSIIEMYCSl LIEHTPY MEpPUCTEMbI
(cM. puc. 6: a, 8). DTO cornacyercsl ¢ JIUTEPaTypHbIMU
JTaHHBIMU O JIOKAJI3alK1 3Kcrpeccuu reHa WOX5 apa-
ougorcuca B MOKOSIIEMCS LIGHTPE MEPUCTEMbI KOPHSI
(Haecker et al., 2004). TakuM oOpa3oM, IToJTydeHHasI Ha-
MU KOHCTPYKIIMS OKa3alach 3(h(MeKTUBHOM ST U3y4de-
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Sm/SpR LB

pMIWOX5
pDEST pMtWOX5

12798 bp

T~
Egfp

RB \T3SS .

Puc. 5. Cxema BeKkTOpa, NCIIOJIB3YeMOTO IIJIsl JIOKAJIbHOTO
aHanu3a skcnpeccuu reHa WOXS.

HUS JloKaM3aluuu sKcnpeccuun reHa WOXS5 kak y mo-
LepHbl M. truncatula, Tak 1y Topoxa.

Kopau TtpaHchopMUpoBaHHBIX pacTeHMIA ObLIA
VHOKYJIMPOBaHbI PU300USIMU C LIEJIbIO TOCTeIyOIIei
JIOKamM3alun sKcrpeccun WOX5 Ha pa3nmyHBIX STarrax
opraHoreHe3a KiIyOeHBKOB. ¥ molepHbl M. fruncatula B
OTBET Ha WHOKYJISILIMIO TIPOMCXOINJIa HOpMabHasI 3a-
KJ1agKa IpUMOpANEB KIIyOEHBKOB, KOTOPBIE CO BpeMe-
HEM pa3BUBAIMCh B a30T(UKCUPYIOILINE KIIyOeHbKHU. Y
ropoxa Mbl TaKxKe Habmoaau (hopMUPOBaHUE IPUMOP-
JIeB KIIyOEHBKOB B OTBET HA MHOKYJISILIAIO, OMHAKO Ta-
K€ TPUMOPIAWMU OCTaHABIMBAJIVCh B pPa3BUTUU, U
0OPMJIEHHBIX KITyOEHBKOB Ha KOPHSIX TpaHC(HOPMU-
POBaHHBIX PACTEHMSIX TOpoXa HaM IIOJIYIUTb HE yma-
Jjock. OCTaHOBKA pa3BUTUSI MPUMOPAUEB KIIyOEHBKOB Y
ropoxa Ha KOPHSIX TpaHC(OPMUPOBAHHBIX pPAaCTEHUIA
MOXET OBITh CBSI3aHA C BO3MOXKHBIM M3MEHEHHEM TOp-
MOHAaJILHOTO CTaTyca KOpHeli-pereHpaHToB. M3BecTHO,
YTO pa3IMYHbIe ITaMMbI A. rhizogenes, NCIIOIb3yeMble
11 TpaHcOpMallM, XapaKTepU3YIOTCS pas3IMYHOR
CTETeHbIO BUPYJICHTHOCTU (B YACTHOCTHU, BIIUSTHUEM Ha
TOPMOHAJIbHBIN cTaTryc pacteHus). B dactHocTu, uc-
noJib3yeMblii Hamu 1raMM MSU440 xapakrepusyercst
JIOCTAaTOYHO BBICOKOI CTEIEHbIO BUPYJICHTHOCTH, KakK
M3BECTHO M3 JINTEPATyPhI, MOXET BBI3BATh 00pa30BaHME
KOpHel-pereHepaHTOB ¢ aHOMAaJIbHBIM POCTOM U MOp-
(hostorueit, xapaKTepU3yIOILIUXCS] U3MEHEHHBIM TOPMO-
HanbHBIM cTatycoM (Chabaud et al., 2006). Takum o6pa-
30M, AEUCTBUTEJIBHO LIEJIeCO00OPa3HBIM MPEACTaBIISIeTCS
CPaBHUTEJIBHBIN aHAINU3 SKCITPECCUM MOJTYYEHHOU KOH-
CTPYKLIMU TTapaJUIeJIbHO Y IBYX OOBEKTOB.

B naHHoIli paboTe ¢ MCMOJIb30BaHNEM KOHCTPYKLIMU
pMtWOX5::GUS HaMm yaanoch JIOKaJIM30BaTh 3KCIIpec-
cuto reHa WOXS5 Ha paHHMX 3Tariax pa3BUTHS TIPUMOP-
JIMsI KIIyOeHbKa Yy JIIOLIEPHBI IUTIIOWIHON 1 ropoxa. B
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enoM, Jokanu3anus sKcrpeccun WOXS y atix IByX
BUIIOB O00OBBIX OKa3a1ach CXOXEU, YTO MO3BOJISIET HaM
0000111aTh JaHHbBIE TI0 SKCIPECCUN U3Yy4aeMOro reHa y
JIIOLIEpHBI MUITIOMIHOM 1 ropoxa (cM. puc. 7). MbI no-
Ka3aJii, 4TO Ha caMbIX paHHUX 3Tanax WOXS5 skcrpec-
cUpyeTcsl B MEPULIMKIIE HAITPOTUB TSKAa KCUJIEMbI, UTO
COOTBETCTBYET MECTY 3aKJIa[IKU TIPUMOPIUS KITyOeHbKa
(puc. 7, a). Jdanee skcnpeccuss reHa WOX5 cBsa3ana ¢
NpoaudepupyoIIMMU KJIETKaM1 MPUMOPIS KITyOeHb-
Ka (puc. 7, 0, 8, ). CliemyeT OTMETUTD, YTO JIOKAT3ALISI
akcnpeccun WOX5 B KileTkax mprUMOpavst KITyOoeHbKa
corJiacyeTcsi C BBICOKMM YPOBHEM 9KCIIPECCUM 3TOTO Te-
Ha, onpeneiaeHHOM ¢ mmomMoibio metoma OT-TILP, Ha
5—11 anu — cpokax, Korja MpoMCXOIUT 3aKiaaKa Mpu-
MOpIMEB KIYOeHbKOB. TakuM 00pa3oM, KOppessius
9TUX JAHHBIX TTOATBEPXKIAET Hallle MPeArnooXeHue 00
Y4aCTHM TPaHCKPUIILIMOHHOTO (pakTopa WOXS B mpo-
ecce (HOPMUPOBAHUST TPUMOPIUS/MEPUCTEMbI KITY-
OceHbKa.

Kpome Toro, HamMmu NpakKTUYECKU He ObLTO BHISIBIIEHO
aKcrpeccuu reHa WOX5 B kieTKax anmaepMbl (KOpHe-
BBIX BOJIOCKAX), UTO YKA3bIBAET HA y4aCcTHE JAHHOTO Te-
Ha TOJILKO B KOHTpPOJIE IPOLIECCOB, MPOUCXOAIIINX B
KOp€ U TIEpULIMKIIE Y IBYX U3YUYEHHBIX OOOOBBIX pacTe-
HU.

W3BecTHO, 4TO Y apabUAoNcuca 3KCIpeccus TeHa
WOXS5 unnyumpyercs aykcuHom (Gonzali et al., 2005;
Imin et al., 2007; Chen et al., 2009). CaiiTbl 3aKJIaaKu
MPUMOPIVEB KIIyOEHHKOB COOTBETCTBYIOT 30HAM Ha-
KOIUIeHUs akycuHa npu aeiictBuu Nod-dakropos. [1o-
KazaHO 3HaYMTeIbHOEe TepeKphbiBaHe (90%) crieKTpoB
0eIKOB (IIPOTEOMHEIE UCCIIEIOBAHNS), CUHTE3 KOTOPBIX
VHAYLYPYETCsI B OTBET Ha JIEMCTBUE ayKCUHA Y MHOKY-
Jsio pu3oomsimu (van Noorden et al., 2007). C roMo-
IIbIO ayKCHUH-PETYIUPYEMbIX TeHETUUECKX KOHCTPYK-
mmii GH3::GUS u DRS5::GUS y mouepHbl M. fruncatula
u kneBepa Trifolium repens HabONAIN yCUTIEHHE ayKCH-
HOBOTO OTBeTAa B IEJISIIIMXCS KJIETKAX KOPbI M EPULINK-
Jla Ha paHHUX 3Tarax pa3BUTHS TPUMOPIUS KITyOeHbKa
(Mathesius et al., 1998; Huo et al., 2006). Bce atn maH-
HbIE YKa3bIBAIOT Ha BaXKHYIO POJIb ayKCMHA B OpraHore-
He3e KITyOeHbKOB, OTHAKO MEXaHU3M JeHCTBUS ayKCUHA
Ha ITPOLIECCHI, JIexKalllie B OCHOBE (pOpMMUPOBAHUSI TTPH -
MOpIMsI KIIyOeHbKa, OCTaeTCsl He BbISICHEHHBIM. B Ha-
1Ieil padboTe Mbl IToKa3auu, yto reH WOX5, n3BecTHbI
KaK ayKCHH-PETyJIMpYeMbIii TeH, SKCIPEeCCUpyeTcsl Ha
paHHUX 3Tarax pa3BUTHsI KJTyOeHbKa 1 BOBJICUCH B pa3-
BUTHE IpUMOpAus. TaknM 00pa3oM, MOXKHO ITPEITIoNI0-
JKUTh, YTO aKTUBaLMs 3Kkcrnpeccun WOXS5 onocpenoBa-
Ha JeliCTBMeM ayKCHUHa TIpd Pa3BUTUU NPUMOPIVEB
KJTyOCHBKOB.

Bwmecte ¢ Tem, s napaigoroB reHa WOXS5 y apabu-
Joricuca, GYHKUIMOHMPYIOIIMX B MepUCTeMe Iobera,
MOKAa3aHO MX HEMTOCPEACTBEHHOE Y9acThe B LIMTOKMHU-
HOBOM oTBeTe. Tak, TpaHCKpUILMOHHKIN (pakTop WUS

OCUIIOBA u np.

ToAaBJIsIeT IKcpeccrio reHoB ARR A-Tuma, BOBJICUEH-
HBIX B KOHTPOJIb LIMTOKMHUHOBOTO OTBeTa. M3BecTHO,
YTO y apabuaoricuca MpHu CBSI3bIBAHWU ITUTOKWUHWUHA C
peLenTOpOM, aKTUBUPYIOTCSI PETYJISITOPbl LIMTOKUHU-
HOBOTO OTBETa — TPaHCKPUIIIMOHHBIE (akTophl ARR
B-Ttuma n A-tuma. ARR B-Tumna cBsi3pIBatoTcst ¢ mpomMo-
TOpamMy HUTOKMHUH-PETYJIMPYEMbIX TEHOB U aKTUBUPY-
10T UX 9Kcnpeccuto. B cBoro ouepenb, TpaHCKPUITLIMOH-
Hble (pakTopel ARR A-Tumna mo MexaHusmy oOpaTHOI
CBSI3U TOJIABJISIIOT JEHCTBHUE TPAHCKPUTILIMOHHBIX (hak-
TOpoB B-Tuma u, TeM cambIM NPEensITCTBYIOT JabHEM -
11IeMy paclpOCTPaHEHUIO IMTOKMHUHOBOTO OTBeTa. Tak
kak WUS nonapisieT akcnpeccuio reHoB ARR A-Ttuta,
TO €ro JAeUCTBUE CIMTOCOOCTBYET JIOKATBHOMY YCUIEHUIO
LIMTOKMHUHOBOTO OTBeTa. JIpyroi TpaHCKPUITLIMOHHBIN
(haktop cemeiictea WOX, WOX9, kak mipearosaraercs,
YJacTBYeT B aKTUBALIUM LIUTOKUHUH-PETYTUPYEMbIX Te-
HOB Hapsily C paHee oXapaKTeprM30BaHHBIMU PETYJISITO-
paMu LIMTOKWHWHOBOTO OTBETa — TPAHCKPUIILIMOHHbI-
mu ¢paktopamu ARR B-tuna. Takum ob6pazom, B Mepu-
ctemMe Tio0era TeHbl WOX JOKalbHO YCWIMBAIOT
LIMTOKMHUHOBBIA OTBET, CTUMYJUPYs Mposudepaiio
KJIETOK MEpUCTEMBI.

M3BecTHO, 4TO Ha paHHUX 3TaIlaX Pa3BUTHUS KIIy-
OcHbKa HaOMOmaeTcsl yCUIeHNe [UTOKMHUHOBOIO OT-
BeTa U 3KCIPecCcusi LIMTOKUHUH-PETYJIUPYEMbIX T€HOB,
HEOOXOOUMBIX U151 pa3BUTHSI IIpUMOPINS KiTyOeHbKa. B
KOpHSIX JHOLEepHbl M. truncatula, MHOKYTUPOBaHHBIX
pU300UMsIMU, IKCIIpeccus pelentopa UTOKMHUHA
MtCRE nokani3oBaHa B KJIETKaX KOPbI U B pa3BHBalO-
IeMcst ipuMopany KinyoeHeka (Lohar et al., 2006). Ta-
KUM 00pa3oM, JIOKaIu3alusi KOMITOHEHTOB, BOBJICUCH -
HBIX B IIUTOKMHWHOBBIN OTBET Y OOOOBBIX pacTeHUI,
COBNAAacT ¢ JIoKajm3auueir akcnpeccun reHa WOXOS.
Kpome Toro, B pazBuTre HUTOKUHWUHOBOTO OTBETA Y 00-
0OBBIX TakKe BoBJieueHbI reHbl RR A- 1 B-Ttuna. Mox-
HO TIPEATIOJI0XUTD, UTo TeH WOXS5 BoBJIcUeH B perysisi-
LU0 IUTOKMHUHOBOT'O OTBETA MPU Pa3BUTUU IPUMOP-
JIWs KITyOeHbKa, aHAJIOTUYHO ICHCTBUIO €T0 Mapajioros,
GYHKIMOHUPYIOIINX Y apaOUIoTICUCa.

HMHTEepecHO OTMETUTD, YTO APYTMM IEHOM, JUISl KOTO-
pOro IoKa3zaHo yJactuie B (h)OpMUPOBAHUN TTPUMOPINS
KJIyOeHbKa, SIBJISIETCSI IMTOKMHUH-PETYJIMPYeMblid TeH
panHero HomynauHa ENOD40 (Fang, Hirsh, 1998). Ha
paHHUX 3Tarnax KJIyoeHbKOOOpa30BaHMSI OH SKCIIPECCH-
pyeTrcs B IEPULTMKIIE U B IEJSAIIMXCA KIIETKaX MPUMOpP-
mus (Imaizumi-Anraku et al., 2000, Wan et al., 2007).
Kak m3BectHO, npoaykT reHa £NOD40, npeacTaBisiio-
I cOOOI PeryIsITOPHBIA MENTU, OKa3bIBaeT BIUSI-
HME Ha ayKCMHOBBLIM OTBET B TKaHSIX KOpHS (van de
Sande et al., 1996). Takum o6pazom, ENOD4(0 BoBieueH
BO B3aMMOJENCTBUE MEXIY IIMTOKMHUHOBBIM U ayKCH-
HOBBIM OTBETOM ITPHY Pa3BUTUU KITyOEHbKA.

Tak KaK M3BECTHO, YTO TPAHCPUITLIMOHHEBIN (pakTOp
WOXS5 saBaseTcss ayKCUH-peryJIupyeMbIM, HO TIPU 3TOM
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MOXET BJIMSATh HAa pPacrpoCTpaHEHUE [TUTOKUHUHO-
BOro OTBeTa (MUILEHBIO €ro AEUCTBUS MOTYT SIB-
naTbesas RR A-Tuma), Mbl mpearionaraeM, 4To Opu
pa3Butuu Kiryoenbka WOXS urpaeT pojiab CBSI3YIO-
11Ier0 3Be€Ha MEXIY U IMTOKMHUHOBBIM 1 ayKCUHO-
BbIM OTBETOM. DTO MpPEANOoXKeHue TpeOyeT TMoj-
TBEPXKIEHUS B KCIIEPUMEHTAX MO U3YYEHUIO BIIUSI-
HUSI TOPMOHOB HIUTOKMHWHA U ayKCUHA Ha pa3BUTUE
KJIyOEHbKOB C MUCMOJIb30BaHUEM TTOJYYEHHBIX KOH-
CTPYKLIMH.

SAKJIIOYEHHUE

B sro0ii pabote MBI mokazanu, uyto reH PsWOX5 Bo-
BJIEYeH B KOHTPOJb Pa3BUTUSI KIYOEHBKOB ropoxa U
9KCIIPECCUPYETCSI HA BLICOKOM YPOBHE B ITpouhepupy-
IOIIUX KJIeTKaX Pa3BUBAIOIINXCS IIPUMOPAUECB KIy-
OceHBbKOB. PesynbraThl Halleit paboThl JE€MOHCTPU-
PYIOT, YTO IIPY Pa3BUTUM Pa3HBIX CTPYKTYpP, TAKUX
KaK KJIIyOeHEeK U KOpeHb, IIpojundepanns KICTOK y
pacTeHuil KOHTPOJUPYETCS OAHUM U TEM XKe pery-
IITOpHBIM TeHoM WOXS5. Tlpm 3TOM, BEpOSITHO,
0COOEHHOCTH Pa3BUTHS 3TUX OPTAHOB OIIPEACIISIIOT-
Cs TOHKOW peryasuueil B3auMOJEUCTBUSI TpaH-
ckputmInoHHoro pakropa WOX5 ¢ ropMoHaMu pac-
TEHU, MpexXIe BCEro HMTOKUHUHOM U ayKCUHOM.
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Abstract—In recent years, the role of WOX genes encoding homeodomain transcription factors in the devel-
opment of the apical meristem of shoots and roots has been actively investigated. However, the role of WOX
genes in the control of the cell proliferation in other meristem types is poorly studied. In our work, we have
studied the role of the WOX35 gene in the development of the meristem in nitrogen-fixing nodules developing
on the roots of legumes in a symbiosis with rhizobia. We have shown that the WOX5 gene is involved in the
development of the nodule meristem in legumes, have quantitatively evaluated the gene’s expression at dif-
ferent nodule formation stages, and have studied the localization of its expression using a construction con-
taining the WOX5 promoter conjugated with a reporter gene. The role of the WOXS5 transcription factor in the
nodule organogenesis and its possible interaction with the hormonal system in the course of the nodule de-
velopment has been discussed.

Keywords: nodule development, legume—rhizobium symbiosis, meristem-specific genes, WOX
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Pucynox 6. JlokaneHblil ananu3 skcnpeccun reHa WOXS (pMtWOXS5::GUS) B koHUMKe KOpHsI ropoxa (A)
1 JTIOLIEPHBI TUITonaHOH (B) (mosicHeHust B TekcTe)

Pucynox 7. JlokanbHbIH aHanmu3 sKkcrpeccun reHa WOXS (pMtWOXS5::GUS) B npumopann KiryOeHbKa ropoxa
(B, D) u ronepus! mumutongHo# (A, C) (TIOSICHEHUS B TEKCTE)
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BUOJIOTUA PA3BBUTUSA PACTEHUI
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N3MEHEHUE COJIEPXKAHUSA 1 COCTABA ®EHOJIKAPBOHOBBIX
KHNCJOT B XOJIE POCTA KJIETOK KCUJIEMbBI COCHBI
OBBIKHOBEHHOM
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CopepxkaHue U cocTaB dpaKinii CHUPTOPACTBOPUMBIX (heHonKapOoHOBbIX KUcaoT (PK) usyuanu B cBI3u
C POCTOM KJIETOK KCWJIEMBI B XOJI€ 00pa30BaHUsI TOMUYHOTO MTPUPOCTA IPEBECUHBI B CTBOJIAX COCHBI OOBIK-
HoBeHHOM. KitleTku kKaMOuanbHOM 30HBI, IBYX 3TAllOB POCTA PACTSKEHUEM U Havyaia BTOPUYHOTO YTOJIIIIE-
HUS (10 TUrHUDUKAMK) B iepruol (hOpMUPOBaHUSI paHHEN KCUJIEMBbI MOCIEA0BaTEIbHO BBIACISUINCH U3
OTPE3KOB CTBOJIA 25-JIETHUX IEPEBbEB COCHBI MIPU MOCTOSTHHOM aHATOMUYECKOM U TMCTOXUMHUYECKOM KOH-
tpoJjie. ConepxaHue CBOOOTHBIX U CBSI3aHHBIX (DOPM, a B X COCTAaBEe MPOCTHIX U CITOKHBIX 3¢prpoB DK, nz-
BJICYEHHBIX U3 TKaHeit 80%-HbIM 3TaHOJIOM, PACCUUTHIBAIM Ha CYXOl Bec M Ha KieTky. ConepxaHue, co-
OTHOIIIeHUE (DPaKIIUii U COCTaB KMCIOT 3HAUUTETbHO MEHSIIOTCSI OT KaMOWaIbHOM 30HbBI 10 Hayajia BTOpUY-
HOTO YTOJIIIEHUS TPaxXeul, U XapakTep BapbUPOBaHUS 3aBUCUT OT METolla pacueTa. B pacuere Ha KJIeTKyY
KOJIMYEeCTBO CBOOOMHBIX U cBsA3aHHBIX DK, a B ux cocTaBe CI0XHBIX U, 0COOEHHO, TIPOCTHIX 3(pUPOB, yBE-
JIMYMBAJIOCh HA TIEPBOM dTare pocTa pacTsKeHUEM, CHUXKAJIOCh Ha BTOPOM M BHOBb BO3pacTalio B Havajie
OTJIOXKEHUSI BTOPUYHOM CTEeHKU. B 3aBUCMMOCTH OT CTaany pa3BUTHS KJIETOK MYJT CBSI3aHHBIX KACJIOT Mpe-
BBILIAJ ITYJ1 CBOOOAHBIX B 2—5 pa3. B cocTaBe cCBOOOAHBIX OKCUKOPUYHBIX KUCIIOT JOMUHWPOBAIY CUHATIO-
Basi U epysioBasi KUCJ0Thl. COCTaB M CoiepKaHNE OKCUKOPUYHBIX KMCIOT B IIPOCTBIX Y CJIOXKHBIX 3(hrpax
TOXE 3aBMCEJIM OT 3Tana pa3BUTHUS KJIeTOK. B kaMO1MM OCHOBHBIMU arIMKOHAMU B TIPOCTHIX 3hupax ObuIH
M-KyMapoBasi 1 CUHAMoBasi, Ha IPYTUX CTaJAusIX pa3BUTUsS — cuHaroBas U KodeitHas. ClioxXHble 3(UpPBI
KaMOus BKJIIOYAIY IJIABHBIM 00pa3oM M-KyMapoBYIO KMCJIOTY, a APYTUX 3Tarax pa3BUTUSI — CUHATIOBYIO U
depyoByto KucaoThl. Ha mepBbIX cTanusix pocta 0eH30iHast KMCJI0Ta BXOAWIa B COCTaB IJTaBHBIM 00pa3oM
B ciioxxHbIe 3dupsbl. [1yn atux acupoB oT nepBoii (ha3bl pocTa K Havaly YTOJIIEHUS CTEHOK YMEHbIIIAJICS.
CoOOTBETCTBEHHO MOBKILIAJICS YPOBEHb CBOOOIHOM OEH30MMHON KUCIIOTHI.

Knarouesvie crosa: beHoakapOOHOBbBIE KUCIOTHI, (DpaKIIMK, COCTaB, KaMOUaIbHAast 30Ha, POCT PACTSXKEHUEM,
BTOPUYHOE YTOJIICHNE, paHHSS Kcuiema, Pinus sylvestris.

B pocre 1 pa3BUTHM pacTeHUIA BasXKHYIO POJIb UTPa-
JOT TaKW€e MPOAYKThI BTOPUYHOIO MeTaboM3Ma, Kak
denonkapooHosble kucaotel (PK) u, B yacTHOCTH,
OKCMOEH30I{HbIE 1 OKCUKOPUYHBIE, a TAKXKE WX ITPOU3-
BonaHble (3ampomeToB, 1993). B pacTeHUsIX OKCHKO-
pUYHBIE KUCJIOTHI (IT-KymMapoBasi, KodeiiHas, hepyJio-
Basi, CUHAMoOBas) 00JamaloT pa3HbIMU (PU3HOIOTHYE-
ckumu  pyHKUMsIMU.  Omocpenyst OeWCTBUE TaKUX
POCTOBBIX BEIECTB, KAaK LIMTOKUHUH, IPOM3BOIHBIE
DK KOHTPOJUPYIOT JeeHUe U paclIMpeHue KIIETOK
(Teutonico et al., 1991). baarogapst IpUpPOAHBIM aHTU -
OKCUJAHTHBIM CBOMCTBaM, 3(HUPbl OKCUKOPUYHBIX
KHUCJIOT, B YACTHOCTU, XJIOPOTE€HOBAasl KUCJIOTA, MOTYT
3alIUIIAT JIUTTAAbI OT TIEPEKUCHOTO OKUCIICHUSI i Vivo
(Rice-Evans et al., 1997). [To HEKOTOpPBIM TaHHBIM OK-
CUKOPUYHbBIE KHCJIOTHI 00JIaIal0T aHTUMYTare HHbIMU
cporicrBamu (Ferguson et al., 2003) 1 MOryT BIMSITh Ha
aronTo3 kjerok (Tamagnon et al., 1998; BaniomuH
1 11p., 2004, dybopasuna u 1p., 2005). ITockonbky @K B

CBOOOIHOI (hopMe TMOTEHLUMATBHO TOKCUYHBI [IJIsT
KJIETKU, OHU HaXOASATCS B PAaCTEHUSIX IJIaBHBIM OOpa-
30M B CBSI3aHHOI (hOpMe ¥ KOHBIOTMPOBAHEI C caxapa-
MU WIN OPTaHNYECKUMHU KUCITOTAMMU.

IToMuMoO yyacTust B CUHTE3€ JIMTHUHA, (DeHUIIIPO-
MaHOBBIE €IMHUIIBI KOTOPOTO SIBJISTFOTCST IIPOU3BOIHBI-
MU OKCUKOPUYHBIX KUCJIOT, @K 1CoJb3YIoTCS B pOCTE
KJIETOK M CO3IaHUM CTPYKTYPhI IEPBUYHBIX KJICTOYHBIX
CTeHOK. [InMepn30BaHHbIE OKCUKOPWUYHBIE KUCIOTEHI,
Takuve Kak audepysioBasi KUCJIOTa, MOTYT TOIEPEYHO
CBSI3bIBAaTh KaK CaMU IIEKTUHbI, TaK W IIEKTUHLI C IpY-
TMMM HELEJUTIOJI3HBIMU TIOJICAaXapUIaMU U IIPOTEO-
mmukaHamu (Fry, 1993, 2004; Waldron et al., 1997; AH-
TOHOBa, 1999).

TecHo cBsI3aHHBIE C KOMITOHEHTAMU KJIETOYHBIX
creHoK DK BbIOCIAIOTCA N3 TKAaHU TOJIBKO paCTBOpaMun
ICJI09YM MM KUCJIOThI, pa3pylaroluMm1 3TN CBA3U, 1N
TaKOI METOM UX BbIICICHUS HCITOJIB3YETCA B OOJIBIIIH-
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CTBe paboT, MOCBAIIEeHHBIX n3ydeHno @K B pacTeHu-
sIX, HarpuMep, B ABynoabHbIX (Lozovaya et al., 1999).
HecBg3aHHble ¢ KOMITOHEHTAMU CTEHOK OE€H30MMHBIE U
OKCHUKOPWUYHBIE KUCIOTHI 1 MX TTIPOM3BOIHbIE U3BJIEKa-
IOTCS TaKUMU OPraHUYEeCKUMHU PACTBOPUTEISIMU KakK
CHUPTHI WU UX BOJHbBIE PACTBOPHI.

VYpoBeHb TaKNX CHMPTOPACTBOPUMBIX (heHOJIOB 3a-
BHICUT OT CTelleHH muddepeHITnalnm TKaHel, KaK 3To
ObLJIO OOHApYXEHO B KAJUTYCHBIX KYJIBTypaX 4YaifHOIO
pacteHust (3arockuHa u 1ip., 1994) u npu pa3Butuu 3e-
pex pxu (Weidner et al., 2000). bruto mokasaHo, 4To
o01MX (PeHOJTBHBIX coeuHEHMI, a B nx coctaBe MK B
pacyeTe Ha CyXoii Bec, OOJTbIIe B HaUajle pa3BUTHS, YeM
Ha KOHEYHBIX cTamusix cospeBaHus (Weidner et al.,
2000).

@K 1 ux posb B ITpoliecce pocTa u3yvyajiach B OCHOB-
HOM Ha OTHOJIOJIbHBIX U ABYIOJbHBIX PACTEHUSIX. 3HA-
YUTEIbHO MEHBIIEe MCCICAOBAaHUI OBLIO MOCBSILIEHO
DK B CBSI3U1 ¢ POCTOM JPEBECHBIX PACTCHUIA, B TOM YHC-
Jie XBOWMHBIX. Mccnemyst oOpa3oBaHue paHHUX U TTO3[1-
HUX Tpaxeund B CTBOJIAX JINCTBEHHMIIBI CUOMPCKOM, MBI
HallTd, YTO COAEepXKaHME CBOOOMHBIX M CBSI3aHHBIX
DK, a Takke X COCTaB, 3aBUCUT KaK OT CTaauu IUd-
depeHImalmny KJIeTOK, TaK U TUna (paHHeu Wiu No3-
Heli) KCwieMbl, KoTopasi (opMUpPYETCsT B JaHHBIN Tie-
puon Beretanuu (Yamaeirmna, 2007). M3MmeHeHue
dpakumronHoro cocrasa u coaepxxanus MK B xone po-
CTa Tpaxeud JIMCTBEHHUIIBI KOPPEIMPOBAJIO C CoAepKa-
HUEM U COOTHOIIeHEeM ackopouHoBoi (AK) u nerua-
poackopouHoBoii (JIAK) kucinor (AHTOHOBa W 1p.,
2005). B TKaHsX pacTeHMIT OT COOTHOIIIEHNS 3TUX KKC-
JIOT, KOTOpOE OIpeNesieT UX OKUCIUTEIbHO-BOCCTaHO-
BUTEJIbHBIN MOTEHLMAJ, 3aBUCUT MPOLIECC CLIMBAHMS
noymcaxapuaoB (Zarra et al., 1999) u nonuMepuzanms
MOHOJIMTHOJIOB — MpeAIliecTBeHHMKOB JIurHuHa (Taka-
hama, 1993, 1994). CuuTaloT, YTO aCKOpPOUHOBAsT KUC-
JIOTAa PEeryIupyeT KOJIMYECTBO KOPUYHBIX KHCJIOT J0-
CTYIHbBIX ACHUCTBUIO MEPOKCUIA3, MPUCYTCTBYIOIINX B
CTEHKe, W MoKa ackop0aT AOCTYyMeH ISl TIepeKCH BO-
JIopoaa, IPOLIECCHI CIIMMBKY 1 MTOJIMMEPU3ALIMU B CTEH-
ke Topmossatcs (Takahama, Oniki, 1997). Hanpuwmep,
30HE aKTMBHOTO POCTa KOPHEH Oryplia COOTBETCTBYET
HOoBHIIIEHHOE comepxkaHue AK 1 ornpeneeHHOe COOT-
HomeHnne AK/JIAK, KkoTopoe B aroruiacte ¥ CUMILIa-
CTe U3MEHSIETCS BIOJIb Ocu pocTa KopHs (Cordoba-Pe-
dregosa et al., 2003; Ros-Barcel6 et al. 2006). Ha rumo-
KOTWISIX COCHBI OBLIO TOKa3aHO, 4YTO BBICOKOE
conepxkaHue AK OmarompusiTCTByeT MX POCTY, HO C
YMEHBIICHUEM €€ KOJIMYECTBA BIOIb OCU POCT TMITIOKO-
Triieir Topmosurcs (Sanchez et al., 1997; Zarra et al.,
1999). IpennonararoT, YTO OrPpaHUYEHHUE POCTA KIETOK
TUTIOKOTWJIE TTPOMCXONUT B pe3yJibTare 00pa3oBaHMSI
I(EPYIOBBIX MOCTHMKOB MEXIYy IIorcaxapuaaMu
KJICTOUHOM CTEHKU TOJ, ACHCTBUEM TMepoKCcHUaas, Tpy-
CYTCTBYIOIINX B CTEHKE.

MBI u3ydanu couepsKaHue U COOTHOIIEHUE acKop-
0ata u neruapoackopOara B pacTyIlIMX KJIeTKax KCuje-
MBI ITpY 00pa30BaHUM TOIUYHOIO CJI0S B CTBOJIAX JIepe-
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BbEB COCHbI OOBIKHOBEHHOW (AHTOHOBa U np., 2009).
bouio HalineHo, 4yTO Kaxkaast u3 ctaguii nuddepeHma-
1M KJIETOK XapaKTepU3YyeTCs OIpeIe/ICHHBIM YPOBHEM
AK 1 JAK. Takure n3aMeHeHMS B META00IM3ME JOJKHBI
BJIMSITH Ha cofiepkaHue 1 (hpaklIMOHHbIN cocTaB DK, a
3TO, B CBOIO OYepelb, Ha pOCTOBBIE ITponecchl. [1o3T0-
MY CJISAYIOIIMM 3TallOM UCCIIEIOBAaHMS SIBUJIOCH U3yde-
HME COACPXKAHUSI U COCTaBa CBOOOMHBIX U CBS3aHHBIX
dopm DK.

B pa6ote nsyyanmmncey cnpropactBopumbie DK, mx
(paKLIMOHHBIN COCTaB U COJEPKAHNE OKCUKOPUYHBIX
KMCJIOT Ha 3Tarax o0pa3oBaHUs U POCTa PaHHUX Tpaxe-
W 1Ipyu (pOPMUPOBAHMU TOOTUYHOTO IIPHUPOCTa IpeBe-
CHHBI B CTBOJIAX COCHBI OOBIKHOBEHHOIA.

MATEPHAJIBI 1 METOAbI

MarepuasioM rUccenoBaHUS CIIY>KUJIU CJIOU KJIETOK
pa3BUBAIOLLETOCS TOAUYHOTO CJI0SI KCUJIEMBI, TTOTY4YeH-
Hble B HayaJie UIOHSI U3 CTBOJIOB JIBYX MHTaKTHBIX 20—
25 IeTHUX JepeBbEB COCHBI OOBLIKHOBeHHOI (Pinus
sylvestris L.), pactymux B mocankax Iloropeibckoii
9KCIepUMeHTaIbHOM 6a3bl MHCTHTYTA.

CTBOJIBI paCIWJIMBAJIN II0 MyTOBKaM, YIAJISLIA KOPY,
HETIPOBOAALIYIO M ITPOBOIAILYIO (IO3MY, U METOIOM
MUKPOPACCEUCHMST C TIOMOILBIO CKAJIbITEsT COOUpa
CJIOU KJIETOK, TIOCTOSIHHO KOHTPOJIUPYSI TUCTOXUMUIYE-
CKM CTaIMIO MX Pa3BUTUS, KaK ObLIO CHEJIAHO paHee
(AHToHOBa M ap., 2009). B kauecTBe KpacuTeaeii mpu-
MEHSUIM KpPe3WJI-BUOJIET, MO3BOJISIIONINI, Onarogapsi
METaxpoMas3uK, BU3YaJbHO OIPEAe/ISTh MPUHAMLICK-
HOCTb KJIETOK K (pazam nuddepeHumranum (AHTOHOBA,
IIIe6eko, 1981), a Takke peaktuB BusHepa (dopo-
IJIIOLIMH — COJISTHAsI KMCJIOTA) IUISI ONpeIe/IieHIsI Hadaia
JIMTHU(UKALIN.

bbuin mosydeHbl KIETKM KaMOWaJIbHOW 30HBI
(Kam), 30HBI pocTa pacTsLKeHHEM 1 Hadajla BTOPUYHO-
ro yrojueHust. B Hauase uioHs1, Koraa uuet oopazoBa-
HUE paHHel KCWJIeMbl, 30Ha pOCTa pacTsSKEHUEM CO-
Jepxkaiia, Kak OObIYHO B 9TO BPeMsI CE30Ha, 10CTaTOU-
Hoe Oompmioe (mo 10—14) yMcaO KJIETOK, 4YTO
TMO3BOJIMJIO Pa3IeIUTh ee Ha JBe MOoA30HbI. OIHa U3 HUX
npuieraia K KaMOMaJIbHOM 30HeE, T.€. KJIETKU KCUJIEMbI
HaxXoIWJINCh B TepBoi (a3e pocta paguaibHOTO Aua-
meTpa (Poctl), a BTopast 4acTh mpujerajia K 30He OTJIO-
JKEeHUsI BELIECTB BTOPUYHON CTEHKW 1 HAXOIWUIUCh CO-
OTBETCTBEHHO BO BTOpoii hase (Poct2). B TOT Xe nepu-
ol pa3BUTUS B (PoOpMUpPYIOIIEMCS TOAUYHOM CJIO€
MPUCYTCTBOBAIM KJIETKW MEPBOTO 3Taria BTOPUYHOIO
YTOJIIEHMS], B KOTOPBIX OTMEUATIOCh OTJIOXKEHWE BTO-
PUYHOI CTEeHKU, HO JUTHU(MUKALIUS He Haboaanach
(D1). Havano pocta KJI€TOK pacTsSLKEHUEM OTMedanu
MO0 BUAMMOMY YBEJIWYEHUIO paIMabHBIX DPa3MepoB
KJICTOK, HauyaJlo OTJIOXKEHMS BEIIECTB BTOPUYHBIX CTe-
HOK — O TIOSIBJICHWIO OKAMJIEHMSI IIOP, UTO XapaKTep-
HO JIJ151 HayaJla OTJI0>KEHHUS BTOPUYHOMN CTEHKU TPaxeus
(Murmanis, Sachs, 1969).
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TToygeHHBII MaTepural 1o Mepe 0Toopa MorpyKa-
JIM B 3TaHOJ (KOHEeYHasi KOHLIEHTpalMsl CripTa Oblia
He 6osee 80%), B3BEIMBAI M XPAHWIA B XOJOMMITb-
HUKe 10 aHaM3a. Bec mojrydeHHBIX 00pa31oB onpee-
JISUTM C y4eToM Beca 96% crmpra, MCIOJIb30BAaHHOIO
g pukcaumu. OgHOBPEMEHHO OTOMpaii HaBEeCKU
TKAHU Ha Mallepallnio U ISk OTIPENeICHUST BIAXKHOCTH
TKaHU. Mallepaliio TKaHel MPOBOAWIN IO METOIM-
KaM, IIpUMEHEHHBIM B pabore (MockaneBa, 1958;
OnuHLOB U ap., 1967). Yucio KieTok B MalliepaTe o~
CUYUTBIBAJIY C TIOMOIIIbIO Kamepbl Dykca-Po3eHTas.

Ananus mamepuana

CycrieH3u10, TIOJIydeHHYIO ITpU (pUKCcaI MaTepy -
ajma, (UWIBTPOBAJIM, TBEpAble OCTATKUA pacTUpad B
CTYIIKE C XXUIKUM a30TOM U 3KcTparuposanu 80% Bom-
HBIM 3TaHOJIOM ITpY KOMHATHOM TeMIiepaType ¢ Iepro-
JIMYECKMM NOMEIIMBAHUEM W CMEHOW pPacTBOPUTEIIS
yepe3 12 4acoB 10 OTpULIATEIBHOM peaKlIMy Ha YIJIEBO-
nbl (Dubois et al., 1956). ®uibTpart ¥ 5KCTPAKT OObEIM-
HSUTU U 001U 00BbEM pacTBOPA 3aMEPSUIN.

Ammksoty pactBopa (20—50 M1, B 3aBUCMMOCTH OT
Beca MCXOMHOTO MaTrepuasa) BhIMApUBAIA JO CYyXOTO
COCTOSIHUSI, CyXue BelllecTBa 00pabaThiBaJIM BOAOK U
xsopocdopMoM. BogHelit ciioii mocie xiaopodopMa 1c-
TTOJIB30BAIM TSI OTIPENESIEHUST YIJIEBOIOB, YPOHOBBIX
KHUCJIOT, aCKOPOUHOBOI U NETUIPOACKOPOMHOBOI KUC-
JIOT M obIero comep:kanust ¢eHomoB. Takoil KOM-
TUIEKCHBIN TIOIXOM, TAeT BO3MOXKHOCTh CPAaBHMBATh M-
HaMUKY UCXOTHBIX META0OIUTOB 1 (DEHOJIbHBIX COEIU-
HEHWI, a TaKke OIpeneiasaTh GYHKIIMOHAIBHBIC
3aBUCHMOCTH MEXKITy HUMM.

AJVIKBOTY BOOHOIO pacTBOpa IIOCje NOOABICHMSI
coristHOM KnciaoThl 10 pH 2.5—3 tpmskael oOpadbaThiBa-
m 3¢pupoM. O0ObeaUHEHHBIE 3(PUPHBIE BBITSIKKUA
BBITTIAapHUBaIN Ha BO3IyX€E 1OCYyXa, OCTATOK PaCTBOPSI-
JIK B 3 MJI alleTOHA W B pacTBOpE OMpeHelIsiiu CBO-
oonHbie DK.

BonHbiii cnoit mocie otaeneHus 3¢hupa UCIIOIb30-
BaJIU JIJIs1 oIpeaeseHust cBsizaHHbIX (popm PK. Crnox-
HbIe 3(PMPHI ONPEACIISIN ITOCTIe IIEJIOUYHOTO TUAPOI-
3a. CloXHO3(UpPHBIE CBI3M YCTOMYMBBI K BO3IEH-
CTBUIO KMCJIOT, HO JIETKO pa3pyllIaloTcs IIEI0UbIO TaKe
npu KomHatHoi1 Temreparype (Enoki et al., 1983). K
aJIMKBOTE BOIHOTO CJIOST JOOABJISUIM paBHBINA 00beM 4H
TUIPOOKUCH HaTpusi. PacTBOpP BblIEp>KUBaIU IIPU KOM-
HaATHOI B TeMIIepaType B TeYeHHE 2 YacoB, TIOCJIC YEro
octopoxkHo nobasistu 18% HCI oo pH 2.0-2.5. INox-
KMCJICHHBIN pacTBOp 00padaThIBAIM TPEXKPATHO 3(Pu-
POM, 00BEM BOJHOTIO CJI0SI U3MEPSUIN, a 3(pUPHBIN CI0MH
BBIITapuBajii Ha Bo3ayxe. CyXoii OCTaTOK pacTBOPSUIA B
3 MUJI alleTOHA U pacTBOP MCITOJIb30BAJIU 151 OIIpeaee-
HUSI CJIOXKHBIX 3(prpoB PK.

ITocne otneneHnsT 3PUPHON BBITSLKKIA K BOTHOMY
cioro poGasnstin 18% HCI 1o KOHEYHON KOHIIEHTpa-
LUK 2 H, U PaCTBOP BbIIEPKUBAIN IIPpU TeMIIepaType
100°C B teuenue 1 daca. K rumponamszaty ocTOposkKHO
nobasismi 4 H NaOH no pH 2.0—2.5 u 3aTteM Tpu paza

AHTOHOBA u np.

obpabdareBasM 3¢pUpoM. DPUPHBIC BHITSKKA BEITIApH-
BaJli Ha Bo3ayxe. Cyxoil oCcTaTOK pacTBOPSUIM B 3 MJI
alleTOHA U B aJIMKBOTE OIIPEAC/ISUIN COACpXKaHUE IIPO-
ctbix 3¢upoB PK.

ConepxxaHue CBOOOIHBIX M CJIOXHBIX hopm DK
orpeneisuu ¢ peaktuBoM MoH-[eHuca o crocooy;,
MO3BOJISIIOIIEMY OIpenessITh (DeHOJIbI B MPUCYTCTBUM
oenka (Jennings, 1981). OnTuyecKyro INIOTHOCTb U3Me-
psv ipu A = 760 HM, UCTOJIB3Y$I KIOBETY C TOJILIMHOMN
cios1 1em. KanmbpoBka rmpoBoamiiachk 1o Tupo3uny (0—
100 MKT/M1).

Onpeoenenue cocmasa PK

AJIMKBOTY alleTOHOBBIX BBITSDKEK BBICYIIMBAIU, CY-
xoi ocrtarok pactBopsuii B 0.1 mm ameroHa. CocrtaB
CBOOOIHBIX U cBsi3aHHbIX PK aHAIM3UPOBAIM METO-
noM TCX, ucrosb3ys B KaueCTBe HOCUTEJIS TIJIACTUHKU
“Silufol UV-254". Ilocne HaHeceHUs IsITeH (00BEM
rsiteH ot 0.01-0.02 mut) rutacTuHKY 00pabaThiBaIv Ma-
POM, MOJCYIIMBAIM Ha BO3MIyXe U MOMEIIAIU B KaMepy
€O cMeChIo OeH30JI—yKcycHast KuciaoTa (9 : 1). Kuciaorsr
nneHtuduLmpoBain o Rf Merurkos u Y®D-criekrpam
WHIUBUTYTbHBIX TISITeH. KopuuHyio U OEH30MHYIO
KUCJIOTHI MOCJIe yAAJIeHMsI C TIOIJIOXKKM 3KCTparupoBa-
JIM 3 MJT BTaHOJIa. 3aTeM XpoMaToTrpaMMBI OITIPLICKMBA-
ym cMechlo 0.5% pactBopa rm-uutpoanwinHa B 2 H HC,
5% NaNO; u 20% atierara Hatpus B Boze (5 : 5 : 20, 1o
00beMy). IIsITHA KUCIOT cOocKpebdaiu 1 9KCTparupoBa-
Ju 3 mJ1 ataHoja. [lormoleHre pacTBopa orpeaessiv
MpU IJIMHE BOJIHBI, HauboJiee XapaKTepHOM sl Kaxk-
o kuchaoThl. ConepKaHue KUCIOTbl PacCUUThIBAIU
I10 YpPaBHEHUIO, HAIEHHOMY I10 KaJIMOPOBOYHOM KpU-
BOI, MOCTPOEHHOU AJIsI COOTBETCTBYIOLLETO METUMKA
rnocJjie XxpoMatorpadupoBaHUs €ro B yKa3aHHbIX BbIIIIE
YCJIOBUSIX.

Bce onepatinu, HaumHasi ¢ 00pabOTKU CITUPTOBBIX
BKCTPAKTOB, IMPOBOIWIIN B IBYKPATHOM ITOBTOPHOCTH,
aHaJTUTUYECKOE OMpee/ICHUE BEIIECTB — HE MEHEe UeM
B TPEXKpaTHOM MOBTOpHOCTU. Bce pesysbrarhl aHa M-
30B PACCUMTHIBAIA HA CYXYIO MacCy TKaHW 1 Ha KJIETKY.
CTaThCTUYECKYI0 00pabOTKY Pe3yJIbTaToOB MTPOBOIWIU
0 METOY NTapaMeTPUIECKOro cpaBHeHUs cpeaHux. Ha
pUCYHKax B 6apax ImoKa3aHa OTHOCHUTEIbHAS BEJIMITHA
TTOTPEIIHOCTH.

OmnpeneneHre cocraBa KUCIOT MMPOBOAMIIN B 5—
7 KpaTHOM MOBTOPHOCTU MPU MOCTOSTHHOM COOJTIO-
JeHUr 00beMOB pacTBOpoB. Ha prcyHKax comepka-
HUE BBIPAXKEHO KaK MOJI/MII.

PE3VIIBTATHI

ConepxxaHue CIMPTOPACTBOPUMBIX (PEHOJIBHBIX CO-
equHeHnii (PC) Ha sTamax pa3BUTUS Tpaxeund B Gop-
MUpYIOILIEMCS CJI0€ KCUJIEMbI B HaUasle UIOHSI, pacCuu-
TaHHOE Ha CyXOM BeC M Ha KJIETKY, MpPEeJACTaBIeHO Ha
puc. 1. Kak mokas3bIBaloT JaHHbIE, U3MEHEHUE CONEp-
xaamst PC 110 3TarmaM pa3BUTHS 3aBUCUT OT MeTona
pacueta maHHbIX. Tak MUHUMaNbHOE conepxkaHne dC
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OTMeYaeTcsl Ha BTOPOM 3Tarle poCcTa pacTsSKEHUEM TPy
pacyeTe Ha CyXyro HaBeCKy 1 B KaMOUaIbHOI 30HE TpU
pacdere Ha KieTKy. C IepexomoM KCUIEMHBIX ITPOM3-
BOIOHBIX KaMOMSI K POCTY PACTSDKEHUEM COICpXKaHUe
dC B KJIeTKax Bo3pacTaeT 0oJjiee YeM B TPU pa3a, HO yKe
BO BTOPOI1 (ha3e pocTa 3HaUUTeIbHO cHuXKaeTcs. C Ha-
YyajioM 00pa30BaHMsI BTOPUYHOM KIIETOUHOMN CTEHKH UX
KOJIMYECTBO CHOBA YBEJIMYMBACTCSI.

VpoBenb cBobogHBIX DK TOXKE CBSI3aH CO cTaguein
Pa3BUTHUSI KJIETOK, 1 €r0 U3MEHEHKe MOJ00HO U3MEHe-
Huto OC (puc. 2). Ho B 30He KaMOusI comepKaHKe CBO-
oonubix @K npu 060ux MeTomax pacdera ObLIIO Hav-
MEHBIIMM IO CPABHEHUIO C IPYTMMU 3TariaMu pa3Bu-
THSI KJIETOK, a B D1 Mx ypoBeHb OKa3ayicsl Hambosee
BbICOKMM. B (ha3y pocTa comepkaHue CBOOOTHBIX (hOpM
DK cHIKaeTcst OT IepBOii CTAIUU KO BTOPOIA.

CopepxxaHue MPOCThIX 1 CI0XKHBIX 3pupoB @K To-
Ke u3MeHsieTcsl Mo 3TanaM pa3Butus (puc. 3). [lpu
3TOM TIpocThIX 3hrpoB MK B KieTKax OBLIO B ABA-TISTh
(ot Kam k D1) pa3 Gouibliie, yeM CJIOKHBIX. B TO ke Bpe-
M3l oO11Me TeHaeHIUM BapbupoBaHusi @K ¢ nBymst Tu-
aMu cBsI3U coxpaHstorcs. [Tocie 30HbI KaMOUS KO-
yecTBO 3¢upoB PK ¢ K1ucaoToIadbMIbLHBIMU 1, B MEHb-
LI CTeTNeHU, 1Ie/I0ueJaOMIbHBIMU CBSI3SIMU B TIEPBOI
daze pocTa pacTsDKEHUEM YBEIMYMBAETCS, a BO
BTOPOi1 — yMeHblIlIaeTcs. B Havane yToJilieHus BTO-
PUYHOI CTEHKM Tepeld JUrHUGUKaIMel coaepxaHue
MPOCTBIX 3(PMPOB KUCJIOT Pe3KO MOBBIIIIACTCSI.

MHnuBuayanbHbI COCTaB CBOOOMHBIX 1 CBSI3aHHBIX
DK ToxXe n3MeHsIeTCs TI0 CTAAUSIM POCTa PAaHHUX Tpa-
xeun (puc. 4). I3 cBOOOIHBIX OKCUKOPUYHBIX KHCJIOT
M-KyMapoBasi KUCJI0Ta OOHApY>KMBaJIaCh TOJILKO B KaM,
Torma Kak KodeliHas, ¢pepy1oBast 1 CHHAIIOBAsI KHCJIO-
Thl HoMuMO Kam mpucyTcTBOBaIM Ha BCEX 3Tarax pas-
BUTUS KJIETOK (puc. 4a). B Hayaie pocTta ux comepka-
HUeE YBEIMYNBAJIOCh, HO Jajiee U3MEHSUTOCh T epeH-
OUPOBAHHO. YPOBEeHb KOMEIHON KUCIOTHI, KOTOpast
SIBJISIETCS TIPEILIECTBEHHUKOM (hepyJIoBOii, ObLT MpH-
MEPHO IIOCTOSIHHBIM B XOJIe pOCTa 1 MOBhIIIaics B D1.
ITyn dpepymoBoii yBemmunBaiics nociie Kam BaBoe, 1mo-
BoIaicsl B Poct2 u He3HauuTtenasHO B D1. Ty cuHa-
MOBOI Ha IIEPBOM CTYIIEHM POCTA BO3PACTAJI IO CpaBHE-
Hmo ¢ Kam B 2.5 pasa, ImpakTHUUecKd He MEHSIJICS Ha
BTOPOM 3OTari€ 1 IOYTH B JIBA pa3a IMOBbIIIAJICA ITCPEa
yuraudurkanueit. O4eBUIHO, YTO AKTUBHOCTD THAPOK-
cwia3 U MeTWiI-TpaHcdepas, yI4aCTBYIOLIMX B THMIPOK-
CWJIMPOBAaHWUHN 1 METMJIMPOBAHUHN OKCUMKOPHWYHbBIX KHUC-
not (Witten, Sideroft, 1995), Toxe mnddepeHimpoBaH-
HO MEHSIETCS B IIpOILIecCe pocTa KJIETOK M B Hadase
OTJIOKECHMU A NX BTOPUYHBIX CTCHOK.

Ha xpomaTorpaMmmax ObIIO OTMEUYEHO TaKsKe MSITHO
KHUCJIOTBI, pacroJiaraBlieecs psiioM ¢ (hepyIoBoit, Aaro-
1Iee roiryooe ceeyeHue B YA cBeTe U KpaCHO-KOPUYHE-
BO€ OKpAIIMBAaHUE C IT-HUTPOAHWINHOM. Y@ CrieKTp
KMCJIOThI ObLT aHAJOTMYEH CIEKTpy (epyToBOi, 4TO
MO3BOJIMJIO OTHECTH €TO K LIMc-(popMe 3TOI KUCITOTHI.
Ee mpucyrcrBue 6pu10 otMedueHo B Kam u B D1, omHako
MoJIHAs1 UASHTU(hUKALIMS He ObLIa MPOBEACHA.
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Kam Pocrl Poct2 DI

Cramun pa3BUTHS KJIETOK

Puc. 1. Conepxanne @C B KiIeTKax KaMOMAIBHOM 30HBI
(Kam), nByx sranoB 30HbI pocta pactsokeHueMm (Poctl u
Poct2) u HavyayibHOrO 3Tara pa3BUTHSI BTOPUYHON CTEHKU
(D1) mpu dhopMupoBaHUM TOIUIHOTO TIPUPOCTA B CTBOJIE

COCHBI OOBIKHOBEHHOM B Hauajie UIoHs: 1 — % Cyx. Macchl;
2 —mr x 107" Ha KJIeTKY.

RYIXS

o535%s!

0505858

08

54

09soses

15

So%00es

o5530%9

KRR

T !
N 1202039

%3 R

< R et
S R

o5 1

XS R

X 9%

Lo, totores

S 1052058

(X4 orossss,

o 25 T2 t000sss
1] o383 5033

R oK K

15) KX KE&Y R
R X5 0R

050350 151 155

KK 005 R

= B stote% 0% 0595039!
- Lo R R

] IS 1202039

. RS R R

- ] IR%5] IR

X togeres 200

] 1S 1995059

R toteses R

- ] - IR - R

RS K K

[ 15033 [

LS B KK

ore? - I - [0 - 1

2050, K 00X R

RS [ ot 202038

KK K5 toteses 2055

S - [ - [ - 1R

toteses 0SS tatoses S90S

11 15 15

0% - IR - - RS

0 RO | XA | RXXA | RXXA

Kam Pocrl Poct2 D
Cranuu pa3BUTUSI KJIETOK

Puc. 2. Conepkanue cBobonHbix @K B K1eTKax KaMOUaIb-
Ho# 30HbI (Kam), IByX 3TaroB 30HBI pOCTa PACTSDKEHUEM
(Poctl 1 PocT2) 1 HauanbHOTO 2Tana pa3BUTHSI BTOPUYHOMN
credku (D1) npu ¢opMupoBaHUY TOMUYHOTO MPUPOCTa B
CTBOJIE COCHbI OOBIKHOBEHHOI B Havasie uioHs: 1 — % cyx.
macchl; 2 — Mr x 107" Ha KIIETKY.
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Kam Pocrl Poct2 DI
Craguu pa3BUTHUS KJIETOK

Puc. 3. IaMeHeHue KoamvecTBa IpocThiX (1) ¥ ClI0XHbBIX (2)
a¢pupoB PK Ha cragusax quddepeHInalny paHHIX Tpaxe-
w1 11py pOpMUPOBAHNY TOAMYHOTO MPUPOCTA B CTBOJIE COC-
Hbl OOBIKHOBEHHO! B Hauasie uioHs. O003HAUeHUsT CTaaMit
pa3BUTHSI KaK Ha puc. 1.

KopuuHas krcioTa, Kak IpeaiecTBeHHUK OKCUKO-
PUYHBIX KUCJIOT, B cBoOomgHOI hopme B Kam orcyrt-
cTBOBaja, ot Poctl 1o Poct2 yBenmuuBaiach B 2 paza u
CHIDXaJIaCh He3HaUMTeIbHO B D 1. M3 GeH30MHBIX KKC-
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Puc. 4. I3meHeHMe cofepkaHUs 1 COCTaBa CBOOOTHBIX (),
npocThix (0) U CIAOXHBIX (B) 2(DUPOB OKCUKOPUYHBIX
KucnoT (CcuH — cuHarioBasi, ¢ep — depynoBas, kod —
KodeitHas1, M-KyM — IM-KyMapoBasi) 1o ctanusim quddepeH-
LIMALIMKM PAaHHUX Tpaxeua mpu (popMUpOBaHUN TOIUYHOTO
MPUPOCTA B CTBOJIE COCHBI OOBIKHOBEHHOM B HavaJle UIOHSI.
O0603HaYeHUsI CTaauii pa3BUTHsI Kak Ha puc. 1.
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Cranuu pa3BUTHS KJIETOK

Puc. 5. MIameHeHue comepaHusi CBOOOTHON OEH30MHOMI
KUCnoThI (1) ¥ ee IMKOo3uIoB (2) 1 cloxXHbIX 2¢hupos (3) B
KJIETKaX KCWJIEMBI T10 CTaausM auddepeHaty paHHUX
Tpaxeua mpu GOpMUPOBAHUY TOAMYHOTO IMTPUPOCTA B CTBO-
Jie COCHbI OOBIKHOBEHHOU B Havalsie MioHsI. O003HaYeHUS
CTaavii pa3BUTHS KakK Ha puc. 1.

Jor B cBoOOomHOM popMe B Poctl mipmcyrcTBOBAM
M-OKCHMOEH30MHas (CIeIOBbIe KOJIMYEeCTBA) M OCH30M-
Hag. KommgecTBo mociiemHel B 30HE pocTa OBUIO T10-
CTOSTHHBIM, HO yBeJIMIMBaiochk B D1 B Oosee yeM B iBa
paza no cpaBHeHMIO ¢ Poct2 (puc. 5). Mexny Kopud-
HOM 1 GEH30MHOM KMCIIOTAMU PaCIojIarajarch TPH TISIT-
Ha, afolIre roiayooe cBeueHne B YO U IpKO-MaJIMHO-
BbIE WJIM CUHE-(UOJETOBbIC TSITHA C IT-HUTPOAHWIN-
HoMm B 2H HCI. Ilo moBenmeHuio B HEUTpaJbHOM 1
KMCJIOI Cpelnax 3TU COeOMHEHMsI ObLIA YCIIOBHO OTHE-
CEHbI K aHTOLIMAHWHAM, allJIMPOBAHHBIM OKCUKOPIY-
HBIMU KMCJIOTaMM.

CocraB CBSI3aHHBIX OKCMKOPUYHBIX KMCJIOT U COOT-
HoIIeHHE (hOPM TOKE MEHSUTMCh B XOJI€ Pa3BUTUS KJIe-
TOK (puc. 40, B). AIMKOHAMU B ITPOCTHIX adupax (rim-
ko3ugax) B Kam ObUIM B YMEHBIAIOMIEMCS TTOPSIIKE
CMHaIrIoBasl, IT-KymapoBasi, ¢depynoBas M KodeiHas
KkucaoThl (puc. 40). Ha mepBoM aTarie pocra o cpaBHe-
Huto ¢ KaM mys1 mmKo3uaoB, comepKaiiux n-KyMapo-
BYIO KMCJIOTY, magaa 0oJjiee YeM B IIECTh pa3, IIOBbIIIIA-
sICh, OTHAKO, Ha BTOPOI CTYMEHM pocTa. [MKo3umbl
KoeifHOM KMCITOTHI, YBeTMmunBasich rocie Kam, ocra-
BAJIMCh HAa OJTHOM YPOBHE B II€PUON POCTa KJIETOK U
cHOBa noBbIIIATNCH K D1. Tlyn mMKo3mImmMpoBaHHBIX
TMIPOM3BOAHBIX (hepyI0BOI BIBOE MOBBIIIANICSA B Pocrl,
cHkasncd B Poct2, yBemmumBasick 3atreM B D1. Ecim
paccMaTpuBaTh MSITHO BBIIIE (PepyIOBOI KaK M30-¢e-
PYJIOBYIO KMCJIOTY, MOXXHO OTMETUTh, UYTO €€ coaepka-
HUe, yBemarBasich oT Kam K Poctl, cHikaeTcss He3Ha-
yuTtesibHO B PocT2 1 cHoBa noBsbinaercs B D1. Hos D1
depynoBoit, naxe ¢ ydeToM n30-(PopMbI (HepyIOBOI,
OBIJTO B JIBa pa3a MeHbIIle, yeM cuHarnoBoil. I1pocTeie
3(UPHI C CHHAIIOBOW KMCJIOTOM, CJIETKA YBEINUNBAsICh
nociie Kam, B iepros pocTta ObIIM MPAKTUISCKU HA OJI-
HOM YPOBHE 1 pe3K0 Bo3pacTajiy nepen JMTrHupuKaI-
eit. B Poct2 1 D1 npucyrcTBoBam Takke 3(pUphl KO-
PUYHOI 1 BAHUJIMHOBOI KUCJIOTHI.

B cocTaBe cioxHbIX (111e71049€e1a0IbHbIX) 2(pUPOB B
Kam OCHOBHBIM arJIMKOHOM TOXe ObLla IT-KymMapoBast
kuciiota. Ee myn yMeHbIIAJICs B POLIEcCe POCTa, TOrma
Kak I1yJ1 3(UPOB, B COCTaBe KOTOPBIX BXOIWIN KOpeii-
Hast U (pepysioBasi KUCIOTHI, MOBBIIIAICS Ha IEPBOIA
cranum (puc. 4B) u rtagan Ha BTopoid. K D1 mmys kodeit-
HOM KMCJIOTHI MPaKTUYECKU He U3MEHSIICS, B TO BPEeMsI
Kak TS TT-KyMapoBOii 1 epyI0BOit HaOIonaIach TEH-
JeHums K yBenmdyeHuto. Ilyn adupoB ¢ cuHamoBoit
KUCJIOTOi B TIepUO, pocTa ObLT CaMbIM 3HAYUTEIbHBIM
1 ocobeHHo Bo3pacTai B D1. Kpome Toro, B Poct2 1 D1
ToSIBJISIIaCh N30-(epynoBas Krcyiora. Ha Bcex ctammsix
pPa3BUTHS B COCTaBE CJIIOXHBIX 3(HPOB OOHAPYKMBa-
JIach KOpUYHAas1 KUCJIOTa — MPEAIIECTBEHHUK TT-KyMa-
poBoii. CupeHeBas, Kak pe3ysisTaT 3-OKMCIEHHS CUHA-
TTOBOI1, HAaOJTI0JaJIaCh TOJILKO B KaMOUU.

beH3zoitHas kucioTa B cCBOOOIHOU hopMe, KaK yro-
MUWHAaAJIOCh BbIIIC, OTCYTCTBOBAJIa B KaMm 1 B ocHOBHOM
BXOJIWJIa B COCTaB CJIOXKHBIX 3(PMPOB, ypOBEHb KOTOPHIX
yMmeHb1asics ot Poctl xk D1 (puc. 5).
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OBCYXIEHHME

JlaHHbIe TTOKA3bIBAIOT MU3MEHEHME COAEpKaHUS U
cocraBa (ppakiuii crimpropactBopuMbix @K 110 sTaram
g depeHIMALNT KJIETOK KCUJIEMBI COCHBL.

Wsmenenus B coctaBe dpakuniit @K mipu passutun
TePBUYHOI CTEHKH TPaxeu i MOXKHO COTIOCTABUTH C M-
HaMUWKOW pocTa KJIETOK B 30He. Kak ObUIO ycTaHOBIE-
HO, POCT TIEPBUYHBIX CTEHOK Tpaxer COCHBI OOBIKHO-
BEHHOI HambOoJjiee MHTEHCUBHO IPOMCXOIUT Ha TIep-
BbIX BTalax, a 3aTeM CKOPOCTb pPOCTa CHUKAaeTCs
(AnToHoBa, Illedeko, 1985; AnToHOBa, 1999). Takas
JIMHAMMKa COOTBETCTBYET BapbupoBaHuio ooimnx OC
(puc. 1), cBoGOmHBIX U cBsI3aHHBIX (hopMm DK B 30HE
(puc. 2, 3). OTHOCUTEIBEHOE COAepXKaHNe CBOOOMHBIX
DK B coctaBe ®C KIETOK KaMOUAJIbHOM 30HBI 1 IIEP-
BO#1 (pa3bl pocra cocraBisuio 12.5 u 12.8% cootser-
CTBEHHO. DTO 03HaYaeT, uTo Iy cBoboaHbix DK B Ha-
yajie pa3BUTHS Tpaxeun ITOIAepKMUBaeTCS Ha OIpere-
JIEHHOM YPOBHE, ITOCKOJIBKY cBoOOoaHbIe DK gBIISIIOTCS
MOTEHUUATbHBIMU SIAAMU /151 KIETKU. XOTsI BO BTOPOI
dase pocrta abCOMOTHOE KOJIUYECTBO CBOOOAHBIX DK
yMeHbIIIaeTcsl, Ux coaepxkanue B cocrae ®C yBenuuu-
BaeTcst 10 22.5%, T.e. MIOET OTHOCUTEIIBHOE HaKOITIe-
Hue ¢pakunm cBobomHbx DK. B 1o ke Bpemst Ha oHe
CHIIKEHMST OOIIETO KOJIMUeCcTBa CBOOOIHbIX (hopMm DK
B Poct?2 (puc. 2) cymmapHoe conepkaHue OKCUKOPUY-
HBIX KUCJIOT B HAX BO3PACTaET, YTO, TIO-BUANMOMY, BEI-
3BaHO M3MEHEHWEM COOTHOIIEHMS OKCUKOPWUYHBIX U
OEH30MHBIX KUCTOT. Tak OTHOIIEHWE CYMMBI OKCHUKO-
PUYHBIX KMCJIOT U OEH30MHOI KMCIOTHI B HAYaie pocTa
cocraBsier 2.9, a Bo Bropoii ¢aze pocta yxe 3.4. Oue-
BUJIHO, YTO B XOJIe pOCTa PaCTSIDKEHUEM Tpaxeus B CO-
craBe @C HaumHaeT IpeBaIMpoBaTh cBobomHBIe DK, a
B X COCTaBE — OKCUKOPUYIHBIE KUCIIOTBI.

Co CHIKeHMEM WHTEHCUBHOCTH POCTa COIPSIKEHO
HE TOJILKO TIaJIcHUE OOIIEro CoaepKaHusi CBOOOTHBIX
®K. OgHOBpeMEeHHO MamaeT YPOBeHb MX IMPOCTHIX U
CITOXXHBIX 3¢UpoB (puc. 3). U3MeHeHus Ha BTOPOM 3Ta-
e pocTta CBOOOTHBIX U CBSI3aHHBIX (hOPM, KOTOpbIE
cayxar TpaHcropTHEIMU (opmamu PK B arrormiacr,
YKa3bIBaeT, C OHOM CTOPOHBI, HA UCITOJIb30BAHUE CBSI-
3aHHBIX (popM B Mpoliecce POPMUPOBAHUS CTPYKTYPbI
TMEPBUYHBIX CTEHOK, C APYTOA — Ha TOPMOXKEHUE CUHTE-
3a ux 3¢upoB. OO0 3TOM JOMOJTHUTEIIHPHO CBUICTEIIb-
CTBYET yBEIMUYEHVE CBOOOIHBIX OKCUKOPUYHBIX KUCJIOT
3a cyeT (pepyI0BOI M CMHAITOBOI BO BTOPOI (paze pocTa
(puc. 4a).

ITyn mpocThiX 3(pUpoOB, TOMUHUPYIOIINX B CBSI3aH-
Hbeix DK, moBbiancs ot Kam k Poctl Ha 75.5%, a nyn
CJIOXXHBIX 3UPoB — Ha 56%. B PocT2 KommiecTBo Mpo-
CTBIX U CJTOXXHBIX 2(DPUPOB YMEHBIIIATOCh HEpaBHOMED-
Ho. Iy mpoctbix cHUBWICT Ha 47%, a CIOXHBIX —
TOJIBKO Ha 26%. DTO O3HAYaeT, 4ToO MPHU CO3TaHUM
CTPYKTYPbI TIEPBUYHBIX CTEHOK B OCHOBHOM MCITOJIb3Y-
otrca DK, Bxomsime B coctaB MpocThiX 3¢upos. B
CBOIO O4Yepelb, 3TO CBUIETEIbCTBYET O IpEUMYIlle-
CTBEHHOM, B CPaBHEHMU C 3CTepa3aMu, ITOCTETIEHHOM

OHTOTEHE3 Ne 4

ToM 42 2011

YBEJIMUYEHUU aKTUBHOCTH TMIPOJIa3 BO BTOPOil (pase
pocra.

BropuuHoe yToJiieHue SIBasieTcs Ceayolieit cra-
aueit nuddepeHIMaluy Tpaxeua, a ee Hadauao, Koraa
JIMrHU(UKaLIMS ellle He Hayallach, — BaXKHBIM TTOATOTO-
BUTEJILHBIM 3TAaIloM K 3ToMy mpolieccy. B D1 yBenmmun-
BAaeTCs COAEpXKaHWE CBOOOIHBIX M CBSI3aHHBIX (DOPM
®DK. ITyn mpocThix 3¢pupoB mocie PocT2 yBemmunBancs
B 1.7 pa3, Tora Kak cJIOXHBIX 3¢pupoB — B 1.4 pa3za. He-
CMOTp$1 Ha KosiebaHue conepxkaHust ppaximii PK, ot-
HOIIIEHKWE KUCIOTOMA0OWIbHBIX (DOPM K I11eJI0UeIa0rTb-
HBIM TTOCTeITleHHO yBermunBaetcst oT Kam x D1 ¢ 0.55
10 0.2, CBUIETEILCTBYS O MPEUMYIIIECTBEHHOM 00pa3o-
BaHUU IIPOCTBIX 3(PUPOB Itepe TnrHupuKanmein. Ode-
BUIHO, YTO M3MEHEeHUs pasHbIX dpakimii @K B 30He
pocTa pacTsKeHHEM CBSI3aHbI ¢ AMHAMUKOM pOoCTa Tep-
BUYHBIX CTEHOK Tpaxeu/l, a B Hayajie BTOPUYHOTO YTOJI-
11IEHNS — C MIOJTOTOBKOM K TIpolIecCy JUTHU(DUKALIAN.
Takum oOpa3oM, KJIeTKa peryaipyeT oopa3oBaHuUe TJIH-
KO3UJIOB U CJIOXKHBIX 3(PUPOB KMCJIOT U UX UCTOJIb30Ba-
Hue.

He paccmarpuBast netaTbHO MeTabOM3AIII0 BCEX
OKCUKOPUYHBIX KMCJIOT, CJIEMyeT pacCCMOTPETh M3MEH-
YUBOCTh (DepyJIOBOIi M CUHAIIOBOW KMCJIOT, YYUTHIBasI
WHTHOWpYIOIee NeliCTBHE TIEpBOI Ha POCT, a TAKKE €€
POJIb B CBSI3BIBAHMH TTOJIMCAXapUIOB KIIETOYHOM CTeH-
ku (Fry, 1986; Waldron et al., 1997) 1 B GMocHHTE3€ rBa-
SILIWIMTPONAHOBBIX €IMHULL TUTHUHA XBOMHBIX.

CuHanoBast KMCJIOTa B CBOOOIHOM (hopMe ObLj1a Oc-
HOBHOM 13 3TUX AByX KcnoT ot Kam m o D1, uto yka-
3bIBAET HA aKTMBHBIE ITPOLIECCHI TMIPOKCUIMPOBAHUSA
(bepy/IoBOI1 KUCIOTHI U TIOCESIYIOIIET0 METUIMPOBA-
HUSI ee IPOU3BOIHOI0, 0COOEHHO B Hayasie BTOPMYHOTO
YTOMIIIEHHSI. DTO COBMNAAaeT ¢ 0ojiee HU3KMM YPOBHEM
(bepy/IOBOI1 KUCIOTHI MO CpaBHEHUIO C CHUHAITOBOI.
IIpakTnyecK IIOCTOSIHHBI YpOBEHb CHUHAIOBOM B
TIepBOIi M BTOPOU (pa3ax pocTa M MOBBIIICHUE YPOBHS
(bepys10BOI KMCIOTHI, HAUMHASI CO BTOPOTO 3Tara pocTa
pacTsLKeHUEM, MOXET OBITh CJISICTBEM CHIDKCHUS aK-
TUBHOCTU THUAPOKCHIA3 N S-metmi-TpaHdepasnl. [le-
pen TMrHuuKalen pasHuia MeXXIy YPOBHSIMU KUC-
JIOT 0COOEHHO YCUJIMBACTCSI, JaXKe €CIIA YIECTh [IPUCYT-
CTBUE M30-(ePyTOBOI KUCIOTHI.

CHICKeHHe ITyJI0OB IIPOCTBIX U CIOXKHBIX 3(p1pOoB (e-
PYJIOBOI KMCJIOTBI MOXKET OBITH PE3YJIBTaTOM MCTIOJb-
30BaHUSI MX, TTOCTIE pacIeTICHUS TUIpOIa3aMU U 3CTe-
pazaMu B aroIviacTe, Ui CITUBAHUS TeMUIICIUTION03
KJIeTouHoM cteHKU. Kak ObLTO IMoKa3aHo paHee, B IIep-
BBIi1 TTIEpUOJ, POCTA KJIETOK COCHBI ypoBeHb AK BhlIlIIe,
yeM BO BTOpoM (AHTOHOBa U Ap., 2009), T.e. B Hauaje
MPEBATTMPYIOT MPOIECCHl CUHTE3a W BOCCTAHOBJICHUS
AK, Torma kak BO BTOpOIi (paze pocTa MHpeodaagaloT
OKWCIIUTEIBHBIC TIPOIIECCHI. DTO COITIACYeTCs C TOJI0-
JKEHHMEM, 9TO BbICOKOe conepxkanre AK TopmMo3uT rmpo-
LIeCChl CIIMBKY TeMMIIEUTI0N03 Yepe3 audepeyaoBbie
moctuku (Fry, 1993; Waldron et al., 1997), u cootBet-
CTBYeT ITTOBBIIICHHOMY CONEPKAHWIO TJIMKO3WIOB M
CJIOXKHBIX 3(HPOB (HEpPYyI0BOIl KHUCJIOThI Ha IEPBOM
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stanie pocta. CHimkenme myna AK m orHomeHus
AK/JJAK Ha BTOpOM B3Tare coBMHamaeT C TajeHueM
YPOBHSI KaK TJIMKO3UIIOB, TaK U CIOXHBIX 3(hUpoB (e-
PYJIOBOM KMCJIOTBI, UTO B CBOIO OUYEPEelb MOXET yKa3bl-
BaTh Ha PacXOJ0BaHUE €€ JIsSI CO3JaHne CBI3E MEXITY
KOMIOHEHTAMU MEPBUYHBIX CTCHOK.

CornacHo XopeMaHny u ap. (Horemans et al., 2000)
koH1ueHTpaums AK B arroruracte 1o cpaBHEHUIO C CUM-
miactoM Hu3Kas. Ho HyxkHO ydecTs, uTo mmys1 AK Mo-
KET TIOTOJIHSTHLCS MPSIMO B aroruiacTe 3a cYeT BOCcCTa-
HOBJICHUsSI MOHOIECTHIPOACKOPOATPEAYKTa30il MOHO-
IEeTUAPOACKOPOMHOBOM KMCJIOTHI, IIPOIYKTa IIEPBOM
crynienu okuciaeHuss AK (Hossain et al., 1984). Drot
SH3UM ObUT 0OHAPYKEH B alloIIaACTe SIMEHST 1 JINCThSIX
oBca (Vanacker et al., 1998). Bo3aMmoxXHOCTh pereHepa-
My ackopdbarta B aroruiacte cooOuanack (Castillo,
Greppin, 1988; Luwe, 1996). MoXHO TIpeIIIOIOXKUTD,
YTO KJIETKA camMa CIIOCOOHA PEryJIMpOBaTh CONEePXKaHUE
AK Ha onTUMaJIbHOM YPOBHE C Y4ETOM U3MEHEHMUST Me-
TabOIM3Ma, MOCTYIUICHUSI CYyOCTPATOB M aKTUBHOCTU
(depMEeHTOB Ha CTannsIX T depeHInaIIN.

CyllecTBeHHOE MOBBIIIEHNE CBOOOIHBIX U CBSI3aH-
HbIX popM DK, a B ux cocTaBe OKCMKOPUYHBIX KUCJIOT,
U TJIaBHBIM 00pa3oM CHHAIIOBOI, C HA4aJIoOM BTOPWY-
HOTO YTOJIILIEHUSI SICHO YKa3bIBAET HA IIPEUMYIIECTBEH-
HBbIIi CUHTE3 B CUMILIACTE TMOTCHIMAIBHBIX MpeIle-
CTBEHHUKOB JINTHMHA.

XOT$SI OCHOBHBIMY CTPYKTYPHBIMU €IUHULIAMU JIUT-
HUHAa XBOWHBIX SIBJISTFOTCS TBasIIWJITTPOITAHOBBIE — TTPO-
U3BOAHBIE (hepyI0BOIl KUCIIOThI, B HEM ITPUCYTCTBYIOT
TaK>Ke CUPUHTWIBHBIC CTPYKTYPhI — TIPOU3BOAHBIC CH-
HaroBoii. [To HalllMM TaHHBIM JIMTHUH MEPBBIX CTaaui
JIMTHU(UKALIMYA PAHHUX TPAXEU COCHBI, BbIIEICHHBIN
U3 TOTO XK€ CJIOST Tpaxeumd, COOEPXKUT OOJIblle CUPUH-
TWIBHBIX (DEHUJITIPONAHOBBIX €AWHULI, YeM JIUTHUH
3peJoit paHHel KcuiteMbl (AHTOHOBA U Ap., 2009), B KO-
TOPOI, HAIIPOTHB, OOJIBIIIEC TTPOM3BOIHEIX (PepPyIOBOI
KUCJTOTHI. [Tpu 3TOM CKOpOCTh OTJIOKEHUS JIMTHUHA B
paHHEN! KcujieMe COCHBI OKa3allaCh OCOOEHHO HU3KOM
Ha MePBbIX CTAIUSIX ITPOLIECCA, UTO MOKET ObITh BBI3BA-
HO HU3KOW PEeaKIIMOHHON CITOCOOHOCTBIO CUHAIIOBOIA
KWCJIOTHI, KaK TIPEIIIeCTBEHHINKA MOHOJIUTHOJIOB CH-
PUHTHIBHOTO THTIA. TakmM 00pa3oM, HabII0maeTcsI 1o-
CTeNIeHHOe U3MEHEHME HaMpPaBICeHHOCTH OKUCIUTEb-
HBbIX U KOHJEHCAIIMOHHBIX TPOLIECCOB, CBSI3aHHBIX C
OCOOEHHOCTSIMU CTPOECHUS TIPEAIIECTBEHHUKOB JINT-
HUHA U UX OMOCUHTE3A.

OueHb 00JIBIIOE 3HAYCHUE TIepe]l IMTHU(UKALINCH
MOXET MMETh BBICOKMI ypOBEHb CBOOOIHOI OEH301i-
Hoii kucnotel. Itac u Jdanmon (Glass, Dunlop, 1974),
uccnenya neiictBug @K Ha MeMOpaHbI, HAILIUIM, YTO
depynoBas KMCI0Ta U, 0COOEHHO, OEH30iHAasI, IETIOJIsI-
PpU3YIOT MeMOpaHbI, YTO BIMSIET HA X IPOHUIIAEMOCTh
1 MOXET OJIaronpusITCTBOBAaTh TPAHCIIOPTY METa0O0IM-
ToB. I10 HalIMM JaHHBIM MTyJ1 OEH30MHOM KMCIOTHI ITO-
YTH B [Ba pa3a YBEJIMYMBACTCS TTPU TepeXoie KIeTOK K
BTOpUYHOMY yrommieHuto. I[loBeilieHne, oO4YeBUOHO,
NJIET B OCHOBHOM 3a CUET CHU2KCHHMS YPOBHS CJIOKHBIX

AHTOHOBA u np.

a¢upoB (puc. 5). YBenuueHre CBOOOTHBIX OEH30MHOM
1 (pepyJIOBOI KUCIIOT B HaYajie BTOPUYHOTO YTOMILICHUS
nepen JMTHA(PUKALMEH TOJDKHO OOECIICYUTh BBIXOJ
3(MPOB OKCUMKOPUIHBIX KNCJIOT B artoriact. Kpome To-
ro, MOXeT YCUJIMThes TpaHcnopT AK, a 3To, B CBOIO
oyepenb, OyIeT BJIMSATh Ha JUTHU(PUKALIMIO, TAK KaK
MepeKNCh Bomopoaa OyIeT pacXomoBaThCsl HA OKUCIIEe-
HUe ackopOata. O BO3MOXHOM BJIMSIHUM HEKOTOPBIX
(¢aKTOpPOB Ha TPAaHCITOPT aCKOPOATa YKA3bIBAJIOCh B pa-
oore (Fry, 1998).

IlossBneHnne OeH30IHOII KWCIOTHI B CBOOOITHOI
¢dopmMe B pocTe pacTsSLKEHHEM OOYCIIOBIICHO B OOJIBIIICH
CTETIeHHM [3-OKUCJIEHHEeM KOPUIHOM KUCIIOTHI, a B Haya-
JIe BTOPUYHOIO YTOJIICHMSI PACIIECIUVICHUEM €€ CJIOXK-
HBIX 3¢upoB. BaHWIMHOBas KMUCIOTa, OTMEYEHHAsT B
COCTaBe IIMKO3UIOB Ha BTOPOM CTYIIEHU pOCTa U Hava-
Jie YTOJIIIIEHNS CTEHOK, TOXe CBsI3aHa C B-OKUCIIeHuEM
depynoBoii kuciaotsl yepes ee KoA-adupsl (3anpome-
TOB, 1993), XOTS MOXET CyIlIeCTBOBaTb U APYroi, He-
OKUCJIMTEJIbHBIN, MEXaHM3M 00pa30BaHUsI BAaHUJIMHO-
Boi1 kucnotel (French et al., 1976).

YBenmueHne ypoBHsI KOEHOM KUCIOTHL B CBOOO/I -
HOM M CBSI3aHHOU (popMax M OTHOBPEMEHHOE CHILKE-
HUE MmyJia M-KyMapoBOW KUCJIOTbI CTAHOBUTCS TTOHSIT-
HBIM, €CJIM YYeCTh IOBHILICHHBI ypoBeHb AK Ha 11ep-
BOM OJTame pocrta. I[uapoKcuiMpoBaHME TI-OKCH-
KOPUYHOW KHWCJIOTBI OCYIIECTBIISIETCS (DEHOJOKCHUIA-
301 B IIPUCYTCTBUU aCKOPOMHOBOI KMCJIOTHI (3arpo-
MeToB, 1993).

Takum ob6pazoM, comepxkanue MK, cooTHolIEHUE
X (PpaKInii ¥ COCTaB 3HAUUTEIHLHO MEHSIIOTCS OT KaM-
OMaJIbHOM 30HBI 10 Hayaja BTOPUYHOIO YTOJIICHMS
Tpaxeu COCHBI M XapaKTep BapbUPOBaHMS 3aBUCUT OT
METOoJIa pacueTa (Ha CyXoli Bec WJIM Ha KJIETKY). B pac-
YyeTe Ha KJIETKY KOJIMYECTBO CBOOOMHBIX U CBSI3AHHBIX
®DK, a B ux cocTaBe CIOXHBIX U, OCOOEHHO, MTPOCTHIX
3(UpPOB, YBEJIMYMBAJIOCH HA IIEPBOM 3Tare pocTa pac-
TSDKEHMEM, CHIKAJIOCh Ha BTOPOM Y BHOBb BO3pacTallo
B Havajie OTJI0XEeHMsI BTOpyuaHOM creHKu. [Ty cBsi3aH-
HBIX KMCJIOT B 3aBUCMMOCTH OT CTaIM1 Pa3BUTUS KIIe-
TOK MpeBbIIIa MyJl CBOOOAHBIX B 2—5 pa3. B cocrase
CBOOOIHBIX OKCUKOPUYHBIX KHUCJIOT JOMMHHPOBAIIA
cHHaroBas 1 ¢hepyJioBasi KUCIOTHI. B IIpOCThIX 1 CITOXK-
HbIX 3(dupax COCTaB U COAEpPKaHNE OKCUKOPUYHBIX
KMCJIOT TOXKE 3aBUCEIU OT 3Tarla pa3BUTHUS KJIETOK. B
MIPOCTBIX 3(ppax OCHOBHBIMM arJIMKOHAMHU B KaMOMU
ObUTM CHHAIMOBasl 1 IM-KymMapoBasi, Ha IPYTYX CTaausIX
pa3BUTHS — cHanoBas U KogeiiHast. CIIoxKHbIE 3(DUpPhI
KaMOMs1 BKJTIOYAJI B OCHOBHOM I-KyMapOBYIO KHCJIOTY,
a Ipyrux 3TaroB — CUHAMNOBYIO U (DepyJIOBYIO KHUCIIOTHI.
Ha nepBbIx 3Tamax pocta OeH30IiHas KMCIoTa ObLIa
CBfI3aHA B OCHOBHOM CJIOXHO3(MMPHBIMHU CBSI3SIMU.
Tlyn aTx 3(prpoB yMeHBIIIaICS OT IepBOit (pa3bl pocTa
K Hauajly yToJiieHust cTeHOK. COOTBETCTBEHHO ITOBbI-
1IaJIcsl ypOBEHb CBOOOIHOI OEH30IMHOM KMCITOTHL.

PabGota BbITIOJTHEHA B paMKax MPOEKTA, MOIAePKaH-
Horo Poccuiickum @ormom PyHmameHTaTBHBIX Mc-
caemoBanuii (rpant Ne 06-04-49501).
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The Changes in Contents and Composition of Phenolic Acids
during Cell Xylem Growth in Scots Pine

G. F. Antonova, T. V. Zheleznichenko, V. V. Stasova
Sukachev Institute of Forest, Siberian Branch, Russian Academy of Sciences, Akademgorodok, Krasnoyarsk, 660036 Russia

e-mail: institute_forest@ksc.krasn.ru

Abstract—The contents and composition of alcohol soluble phenolic acids were studied during cell xylem
growth in the course of wood annual increment formation in the stems of Scots pine. The cells of cambium
zone, of two stages of expansion growth and the outset of secondary thickening zone (before lignification)
were successively gathered from the stem segments of 25-old pine trees in the period of earlywood xylem for-
mation with constant anatomical and histochemical control. The contents of free and bound forms of phe-
nolic acids, isolated by 80% ethanol from tissues, as well as of their ethers and esters were calculated both per
dry weight and per cell. The content and relation of the fractions and the composition of phenolic acid have
been found to change significantly from cambium zone to the outset of tracheid secondary thickening. The
character of the variations depends on a calculation method. According to the calculation per cell the amount
of free and bound phenolic acids and in their composition of esters and especially ethers increased at the first
step of expansion growth zone, decreased at the second one and rose again in the outset of secondary wall
deposition. In dependence on the stage of cell development the pool of bound phenolic acids exceeded of free
acid pool in 2—5 times. Sinapic and ferulic acids dominated in the composition of free hydroxycinnamic ac-
ids. The content and composition of hydroxycinnamic acids in ethers and esters depended on cell develop-
ment phase. In cambium p-coumaric and sinapic acids were principal aglycons in ethers, at other stages these
were sinapic and caffeic acids. The esters in cambium zone included essentially p-coumaric acid and at the
other stages — sinapic and ferulic acids. At the first phase of growth benzoic acid was connected principally
by ester bonds. The pool of these esters decreased from the first phase of growth to the outset of cell wall thick-
ening and in proportion to this the level of free benzoic acid rose.

Keywords: phenolic acids, fractions, composition, cambium zone, extension growth, secondary thickening,

early wood xylem, Pinus sylvestris
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BrneMeHTapHOe coliBeThe Ruppia 0ObIYHO TPEACTABICHO OTKPBITHIM ABYXIIBETKOBBIM KOJIOCOM, HO U3pE/-
Ka I[IBETKW KOHTEHUTAJIbHO CPACTAIOTCS IPYT C APYTOM, 00pasys eAMHYI0 TEpMUHAIBHYIO IIBETKOITOJOOHYIO
CTPYKTYpY. JIaHHOE OTKJIOHEHUE OT TUITUYHOTO ISt Ruppia xona MopdoreHesa penpoayKTUBHBIX CTPYKTYD
TOXO0XEe Ha TAKOBOE Y XOPOIIIO M3YYEHHBIX MYTAHTOB MOJIEJIbHBIX OOBEKTOB T€HETUKU pa3BUTUSA — Arabi-
dopsis v Antirrhinum. V13ydenne Ruppia NoO3BOJISET NPOCIEAUTh Ja0UJIBHOCTh MOpdoreHes3a 1o JaHHOMY
MPU3HAKY B €CTECTBEHHBIX MOITYJIALINIX. DTU JaHHBIE BaXKHBI 1T TOHMMAaHUS 9BOTIOIIMOHHOTO TIepexoaa
OT OTKPBITHIX K 3aKPbIThIM COLIBETUSIM. B 3T0I1 paboTe BriepBbie TPUBOMAATCS JaHHBIE O YACTOTE BCTpeyae-
MOCTH TePMUHAIBHBIX IIBETKOTIOMOOHBIX CTPYKTYP B MIPUPOTHBIX MOMYJISIIUIX Ruppia maritima n 06 oco-
OGEHHOCTSIX UX MOpdoreHe3a, BIIepBbIe MPOBEICHO CpaBHEHUE BACKYJIATYPhI COLIBETUI CO CBOOOTHBIMU U
cpocmmMucs BeTkaMu. [TokazaHo, 9YTO YacToTa BCTPEYAEMOCTH COLBETHI CO CPOCIIMMUCS IIBETKAMM
CHUJIbHO BapbUpPYyET OT NOMYJIAIMU K ITOIMYJIAIINH. HaHHblC O BapbMpOBaHWUM YMCJia OpraHoB B IIBETKaX Yy
pacTeHWI U3 pa3HbIX IMTOMYJISIINIA TO3BOJISIIOT MPEATIOI0XUTh, YTO YBeJTMUEeHUE pazmMepa (hiopaqbHBIX TTPH-
MOpPIMEB — OAWH U3 (HhaKTOPOB, CIOCOOCTBYIOIIMX UX OOBEAMHEHUIO B €IMHBIN MPUMOPANI TEPMUHATBLHOMN
cTpykTyphl. [TpoBomsias cucremMa couBeTuid R. maritima co CpOCIIMMUCS IIBETKAMM YCTPOEHA TaK ke, Kak
MPOBOJISIIIAS CUCTEMa OTHOTO 1IBETKA, MTPUYEM HUUTO HE TIPOTUBOPEUYUT TMIOTE3€ O TEPMUHAIBHOM MOJIO-
JKeHUH 3TOU CTPYKTYpHI. B couBeTusix R. maritima co cpocIiMMucs LIBETKAaMU B TPaHCBEP3aJIbHOM TTOJIO-
JKEHUM HEPENKO BCTPEYAIOTCS] THIMMHKY ¢ MTHBEPTUPOBAHHOM MOMSIPHOCTHIO. BO3MOXKHO, 3TO MEPBbIii 10-
KyMEHTaJIbHO 3a(hMKCUPOBAHHBIN Ciiy4ail MHBEPCUM OTHOCUTEILHOM MOJISIPHOCTU THIYMHOK U TIJIOOJIM -
CTUKOB Y IMTOKPBITOCEMEHHBIX PACTEHUI.

Knrouesvie croga: MopdoreHes, MHBEPCHS TTOJISIPHOCTU, KOHTEHUTAILHOE CpacTaHue, COLIBETHE, TepMU-

HaJTbHBIE IIBETKOMIOJOOHBIE CTPYKTYPHI, (haclivalivst, IBETOK, Ruppia.

B nocnenHue necATuieTust JOCTUTHYT 3HAYUTETb-
HBII ITporpecc B MIOHMMAaHUY TeHETUIECKIX MEXaHN3-
MOB PeryIsiy MopgoreHe3a COLBETUI Y MOAEIbHBIX
NpeICTaBUTEICH TTOKPBITOCEMEHHBIX pacTeHuit. Tpa-
IULMOHHO TIpU M3y4eHUM MOpGOJIOTUN COLIBETHIA
0osIbIlIOE BHUMaHUE YACHSIOT HAJTUUMIO WIU OTCYT-
CTBUIO TEPMMHAJIBHBIX LIBETKOB Ha OCSIX Pa3JIMUHbBIX
MHOPSIIKOB. DTOT NPU3HAK JIEXKHUT B OCHOBE OITMCATEb-
HBIX KJIacCU(UKALIMIA COLIBETUI, KOTOpPbIE IIMPOKO
Ucronb3ytorcss 6otannkamu (Troll, 1964; Weberling,
1989; Kysnenona, 1991; Ky3nenoBa u ap., 1992). /Isa
KJIaCCUYECKUX OOBEKTa IKCIIEPUMEHTATbHBIX UCCe-
JOBaHUWI reHeTUYECKOM peryysiuuu MopdgoreHesa pe-
MPOIYKTUBHBIX OPTaHOB pacTeHuil — Arabidopsis u An-
tirrhinum — B IUKOM THUIIE UMEIOT COLIBETUS O€3 Tep-
MUHAJIbHBIX IBETKOB. I1oyueHb! MyTaHTEI Arabidopsis
" Antirrhinum, KOTOpbIe BCera WX MPU OMpeaesieH-
HBIX YCJIOBUSIX Pa3BUBAIOT COLIBETUS C TEPMUHAIbHBI-
MM LIBETKaMHU, BBISIBJICHBI 1 MPOAHATU3UPOBAHbI CO-

OTBETCTBYIOIINE PEryIsITOpHBIC reHbl (Alvarez et al.,
1992; Coen, Nugent, 1994; Bradley et al., 1996, 1997;
Liljegren et al., 1999; ExoBa, Ilenun, 2001; INeHunH
u ap., 2005), a oTyacTM — UX OPTOJIOTH Y HEKOTOPBIX
Ipyrux rnmokpeitoceMeHHbIX (Ordidge et al., 2005). Jle-
TaJIbHOE U3yUyeHNEe MYTAaHTOB MOKAa3aJlo, YTO CTPYKTY-
pa, pa3BUBAIOIIASICS Y HUX Ha BEPXYILKE COLIBETHUSI,
MOXET CYILIECTBEHHO OTJIMYATHCS 110 MOP(POJIOTUU OT
JlaTepaJibHbIX 1IBETKOB, XapaKTepHBbIX sl JaHHOTO
Buaa (Ilenun u ap., 2005). MHorma ee MOXKHO UHTEp-
MPEeTUPOBATh KaK pe3yJIbTaT MOJHOIO CpacTaHUsl ca-
MBIX BEPXHUX JlaTepajbHbIX LIBETKOB. [loaToMy mjs
000011IeHUsT BCEro pa3HOOOpa3usl CTPYKTYp, HaOJIIo-
JaeMbIX Y TAKOTO pojJia MyTaHTOB, 1IEJI€CO00Pa3HO UC-
MOJIb30BaTh OoJiee HeHTpaabHOE MOHSITUEC — TEPMU-
HaJIbHbIC L[BETKOMNOAOOHBIE CTPYKTYpHI (O TEpMUHE
cM.: Sokoloff et al., 2006).

TepMuHanbHBIE LIBETKOIIOJOOHBIE CTPYKTYPHI BBI-
SIBJICHBI — C OOJIBILIEH UJIM MEHBIIIEH YaCTOTON — U ITIPU
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Puc. 1. luarpaMMbl, WLITIOCTPUPYIOIIME MOPMOJOrMUECKUIA Psifi, CBSA3bIBAIOILNIM COLBETUSI Ruppia maritima TUIIMYHOTO CTPOE-
HUSI U COLIBETHSI C TEPMUHAILHOM I[BETKOTIOMOOHO CTPYKTYpOii. PUCYHOK B rpacduyecku n3MeHeHHOI (hopMe BOCIIPOU3BeIeH
u3 pabothl (Sokoloff et al. 2006); mooxxeHre MPUAATKOB THIMMHOK Ha PUCYHKE ¢ YKa3aHO 0 HOBBIM pe3yJbTaTaM JaHHOTO WC-

CJIe[IOBAHMUSI.

U3YYEHUN €CTECTBEHHOM M3MEHUYMBOCTU CTPYKTYPbI
COLIBETUI1 B IIPUPOAHBIX MOITYJISILIASIX Pa3JIMYHBIX O~
HOIOJILHBIX U ABYIOJIBHBIX PACTEHMIA, KOTOPBIE B HOP-
Me HMEIOT COoLBeTUs 0e3 TepMUHAJIbHOTO I[BETKa
(Buzgo, Endress, 2000; Buzgo et al., 2004; Sokoloff
et al., 2006; Lock et al., 2009). AHanu3 TepMUHAITBHBIX
LIBETKOIOJOOHBIX CTPYKTYP V PACTEHUI U3 MPUPO-
HBIX TTOMYJISILWN U UX CpaBHEHUE C TAKOBBIMU Y MY-
TAHTOB MOJETLHBIX OPraHNU3MOB BAXKHBI JJIsT TIOHUMA-
HUS OOLMX JJIs1 TIOKPBITOCEMEHHBIX PACTCHUI MeXa-
HU3MOB perysaunu MopdoreHesa, a Takxke IS
BBISIBIICHUSI BO3MOKHBIX HAMpaBJIeHUI 3BOIIOLIMOH-
HBIX ITPeoOpa3oBaHMUI COLIBETHI M KOHKPETHBIX CIIe-
HapyeB TakuX IpeobdpaszoBanmii (Sokoloff et al., 2006).
IlpencraButenu cemeirictBa Ruppiaceae, BKIIOYaro-
mero onuH pon (Ruppia), Ha Halll B3IJISIA, OCOOEHHO
MEPCHEKTUBHBI KaK OOBEKT MIJISI UICCICAOBAHMIA B JaH-
HOI1 ob6JlacTU. ¥ HUX OTMEUYEHO He MPOCTO (OPMUPO-
BaHME TEPMHUHAJIBHBIX IIBETKOIIOAOOHBIX CTPYKTYp, a
MOJIHOE MTpeobpa3oBaHue IBYXIIBETKOBOTO Kojoca (To
€CTh COLBETUSI C ABYMSI CUISYMMM JaTepaTbHBIMU
LIBETKAMM) B TEPMUHAJIBHYIO IBETKOIOIOOHYIO
CTPYKTYypy. BEICKa3aHa TMITOTe3a, YTO B XOJ€ 3BOJIIO-
LIMY CXOAHBIE TPe0oOpa30BaHUS MPUBEIU K BOSHUKHO-
BEHMIO TPAAULIMOHHO OMUCHIBAEMbIX KaK TEPMUHATb-
HbIE [IBETKM CBOCOOPA3HBIX PENPOIYKTUBHBIX CTPYK-
Typ y 6;am3koro Kk Ruppiaceae cemeiictBa Cymodo-
ceaceae (Sokoloff et al., 2006).

Bunbl Ruppia — MHOronetHue Wiu OJHOJIETHUE
BOIHBIE PACTEHUST, OOMTAIOIINE B COJIOHOBATHIX BOIO-
eMax pa3HOH CTemneHM cojeHOCTH. Mes MCKIToun-
TEJIbHO IIMPOKOE TeorpadmyecKkoe pacipocTpaHeHNE,
MpencTaBUTe/IM poda BCTpEYaloTcsl KaKk B MPUOpexk-
HBIX BOIaX M Ha JIMTOPAJIM MOpPeil U OKEaHOB, TaK U BO
BHYTPUMKOHTHHEHTAIBHBIX Bomoemax. Korma pacte-
HUE TIepexonuT K (GOPMUPOBAHUIO PEITPOTYKTHUBHBIX
CTPYKTYp, moOern Ruppia CHITBHO BETBSITCS 1 OCU KaX-
JIOTO TIOpsITKA BETBJICHUSI 3aBEPIAIOTCS BJIeMEHTap-
HBIM COLIBETUEM — JABYXIIBETKOBBIM Koji0coM (Gamer-
ro, 1968; Posluszny, Sattler, 1974; Dahlgren et al., 1985;
IBenen, 1982; Kaul, 1993; MaspoaueB, CoKOJIOB,
1998). B xonoce Ruppia onyH 1IBETOK PaCcIoioKeH He-
CKOJIBKO BBIIIIe ApYroro. LIBeTKI He MMEIOT KPOIOIITNX
JINCTBEB, IO3TOMY MOXET BO3HUKHYTb BOIIPOC, HE SIB-
JISIETCSI JIU BEPXHUI LIBETOK MOP(MOJIOTNYECKHN TEPMU-
HaJIbHBIM. JlaTepambHOe MOIOKEHUE BEPXHETO 1IBETKA
KOJIOCca TOKAa3bIBACTCSl €r0 PaCITOJIOKEHUEM TIOI SIB-
CTBEHHBIM YIJIOM (0KOJ10 90 rpamycoB) K OCU COLIBE-
THS, a TaKKe HaOIfomaeMbIM MHOTA TIPOIODKEHUEM
OCHU COLIBETHUSI BbIllIe MeCTa MPUKPEIUICHUST BEPXHETO
uBetka (Gamerro, 1968; Ilsenes, 1982; Tomlinson,
1982). LIsetok Ruppia (cMm. puc. 1, a) uMeeT IBe Thi-
YUHKA B MEIMAHHOM ITOJIOXEHUU, KaXmasl ¢ OYeHb
KOPOTKOI HUTHIO U IITMPOKUM CBI3HMKOM. Ha Bep-
XYLIKEe CBSI3HUWKA, C ero abakcuajbHOM (T.e. yaajleH-
HOI OT LIeHTpA LIBETKAa) CTOPOHBI, HAXOAUTCS HEOOJIb-
mag yennyiika. CoriacHO OgHOI TOYKEe 3pEHUST — 3TO
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PYOAMMEHT IIPUPOCIIETO K THIYMHKE JIMCTOYKA OKOJIO-
LIBETHMKA, a COTJIACHO JIPYTOil — BHIPOCT THIYMMHKM, HE
MMEIOIINI OTHOLICHHUS K OKOJIOLBeTHUKY (Gamerro,
1968; Markgraf, 1936; Posluszny, Sattler, 1974; LIBe-
neB, 1982; Kaul, 1993; Masponues, CokoJjio, 1998).
I1Hewleidi COCTOMT M3 CBOOOAHBIX ILIOAOJIMCTUKOB.
Ywuciao TI0A0JUCTUKOB B IIBETKE BapbUPYET B Tpele-
Jnax ponaa ot 2 no 19 (Kaul, 1993; Zhao, Wu, 2008), Ho
yacTto ux 4, B AByX AMMEPHBIX Kpyrax (puc. 1).

IIpu npenBapuTeILHOM M3y4eHUM MaTepuaia Io
Ruppia maritima, cobpaHHoro Ha nmooepexne bemoro
MOp$i, ObLTM OOHApPYXKEHbI COLIBETHS, B KOTOPBIX JBa
JIaTepaJibHbIX 1IBETKA KOJI0ca ObUIM B pa3IN4yHOI cTe-
IeHU cpocimmMucs Mexnmy coboit (Sokoloff et al.,
2006). ITpu HeOONBIION CTENEHU CPaCTAHUS MEXKIY
LIBETKAMHM PAaCIIOJIOKEHHBIE PSIIOM OPYr C IAPYyromM
BEpXHME THIYMHKHU JIBYX COCEOHMX LIBETKOB CpacTa-
JIMCh B €AMHBIN opraH (puc. 1, 6). I[1pu 3HaunTeILHOMI
CTETEHU CPAaCTaHUsl IBYX LIBETKOB Kosoca (hopMUPO-
BaJlaCh CTPYKTypa, KOTopasi Mo cBoeil MopdoJoruu
HalroMyHasa eIMHCTBEHHbI TEpPMUHAIbHbBIN 1IBETOK
(puc. 1, ). Takaa TepMuHanIbHasI IIBETKOIIOIOOHAsI
CTPYKTypa TOMOJIOTMYHA TUIIMYHOMY COLIBETUIO U3
JIBYX JIaTepaJIbHbIX 1IBETKOB, UTO J1OKa3bIBAETCSI HAJIU -
ypeM ILEJI0ro psiia IepexomHbIX (opM (Hampumep,
puc. 1, 6) cpenu COLIBETHI, TIPUHAIJIEXKAIINX pacTe-
HUAM 13 omHo# monystmu (Sokoloff et al., 2006). B
pabote (Sokoloff et al., 2006) maHO JHIIb KpaTKOE
OIMMCaHWE TEPMMUHAJIBHBIX LIBETKOIMOAOOHBIX CTPYK-
Typ v Ruppia maritima. B Hell HEeT JaHHBIX 00 aHATO-
MUYECKOM CTPOCHUM COLIBETUM CO CPOCIIMMUCS
LIBETKaMM, O 4aCTOTaX BCTPEUYAeMOCTU TaKMX COLIBe-
TUI Y O HEKOTOPBIX AeTaisix UX Mopdonoruu. Hirke
MbI TIpEACTaBJIsieM JaHHbIe O COLBETUsIX R. maritima
U3 APYrux IOMyJsluii ¢ rmobepexbst beaoro mMops,
BOCITOJTHSIIOIIME 3TOT mpobdet. CieayeT OTMETUTD, YTO
HaM HEW3BECTHbI padOThI APYTMX aBTOPOB, B KOTOPBIX
OBLIO OBl YITOMSTHYTO SIBJICHUE CpacTaHUS 1IBETKOB Yy
Ruppia, xoTs1 LIBETKaM 1 COLIBETUSIM TIpeACTaBUTECH
3TOro pona (B TOM 4uciie — R. maritima) IOCBSIILICHO
HECKOJIbKO JIeTalibHBbIX uccieaoBanuii (Gamerro,
1968; Posluszny, Sattler, 1974; Kaul, 1993; Lacroix,
Kemp, 1997).

dopmupoBaHUE COLBETUI CO CPOCHTUMUCS 1IBET-
KamMu y Ruppia — pe3yisrar CyllecTBeHHOM Momaudu-
Kaly TUIIMYHOM I MPEACTaBUTENICH JaHHOIO poia
nporpaMMbl MopdoreHe3a pPerpoayKTUBHBIX CTPYK-
Typ. CpacTtaHue MexXAay LBETKAMU HOCHUT KOHTEHU-
TaJIbHBIN XapakTep. [Ipoliecc KOHTeHUTaILHOTO Cpac-
TaHUS KaK TaKOBOI B Xoae MopdoreHe3a He HabJIroaa-
ercs, 1 o akTe cpacTaHUsI MOXHO CYIUTh JIMIIbL Ha
OCHOBaHHUM MOCTPOCHUS MOP(MOJIOTUYECKUX PSII0B
(Verbeke, 1992; CokonoB u ap., 2006). ITockonbKy
MPOLIECC KOHTEHUTAILHOTO CPAaCTaHMSI HEJIb3s1 HAIIpsI-
MYIO Ha0II01aTh B Xoae MopdoreHe3a, KOHTeHUTAIb-
HO CPOCILIMECS CTPYKTYPbl MOXXKHO TaKKe paccMaTpu-
BaTh KakK “HemopasaenuBiunecs”. IToaromy mpolec-
ChI, BedylllFe K MOSIBJICHUIO TePMMHAIbHBIX IIBETKO-
MOJIOOHBIX CTPYKTYp Y Ruppia u psiia APyrux pacre-
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HMII, BO MHOIOM OJIM3KM K SIBJICHWIO (acraliin
(Sokoloff et al., 2006), KOTOpO€e CBA3aHO CO 3HAYM-
TEIbHBIM yBeJIMUeHUEM oObeMa aIllMKaJbHON MepHU-
CTEMBI.

XoTs aHanu3 JIaOMJILHOCTH MOpgoreHe3a COlIBe-
TUI y OeJIOMOPCKUX pacTeHul R. maritima TipecTaB-
JISIET OYEBUIHBIN MHTEPEC, ET0 MPSIMOE U3YyUEHUE TEX-
HUYECKU 3aTpyAHeHO. [ToCKOJIbKY pa3Hble BapUaHThI
MopdoreHe3a MOTYT peaTu30BbIBATHCS TaKe MPU pas3-
BUTUM Pa3HbIX COLIBETUI OJHOTO pacTeHUs, HEBO3-
MOXHO TNpeAcKa3aTb CyabOy KaXIOro KOHKPETHOTO
3ayaTka COLBETUSI U, COOTBETCTBEHHO, BBICTpaUBaTh
MopdoreHeTMYECKUE PSIAbl U3 COLBETHIM, 3apUKCUPO-
BaHHBIX Ha pa3HbIX CTaausIX pa3BuTus. Kpome Toro,
KJIIOYeBOM aTamm MopdoreHesa — pa3MeTKa MoJoXke-
Hust opraHoB nserka (Uyo, I[lenun, 2004) — ocyiecTs-
JISIETCS, BEPOSITHO, Y BCEX MOKPBITOCEMEHHBIX, /IO TOTO,
KaK 3a4aTKW 3TUX OPraHOB CTAHOBSITCS 3aMETHBI TIPU
U3y4YEHUN MEPUCTEM C TIOMOIIbIO CKaHUPYIOIIETO
3JIEKTPOHHOTO MUKpockorna. O 3aKOHOMEPHOCTSIX
MopdoreHe3a MOXHO CYIUTh PETPOCHEKTUBHO — IIO
YUCTY U OTHOCUTEJIbHOMY PaCIIOJIOXKEHUIO OPraHOB B
JNe(UHUTUBHOM CTPYKTYpe, a TaKXKe — MO MPOCTpaH-
CTBEHHOI OpraHu3aliiM MpOBOISIIEeH cUcTeMbl. Td-
KU TPOKaMOUs, U3 KOTOPBIX TI03KE PAa3BUBAIOTCS
MPOBOSIIME MYyYKH, MOSIBJISIIOTCS] BOJIM3U areKca rno-
Oera wiad 1BETKa, CJieqysl HampaBJeHWSIM ITOTOKOB
ayKCWHOB; TIPU 3TOM pacrpeAeieHre MOTOKOB ayKCH-
HOB UTpaeT KJIIOUYEBYIO POJIb U B OMpenesieHUU MO3U-
uuii 3aoxeHus npumopaues (Yyo, 2009). ITockosb-
Ky Y pacTeHU, JJIsI KOTOPBIX OTMEYEHbI TePMUHATb-
Hble  IIBETKOIOJIOOHbIE  CTPYKTYpbI,  CTPOEHUE
BEPXYILKU BapbUPYET OT COLIBETUS K COLIBETUIO, TIPSI-
MoO€ U3yYeHHE 3aKOHOMEPHOCTE TpaHCIIOpTa ayKCH-
Ha Ha caMbIX paHHUX CTaausIX MOpdoreHe3a 1acT Majio
nHoOpMalIMM, TaK KaK He OyIeT M3BecTHA IedrHU-
TUBHAsI CTPYKTYpa BEPXYIIKU COLBETUSI. B 3TOM cUTY-
allMy aHaJu3 BacKyJaTypbl COPMUPOBAHHOIO CO-
1IBETUS TIO3BOJIUT J1aTh PETPOCIIEKTUBHOE MpPEICTaB-
JIeHue O TI0TOKax ayKCMHOB B pa3BUBAIOLIEMCS
COLIBETHUM.

Ienpio nanHOI pabOTHI OBUIO M3YyUYUTH MOpdore-
He3 M UM3MEHYMBOCTb Je(MUHUTUBHOM CTPYKTYPHI
LIBETKOB 1 COLUBETUN R. maritima Ha MaTepuaie U3 He-
CKOJILKUX MPUPOAHBIX MTONYJISIINA Ha mobepexkbe be-
JIOTO MODSI, a TAKXKE CPaBHUTb BACKYJIATypy COLIBETUIA
CO CBOOOAHBIMM U B Pa3HOI CTEIIEHU CPOCIIMMUCS
L[BETKAMMU.

MATEPHAJIbI 1 METO/1bI

IToGeru c cousetusimu Ruppia maritima L. cobpa-
HbI B utojie 2006 u B mtoite 2008 IT. B 9eTBIpeX TOUKaX B
okpecTHocTsIx benoMopckoii GHMOJOrMYecKoi CTaH-
uuu umeHu H.A. TlepuoBa MI'Y (Jloyxckmii paiioH
Pecnyonuku Kapenusi, mocenok IlpuMopckuii): B
COJIEHOM 03epe Ha 3eJIeHOM MbIce, Ha BEpXHeil Jiu-
Topanu octpoBa [TokopMeXXHBIN, Ha BEpXHEU JTUTO-
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panu Kucioit ryosl m Ha BepxHei autopaan EpMo-
JIMHCKOM TyOBbI.

Mopdoaornyeckyro M3MEHYMBOCTh 3JEeMEHTap-
HBIX COLIBETUM M3y4aJIM C MOMOIIBIO CTEPEOMUKPO-
ckorioB MBP-1 u Olympus SZX-7; pe3yabsraTtbl
oOpPMIISIN TTYTEM 3apUCOBKM cxeM. 1o BO3MOXKHO-
CTU IS aHau3a UCIMOJIb30BAJIM TMPOM3BOJBHO BbI-
OpaHHBIC COLIBETUS C Pa3HBIX 3K3EMITISIPOB, XOTS M3-
3a TYCTOTBI PaCITOJIOXEHUST pa3BEeTBICHHBIX TTOI3YUNX
U YKOPEHSTIOIIMNXCS TTO0EeTOB PYIIIUU TPYTHO MCKITIO-
YUTh BOBMOKHOCTH BKITFOUCHUSI B aHAJIN3 HECKOJIBKIX
COLIBETHI C OMHOTO 3K3eMIUIsIpa. Tak Kak Ipu pac-
KpbIBaHUU 1LIBETKA PYIIUU THIMUHKU OBICTPO omajaa-
0T, a HOXKH TIOTOJIMCTUKOB CHJIBHO YIJTUHSIOTCS,
IIST U3YIeHUST OTOMPATN TTOJTHOCTBIO CDOPpMUPOBaH-
HbIC COLIBETHSI Ha CTaJMM HETMOCPEACTBEHHO Iiepel
uBeTeHueM. L1 n3ydeHus MopdoreHesa u 6osee Ha-
IJISIMHON MOKyMEHTAMU He(WHUTHBHON CTPYKTYPBI
COLIBETUI WCIIOJb30BaH CKAHUPYIOLIMI 3JIEKTPOH-
Hbiii Mukpockon CAMSCAN B MexkadenpaibHo
JIabopaTOpUM 3IEKTPOHHON MHUKPOCKOITMHN OHOIOTH-
yeckoro ¢axkynsrera MI'Y. /15 aToro marepuain ObLT
MPOBeIeH Yepe3 aBe cMeHbI 96% crimpTta (1mo 30 MuH
Kaxmasi), TP CMEHBI a0COIIOTHOTO arieToHa (30 MuH
Kaxk/1ast) ¥ BBICYIIICH ITPY KPUTUYECKOM TOYKE C TTIOMO-
mibto anmapara Hitachi HCP-2. Matepuai ¢cMOHTH-
pOBaH Ha CTOJIMKH JUTSI SJISKTPOHHOM MHUKPOCKOITHH C
MOMOILBIO IBYCTOPOHHUX JUCKOB C KJIEHKOMU MOBEpPX-
HOCTBIO 1 HallbLJIEH CMEChIO TUIATUHBI U TaJIaaus C
noMoibio yctaHoBku Giko IB-3.

s aHaTOMUYeCKMX HUCClieqoBaHUi chopMUpo-
BaHHbIE COLIBETHS HA CTAAWMU HEMIOCPENCTBEHHO Mepe/t
LIBETEHUEM 3aKJIIOYaIM B MapaduH MyTeM MPOBOJAKHU
yepe3 abCOJIOTHBINM CUPT U XJIOpOodOpM MO CTaH-
nmaptHoit Mmetoauke (bapeikuHa n gp., 2004), mocie
Yyero Takke Mo craHgapTtHoit mMetomuke (bapweikmHa
u ap., 2004) ¢ TOMOIIBIO POTALIMOHHOTO MUKPOTOMA
U3TrOTaBIMBAIN CEPUIHBIE MOTIEPEYHbIE CPE3BI COLIBE-
TUI ToaMHON 15 MKM. OKpacKy ITpOBOININA TTMKPO-
WHIUTOKApPMUHOM U KapOOoJIOBbIM (DYKCUHOM (AKce-
HOB, 1967). OxpallleHHBbIe Cpe3bl 3aKITI0YaIN B CPEeIy
Biomount. ITocTostHHBIE TIpenapaThl N3yJaa C ITOMO-
IIBI0O MUKPOCKOIIOB Mukpomen-2 u Zeiss Axioplan-2.

PE3VIJIBTATHI
Mopdghonoeus coysemuii co c60600HbIMU YBEeMKAMU

CouBeTre pyIIIMUA COCTOUT U3 ABYX ITPOTUBOJICKA-
LIUX APYT APYTY LBETKOB (puc. 1, a). LIBeTok cocTouT
W3 JIBYX CUISYMX ThIMMHOK, PACITOJIOXEHHBIX MEIUAH-
HO, Y YETBhIPEX WJIN OOJIBIIIETO YUCIA TJIOIOJTUCTUKOB.
TeIMMHKA MMeEET JBE IIMPOKO pa3HECEHHBIE TeKU (Ia-
PBI CPOCIIMXCSI MHUKPOCIIOPAHTHEB), TaK 4TO €CIIU
CBSI3HVK He TMOoNafacT B MoJie 3peHUs (3aCJIOHEeH ApY-
TMMU CTPYKTypaMHM), TO KaXKIyI0 TEKYy MOXKHO OILM-
OOYHO MPUHSTH 3a OTIENbHYIO THIMMHKY. Ha abakcu-
aJTbHOM (Hapy>XHOM) CTOPOHE IIMPOKOTIO CBSI3HUKA Y
TBIYMHKH Pa3BUT HEOOJBIIOM BEIPOCT. I 11omonmcTuku

JIOKK u mp.

COCTABJISIIOT JBa WJIX OOJIbIIIEE YMCIIO JUMEPHBIX KPYy-
roB: TIepBasi mapa IUIOAOJMCTUKOB pacIlOjIoXeHa
TpaHCBeP3aJIbHO, BTOpas Mapa — MeAMaHHO, CJIeIyIo-
1IK1e TIOIOJUCTUKY BO3HUKAIOT B KOCO PACIOJIOKEH-
HbIX Kpyrax. IlociegHuii Kpyr MOXET MMETh JIMIIb
OJIVH TUIOAONUCTUK. TTTOA0IMCTUKM BO BpeMsl 1IBETe-
HUSI TIOYTH CHISTYKE, HO TIPY CO3PEBAHUM TUIOAA Y HUX
00pa3yroTcs ITMHHBIE HOXKKW. KaskIbIi TITOI0INCTHK
CHa0XeH Ha CIIMHHOM CTOPOHE IO/, PbLIbLIEM HEOOJIb-
ILIMM BBIPOCTOM.

Cpenu 180 M3y4eHHBIX COLBETUII TUITMYHOTO IS
JIAHHOTO BUJIa CTPOEHMSI (TO €CThb C YeTKO 000CO0IeH-
HBIMM LIBETKAMHU) OKOJIO 62% WMeNn OIMHAKOBOE
YHCIIO TJIOJOJUCTUKOB B IBYX I[BETKAX, a 38% — pas-
HOE YUCJIO TJIOMOTUCTUKOB (CyMMapHBIe JaHHEIE TI0
BCEM IOMyJIsIUsIM, cM. Tabauiry 1). Hapsiny ¢ cone-
TUSIMU, UMCIOLLIMMU YEThIPE TJTOAOJMCTHKA B KaXKIIOM
W3 JBYX 1IBETKOB, BCTPEUAJINCh COLIBETUS C 5 WU
6 TJIOTOIMCTUKAMU B IBYX LIBETKaX (CM. Tabmuiry 1).
M3 o6iero urcia 360 LBETKOB M3y4eHHBIX COLIBETHI
C YETKO 000COOIEHHBIMY 1IBETKAMU IMOYTH MOJIOBUHA
(okos10 43%) nMena 4 TUIOOONMCTUKA, LIBETKU C 5 U
6 TJIOMOIMCTUKAMH BCTPEYAIMCh TOYTA OIMHAKOBO
gacTo (OKOJIO YETBEPTH IIBETKOB Ha KaXKIbIi U3 CITy4a-
€B) U LIBETKU C 7 TUIOIOJUCTUKAMU ObUIN OUY€Hb PEAKU
(cM. Tabsuny 2). I1pu 3TOM LIBETKM C pa3HbIM YHUCJIOM
IUIOJOIMCTUKOB ObUIM OTMEUYEHBI B PA3HBIX MOITYJIsI-
LUSIX C pa3HOI YacTOoToM (CcM. Tabauiry 2). JIuib B 2 u3
4 Y3y4eHHBIX TTOIMYJISILIMIA Yallle BCEro OTMeYallu 1BET-
KU ¢ 4 miopoavctukamu. B momyisimu ¢ ocrposa [o-
KOPMEXKHBII Yalle BCEro OTMeUaIi LIBETKH € 6 TI0OI0-
JINCTUKAMU.

Mopdghonoeus cousemuii co cpocuumucs yeemkamu

Y 4yacTu M3y4eHHBIX 3K3eMILUISIPOB BCTPEUYAIOTCS
COILIBETHSI, B KOTOPBIX PACIIOJIOXKEHHBIE PSIIIOM IPYT C
JIPYTOM BepXHHE MeAWaHHbIE THIMMHKM Pa3HbIX 1IBET-
KOB KOHTE€HUTAJILHO CpacTaloTCsI, 00pasys eIuHYIO
CTPYKTYpy (puc. 2—4). Y Takoii cpocuieiics ThiYMHOY-
HOM CTPYKTYpPbI B OTHOM MBIJIBHUKE MOXKET OBITh TPU
(Harmmpumep, puc. 3, A) Wi gaxe dyeToipe (puc. 1, 6) Te-
KU, a He JBe, KaK Y HOpMaJbHOI THIYMHKU, WJIM, Ha-
000pOT, TOJILKO OfHA, HO CUJIBHO YBEJIMYEHHAs B pa3-
Mepe Teka. Eciu xxe “obias” misi AByX LBETKOB ThI-
YMHKA MMeeT JBe TeKM, TO Kaxaass HU3 BTUX TeK
HEepenKo BCKpbIBaeTCsI IByMsI (a HE OHOM, Kak B HOP-
MaJIbHOM TeKe) IIPOA0JIbHBIMU HiejisiMu (puc. 3, b). Y3-
peIKa BepXHsIs ThIYMHKA HIDKHETO IIBEeTKA HAXOMUTCS
HE B MEIMaHHOM, a B TpaHCBEp3aJIbHOM (I KOCOM)
noyioxeHuu (puc. 5, a).

OTMeUYeHBI COLIBETUSI, B KOTOPBIX KOHT€HUTAILHOE
cpacTaHUe LIBETKOB BBIPAXXEHO ellle CUJIbHee. B Hux
BCE TUIOOOMCTUKN (DOPMUPYIOT SAUHYIO TPYIIITY, He
pas3ielieHHYI0 ThIYMHKAMM, XOTS 10 OTHOCUTEJIbHOI
OpPUEHTALIMU OPIOIIHBIX U CIMHHBIX CTOPOH IUIOIO M -
CTUKOB MOXHO BBISIBUTh UX IMTPUHAIJIEKHOCTh K KAKO-
My-1100 U3 OByX LIBETKOB (puc. 4, A—B). Ilnononu-

OHTOT'EHE3 Ne 4
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Taoauma 1. BeTpeyaeMocTh COLBETUI ¢ OAMHAKOBBIM YKCJIOM ILIOAOJMCTUKOB B ABYX LIBETKAX B MONyJasiuusx Ruppia
maritima n3 oKpecTHocTeir betoMopckoil 6uosornyeckoii craHuuu MI'Y. B Tabnuiy He BKJIIOUEHBI COLIBETHUSI CO CPOC-

IMMHUCA IBETKaAaMH

CorneHoe 03epo Jlaryna Epmonun- Beero
Ha quTopamm | Kucnas ry6a, 0 4 TOIMYJISIISIM
Ha 3e71eHOM n cKasi ryoa,
MbICE octposa [lo- JIUTOpasb HTOpATE
KOPMEXKHBII aoc. %

YUCJIO TUIOMOJIVMCTHKOB
B KaXJIOM U3 IBYX IIBET-
KOB OJTHOTO COIIBETHUSI

4 32 0 12 17 61 33.9

5 3 2 12 6 23 12.8

6 3 13 3 7 26 14.4

7 0 1 0 0 1 0.6
BCEro COLBETUI C OM- 38 16 27 30 111 61.7
HaKOBBIM YMCJIOM IO~
JIOJTMCTUKOB B IIBETKAX
CyMMa COLIBETHUI C pa3- 20 9 23 17 69 38.3
HBIM YKUCJIOM TLJIOAO0U-
CTHUKOB B IIBETKaX
TJIOAOJIUCTUKOB OOJTb- 4 4 8 6 22 12.2
111e B BEpXHEM IIBETKE
TUTOAOJIMCTUKOB 00JTb- 16 5 15 11 47 26.1
1€ B HUKHEM 1IBETKE

Tabmuua 2. BeTpeuaeMoCTh pa3IMyHOrO Yuca rioJ0JUCTUKOB B LIBETKaxX Ruppia maritima B IOTMYJISILIUSIX U3 OKPECTHO-
creii benoMmopckoit buoorndeckoii cranumu MI'Y. B aT0ii Tabimiie HBETKM pacCMaTPpUBAIOTCSI CyMMapHO, 0e3 yueTa nx

TTOJIOKCHUSA B COUBETUN

C Jlaryna
OJIeHOE 03epo Ha | JMTOPANH 0-Ba Kucnas ryb6a, EpMmonuHckas Bcero
3e/leHOM MbICce n o JIMTOpasb ryba, TUTOpasib | MO 4 TTOMYJISILUSIM
OKOPMEXKHBII

gilzﬁangiizgﬁé abce. % a6c. % abc. % a6c¢. % a6c. %
4 77 63.4 4 8 34 34 42 44.7 157 43.6
5 23 19.8 9 18 42 42 28 29.8 102 28.3
6 15 12.3 33 66 21 21 24 25.5 93 25.8
7 1 0.9 4 8 3 3 0 0.0 8 2.2

cpenHee apud- 4.4 5.7 4.9 4.8 4.9

METUYeCKOoe

BCETO 1IBETKOB 116 50 100 94 360

CTUMKM OIHOIO IIBETKAa OPHMEHTHPOBaHHI OprolrHbIMKM HMHOrma HaOmomaeTcssi KOHT€HMTAJbHOE CpacTaHue

1
CTOPOHaMU JpPYT K IPYLY, TO €CTh K LEHTPY LIBETKA.

! XOTs IT0Q0MMCTHK PYTITINN — ACLMAMATHBIH, TO €CTh HE MMeeT
BaXKHEMILIero Mapkepa OpIOLIHOI CTOPOHBI — OPIOLIHOTO 1B,
MOJISIPHOCTD TUIOJOJIMCTHKA JIETKO YCTAHOBUTD 110 XapaKTePHO-
MY BBIPOCTY Ha CIIMHHOM cTOpoHe. MMEHHO Ha 3TOM BBIPOCTE
pa3menieHbl OykBbI “I1” Ha pucyHkax 3 u 4. Ilo maHHBIM
R.B. Kaul (1993), 3TOT BBIPOCT MMEET Ha NMOBEPXHOCTU YCTbU-
11a, a 00pa3yIoIIMeCs 31eCh My3bIPbKU ra3za (MpearnoIoXKUTEIb-
HO KHMCJIOpOZa) BaXKHbI IS TIOAJAEPXKAHUS TJIaByYeCTH COLIBE-
THSI BO BpeMsI 1IBETEHMSI.

4 OHTOI'EHE3 Ttom42 Ne4 2011

IBYX IUIOHOJIMCTUKOB MeXay coboii (puc. 2, ¢, d). B
COIIBETHSIX OITMCHIBAEMOTO THIIA OOBIYHO 4 THIYMHKMU.
JBe 13 HUX 10 TIOJIOXKEHUIO COOTBETCTBYIOT HIDKHUM
MeIWaHHBIM THIYMHKAM KaXXIOoTo IIBeTKa, a IBE ApYy-
THE PacIiOIOKEHBI, YUepemysiCh C HUMU, CITpaBa 1 cjieBa
OT TPYIIIIbI IJIOAOJIMCTUKOB (puc. 1, 6; 4, A—B). B TbI-
YMHKaX, COOTBETCTBYIOIIMX HIDKHUM MeIUaHHbBIM
TBIYMHKAM KaXIIOTO U3 IBYX O0ObeIMHEHHBIX IIBETKOB,
YelIyiiK1 Ha CBSI3HUKE PACIIOJIOKEHBI ¢ HAPY>KHOI, TO
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Puc. 2. IluarpaMMbl HEKOTOPBIX U3 BBISIBJICHHBIX B JaHHOU paboTte couBeTuil Ruppia maritima ¢ pa3HON CTETIEHBIO CPaCTaHUS
LIBETKOB (MaTepuaJ u3 nomyJisiiuu ¢ octposa [lokopmexxHblit). O603HaueHUs Kak Ha pucyHKe 1. JIMCTbs, MpeAlecTBYIoue co-
LIBETHIO, HE MIOKa3aHHBl.

Puc. 3. Monoablie cousetusi Ruppia maritima, B KOTOPbIX BEpXHUE THIYMHKU JBYX LIBETKOB (hOPMUPYIOT €IMHYIO CTPYKTYPY, PO-
CTPaHCTBEHHO pa3IesIsIIolIyI0 TMHELeU IBYX LIBETKOB (CKAHUPYIOIIMI 3JIEKTPOHHbBI MUKPOCKOIT). MaTtepuas 13 MOIyJIsSILuu ¢
octpoBa [TokopMeXHBIA. A — COLIBETHE, B KOTOPOM CpacTaHWe BEPXHUX THIYMMHOK JIBYX LIBETKOB 3aXBaTWJIO JIMIIIh ITO OTHOM TeKe
KaXk[10i1 U3 HUX; Ha MIepeIHeM TUTaHe — HVDKHU I 1IBETOK B COLIBETUM, UMEIOLLNIA 5 TUTOAOIMCTUKOB, CBSI3HUK €T0 HYKHEW ThIYMH-
KU He BUJCH B TJAaHHOM PaKypce, U TTI0O3TOMY JBE ee TeKH MTPOU3BOIST BIleyaTieHue 000CO0IeHHBIX APYT OT Apyra CTpyKTyp. dua-
rpaMMa 3TOro COLIBETHsI IaHa Ha puc. 2, a. b — couBeTtue, B KOTOPOM CpacTaHue BEPXHUX THIMMHOK JIBYX LIBETKOB 3aXBaTHJIO 00e
TEKU, TaK YTO 00pa3oBajach o0IIas [UIs ABYX LIBETKOB ThIYMHKA C IBYMsI TEKaMM, KaXKaasi U3 KOTOPbIX OyIeT BCKPbIBATHCSI IBYMSI
eIsIMU (a He OTHOM, KaK TeKa HOPMaJIbHOTO CTpoeHwMs). [lnarpaMMa 3TOTo COIBETHS AaHa Ha puc. 2, 6. MaciTabHbIe OTpe3Kn
cootBeTcTBYIOT 300 MKM. YcoBHbIe 0603HaueHus:: [1 — rutoponuctuk, T — Teka HopMaIbHOTO CTpoeHusI, T! — Teka HEOOBIYHOTO
CTpOeHMsI, 00pa30oBaHHasl 32 CUET OObEMIUMHEHUSI ABYX TEK, OTHOCSIIMXCS K THIMMHKAM Pa3HbIX [IBETKOB.

OHTOT'EHE3 TomM 42 Ne4 2011
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Puc. 4. Mononsie conBetust Ruppia maritima ¢ GOJbIIIE CTETIEHBIO CPACTAHUS IIBETKOB, YeM COIIBETUS HA PUCYHKE 3 (CKaHUPY-
FOIIUIA 3JIEKTPOHHBI MUKPOCKOIT). MaTtepuas 13 rortyJisiinu ¢ octpoBa [TokopMexxHbIii. MaciiTabHbIe OTPE3KU COOTBETCTBYIOT
300 mxm. CTpesnika yKa3biBaeT Ha MPUIATOK ThIMMHKU. OcTajbHble 0003HAaYeHMsI — KaK Ha pyucyHKe 3. Jluarpamma couBeTusi ¢
puc. 4, A nzobpakeHa Ha puc. 2, e, ¢ puc. 4, b — Ha puc. 2, 6, ¢ puc. 4, B — Ha puc. 2, xc, c puc. 4, I’ — Ha puc. 2, 3.

eCcTb MOPQOJIOTUYECKM abdaKCUaJIbHOW, CTOPOHDI
(puc. 1, 8). B TpaHcBep3abHbIX THIMMHKAX YaCTO yaa-
eTcsl HabIoAaTh YelllyiiK Ha BHYTpeHHeH (oOpallieH-
HOW K TMHelelo) ctopoHe (puc. 4, A—B). TpaHcBep-
3aJIbHbIE THIMMHKU CUJIBHO BapbUPYIOT MO pa3Mepam.
Bonblire THIUMHKY UMEIOT MO0 HOpMaJIbHOE CTpoe-
HUe, JIMOO y HUX TOJIbKO OfiHA TeKa, HO C TpeMsl THe3-
IamMu. Y MajleHbKHMX ThIYMHOK TeKa BCEerjga ojHa U
OOBIYHO COCTOUT U3 OJIHOTO MUKPOCIIOPAHTUSI, NHO-
I71a y HUX MOXET OTCYTCTBOBATH Uelllyiika (Harpumep,
obo3HadyeHHad Kak “T!” TeramnHKa Ha pucyHke 4, I' co-
CTOUT M3 OJJHOTO MUKPOCIIOPAHTUS U HE UMEET HU Ye-
LIYHAKYW, HA TMHUW BCKPBIBAHUST).

OHTOTEHE3 Ne 4

TOM 42 2011

Hatinens! ciyyan Hanbosiee CUJIBHOIO KOHICHMU-
TaJIbBHOTO CPacTaHMSI IBYX LIBETKOB, KOT/Ia BCE COLIBE-
THE TIpeACcTaBJIeHO (PaKTUISCKU TOJTBKO OTHUM “1IBET-
KOM” C YUCJIOM IUJIOJOJIMCTUKOB 7 1 6osee. Bee mo-
JOJIMCTUKY OPUEHTUPOBAHEI K LIEHTPY “LIBETKA”, M X
HEBO3MOXHO pa3IesIMTh Ha ABe rpynil bl (puc. 4, I).

YacToTa BCTpe4aeMOCTH COIBETUIN CO CPOCIIIMMU--
csI [IBETKaMHU B Pa3HBIX TIOMYJISIIIASIX TIPEICTaBicHa B
Ttabn. 3. Yacrtora Bcrpeuaemoctu (50%) couBeTuii
PYIIIMI CO CPOCIIUMUCS LIBETKAMU B TIOITYJISILIMU U3
JIaTYHBI Ha JINTOPaT ocTpoBa [10KOpMEKHBIN CUITEHO
OTJINYAETCSI OT YaCTOThI BCTPEYAEMOCTH TAKMX COLIBE-
TUH BO BCeX JAPYIUX M3YYCHHBIX IMOITYJIAIUAX, TI€ CO-

e
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Puc. 5. CxeMbl BacKyJIaTypbl COLBETUI Ruppia maritima co CBOOOIHBIMU U B Pa3HOM CTEITEHU CPOCIIUMUCS LIBeTKaMu. PsimoM ¢
KaXxI0il cxeMoi n300paxeHa AvarpaMma COOTBETCTBYIOIIETO COLIBETHSI, 3apMCOBaHHAsl Mepel U3TOTOBIIEHUEM MUKPOTOMHBIX
cpe3oB. PazneneHue eqMHOro nmyyka IJioaoJMCcTKa Ha BEHTPAIbHbIN U IOP3aIbHBIN MTy4oK He MmokaszaHo. TosicTast CrutonIHast Jm-
HUSI — TIPOBOMASIIMI MYYOK OCH COLIBETHSI, ITyHKTUP — MPOBOMSIIMIA My4OK, WAYIIMIA K TUIOJOJUCTHUKY, TOHKAs CILIOIIHAS

JIMHUSA — MMYYOK TBIYMHKU.

IBETHA CO CPOCIIMMMUCA LIBETKAMM OBLIY OYEHD peaxmn
NN HE OTMEYECHDbI BOBCC.

W3penka B LBeTKax PYIIUAM BCTPEYAIOTCS CTe-
PWIBHBIC TUNIOJOJIMCTUKH. Nx BCTPEYACMOCTb HE 3aBU-
CUT OT CTEIEHU CPaCcTaHUs LIBETKOB, OHU OLIBAIOT U B
LIBETKAX, COBEPIICHHO HOPMAJIBLHBIX BO BCEX MTPOYMX
OTHOIICHMUSIX. CTCpI/lﬂbeIe IJIOOOJIUMCTUKU HE UMEIOT
pbUIblLIa, HE IOApa3ae/icHbl SBHO HA CIIMHHYIO U
OPIOIIHYIO CTOPOHHEI (Y HMX HET BBIPOCTA Ha CITUMHHOM
CTOpPOHE), OHM TaKXKe ropasao Oosiee y3Kue, ueM
OOBIYHBIE ITUIOAOIUCTUKN. PepTUIIBHOCTD, 10 Kpaii-
Heli Mepe B OOJIBIIMHCTBE CIy4aeB, IIOI0IMCTUKOB B
COLIBETHSIX CO CPOCIIMMUCS LIBETKAMU TOKa3bIBA€TCS
TE€M, UYTO B TAKMUX COLIBETUSIX, IO HAIIIMM HAOJTIOACHM -
SIM, pa3BUBAIOTCS HOPMAJIbHBIE TIOIEL.

Backyaamypa coysemuii co c60600HbIMU UBEMKAMU

IIpoBonsias cucrteMa LIBETOHOCA IPEICTaBICHA
TaruIoCTeI0N ¢ HECKOJBKUMHU TPaxeuaaMU KCUJIEMEI,
OKPY:KEHHBIMU KOJBLIOM (hioaMbl. Ha yacTu mivHbI
LIBETOHOCA TpaxXeuIbl KCUJIEMbI pa3pyllIaloTcs U pa3-
BUTaA KCWJIEMHasl JIaKyHa. B aToM ydacTke npu co3pe-
BaHWU TUIOAOB MEET MECTO CUJIBHOE MHTEPKAIISIPHOE
yaJuHeHue 1BeToHoca. OT ocu COLBETUsI MpaKTUye-
CKU TICPICHIUKYISIPHO OTXOOWUT ITy4OK B HVDKHMIA
mBetok. OT 3TOro my4yka OTXOAST TSDKU, MAYILINE B
IUIOJOIMCTUKN M THIYMHKU. B CBSI3HUKE MYy4OK ThI-
YMHKUA MOXET pa3IBavBaThCs WIM paclIupsThes. B
TUIOJOIMCTUKE TPOBOMIILINI ITy4OK pa3aBanBaeTcCs,
o0pa3ys CITMHHOIM M OPIOLIHOM MPOBOISIINE MyYKU

Tadamma 3. CooTHOILIIEHWE HOPMAJIBHBIX 1 aHOMAaJIbHBIX COLIBETHI B TIONYJISIUMAX Ruppia maritima 3 okpectHocTel be-
JIOMOPCKOI1 61oiorndeckoi ctanuu MI'Y

CoJteHOE 03epO JlaryHa Ha auTopanu Kucnas ryoa, EpMmonunHckas ryoa,
Ha 3eJIeHOM MbICE o-Ba [TokopMesKHbII JINTOpajb JINTOpab
HOPMAaJIbHBIE COLIBETHS 58 25 50 47
(LIBETKU COBEPILIEHHO
CBOOOIHBIC)
COLIBETHSI CO CPOCIIIM - 0 25 0 3
MMUCS B PA3JIMYHOM CTe-
MEeHU LIBETKAMM
BCEro 58 50 50 50
OHTOT'EHE3 Tom 42 Ne 4 2011
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Puc. 6. Pannue cranuu mopdoreHesa couBeTuii Ruppia maritima co cBOOOIHBIMY LIBETKAMU (CKaHUPYIOIIMHI 2JIeKTPOHHBIN MUK-
pockortr). Matepuai u3 nomysiiuy ¢ octpoBa [TokopMexxkHbIil. MacirrabHbie oTpe3ku cooTBeTCTBYIOT 30 MKM Ha A—B 1 100 MkM
Ha I YcnoBHble 0003HauUeHUsl: | — HUXKHUI LIBETOK COLIBETHsI, 2 — BEPXHMI1 LIBETOK collBeTHsl, JIM — anukaiabHas MeprcremMa
na3ynrHoro nodera, T1 — ThIYMHKA HAKHETO LIBeTKA COLIBETHS, T2 — ThIYMHKA BEPXHETO 1IBETKA COLIBETUSI, CTPEJIKU — MTPUAATKU

TBIYMHOK, IT - TNIOAOJIMCTUK.

mwioaoarucTika. Och COLIBETHSI C MPOBOISIINM ITy4-
KOM B ILIEHTPE MPOMIOJIKACTCS BBIIIE MECTa OTXOXKIE-
HUS TIEPBOTO IIBETKA U MOCTETICHHO ITEPEXOIUT B ITy-
YOK, BXOISIIMI B BepxHuUii 1iBeTOK. Cl1eI0B IIPOa0JI-
KEHMU S l'[pOBOIlﬂLLlCﬁ CUCTEMBI OCU COLIBETUS BBILIC
MecTa OTXOXIEHHs BTOPOTO IIBETKa HE OTMEUYEeHO.
Backyisiprsaiiisi BEpXHEro LIBETKa — TaKasl 3Ke, KakK B
HIDXKHEM LIBETKe (puC. 5, 6).

Backyaamypa coysemuii co cpocuiumucs ugemikamu

Bo Bcex ciydasix, Korma IIBeTKA B COILIBETHH O0b-
EIMHEHBI APYT C IPYTOM, IIPOBOASIINE ITyYKH KO BCEM
opraHam (TbIYMHKAM U TUIOJOJMCTUKAM) OTAEJISIIOTCS
OT OOI1IeTO TTPOBOSIIIETO MTyYKa IIBETOHOCA HA OTHOM
ypoBHe (puc. 3, 8, 2). OTO OTHOCUTCS 1 K TEM CIIydasiM,
KOTJa cpacTaHUe 3axBaTbIBaeT LIBETKU JIMIIb B He-
OOJIBIIION CTEIIEHH, M pa3BUTa OfHA “0o0I1ast” ThIYMH-
Ka, pacIoJIosKeHHAsT MEXIY IBYMST COCEITHUMM IIBET-
kamMu. OCOOEHHOCTh HEKOTOPBIX COLIBETUI C OIHOM

OHTOTEHE3 Ne 4

TOM 42 2011

00I11Iei1 TBIMMHKOUW COCTOUT B TOM, UTO JBE TeKU 3TOM
TBIYMHKW CUIST Ha OTAEIbHBIX HOXKax. B aToMm city-
Yyae B KaXIYI0 M3 TaKMX HOXEK BXOOWUT OTACIbHBIA
MIPOBOISIINI ITy4yoK. BripouyeM, 3Ty cuTyalnio MOXHO
WHTEPIIPETUPOBATh KaK HAaJIUM4YWE OBYX CUJIBHO COIHU-
KE€HHBIX TPaHCBEP3aIbHBIX THIYMHOK.

Jlanusie no mopghoeenesy cousemuii

Ha puc. 6 n3o6paxkeHbl paHHUE CTaaun Mopdore-
He3a COLBETUI Co CBOOOAHBIMM LiBeTKamMu. Ha camoii
paHHe# U3 U300paXkeHHBIX cTaguii (puc. 6, A) BUIHBI
MPUMOPINU HUXXHEro u BepxHero lBetka. Cyast 1o
TOMY, YTO OHU AOCTATOYHO XOPOIIO OTIpaHWYCHEI
Opyr OT Ipyra, majee U3 TaKOW CTPYKTYPhI JTOJLKHO
Pa3BUThCS COLIBETHE CO CBOOOIHBIMU LiBeTKamMu. Hu
Ha BTOM, HU Ha OoJjiee MO3AHUX CTaAUsIX HET HUKAKUX
CJIEIOB KPOIOIIMX JIMCTHEB 1IBETKOB. B couBeTnm,
1n300paxkeHHOM Ha puc. 6, b, MOXHO BUIETh CTagUIO
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Puc. 7. Pannue ctanuu mopdoreHesa cousetuit Ruppia maritima co cpocliMMUCS LIBETKAMU (CKaHUPYIOLLMH 3JIEKTPOHHBIA MUK-
pockort). Marepuain u3 nomyJsitiuu ¢ octposa [lokopmexHsliii. A u b — pa3Hble BUIbI OHOTO U TOTO XK€ COLIBETUSI, B KOTOPOM
BEpXHME THIMMHKMU JIBYX LIBETKOB CPOCJIMCH TOJILKO CBOUMU CBSI3HUKaMU U (GOPMUPYIOT €AMHCTBEHHbII OOLIMIA MPUIATOK B LIEH-
Tpe (TeKHU IIpU 3TOM He cpacTaioTcs). He MCKiII0OUeHO, UTO TaKoe COLIBETHE Ha OoJiee MO3aHEl CTaaAuy pa3BUTHsI, KOTAa U3-3a yBe-
JIMYEHUSI pa3MePOB TeK OOLIUIA TPUIATOK U CBSI3HUK OYIYT CKPBITHI OT HabIoaaTes1, OyaeT MPOru3BOANTD JIOKHOE BrieyaTieHue
TUITMYHOTO COLIBETUSI PYIIIUU CO CBOOOAHBIMU LIBeTKaMU. B u I’ — pa3Hble BUIIbI OTHOTO U TOTO e COL[BETUSI C BECbMa MOJHbIM
CcpacTaHMeM JIBYX LIBETKOB, KaXK/Iblii U3 KOTOPBIX UMEET TOJIbKO OJTHY, HUXKHIOIO ThIMMHKY. MaciuTabHble OTPE3KH COOTBETCTBYIOT
100 mxMm Ha A—B u 30 mxm Ha I YcnoBHbie 0603HaueHus: JIM — anukainbHasi MepucTema rnasyurHoro rnooera, I1 — nectuk, T —

TE€Ka TbIYMHKHU.

3aJI03KEHUST THIYMHOK. M 010101 IIBETOK Ha 3TOM CTa-
NV UMEET B TUIAHE MTOYTU YEThIPEXYTOJIBHYIO (hopMy.
IMpumMopany AByX THIMMHOK, KOTOPbIE TTOKA eI1Ie TOJIb-
KO HaMeyaroTcsl, pacIoloKeHbl B MeIMaHHOW TJI0C-
KOCTHU, CWIBLHO BEITSIHYTBI B TPAHCBEP3aJIbHOM HaIlpaB-
JICHUM U BMECTe 3aHMMAIOT ITOYTU BCIO MTOBEPXHOCTH
BeTKa. B corerun, nzoopaxkeHHOM Ha puc. 6, B, ThI-
YUHKM YK€ SICHO OTIpaHUYEHbl OT APYTMX 4YacTein
LIBeTKa. 371eCh XXe BUIHO 3ajlokeHue TuHeles. [lep-
BBIMHU 3aKJIAJbIBAIOTCS ABA TLIOAOJIMCTUKA, PACITOO-
KEHHBIE TPaHCBEP3aJbHO (TO €CThb, YEepPEeAysICh C ThI-
YyUHKaMU). B IeHTpe HUKHETO 1IBeTKA HaXOAUTCS ellie
He nuddepeHuMpoBaHHAs Ha TPUMOPINUU OTAEIbHbBIX
IUIOJOJIMCTUKOB MepucTteMa uBeTka. Ha puc. 6, T
M300pakeHO COLIBETHE, B KOTOPOM THIYMHKM qudde-

PEHLIMPOBaHbI HA CBSI3HUK U IBE TEKU. Y BEPXHUX Thl-
YUHOK C abakCUaJIbHO# (Hapy>KHOI) CTOPOHBI CBSI3-
HUKa Hadan augdepeHInpoBaTbcs IIpUAATOK. Y
HIDKHUX TBIYMHOK Ha 3TOM CTaIMU MPUIATOK ellle He
3aJI0KeH, OH (opMuUpyeTcsl HeMHoOro Io3gHee. Ha
puc. 6, I' B rHHeIlee HIDKHETO IBeTKa (GopMUpyeTcs
4 iononucTuka. JIBa TpaHCBEp3aJIbHBIX TUIOHOIM-
CTHUKa HAaXOIITCS Ha 60J1ee TTo3aHe cTamu Mopdore-
He3a, YeM JBa MeIWaHHbIX IUlogoiucTuka. [losxe
TUTOIOJMCTUKH TPUHUMAIOT TUITMYHO acClMINATHYIO

dhopmy.

Hapwuc. 7, A, b u300pakeHo OIHO 1 TO XXe& MOJIOJ0E
COIIBETHE, B KOTOPOM OOBEAMHEHUE ABYX IIBETKOB BbI-
PaXXeHO TOJBKO B YACTMYHOM CPacTaHUU UX BEPXHUX
TBIYMHOK. DTO cpacTaHre 0COOCHHO SIPKO IPOSIBJISIET-

OHTOT'EHE3 Ne 4

TOM 42 2011
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Cs1 B TOM, UYTO Y IByX TBIYMHOK C(POPMUPOBAJICS OJUH
o01IMiA NpuIaToK. DTO couBeThe Mo MopgoIoruu
01M3KO K M3o0paxkeHHoMmy Ha puc. 1, 6. Couserue,
n3oopaxkeHHoe Ha puc. 7, B, I, HaxoauTcst Ha HEMHO-
ro Oosiee TO3aHEH cTaguu MopdgoreHesa, YeM COLIBe-
THe Ha puc. 6, I. B couBetnu Ha puc. 7, B, I’ n1Ba 1iBeT-
Ka IIOYTH ITOJIHOCTBIO OOBEIMHEHEI IPYT C APYroM. Y
KaXXJ0Tr0 U3 [IBETKOB pa3BUTa TOJIbKO OHA (HUXKHSIS)
ThiuMHKa. Ha 310l crammyu MopdoreHesa THIMUHKHU
ellle He UMEIOT NpUIATKoB. B ruHelee nBa 11ogo0u-
CTUKA, YEPEAYIOIIMXCS M0 painycaM C IBYMS ThIUYMH-
KaMmu (IIpUHAIJIEKAIIIAMU Pa3HbIM [IBETKaM!), CyIsl 10
BCEMY, 3AJI0KWIMCH EPBbIMU. Bo BCsikoM cityyae, oHU
HaXOASITCSI HA OTHOCUTEJILHO MO3IHEN CTaguu MOp-
¢oreHesa, Tak Kak MX acLUIMaTHas MPUPOIA yKeE XO-
pol11o BeipakeHa. OTHECeHUE 3TUX TIJIONOJUCTUKOB K
OIHOMY U3 JIBYX LIBETKOB €/IBa JI1 BO3MOXHO. B Bepx-
Heli yactTu MuKporpaduu Ha puc. 7, B (=B neBoii ya-
ctu Ha puc. 7, I') HameyaroTcs elile 4 TIoI0JUCTUKA,
XapakTep pacrojoXeHUsI KOTOPbIX OJU30K K pacro-
JIOXXKEHUIO 4 TUIONOJMCTUKOB B HauOoJsiee TUMAYHBIX
[BETKaX pymnmmu (Harpumep, puc. 6, I'). B HmkHei
yacTtu Mukporpaduu Ha puc. 7, B (=B npaBoii yactu
Ha puc. 7, I') BUIEH y4aCTOK MEPUCTEMBI, HA KOTOPOM,
BEPOSITHO, MO3KE MOSIBSATCS JOTOJHUTENbHBIE U100~
JIMCTUKM, OTHOCSIIIUECS K IPYTOMY 1LIBETKY.

OBCYXIEHUE PE3VJIBTATOB

Cpasnenue c pesyasbmamamu
dpyeux uccaedosanuii Ruppia

JlanHbIe o MopdoreHe3y 1 BacKyjatype ObUIU pa-
Hee M3BECTHBI JIMIIb 11 COLBeTUM Ruppia co cBOOOI-
HeiMu 1BeTKamu (Uhl, 1947; Singh, 1965; Posluszny;
Sattler, 1974; Tomlinson, 1982; Kaul, 1993; Lacroix,
Kemp, 1997). Hamu naHHble He MPOTUBOpEYaT OIMu-
caHUSIM 3TUX aBTopoB. Haim nanHbie 110 MopgoreHe-
3y COLIBETUI CO CPOCIIMMMCS [IBETKAaMU ITOATBEPKAA-
IOT TOT (DaKT, UTO CpacTaHKue IIBETKOB HOCUT KOHT€HM -
TalbHBIA XapakTep. M3ydeHue BacKyaaTypbl COLI-
BETUI CO CPOCIIIMMUCS LIBETKAMU MOKa3aJI0 BBICOKYIO
CTeIleHb MHTETpallMy cpociuuxcsl 1BeTKoB. ITokaza-
TEJIbHO, YTO AaXKe B TeX CJIydasx, KOrjaa IO BHEIIHEMN
MopdoI0ruy YacTUIHAsT 000CO0JIEHHOCTh CPOCIINX-
CsI LIBETKOB OBLIa o4eBUAHA (HAaIIpUMEpP, BBISIBIISLIACH
M0 OPUMEHTAMY TUIOJOJIMCTUKOB, PACMOJI0XEHHBIX B
JIBYX TPYIINax), OHa He MPOSIBJISIJIaCh B OCOOEHHOCTSIX
MpOBOsIIIEeH cucTeMBI. B 11e710M, mpoBoOasIIast CUCTE-
Ma couBeTuii R. maritima cO CpOCIINMMCS LIBETKAMU
YCTpOEHA TaK K€, KaK IIPOBOISIIIAS CUCTEMA OIHOIO
L[BETKA, IpUYeM HUYTO HE IMIPOTUBOPEUYUT TUIIOTE3E O
TePMUHAJIBHOM ITOJIOXKEHUU 3TOI CTPYKTYyphl. ColiBe-
THE, N300pakeHHOE Ha pUC. 5, 8, KaK 110 Habopy, CTpo-
€HUIO I OTHOCUTEJIFHOMY ITOJIOKEHUIO OPTaHOB, TaK 1
10 XapaKTepy BacKyJaTyphbl BIOJIHE MOXET ObITb UH-
TEPIIPETUPOBAHO KaK eAUHCTBEHHBIN TepMUHAIbHBIN
LIBETOK TUITMYHOTO ISl Ruppia CTpoeHusl.
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B.R. Kaul (1993) uzy4ywnn Ha MaTepuajie u3 IIpupo-
HbIX nonyJisitiuii CeBepHON AMEPUKU U3MEHUYUBOCTh
yycjia U TMOJIOKEHUSI OpraHoB 1IBeTKa Yy IBYX BUIOB
Ruppia, B Tom uncie — y R. maritima var. rostrata
Agardh. OH He BcTpeTws BapuaOEeJIbHOCTA B UMCIIE
TBIYMHOK U WX TOJIOKEHUM, KOHCTAHTHOCTb 3THUX
MPU3HAKOB HE 3aBUCeJIa OT YMCa U MOJIOXKEHUS TIJ10-
JnoaMcTUKOB. OIHAKO HEOOJIbIIIYI0 BapradbebHOCTb B
anapoiiee BoisIBUIM U. Posluzny u R. Sattler (1974),
TaKkKe padoTaBlIME C aMEPUKAHCKUM MaTepualioM
(R. maritima var. maritima): B OTHOM W3 U3yYE€HHBIX
LIBETKOB OHUW Ha0110/1aJI a0OPTUBHYIO TEKY THIYMHKU,
a B IPyTOM 1IBETKE ThIYMHOYHAsI HUTh UMeNa, NOo-BU-
JMMOMY, Pa3BOEHHBI! BBIPOCT CBA3HUKA. [1o Hamum
JAaHHBIM, KaK 1 1o JaHHbeIM Sokoloff et al. (2006), no-
CTaTOYHO 00JIbliIasi BApUAOETHLHOCTh B YMC/IE U CTPOe-
HUM THIUYMHOK, BBISIBJIEHHAs HA OEJIOMOPCKOM MaTe-
puajie, oOycJIOBJIeHa CTEIEeHbIO CpacTaHWsl 1IBETKOB

JApYyT C APYTOM.

YwucIto TIoaoIMCTUKOB BapbupyeT Y Ruppia B 10-
cTaTouHo IMpokux Ipeneiax. [1o manueim B.R. Kaul
(1993), 72% n3y4eHHBIX UM LIBETKOB R. maritima nme-
T 4 TUIOMONMCTHKA, a BCE OCTAIbHBIE — 3 TIIOMOJM -
CTHKA. DTO CYIIECTBEHHO OTJIMYAETCST OT HAIIIMX JTaH-
HbIX (Tads1. 1 1 2). Pa3dbpoc B ynciie MI0J0JIUCTUKOB B
IIBEeTKaX Ha HalleM MaTtepuaie — ot 4 1o 7. B marepu-
ane R. maritima, nzyaennom B.R. Kaul (1993), B 80%
ciyJyaeB 00a 1LIBETKA MMEIU OJMHAKOBOE YMCJIO TUIO-
TOJIMCTUKOB: U3 HUX B 78 % COIBETUIA KaXKIbII ITBETOK
UMe 110 4 TUTODOJIMCTUKA U B 22% — 1o 3 TUIOHOJIN-
ctuka. B 20% ot o011ero yncia n3y4eHHbIX COLIBETHI
OIMH IBETOK MMeJ 4 TIOMONMCTUKA, a IPyro — 3.
[Ipu 3TOM TIpUMEPHO B ABYX TPeTsX ciaydaeB (68%),
KOrJa IIBETKU UMEJM Pa3HOE YMCIIO TIJIOJO0JIUCTUKOB,
IBETOK C 4 TUTOMOJMCTUKAMM pacItojiarajics HITKe
Betka ¢ 3 ruioponauctukamu (Kaul, 1993). TTo nony-
YeHHBIM HaMM pe3yJibrataM, OKoJ0 62% u3ydeHHBIX
COIIBeTHH (CyMMapHBIe TaHHBIE TI0 BCEM TTOITYJISIIIN-
sIM) UMEJIU OJMHAKOBOE YMCJIO TIJIOAOJUCTUKOB B IBYX
uBeTKax. Ha HaiieM marepuasiie B cilydasix, Koraa
IIBETKW OTHOTO COIIBETHS MMENIM pa3HOe YMCIIO TII0-
JIOJVMCTUKOB, 1IBETOK C OOJIBIIIMM YKUCJIOM TUIOAOIM-
CTUKOB OB Yallle PacIiojioXeH HIUXKe, UeM 1IBETOK C
MEHBIIINM YHCJIOM TUIOHOJMCTHKOB. Kak u B pabote
R.B. Kaul (1993), takux colBeTHii oKa3aioch 68%.
IToxoxast TeHaeHLMST oTMedeHa U Y R. occidentalis
S. Watson (Kaul, 1993). ITo nanxusim B.R. Kaul (1993),
BHYTPH COLIBETHUST Pa3HUIIA MEXIY YMCIIOM TIIOIOJIH-
CTUKOB Yy JIBYX LIBETKOB He MpeBbIlIaia 1 MIogoamucT-
Kay R. maritima n 2 imogonmictukoB y R. occidentalis.
B Haiem matepualie pasjanure B YMcie TIOA0UCTHU -
KOB MEXJy LIBETKAMU OJHOTO COLIBETHUSI JOCTUTAET 3,
XOTsI OOBIYHA pa3HUIIA MMeHHO B 1 toromomcTuk. 1o
maHHbeIM B.R. Kaul (1993), cpenHee unciio 1togoam-
CTMKOB B LIB€TKaxX R. maritima coctaBuio 3.7, a B LIBET-
Kax R. occidentalis — 6.0. B 3y4eHHBIX HAMU MOMYJISI-
usx R. maritima 3TOT NoKa3aTeslb BapbupoBal ot 4.4
110 5.7, a B cpeaHEeM I10 BCEM IOITYJISILIMSIM COCTaBI1 4.9.
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B.R. Kaul (1993), x0Ts 11 BBISIBIJI OOJIBIIYIO N3MEH-
YUBOCTb CTPYKTYPHI 1IBETKA Y ABYX BUIOB Ruppia, HU
pas3y He HaOMoAaN Ciy4aeB cpacTaHus LBeTKoB. Ha-
CKOJIBKO HaM U3BECTHO, CpacTaHNe LIBETKOB y Ruppia
OBbLIO paHee OIMCcaHO TOJILKO B padbote Sokoloff et al.
(2006). Bo3aMOXHO, 3Ta OCOOEHHOCTb HAOIIOOACTCSI
TOJIEKO B HEKOTOPHIX MOMYJISIIMSIX pyIInuu. B monb3y
TaKoro InpearnoJIoXKECHUs TOBOPAT YCTAHOBJICHHBIC Ha-
MU pe3KHue pas3IMuusl B 4acTOTaX BCTPEYAEMOCTU CO-
LIBETUI CO CPOCILIMMMUCS LIBETKAMU B PA3HBIX MOITYJIsI-
ousx pynmuu. IpeOyroTcs JadbHEWIINE MCCIeaoBa-
HUS 11 YCTAHOBJIEHUSI TIPUYMH BBISIBJIEHHBIX HAMU
MEXITOIMYJISIIAOHHBIX Pa3INYMii (TeHeTHUJecKast pas-
HOPOOHOCTb TIOMYJISILIMM, pa3Hble 3KOJOTMYECKIe
ycJIoBUS U T.A.). Bo BCsIKOM ciiydyae, Mbl HE BUIIMM OYe-
BUIHBIX DKOJIOTMYECKUX (PAKTOPOB, OOBEIUHSIIOIINX
YCJIOBUSI TIPOM3PACTAHUSI B TIOMYJISIIUM Ha OCTPOBE
ITokopMeXHBI U B TIONY/ISIAU Ha TEPPUTOPUM T10-
cenka [IpuMopckuii, roe TepMUHATIBHBIE CTPYKTYPBI
R. maritima o6pum BbIsIBIIeHBI paHee (Sokoloff et al.,
2006).

Cpaeﬂeﬂue O0aHHbIX NO 8ApbUPOBAHUIO HUCAA
NA000AUCMUKO08 U Yacmome CpoOCUUXCA UBEMKO8

CpacTaHue LIBETKOB Y PYIIIMN — KOHT€HUTAJIbHOE.
B nponecce MopdoreHe3a oHO BeIpaxkaeTcst B GOpMU-
pOBaHUM OOBEAMHEHHOIO 3a4aTKa JIBYX IIBETKOB BME-
CTO 000COOJIEHHBIX MpUMOpANEB NBETKOB. CTeIleHb
000C00JICHHOCTH 3a4aTKOB 1IBETKOB 3aBUCUT OT 2 Ma-
pameTpoB: (1) paccTosiHUSI MexXay 3adyaTkamMu U (2)
pa3mepa 3a4datka. [lonyuuThb IpsiMble KOIMYECTBEH-
HbIE JaHHBIE O BapbUPOBaHUM padMepa (hIopaJTbHOIo
IIPUMOPIMSI HEMMPOCTO HE TOJIbKO M3-3a OOJIbIION TPY-
JIOEMKOCTH TaKOTI'O MCCJICHIOBAaHUS, HO W M3-3a CIIOX-
HOCTeM B Moa00pe COLIBETUM, HAXOASILIMXCS HAa OQHOMI
cranuu MopdoreHe3a. OO0 OTHOCUTEIBLHOM pa3Mepe
3a4aTKa IIBETKa MOXHO KOCBEHHO CYIWUTh IO YMUCITY
pa3BUBAIOIIMXCS B HEM IUIOHOIUCTUKOB. CremoBa-
TEJILHO, €CJIV pa3Mep NMPUMOPAMEB LIBETKOB — KJTIOYE-
BOIi (paKTOp B MX OOBCAMHEHNM, TO YBEJIMUYSHUE Pa3-
Mepa IPUMOpPAYEB HOJDKHO CIIOCOOCTBOBATh MX O0b-
enuHeHuto. Ilo HamMM HaHHBIM, CpPEIHEE YHCIO
IUIOIOJIMCTUKOB B TTOJIHOCTBIO 000COOJICHHBIX 1IBET-
Kax ObUI0 MaKCHMMAaJIbHBIM B IIOIYJISIHAM C OCTPOBa
IToxopmexxHblit (5.7), B TO BpeMsI KaK B IPYTUX IOITYy-
JISINUSIX 3TOT MOKasarelsib BapbupoBai ot 4.4 mo 4.9.
HWMeHHO B 3TOI ITONYJISILIMK MBI HAOJTI0HaI1 OOJIBbIIIOE
YKCIO COLIBETHII CO cpocliumcs liBeTkamu. He wmc-
KJTIOUEHO, YTO B JAHHOW MOIY/ISIINA CPEIHUI pa3Mep
(JTopaJIbHOrO MPUMOPINS BBIIIIE, YEM B IPYTUX MOITY-
JISILMSIX, ¥ 9TOT (PAaKTOP ACHCTBUTEIILHO CITOCOOCTBYET
00beAHEHMIO 1IBeTKOB. OmHAKO 3TO HaOIIOAEcHUE
HOCHT IIpeIBapUTE/IbHBIA XapaKTep M HOJLKHO OBITh
IpoOBepeHO Ha Oojiee oOmmMpHOM Matepuaiie. Kpome
TOro, OYEBUIHO, YTO CpacTaHMEe IIBETKOB 3aBHCHUT OT
1eJI0ro KoMIiekca ¢akTopoB. Bo BcsikoM ciydae, y
R. occidentalis ¢ enie 6OJBIIMM YMCIIOM TUIOLOIUCTHU-
KOB CpacTaHMe LIBETKOB IIOKa HE OTMEYEHO.

JIOKK u mp.

Mopdgonoeuueckuii pso, césa3viearoujuii cougemus
€ PA3HOU CIMeNneHbo CPACMaHus UeemKoe

Ha nsyyeHHOM HamMu Martepuaje BbISBISIETCS 10-
CTATOYHO TIOJHBIN P (hOPM, CBSI3BIBAIOIINX COLIBE-
THS CO CBOOOMHBIMU IIBETKAMU W COIIBETHSI C TTOTTHO-
CThbIO OOBEIMHEHHBIMU LIBETKAMM, KOTOPHIE BMECTE
BO BCEX OTHOIIIEHUSIX COOTBETCTBYIOT €AMHCTBEHHOMY
TePMHUHATIEHOMY IIBETKY.

ITo creneHun cpacTtaHUs LIBETKOB MOXHO ITOCTPO-
WUTb clieayonuii Mmopdosornyeckuit psa: (1) aBa ot-
JIeJIbHBIX 1IBeTKa (puc. 1, a), (2) mBa 1IBeTKa ¢ OTHOMI
obmIel ThIMMHKOU (puc. 1, 6), ¢ OOJBIIMM YHUCIOM
rHe3d, 4YeM B HOpMaJibHOIM ThIYMHKe; (3) IBa cpoc-
IIMXCS [IBETKA, Y KOTOPBIX “00Ias” ThIYMHKA, 110 OfI-
Hoit n3 unrtepnpetauunii (Sokoloff et al., 2006), “pa3-
Jleiiach” Ha JIBe 4acTH, pacrioJjiaralolecsl TpaHc-
BEP3JIbHO, TIJIOAOJUCTUKHU ABYX LIBETKOB COCTABJISIIOT
€IMHYIO TPYIINY, HO oOpallleHbl K pa3TuuYUMbIM 1IEH-
TpaM CBOMX LIBETKOB (puc. 1, 8); (4) IIOJTHOCTBIO CPOC-
1IMecs LBETKU C ABYMsI (MM TpeMsl, HO Toraa TPeThsl
O4YeHb MaJleHbKasl U abOpTUBHAS) THIMMHKAMU U TJ10-
JOJVMCTUKAMU, OOpallleHHbIMU K €IUHOMY LIEHTPY
(puc. 1, 2).

MoXHO MOpemioXUTh JPYryl0 WHTEePIpeTaLNIO
Mopdoaorudeckoro psiaa (puc. 8), Koropasi He 00CyK-
nmaetrca B pabote Sokoloff et al. (2006). TeramHKY B
TpaHCBEP3aJTbHOM TOJIOKEHUH Y CPOCIIUXCST IIBETKOB
MOXHO MPUHUMATB 332 CMECTUBIIIECS U3 METUAHHOTO
MOJOXEHUSI U yMEHbIIUBIIMECS B pasMmepe. Cpeau
M3Y4eHHBIX HAMU COLIBETHIA €CTh TaKUe, TIe BEPXHUIA
IIBETOK UMEECT IBEC OOBIYHBIE TBIYMHKH, B TO BPEMS KaK
HIDKHUM [IBETOK MMEET OJHY HOPMAJIbHYIO HIDKHIOIO
TBIYMHKY U BEPXHIOIO THIUYMHKY, CMEIIICHHYIO B TPaHC-
Bep3aJibHOE TTo10KeHue. [TocKobKy Mopdoioruye-
CKUe psiaibl, M300paKeHHbIe Ha puc. 1 u 8, He UHTep-
MPETUPYIOTCSI HAMU KaK SBOMIOLIMOHHEIE, a IIPEICTAB-
JISIOT CcOOOI TIOMBITKU  YIIOPSIIOYUTh BHYTPUITO-
MYISILAOHHYIO (B OTHACIBHBIX CIIydastx — JaxKe dHI0-
TeHHYI0) M3MEHYMBOCTb, 3TH JBa psAa He CJeAyeT
MPOTUBOINOCTABIATh. HampoTuB, OHU AOMOJHSIOT

YT Jpyra.

HHGepCUﬂ MbIYMUHOK 6 couBemusAx
CO cpocutumucAa ueemrkamu

MbI BBISIBUJIM HEOOBIYHYIO OCOOEHHOCTh TpaHC-
BEP3aJIbHbIX THIYMHOK B COLIBETHUSIX Ruppia co cpoc-
IMMUCS 1IBeTKaMu. Eciau Takue TBIYMMHKUA HMEIOT
MPUJIATOK B BUAE YCIIYKM Ha CBA3HUKE, TO 3Ta 4e-
LIyfKa pacrojiokeHa ajakCuajibHO (Ha BHYTpeHHeM
CTOPOHE THIYMHKM, 0OpallleHHOI K rmHene). B tu-
MUYHBIX THIYMHKAX PYIIWM TTPUIATOK CBSI3HMKA Ha-
XOJIUTCSI C HApYyXKHOM (abakcuaabHOI) CTOPOHBI. DTO
MO3BOJISIET TOBOPUTH O CBOEOOPA3HOU MHBEPTUPOBAH-
HOCTU TPaHCBEP3aJIbHBIX THIYMHOK. [aHHOE HaOI10-
JIEHWE TIPEICTABIISIET, HA HAIl B3MJISIA, OOJBIION UHTE-
pec, TOCKOJIbKY XOpOIIIO JOKYMEHTUPOBAHHbBIE CITY-
yal W3MEHEHWs TIOJISIPHOCTM OpraHoB IIBETKa

OHTOTEHE3 Ne 4
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Puc. 8. AnbsrepHaTUBHBIN BApUaHT MOPMOIOTrMUECKOro psifia, CBSI3bIBAIOLLETO COLUBETUSI Ruppia maritima TUITMYHOTO CTPOCHUS U
COLIBETUSI C TePMMHAIBHOM LIBETKOMOMOOHOW CTPYKTypoi. B oTiamume oT Mopdosoruueckoro psiga, M300paxkeHHOTro Ha
pUCyHKe 1, 3TOT psifi He BKJIIOYAET COLIBETHSI, Iie 00beIMHEHbBI TBIMMHKHU, IPUHAUIEXKAIINE K COCETHUM LIBETKAM.

UCKITIOUYUTETLHO PENKK Y TTOKPBITOCEMEHHBIX pacTe-
HUII B IIeJoM. M3ydeHUe 3TOro BOMpOca OTYACTH
OCJIOXKHSIETCSI TeM, YTO B OOJIBIIIMHCTBE CIy4aeB ThI-
YUHKU TOKPBITOCEMEHHBIX PACTEHWIA HEe MMEIOT Ha-
JIESKHBIX MOP(MOJIOTMYECKUX MapKepOB X HAPYKHOMN
¥ BHYTPEHHE! CTOPOHBI (KAKOBBIM B CJIydae PYIITUN

MOXKHO CYNTATh ITPUIATOK CBSIBHI/IKa)Z. Kak n3BecTtHO,
MbUIBHUKM  TTOKPBITOCEMEHHBIX pPAacTeHUA MOTYT
BCKPBIBAaThCSl KaK IO HAIPAaBJICHMIO K LIEHTPY LIBETKa
(MHTpOpP3HbBIE), TaK U IO HAITPaBJICHUIO HAPYXYy (IKC-
TPOP3HEIE), HO 3BOJIIOLUOHHBIN IIepeXod OT OTHOIO
TUIIA BCKPBIBAaHUS NBUIBHUKOB K APYTOMYy HE TpeOyeT
0013aTeJIbHOTO TIPEATIONOXEHUS 00 M3MEHEHUM UX
MOP@OJOTMYECKON MOJIIPHOCTU, OH BIOJIHE MOXET
OBITh MOCTENIEHHBIM U OCYILECTBIISITECS Yepe3 IIPOMe-
XKYTOYHBIIA BapUaHT — JIaTPOP3HbIE NBUIbHUKU. YTO
KacaeTcsl TUIOO0INCTUKOB IMTOKPHITOCEMEHHBIX pacTe-
HMIi, TO B OOJIBIIMHCTBE CJy4aeB OHU UMEIOT HaaeXkK-
HBI MapKep NOJISIPHOCTU — OPIOIITHOM 110B, KOTOPBIA
MpaKTUYECKM BCETa HaIpaBlieH K LICHTPY 1IBETKa.
WckmoueHne coCTaBIISIIOT PaCTeHUSI, Y KOTOPHIX IIBE-
TOJIOKE HMMEEeT CKJIamJaToe CTpoeHue (HEMHOTrue
npeacTaBUTENIM ropsiaka Pandanales 13 omHOTOMBHBIX
pactenuit u Tupidanthus calyptratus 3 cemeiicTBa Ara-
liaceae — Ambrose et al., 2006; Sokoloff et al., 2007;
Rudall, 2008). Cxki1amyaTocTh LIBETOJIO0XA ITPUBOINT,
dopMaTbHO TOBOPS, K “pa3sBopoTy”’ IJIOAOJUCTUKOB
Ha yrou 10 90 rpagycoB. OgHaKO B 000EIIONBIX CKIAI -
yartbIx LBeTKax Tupidanthus oTHOCUTEIbHAsI OpHEHTA-
LUSI TUIOIOJIMCTUKOB M PACITOJIOKEHHBIX PSIAOM C HU-

2 TIpencrapisier HECOMHEHHbBIM UHTEpeC M3yuyeHHe MOJIEKYJISIp-
HBIX MapKepoB abaKCHaJlbHO-aJaKCUAIbHOM TOJIIPHOCTH JlaTe-
PaJIbHBIX CTPYKTYP, TakuX Kak reH INO (Bowman, 2000).

OHTOT'EHE3 TomM 42 Ned4 2011

MM TBIYMHOK — TaKas Xe, KaK B THITUYHBIX IIBETKaX.
Lacandonia (Triuridaceae, Pandanales) mmpoko us-
BECTHA KaK MpUMeEpP MOKPHLITOCEMEHHOTO PACTeHMUS C
MHBEPTUPOBAHHBIM TOJIOKEHUEM TUIOJ0IMCTUKOB U
TBEIYMHOK. BaxHo, uro y Lacandonia IonsipHOCTb TIJIO-
JIOJTUCTUKOB MHBepTUpoBaHa Ha 180 rpamycoB mo ot-
HOIIIEHUIO K X OPUEHTALINU Y POACTBEHHBIX (hOPM, 1
TIO3TOMY OPHMEHTAIIMS TUIOAOJMCTUKOB IO OTHOIIIE-
HUIO K THIMMHKAM TTPUOJIKACTCS K TAKOBOM Y ITPOUMX
MOKPBITOCEMEHHBIX pacTeHuit (Ambrose et al., 2006;
Rudall, 2008). Takum oOpa3zom, Hall IIpUMEp C
Ruppia — 9yTh TN HE €MUHCTBEHHBIN TOKYMEHTATBHO
3a(pUKCUPOBAHHBIN Clydyaii UHBEPCUU OTHOCUTENb-
HO# OpHEHTAlIMN THIYMHOK 1 TUTOHOJMCTUKOB Y TIO-
KPBITOCEMEHHBIX pacTeHuit. CienyeT, omHAKO, OTMe-
TUTb, YTO, MPUHUMasT MOP(OJIOTUIYECKUMN psiji, N300-
pakeHHBIH Ha puc. 1, MBI He HOJDKHBI CUMTATh
TpaHCBEP3aJIbHbIE THIYMMHKU B TEPMUHATBHBIX IBET-
KOTOJOOHBIX CTPYKTypax PYMIUU BITOJHE TOMOJIO-
TUIHBIMA OOBIYHBIM THIYMHKaM. CKopee WX ClIeayeT
paccMarpuBaTh KaK CpPOCIIMECsS TOIMapHO TeKU (T.e.
MOJIOBMHBI) IBYX pa3HbIX THIYMHOK.

BbIBOJbI

1. YacToTa BCTpe4aeMOCTH COLIBETUI CO CPOCIIIN-
MUCS LIBETKAMU CUJILHO BapbupyeT y Ruppia maritima
OT TMOITYJISILAY K TTOITY/ISILIN.

2. He uckJ1to4eHo, 4TO MPEeAIoChLTKON K CIUSHUIO
LIBETKOB CJIYXXUT YBEJIWUYEHUE Pa3MePOB (hI0paIbHbIX
IPUMOPINEB.

3. ITpoBoasias cucrema couBeTuii R. maritima co

CPOCIIMMMUCH IIBETKAMM YCTPOCHA TaK XK€, KaK ITPOBO-
Jdamiasgd CUCTEMa OOHOro 1IBETKa, ITPpUYeM HHUYTO HE
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MPOTUBOPEYUT TUIIOTE3E O TEPMUHAITBHOM IMOJIOXKE-
HUM 3TOM CTPYKTYDHI.

4. B couseTusix R. maritima co CpOCIUIMMHUCS 1IBET-
KaMU B TpPaHCBEP3aJIbHOM TOJIOXKEHUU HEPEIKO BCTpe-
YaroTcs “MHBEPTUPOBAHHBIE” TBHIYMHKM, Y KOTOPBIX
MPUIATOK PACIIONOXEH HEe Ha HapyXXHOM, a Ha BHYT-
peHHeli (0OpallleHHOM K TMHEIIEI0) CTOPOHE CBSI3HUKA.

Baaromapnoctu. ABTopnl OmarogapHbsl P.J. Rudall
3a ToJie3HOe 00CYyXIeHUE, COTpYIHUKaM Mexkaden-
paIbHOI J1ab0paTOpuU 3AEKTPOHHON MUKPOCKOITUU
ounosnornyeckoro dakynsrera MI'Y 3a momolis B pa-
0ote, pykoBoAcTBY benoMopckoii OHMOJIOrMYecKoit
cranuyu umenn H.A. Ilepuosa MI'Y 3a coneiicTBue B
cbope marepuaia. Padbora BeITTOTHEHA TTPY OAACPK-
ke rpanTa [1pesugenta PO Ne M1-2644.2009.4, rpaH-
Ta PODU Ne 09-04-01155 u DenepansHoii Lienesoit
IIporpammbr “HayuHble M HaydHO-IIeIarOrMYecKUe
Kagpbel MHHOBalmoHHo Poccun” (HK-54111/11314
ot 07.05.2010).
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Morphogenetic Lability of Reproductive Structures in Ruppia maritima (Ruppiaceae,
Alismatales): From Two Lateral Flowers to a Terminal Flower
I. E. Lock, D. D. Sokoloff, M. V. Remizowa

Faculty of Higher Plants, Department of Biology, Moscow State University, Moscow, 119991 Russia
e-mail: ingridlock@rambler.ru, sokoloff-v@yandex.ru, remizowa @yahoo.com

Abstract—Flowers of Ruppia are normally arranged into an open two-flowered spike, but sometimes the two
lateral flowers are congenitally united with each other and form a terminal flower-like structure. This develop-
mental abnormality resembles those described in well-investigated mutants of model organisms of developmen-
tal genetics such as Arabidopsis n Antirrhinum. A study of Ruppia allows investigating morphogenetic lability of
this feature in natural populations. These data will be important for understanding evolutionary transitions be-
tween open and closed inflorescences. This paper presents first data on frequencies of terminal flower-like struc-
tures in natural populations of Ruppia maritima and first observations of their development. Vascular supply of
inflorescences with free and united flowers is compared for the first time. Strong differences in frequencies of
occurrence of terminal flower-like structures among examined natural populations are revealed. Data on varia-
tion of organ numbers in flowers of plants from different populations allow hypothesizing that increased size of
floral primordia is a factor that plays a role in their amalgamation into a joint primordium of a terminal structure.
Vascular system of inflorescences of R. maritima with united flowers is quite similar to the vascular system of a
flower and nothing contradicts a hypothesis on terminal position of this structure. Transversally inserted stamens
in inflorescences with united flowers are usually of inverted polarity. This appears to be the first documented ex-
ample of an inversion of relative polarity of stamens and carpels in angiosperms.

Keywords: development, inversion of polarity, congenital fusion, inflorescence, terminal flower-like structure,

fasciation, flower, Ruppia
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BBIsSIBJICHO BIMSTHHAE aKyCTUYECKOTO BO3IEMCTBUS Ha TIPOLIeCChl MeTaboJIM3Ma B TOC/IeIHUE CYTKN MHKYOa-
111 3MOPUOHOB AoMalHeit Kypullbl. [TokazaHo, YTO BO3HMKAIOIIME IO/ AIeMCTBUEM aKyCTUUECKUX CUT-
HaJIOB U3MEHEHUsI MIPUBOMIST K COKpAIllEHUI0 BpeMeHU UHKyOauuu. B pesynbraTte akycTUYECKON Tumep-
CTUMYJISILIM Ta3000MEeH U POCT SMOPHOHA MPOAOJIKAIOT CJIe0BaTh CTENEHHON 3aBUCUMOCTH, XapaKTep-
HO misi Oojiee paHHEro mnepuoja dMOpUOreHe3a, T.e. CHUMAeTCs NeTpeccusi, CBOWCTBEHHasT 3TUM
mpolieccaM B KOHIIE MHKYOaluu. Y aKyCTUUEeCKM CTUMYJIMPOBAHHBIX SMOPHOHOB HAOJI0AAETCS TEHICH-
1S K CHUKEHWIO CYMMAapHBIX 3aTpaT 9HePTUM Ha TPUPOCT Y MeTabOJIU3M B Tiepuo ¢ 17 CyTOK MHKyOaltumn
W IO BBUTYTIJIEHUSI, HO CYyTOYHBIE 3aTpaThl HA SHEPTEeTUIECKNI OOMEH U IIPUPOCT MPU aKyCTUYECKOM BO3-

JIEUCTBUM OOJIBIIE, YeM B KOHTPOJILHOM TPYIIIIE.

Karoueesnie crosa: oHTOTEHE3 IITUL, METHGOHI/ISM, aKyCTU4eCKasd CTUMYJIALINA

BBEJEHUE

B nocnenree BpeMsl TTOSBISIETCST BCe OOJTBIIIE CBU-
JIETETLCTB O BJIMSTHUM BHEIITHEH Cpebl B IIEJIOM U aKy-
CTUYECKON CEeHCOPHOI CTUMYJISILIMM B YaCTHOCTU Ha
pasButue 3mMoOproHoB mitul (TuxoHoB m ap., 1985,
1988; Tomy6ema, 1993; Golubeva, 1997a; IonyOena,
2006; Vince, 1966).

AHaJIV3 paHHUX TTOBEICHYECKUX PeaKIUil TITHIL C
pa3IUYHBIMA TUIIAMM OHTOIeHEe3a IOKa3bIBaeT, 4YTO
aKycTH4YecKasi CTUMYJISLIMS TP KOMMYHMKAIIMM KakK
poauTesei 1 SMOPUOHOB, TAK M CUOJIMHIOB, SIBJISIETCSI
IYCKOBBIM UM BEIYIIUM CTUMYJIOM LIEJIOr0 psiga (PyHK-
IAOHAJIbHBIX CUCTEM, OOSCIEeYMBAIOIIMX MOMIepXKa-
HUE TOMEOCTa3a OpraHM3Ma, M KOTOpPhIC YCJIOBHO
MOXHO 0003HAYUTD KaK CUCTEMBI “NOCTHZKEHUS KOM-
(GOPTHOTO COCTOSTHUSA . DTU CUCTEMBI BKJIIOYAIOT 1 -
IeBOe IIOBEAEHUE, IbIXaHUE, TEePMOPETYIITOPHOE
MOBENEHUE U T.II.

BnusiHve akycTUUeCKON CTUMYJISILIMU TTPOSIBIISICT-
¢ B (popMHPOBAaHUM CIIyXOBOM CHCTEMBI Ha BCEX
YPOBHSIX ciayxoBoro aHanuzaropa (Tomyoesa, 1980,
1984, 1987, 2006; AnekcaHapos u ap., 1994; Golubeva,
1997a, b) u ckasbiBaeTcsi Ha 00llleM pa3BUTUU Opra-
Hu3ma (TuxoHoB u ap., 1985; 1988).

EctecTBeHHas1 akycTUUeCKast CTUMYJISIIIUS SIBJISIET-
Cs1 HEOOXOOVMBIM YCJIOBHEM HOPMAJBbHOIO TEUECHMS
paHHEro OHTOTeHe3a. AKYCTUUYECKINE BIUSIHUS B HOP-
Me 00OecreyrBalT POAMTENIM U caMUu 3MOpPUOHBI. B
MpOLIECCE CTAHOBJIEHUS YYBCTBUTEIBHOCTH CIIyxa
OTULL OCOOEHHO 3HAYMMBIMU OKa3bIBAIOTCS ITOSIBIIC-
HI1E COOCTBEHHOM IPOMKOI BOKaJIU3alli1, HEOOXOIU -

MO s HOpMaibHOro pasButusi ciiyxa (Gottlieb,
1965, 1971) n ycuiieHre aKyCTMYECKO KOMMYHUKA-
LMY C POAUTEISIMU. DTO COOBITUE 3HAMEHYET Hauajo
MHTEHCUBHOIO 1, OMHOBPEMEHHO, CCHCUTUBHOTO TI¢-
puoIa pa3BUTHUS CIIyxa, B T€YEHNE KOTOPOIO IIPOUCX0-
JIUT HACTPOIKa CIIyXOBOI CUCTEMBI Ha BUIOCTICLIA(DU -
YeCKYI0 aKyCTUUECKYIO cpelly. Y BEIBOIKOBBIX 3TOT ITe-
PUOJI IPUXOAUTCS Ha BpeMsI C MOMEHTA BhIXOAa KJII0OBa
B BO3IYIIHYIO KaMepy Siilia 1 10 BbUTYTUICHUSI.

IepBrIit aKyCTUYECKUIA CUTHAJI SMOPHUOHA — TTHCK.
ITouyTr OMHOBPEMEHHO C ITEPBLIMU MUCKAMU B peNep-
Tyape S5MOPUOHOB MOSIBJISIOTCS LIETYKU. YKE JaBHO
OOHAPYXKEHO, YTO MIETYKHA UTPAIOT 3HAYMMYIO (PYHK-
LIMOHAJIbHYIO POJIb B 00ECIeYeHNN CHUHXPOHM3ALIUU
BBUTYTTEHUS Y BRIBOOKOBEIX (Vince, 1966, 1969, 1973;
HWnenaes, Tuxonos, 1979; Golubeva, Tikhonov, 1985).
OMOpPUOHBI CITOCOOHBI TIOICTPanBaTh JbIXaTeJIbHBIN
PUTM IO PUTM U3TYYEHUS LIETYKOB, IIPEBBILLIAIOLIIA
X COOCTBEHHBIN. YBeIMYEeHE PUTMA BEAET K MHTEH-
cudukanyu apixanus (Vince, 1966) u MetabonnsmMa B
LIEJTOM.

TlepBble MMCKM, a 3aTeM W ILEJTYKHU ITOSIBJISTIOTCS
ellle 40 BhIXOAa KJTI0Ba SMOPHUOHA B BO3AYIIIHYIO KaMe-
py sitna (3a cyeT o0pa3yrolIMXCsi B AMHUOHE Ty3bIpb-
KoB raza). OHU MMEIOT OYeHb HU3KYI0 MHTEHCHB-
HOCTb, BeCbMa HEperyjsspHbl W BPSI JIM CIIOCOOHBI
OKa3bIBaTh BIMSHUE Ha APYrux 3MOpuoHOB. Ilocie
BBIXOJa KJII0Ba SMOpHOHA B BO3AYIIHYIO KaMepy siilia
BOKaJIM3allsl SMOPHUOHA BBIBOAKOBBIX PE3KO aKTUBU-
3upyeTcs. Bo3pacTtaeT rpOMKOCTb ITMCKOB U IICTYKOB,
YBEJIMUMBAETCS 4acToTa MX m3gaBaHusi. C MOMEHTa
IIPOKJIEBA CKOPJIYIIOBOII OOOJIOYKM U IIepexona 3M-
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OpuoHa K OBIXaHUIO aTMOC(MEPHBIM BO3IOYyXOM, aKy-
CTUUYECKHME CUTHAJIBI TIPUOOPETAIOT PUTMUYECKYIO Op-
raHu3alnio, o0pa3yloT CEPUU, COCTOSIIME U3 He-
CKOJIBKMX WMITYJIbcOB. Illeluku CcTaHOBSITCS pery-
JIAPHBIMMU.

WMHky6alius B UCKYCCTBEHHBIX YCJIOBUSIX JIMIIAET
5MOpPHMOHA TTOJIHOTO 00beMa €CTECTBEHHOU aKyCcTUYe-
CKOM CTHUMYJSIUM, OOCTYITHA TOJBKO COOCTBEHHasI
BoKasin3anusi. [ToaTomMy UCIOIb30BaHKE 11IETYKOB SIB-
JISIETCSI OTHUM M3 CIIOCOOOB BOCIHOJHUTH ASUIIUT
aKycThuueckoit ctumysisiimu. OgHako 10 CUX Mop He
SICHO, KaK BJIMSIIOT Ha pa3BUTUE SMOPUOHOB CTUMYJIS -
MsI, OTIMYAIOLIAsiCsl MO MHTEHCUBHOCTU OT €cTe-
CTBEHHOM.

Lenp Halieir paboOTbl — U3yYEHUE BIMSIHUS aKy-
CTUYECKON CTUMYJISILIMU, KOTOPasi IO UHTEHCUBHOCTH
U CyMMapHON JUIMTEIBbHOCTU TPEBbIIIAeT 3HAUYCHUS
rmapaMeTpoB, UMEIOIIMX MECTO B €CTECTBEHHBIX YCJIO-
BUSIX, Ha pa3BUTUE, POCT U YPOBEHb META00IM3Ma 3M-
OpPHMOHOB KypPHUIIBI.

MATEPHAJIbI 1 METObI

B paborte ucnonb3oBaHbl 3MOPUOHBI Kyp Kpocca
benapycb-9 — rubpun cepoit KaTndopHUNCKON Kypr-
LBl ¥ JIerTopHa. VTHKyGaLMIo SIU1L C IIEPBOTO JTHS MPO-
Boaunn B TepMmocrtatax TC-80 mpu TemmepaType
37.5°C u Binaxnoctn 70%. Slifia moBopayuBaJii He
MeHee IByX pa3 B cyTKH. CBexXUii BO3IyX ITOAABalIA B
TepMocTaT KoMIripeccopoM MK-JI1M. OnpeneneHue
Macchl Tejla U ypOBHSI MeTaboIM3Ma IIPOBOIUIIN €Xe-
JTHEBHO B KOHTPOJIBHOM U 3KCIIEPUMEHTAIIBHOM TPyTI-
mnax, UCIOJIb3ys Mo 8—9 3MOPHOHOB B KaXKI0i (BCEro
Ob110 90 5MOPUOHOB).

Jns pacueta CKOPOCTH pOCTa B MEPUON ¢ 6-X T10
17-e cyTKM MHKYOALMU IMIPUMEHSIIU (POPMYJTY:

M, ~ (mNp)'/m, (M

rie M, — macca ocobu B JII000H MOMEHT BPEMEHHU ¢ B
(rpaMmax ceipoii Macchl); N, m — TmapaMeTpbl pocTa
(cm. Conparosa, 2004).

3a yeThIpe IHS 10 BUIyIUIeHUs (Ha 17-ii 1eHb MH-
KyOaluy) 3MOPHMOHOB pa3le/isiid Ha ABE TPYIIIbI.
OTIIBITHYIO TPYIIIY SIML MHKYOMPOBAJIU B OTACIHLHOM
TepMOCTaTe U MOABEpraad HEIPePhIBHOMY aKyCTHUYC-
CKOMY BO3IEHMCTBUIO BILIOTH IO BBIBOAA ITEHLIOB. B
Ka4yeCTBE pa3IpakuTeSIel TPUMEHSITU IHEeTYKH (3 UM-
myjabca B MUHYTY, gaBieHue 80 nb), mmuTupylomme
LIIEJIKAIOIINE 3ByKW SMOPUOHOB, HO TI0 UHTEHCUBHO-
CTU 3HAUMTEILHO UX TIpeBbIIatonye. st reHepaluuu
CUTHAJIOB HCIIOJIb30BaJIA CUCTEMY M3 3JICKTPOCTUMY-
nsropa DCJI-3 m akycTnmdeckoil kKojloHkn 1AC, pa3s-
MEIIEHHOM B TEpMOCTAaTe.

B KOHTpoOJIbHOM TpyIiTie NCKYCCTBEHHO aKyCTUYe-
CKOM CTUMYJISILIUY HE TPOBOIMIN. DMOPUOHOB MHKY-
OMpOBaIM B YCJIOBUSIX, KOTIa UICTOYHUKOM aKyCTUYE-
CKOTO BO3ICUCTBUS OBUIM TOJILKO OHM camMu (0e3 po-
JuTesen).
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C mmoMo1pio razoBoro xpomarorpada JIXM-8MJI
OIpEeNeIsIN BbIICICHUE YIVIEKKUCIOro rasa exXeIHeB-
HO Yy BCEX BMOPHUOHOB C 13-X CyTOK 10 BBUIYIUICHUSI.
J11s1 3TOrO0 SMOpHMOHA TTOMEIAIN B 3aMKHYTBII COCYII,
B KOTOPOM OIIpEIE/IsLIA COAePKaHWE ra30B B MOMEHT
MOMEIICHWSI B HEro SMOpUOHA 1 Yepe3 15 MUHYT.

JIoCTOBEpHOCTh pa3Iu4yuii B KOHTPOJBHOW U
OIBITHOM TpyInax MpoBepsiu TecToM MaHHa- YUTHU
B mporpaMme Statistica 6.0.

s obeux rpyrn sMOPHOHOB ONpeAesiii Koad-
unuent K,, npemioxenHniit UBiaesbiMm (1939) u va-
CTO MCHOJIb3YeMbIl B paboTax pa3Hbix aBTOpoB (BuH-
6epr, 1966). KoaddulimeHT pacCYUTHIBAIOT KaK OTHO-
IIeHre TIPUpOCTa B MepaxX SHEPTHMU K CyMMe SHep-
TeTUYECKUX 9KBUBAJIEHTOB ITPUPOCTA 1 YPOBHSI ra3000-
MeHa WIM K BEeJIMYMHE aCCUMWIMPOBAHHON MHILIN.
DHePreTMIeCcKyIo IIeHHOCTh SMOPHOHOB U SKEJITOUHBIX
MelkoB onpeneasiv o M.JI. Wneuny (1917) u A. Po-
maHoBY (Romanoff, 1932). JIis nepexona K 3HepreT-
YeCKMM eIWHUIIAM HCTIONB30BaIN CIICAYIOITNe KO3-
(GULIMEHTHI IIepexo/ia; IbIXaTeIbHBIN KoadduimeHT 0.7
(Kamenckuii, 1988; Needham, 1931) u okcukanopuii-
HbIT Ko dunveHT, paBHblii 20.36 kX /1, sHEpreTH-
yeckasi 1IEHHOCTb CYXOW MacCchl B  CpelIHEM
25.14 xIx/T, 1 OTHOILLIEHUE CyXOil MacChl BMOPUOHA K
cbipoii macce — 0.19. 17151 )KeITOYHBIX MELLIKOB OTHO-
IIEHME CyXOil MacChI K CBhIpoii Ha 17-¢ cyTKu aMOpuore-
Hes3a cocrapigeT 0.651, Ha 18- — 0.595, Ha 19-¢ —
0.5807, Ha 20-e — 0.571. KajiopuitHOCTb rpaMMa Cyxoi
MacChI SKeJITOYHOTO METITKa paBHA 7 KKaJl.

PE3VIJIBTATDBI

BHepeemuuecKull yposeHb Memaboiu3ma SMOpUOHO8
Kypuypt. I3BeCTHO, UTO IUIST OITMCAHUS 3aBUCUMOCTHU
SHEPreTUYECKOT0 YPOBHS MeTab0IM3Ma OT MaCChl Te-
JIa 111 0cO0e i M3 pas3INnYHbBIX CUCTEMATUYECKHX TPYIIIT
TMIPUMEHSIOT CTelleHHyo GyHKumio (BunGepr, 1956;
Wsnes, 1966; 3otuH, 30TrHA, 1993). BTO OTHOCUTCS
KaK K 3MOPUOHAIIbHOMY Pa3BUTUIO Pa3HBIX BUIOB
nruil (boxotHukos u ap., 1985; 3otnH, 3otuHa, 1993;
Ricklefs, Starck, 1998; Ricklefs, 2006), Tak 1 K TTOCTHAa-
TaJlbHOMY pa3BuTvio OTull (30TuH, 30TMHaA, 1993;
Gavrilov, Dolnik, 1985). DTa 3aBUCMMOCTb IIOATBEP-
JUIach (KakK 1Mo TMOIJIOIIEHUIO KUCIIOpoaa, TaK U MO
BBIICJICHUIO YIJIEKMCJIOTO Ta3a) U Ipu o0paboTKe Ha-
MM JAHHBIX 10 Ta3000MeHY SMOPUOHOB Kyp, PUBO-
IUMBIX apyrumu aBTopamu (Romanoff, 1941, 1943,
1967; PonbHuk, [TopTeHko, 1964). OmHako B TTocyen-
HMe OTHU UHKYOAllMi OTMEYEHbI 3aMETHbIE OTKJIOHE-
HUS OT CTENEHHOM 3aBUCUMOCTU, CBSI3aHHBIE C
YMEHBIIIEHUEM YPOBHSI MeTaboim3ma. DTO SIBIICHUE
HazbIBaroT azoit miaro (Vleck, Bucher, 1998) wiu ne-
npeccueit (PorbpHUK, 1968). [Tocite mpokiieBa ypoBeHb
MeTaboJIM3Ma Pe3KO BO3pacTacT.

Ha ocHOBaHMYM HaIWX JAHHBIX IO TA3000MEHY, MBI
paccuuTaiyM 3aBUCUMOCTb BbIIEIEHHUS YIJIEKHUCIOTO
rasza ot BpeMeHu uHkyoanuu. s nepuoaa ¢ 13-x mo



302

COJIIATOBA

Ta6mmma 1. YpoBeHb MeTabou3Ma (1o BeiaesneHnto CO, Mii/9ac) KypruHbBIX SMOPUOHOB B KOHTPOJIE U TIPU aKyCTHYe-

CKOM BO3JI€iICTBUU

B xoHTtpone I1pu akycTyecKkoM BO3IeCTBUM
f, CyT M, T C02H1 C02p2 COzl/l/COQP M, r CO2I/I COzp COQI/I/CO2p
17 21.3 18.56 20.20 91.9% 21.3 19.17 20.20 94.9%
18 26.5 18.76 23.04 81.4% 27.3 23.62 23.45 100.7%
19 30.2 22.66 24.92 90.9% 32.9 34.75 26.23 132.5%
20 34.7 32.54 27.09 120.1% — - — —

M, T — cpIpasi Macca B TpaMMax.

I U3MEPECHHOC 3HAYCHUEC.

2_ paccuntaHHoe 1o dopmyre (2).

Ta6una 2. XapaKTepUCTUKU POCTa MAcCChl Tejla SMOPUOHOB Kyp B MOCJIeIHNE JHA MHKYOAIMM B KOHTPOJIE U MIPU aKy-

CTUYECKOM BO3IEHCTBUN

B konTpoIE [Ipy aKyCTUYECKOM BO3AEIACTBUI
t,eyr | Mu',t | Mp’ Tt | Mu/Mp% | Pu,r Pp, T Pu/Mu | Mu,v | Mu/Mp% Pu, r Pu/Mn
17 21.3 22.1 96.5 - - 21.3 96.5 — —
18 26.5 27.3 97.2 5.2 5.2 0.22 27.8 101.8 6.5 0.26
19 30.2 33.3 90.7 3.7 6.1 0.13 33.2 99.7 5.4 0.16
20 34.7 40.2 86.2 4.5 6.9 0.14 — — — —

I N3MEPCHHOC 3HAYCHUE MaCChl B rpaMMax.

2 _ paccunTanHoe o dhopmyite (1) 3HaYeHHe MacChI.
P — nipupocT B rpaMMax.
P/M — ynenbHbIit TIPUPOCT.

16-¢ CyTKM ypOBEHb BBIACISIEMOTO YIIIEKUCIOTO Ta3a
MMeeT TeHACHIIWIO CJIeIOBaHMS MapabonudecKoil 3a-
BHUCHUMOCTHU: B JIOrapu(pMUIECKOM MacIlTabe 3aBUCH-
MOCTb IPUOOpPETACT TMHEWHBIN XapaKTep.

PacyeTbl mnokazanu cemymolIyl0 3aBUCUMOCTD
YPOBHSI BEIIEISIEMOTO YIJIEKHUCIOTO ra3a (Q) OT MacChl
Tesia aMOpuoHa (M) B uccnenyemom uHTepBanie (13—
16 cyTOK MHKYOaIn):

0 = 3.21 M*%O1 pj1/gac* . )

Ha 17-e cytku oTMedyeHO He3HauuTeabHOe (8%)
YMEHbIIIEHUE YPOBHSI Ta3000MeHa OTHOCUTEIBHO pac-
YeTHON BeaWdMHBI (Tabj. 1). MakcuManbHOE MOHU-
JKEHWE YPOBHS ra3zoo0MeHa IIposiBiisieTcs Ha 18 cyTku
nHKyOauuu (19%). DddeKT CHIKeHUsT YPOBHSI BBIIE-
JIEHUS YIJIEKUCJIOTO Tra3a OT pacyeTHOM BEJTMUYMHbBI
coxpaHsieTcs U Ha 19-e CyTKu, HO OH MeHee BhbIpa-
xeH — 9%. Ha 20-e cyTku MHKyOallMy BBIAEICHUE
YIJIEKUCJIOTO ras3a IIpeBbIlIaeT Mpeacka3dbiBaeMoe
3HaueHue Ha 20%.

BeuyruieHHe KypUHBIX 3MOPHMOHOB, TOJBEpraro-
LIUXCS aKyCTMYECKOMY BOZIEWUCTBUIO IeTUYKaMU (C
17-xX cyTOK MHKyOalmMu), Mpoucxoaut Ha 20-e cyTKu

WHKYOalluM — Ha CYTKU paHbIIIe, YeM B KOHTPOJIbHBIX
ycJioBUsiX. MeTaboin3M 03ByY€HHBIX SMOPHUOHOB OT-
JINYAETCSI OT TAKOBOTO B KOHTpOoJie. OTIUYKNE COCTOUT
B TOM, 4TO BBIJIeJICHUE YIJIEKUCIIOro ra3a Ha 18-¢ cyT-
KW MHKYOAIIMU CXOIHO C €r0 pacCUeTHBIM 3HAUYEHHUEM
o ¢popMyJie, T.6. CKOPOCTh MeTaboIM3Ma He 3aMe/I-
nsteTcs. B mocineaqHuit neHb MHKYOAlUU y O3BY4YCH-
HBIX 9MOPHOHOB (Ha 19-e CyTKM) TakKe OTMe4aeTCst
MpeBbIlIEHE YPOBHS BbIASICHUS YIVIEKUCIOTO ra3a
OTHOCHUTEILHO PAacYeTHOM BEIWYMHBI, HO B OOJb-
mrei crerneHu — Ha 32% (tabj. 1). YpoBHU BhIAeTe-
Hust CO, B OMbITE U KOHTPOJIE TOCTOBEPHO OT/INYa-
orcsa (u-tect MaHHa-YuTtHu s 18-X cyTOK M-
opuoreneza z = 2.3, p = 0.02; n = 9; mis 19-x cyTok
z=3.13,p=0.001; n=9).

H3menenue CKopocmu pocma mMaccoul meaa 3M6pu0—
HO6. HpI/IpOCT MacCChI T€J1a 3M6pI/IOHOB B MMOCJI€AHUEC
TpOC€ CYTOK I/IHKY6aL[I/II/I B KOHTPOJIBHBIX YCJIOBUAX
NMECT TCHACHLINIO K CHM2KECHUIO.

ITo HamMm maHHBIM Ha 17—18 cyTku MHKyOauuu
CHUXEHUE CKOPOCTM pOCTa TOJbKO HameyaeTcs
(Tab:. 2), cocTaBIIsIsl JIUIIb HECKOJIBKO IIPOLIEHTOB OT
BEJIMUMHBI, KOTOpasi Obljla paccyrMTaHa HaMu 1Mo Gop-

OHTOTEHE3 Ne 4
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Ta6muma 3. DHepreTuvecKue 3aTpaThl HA IPUPOCT M YPOBEHb MeTab0IM3Ma B IMOCIeAHNE THA MHKYOAIIM B HOPME U TIPU

aKyCTUYeCKOM BO3aeCcTBUM (KIIK)

B xoHtpone I1pu aKkycTyeckom Bo3neiiCTBUU
INokazatenb
Cymmapssbie TpaThl | CpenHecyTouHble | CymmapHble TpaThl | CpelHeCyTOUHbIE

17—-20 cyr, xJIx TpaThl, KJIX 17—19 cyT, xJIx Tpathl, KX
ITpupocr 63.77 (n=9) 21.24 58.87 (n=9) 29.43
DHepPreTUYECKMii METabOTN3M 64.61 21.54 54.13 27.07
DHepreTuyeckasi IeHHOCTh AMOpPH- 165.13 158.97
OHa Ha MOMCHT BbUIYTIJICHUA
DHepreTuyeckasi IEHHOCTb XKeJl- 112.92 122.14
TOYHOTO MEIIIKa Ha MOMEHT BbLITYI-
JICHUST
K, 0.497 0.521

myite pocTta (1), moydeHHO mist 6—17 cyTOK MHKyOa-
mau. Ha 19-e cyTku MHKyOallMd OTMEUEHO SIBHOE
CHIDKEHHUE TeMIIa pocTa Macchl aMOproHa (Ha 10%), a
B TIOCJIEIHUI AeHb MHKYyOaumu (20-e CyTK1) criam 10-
cruraet 14%.

OLeHUTh CTelleHb M3MEHEHUSI CKOPOCTH pOCTa
MOKHO TTO TaKMUM €0 XapaKTepUCTUKaM KaK IPUPOCT
(P) u otHOCcuTenbHbIM npupoct (P/M). B KOHTpOIb-
HOW TPyIIIe CpeaHsis BeJIMIMHA TIpUpocTa ¢ 17-X 110
20-e cyTKM sMOpHoreHe3a Ha 26 % HITKe pacdeTHOI, a
OTHOCHUTEJILHBIN TTpUpOCT — Ha 18% Hitxe.

ITpu akycTHUUEeCKOM BO3AEUCTBUM 1IETYKAMU B Ie-
puon ¢ 17-x no 19-e cyTku MHKyOalMU, BEJTUUYUHbBI
BCEX XapaKTEPUCTUK POCTa OTJIMYAIOTCS] OT KOHTPOJIS.
Ha 18-e cyTku 3T1 pasnuums eire He JOCTOBEPHBI, Ha
19-e cyTKu mMacchl SMOPUMOHOB JOCTOBEPHO OTJIMYaA-
1orcs (u-tect Manna-Yutau: z=2.3,p=0.018; n=7).
M3 naHHbIX TaOAULIBI 2 CIEAYET, YTO TPUPOCT U OTHO-
CUTENILHBIM TIPUPOCT MAacChl OJIM3KM K pPacuyeTHBIM
3HauYeHUsIM 1o popmynam pocta (1). Hebosblive Ha-
OogaeMble pazUuMsl CTAaTUCTUYECKUM HE3HAUYMMBI.
CrenoBarteibHO, pOCT MacChl SMOPUOHOB TPU aKy-
CTUUYECKOM BO3ACWCTBUM IIeTYKAMU B IMOCJECIHUE
JTHU MHKYOAIuy MpOA0JIKaeT CAe10BaTh 3aBUCUMO-
ctu (1), ompeneneHHOW mJis Iepuoga ¢ 6-x MO
17-e cyTKU MHKyOaIuu.

Wtak, npuHIUITNAJILHOE OTJIMYME YPOBHSI METa0bo-
JIN3Ma 1 XapaKTepa pocTa SMOPUOHOB B MOCJIEAHUE THU
MHKYOAIIN TIpU aKyCTUYECKOM BO3IEHCTBMU COCTOUT
B OTCYTCTBUU 3aMeUIEHNSI, CBOMCTBEHHOTI'O TIPOLIECCaM
pa3BUTHSI 3MOPUOHOB KypUIIbl TIPU MCKYCCTBEHHOM
MHKYOAaI1 B KOHIIE SMOpPUOHAILHOTO niepuoaa. Ilpu
aKyCTUYECKOM BO3MICHCTBUM, IPOBOAVMOM HAaMU, DM-
OPMOHBI BEUIYTUISIIOTCS] HA CYTKY PaHbIIIE.

OHTOT'EHE3 Ne 4

ToM 42 2011

PesynbraToM uW3MeHEHUS MPOAOJLKUTEIBHOCTU
WHKYOAlluu 1 YPOBHSI MeTaboJM3Ma y SMOpHUOHA SIB-
JISIETCS TO, YTO CyMMapHEIe TpaThbl HA 0OMEH, OIIpe/Ie-
JiseMble Hamu 110 BblaeseHuo CO,, npu akycTuye-
CKOM Bo31eicTBUU ¢ 17 IHS MHKYyOaLMU 10 MPOKJIeBa
ckopsyribl paBHbl 1.880 71, a B KoHTposie — 2.221 11 (110
u-tecty MaHHaA-YUTHM pa3nuuusl TOCTOBEPHBI. 7 =
=2.88, p=0.004).

Wcnionb3ys npixaTeabHbI KoaguuumeHt 0.7, mo-
JlydaeM, 4TO 3a paccMaTpuBaeMblil Tiepuoj IoTpedJie-
Hue O, 03ByYeHHBIMU U KOHTPOJIbHBIMU SMOpHOHAMU
cocrapsteT 2.680 1 3.173 J1 COOTBETCTBEHHO.

CoomHuouwenue mexncdy npoueccamu pocma u mema-
boauzma. Kak ciaepyeT u3 tabiuubl 3, SKCIIEpUMEH-
TaJIbHBIN SMOPUOH 3aTpaurBaeT Ha IPUPOCT MPU aKy-
cTUYecKOM BozneiicTBuu Ha 4.9 K/, a a B 1IeJIOM Ha
meTabomm3Mm Ha 10.48 xJIX MeHbIIIe SHEPIUH, YeM B
KOHTpOJIe. DHepreTuyecKasl LIeHHOCTh SMOPHMOHA K
MOMEHTY BBUIYIUICHUSI MPU aKyCTUUECKOM BO3JIeii-
CTBUU Ha 6.76 KJIK HIKE, YEM B KOHTPOJIE, a SHEpre-
TUYECKasl LIEHHOCTh XEJITOYHOr0 MeEIlKa BBIIIE. DTHU
JaHHbIE TTOKA3bIBAIOT, UTO aKyCTUYECKU CTUMYJIU-
pOBaHHBIE ®MOPUOHBI K MOMEHTY BBUIYIUICHUS (K
20-My gHIO MHKYOauuu) B MEHbIIEH CTEIIEHW pac-
TpaTWJIY 3aI1achl XKeJITKa, YeM KOHTPOJIbHBIE SMOPHU-
OHBI (K 21-My nHI10 nHKyOanun). CpegHee 3Ha4CHUE
KoaddunueHTa K, 3a epuoa HaOJIOAEHUN UMeeT
TEHJIEHLINIO K HEKOTOPOMY MOBBILIEHUIO.

SAKITIOYEHUE

I1pu nHKyGay >MOPHMOHOB KypHUIIbl B HOPMAaJIb-
HBIX YCJIOBUSIX B KOHIIE SMOPUOHAJIBHOIO IIEPHUOJa OT-
MEUEHO CHIDKCHME WHTCHCHBHOCTM MeTaboiauM3Ma U
pocta. CKOpoCTh ra3000MeHa pacTeT IPUMEPHO B Te-
yeHue 80% MHKyOAILIMK I10 CTENEHHOMN 3aBUCUMOCTH.
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3areM 3Ta 3aBUCUMOCTb HapyllaeTcs — YPOBEHb ra3o-
oOMeHa CHUKAETCSI.

JlaHHas1 OCOOEHHOCTh OTMEYEHa KaK y KYpPWHBIX
SMOPUOHOB, TAK U Y SMOPUOHOB IPYTUX BUTOB BHIBO/I -
koBbIx niTu1l (Romanof, 1967; Kamenckuit, 1988; bo-
JIOTHUKOB U J1p., 1985; Astheimer, 1991; Prinzinger
et al. 1995; Pearson et al., 2002). ITocie BeIxoma Ki1toBa
B BO3IYIIHYIO KaMepy MeTaboI13M Pe3KO BO3PACTAET.
OpdeKT CHIKeHUST XapakKTepeH U IS IIpolecca po-
CTa, HO OH TPOJOJIKAETCSI BIUIOTH IO BBITYIUICHUS
MTEeHIIA.

B teuenue 17—18 cyrok nHKybOalmu, Koraa Hauyu-
HaeT CHUXAThCs CKOPOCTh Ta3ooObmeHa (TabJ.1), abI-
XaHUE 3MOPHOHA OCYIIECTBJISIETCS XOPUOAIAHTOM -
COM TiocpencTBoM audgysuu, Ha 19-e cyTku nmpouc-
XOJUT HEKOTOPOE YBEINUYEHNE YPOBHSI METab0IM3Ma,
YTO OOYCJIOBJIEHO MPOKOJIOM TOACKOPJIYIIOBO 000-
JIOUKA M BO3MOXKHOCTBIO TIOJyYEHUS KHCJIOpoaa U3
BO3AYIIHON KaMepbl siiia. C 3TOro MoMeHTa OcCy-
LLIECTBJISIETCS TOCTENEHHBIN Mepexo OT ra3000MeHa C
MOMOIbIO XOPUOAJIAHTOKCA K JIETOYHOMY JbIXaHUIO,
nepexo/ OT MaCCMBHOTO K aKTUBHOMY TPAHCIIOPTY Tra-
30B (PaH, [Taranenu, 1983). Pe3kuii moagbemM cKopocTu
razoooMeHa Ha 20-¢ CyTKM MHKYOaIlu1 CBSI3aH C IPO-
KJIEBOM CKOPJIYITBI M AOCTYIIOM 3MOpHOHA K aTMO-

chepHOMY BO3IYXY.

CHmXKeHHe ypoBHSA MeTaboiam3ma ¢ 17-x mo
19-e cytku u pocra 1o 20-e¢ CyTKu MHKyOaluu o0y-
CJIOBJIEHO HAKOILJIEHWEM YIJIEKMCJIOTO Ta3a U CHUXe-
HHUEM TTapIIMaIbHOTO JaBICHUS KMCIOPOIA B BO3MYIII-
HOI KaMepe fiilia 1 B KpoBU 3MOproHa (PosibHUK,
1968). Kpome Toro, 3aMemjicHre TEMIIOB pOCTa CBsI3a-
HO C OTHOCHUTEJIBHO MaJIOM TTOABIDKHOCTBIO SMOPHUO-
HOB Ha 9TOM CTaauU, MOCKOJIBKY OHU OOJIAMaroT yxKe
BeChbMa Pa3BUTOM MBIIIEYHOMN CUCTEMOI, HO CKOBaHBI
B JIBWKEHUSIX TTpocTpaHCcTBOM siina (Windle, 1940).
3aBUCMMOCTb pPOCTa OT MBIIIEYHON AaKTUBHOCTU B
MMOCTHATAJIbHOM 3MOpHUOreHe3e MIIEKOITUTAIOIINX 10~
Kazaj Apmabckuii (1967).

B nocneaHue iHU MHKYOAIIMKM BKJIIOYAIOTCS HOBbBIE
KaHaJibl appepeHTalnu, IPeXae BCero, 3puTeIbHOro
aHajau3aTopa, aKTUBU3UPYETCS MO3TOoBasl JesiTeNlb-
HOCTb, HaUMHAETCS 3TaIl OBICTPOTO pa3BUTUS CIIyXa.
IToporu ciyxoBoii UyBCTBUTEIBHOCTU B 3TO BpEMS
CTPEMUTEIBbHO TTIOHWKAIOTCSI, CTyXOBasl cUcTeMa oKa-
3bIBAa€TCSl OYEHb UYBCTBUTEIbHA K JIIOOOMY aKyCTUYE-
CKOMYy Bo3neiicTBuIio. PaboTa pa3immuHbIX (PyHKIIMO-
HaJbHBIX CUCTEM 3amemisieT TemIibl pocta (Corner,
Bakhuis, 1969; Xatotun, JImutpuena, 1991; Tonybena,
1994). AHajlornyHy1o TOYKY 3peHUsT BbICKa3al paHee
N.N. llImanbrayszeH (1935). AHaIu3UPys CBI3b MEXKIY
mnpoleccaMy pocta u aud@epeHINPOBKI MOpd0JI0-
TMYECKUX U TMCTOJOTMYECKUX CTPYKTYp CaMbIX pas-
JIMYHBIX CUCTEMATUYECKUX TPYIIN KUBOTHBIX, B TOM
quciie 1 3mMopruoHoB Kyp, U.N. IlImanerayzen npu-
111eJ1 K BBIBOJLY, UTO B EPUO/IbI yCUJIeHHOM AuddepeH-
LIMPOBKHU POCT OKA3bIBAETCSI 3aTOPMOXKEHHBIM.

COJIIATOBA

IIpu aKycTUIECKOM BO3IEMCTBUM IIETYKAMU B TIC-
puon ¢ 17-X cyToK aMOpUoreHe3a 10 YCKOPEHHOT'O BbI-
JyruteHus Ha 20-¢ CYyTKM CHIYDKEHUST YPOBHS Ta3000-
MeHa 1 TEMIIOB pocTa He oTMeueHo. [1pupocT Macchl 1
CKOpPOCTb MeTabojm3Ma Ha 18-CyTKM COOTBETCTBYET
3aBHUCUMOCTSIM, OTTPEIEIICHHBIM 15T 6—17-X CYyTOK MH-
Kyb6anuu. Ha 19-e cytku smOpuoreHesa mpoucxoaut
pe3Koe BO3pacTaHKe MPOILeCCOB METab0JIM3Ma.

W3BecTHO, 4TO aKycTUYECKast CTUMYJISILIAS 14 -
KaMM YCKOpSIET 9acTOTY JbIXaHusI SMOpuoHoB (Vince,
1973; Vince et al., 1976). [1osTOMy OmHY M3 TIpUYWH
MOBBIIIEHNS TEMITA pOCTa MACCHI TEJIa U YPOBHS OOMe-
Ha 10 CpaBHEHUIO ¢ KOHTPOJIEM MbI BUIIMM MMEHHO B
5TOM. JIOMONHUTENBHBIA TPUTOK BUIOCIIELIUPUYE-
cKoii addepeHTallM CITOCOOCTBYET YCKOPEHHOMY
Pa3BUTHIO CEHCOPHBIX MEXaHU3MOB M MOTOPHBIX KO-
opanHaumii. CIEACTBUEM 3TOTO SBISIIOTCS CHABUTH
KPUTUYECKUX TIEPMOIOB Pa3BUTHUSI Ha 0oJiee paHHUE
CPOKM M COKpaIleHHE UX IMPOAOJIKUTEIBHOCTH (Xaro-
miH, IMutpuesa, 1991).

TakuM 006pa3oM, BBISIBJICHO 3aMETHOE BIIMSIHUE
aKyCTUUYECKOro BO3/IEHCTBUS Ha BCe M3YYEHHbIE MTPO-
1IeCChl B MOCJIeNHUE CYTKM MHKyOauuu. Bo3HuKaro-
1I1e Mo AeMCTBUEM aKyCTMUYECKUX CUTHAJIOB U3Me-
HEHUS MPUBOIAT K COKpAIlEHWIO BPEMEHU WHKYOa-
uuu. [a3000MeH M pocT 3MOpPUOHA NPOIOJIKAIOT
cllefioBaTh CTETNEHHOUN 3aBUCUMOCTU, XapaKTepHOM
I71s1 60Jiee paHHEro nepyuoja 3MOpuoreHesa, T.e. CHU-
MaeTcs JIeTIpeccusi, CBOMCTBEHHAas 3TUM IpolieccaM B
KOHIIe MHKyOanmu. B pesynsrate 3TMX U3MEHEHU
HaO/MoAaeTcsd TeHASHIUS K CHIDKEHUIO CyMMapHBIX
3aTpar SHEPrUU Ha IPUPOCT Y METa0OJIM3M B IEPUO]L C
17-X cyTOK MHKYOAllMX 1 0 BBUTYIJICHUSI, HO CYyTOY-
Hble 3aTpaThl HA YHEPreTUYECKU OOMEH U TPUPOCT
MpU aKyCTUYECKOM BO3JAEMCTBUU OOJIbIIIE, YEM B KOH-
TPOJILHOM TPYIIIIE.
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Development and Metabolism of Chicken Embryos
in the Prenatal Period under Acoustic Stimulation

I. B. Soldatova

Faculty of Biology, Moscow State University, Moscow, 119991 Russia
e-mail: ira-soldatova @mail.ru

Abstract—Acoustic influence on the metabolic process in the last days of incubation of embryos of domestic
chicken was found. It was shown that the changes that appear under the influence of acoustic signals lead to a
decrease in incubation time. As a result of acoustic hyperstimulation, gaseous exchange and growth of the em-
bryo continue to follow a power dependence characteristic of an earlier period of embryogenesis, i.c., the de-
pression typical of these processes in the end of incubation is arrested. In acoustically stimulated embryos, a ten-
dency toward a decrease in the total energy expenses on growth and metabolism is observed in the period from

17 days of incubation up to hatching, but the daily expenses on energetic exchange and growth are higher under
acoustic influence than in the control group.

Keywords: ontogenesis of birds, metabolism, acoustic stimulation
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I'EHETUKA PASBUTUA

PA3JIMYHOE BJIUAHUE AJUIEJEN I'EHA APETALAI HA PA3BBUTHUE
PEITPOAYKTUBHbBIX OPTAHOB B IIBETKAX MYTAHTA

abruptus Arabidopsis thaliana (L.) HEYNH.!
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Ien A. thaliana APETALAI (API) xomupyet 6etok MADS-6enok tuma 11 ¢ momenamu MADS, I, K u C.
Ponb K- u C-gomeHoB B pyHKIIMOHMpoBaHuU Oeika AP1 uccieqoBaHa HegoctaTouyHO. AHaIU3 PeHOTH -
MUYECKOTO TIPOSIBICHUST MyTalldii, HapyIlalomNX aKTUBHOCTb Pa3HBIX JTOMEHOB OEIKOBOTO IPOIYKTA,
MO3BOJISIET MOAYYaTh MHMOpMalnio o ¢GyHKIIMU JOMEHOB, a, 3HAUUT, U O CTPYKTYPHO-(YHKIIMOHATBLHOMN
opraHusaiuio reHa. Hamu ripoBefieHO n3ydeHue BIUSHUS Ha MOPGhOIOTHIO IIBETKA MyTaHTa abr (ajuiellb
reHa ABRUPTUS/PINOID) myTaHTHBIX ajiiefieit reHa AP 1, 6e1KOBbIe POAYKTbI KOTOPBIX MPEAMOI0KM -
TeJIbHO JIUIIEeHB! (PYHKIIMOHATBHO akTuBHOTO noMeHa K (ap I-20), nomernoB K ut C (ap1-1wv ap 1-6), no-
meHa C (ap1-3). OGHapyXeHO, 4TO B oTiimuue ot ap I-20, annenv ap1-3, ap 1-6 v ap 1- I ipuBOAST K peayK-
1IMM YK CJIa TeHEPAaTUBHBIX OPraHOB B LIBETKAX IBOMHBIX MYTaHTOB abr ap 1-3, abr ap I-6 v abr ap I- 1. Bbicka-
3aHO IpeamnonoxeHue, yro C-gomeH Oenka APl mpemoTBpaliiaeT HapylleHMe AeTepMUHALIMU TUIla
PENPOAYKTUBHBIX OPraHOB MPHU 3KTOIMMYECKOM 3KcIpeccuy reHa AP/ Bo BHYTPEHHUX MYTOBKaX IIBETKa

MyTaHTa abr.

Karouesnie crosa: pazButre 1BeTKa, B3aumoneiictsue reHoB APETALAI n ABRUPTUS/PINOID, myTaHThI,

Arabidopsis thaliana.

BBEJIEHHE

PazBuTHe opraHoB LIBETKA — CJOXKHBIN IIpo1ece,
KOTOpBII HAaUMHAETCs C dTalla JeTepMUHALIMU TUTIa
OpPraHOB U CJIEIYIOIIEro 3a HUM 3Tara pa3sMeTKUd MX
nonoxenus (CkpssouH u ap., 2006). Y MoaeabHOro
pacteHus A. thaliana TAII OpTaHOB IIBETKA ONIPEaCIIsI-
eTCsl BKCIIPECCUPYIOIIUMUCS B MEPEKPbIBAIOIINXCS
ydacTKax (IOpabHON MepUCTEMbI TOMEO3UCHBIMU
renamMu ABC-knaccos. IlponykTel reHOB A-Kjacca
APETALAI v APETALA2 (API n AP2) netepMuHUpY-
0T pa3BUTHE YAILIETMCTUKOB U, B3AUMOJIEICTBY C IPO-
nyktamu reHoB B-kmacca APETALA3 w PISTILLATA
(AP3wu PI), — nentectkoB. Ien C-xiacca AGAMOUS
(AG) neTepMUHUPYET PEMPOAYKTUBHBLIE OpPraHbI
BHYTPEHHUX MYTOBOK, IIpUYEM MPU PA3BUTUU THIYK-
HOK 0esok AG B3anMopetricTByeT ¢ 6enkamu AP3 u PI
(Coen, Meyerowitz, 1991).

Ien API xonupyer MADS-ren tuna II, mpoaykr
Kotoporo coaepxamiue nomeHsl MADS, I, K u C
(Mandel et al., 1992). @yHKIIMOHAIbHAS CTIELUPUY-

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M yHIaMEeHTaJIbHBIX
HCCJIeJOBAaHUM.

HoCcTb Oenka APl B perynsiuum pa3BUTUSI OPTraHOB
OKOJIOLIBETHUKA OIpeAesieTcs TJaBHBIM 00pa3om
MADS- u I-mpomenamu, npuuem MADS-gomeH
yuacTtByeT B cBsa3biBaHuu ¢ JIHK un, BMecte ¢ I-mome-
HOM, B nuMmepuzauun MADS-6enkoB. JloMmeHbl K u
C Takxke BaxKHBI 17151 (hyHKIMOHUpoBaHus AP1, xots
nx poab MeHee sicHa (Krizek, Meyerowitz, 1996).
K-momeHn yyactByeT B mumepusauuu psiza MADS-
OEJIKOB 1/WIN CTa0WUJIM3allMU B3aUMOJIEICTBUST MEX~
Iy HUMHU, OJHAKO eTo (yHKUMS B nuMepu3anuu AP1
He sBJsieTcst 00s13aTeabHOM (Riechmann et al., 1996).
C-nomeHn Oenka APl B cuteme in vitro mposiBisieT
¢GyHKLMIO TpaHCKpUIIIMOHHOro aktupaTopa (Cho
etal., 1999). HemaBHO moka3zaHo Takxke, 4yTo C-mo-
MeH AP1 yyacTByeT B oOpa3oBaHWM KOMILJIEKCa C
oenkamu SEUSS (SEU) u LEUNIG (LUG), koro-
phIii pernpeccupyeT TpaHCKpUIiuio AG B Hapy>KHBIX
MyTOBKaXx, o0ecrieurBasi HOpMaJbHOE pa3BUTHE OKO-
nonseTHuKa (Sridhar et al., 2006).

MecTto nonoxeHusi OpraHoB 1IBETKA OMpeAesieT-
Csl CKOIUIEHUEM JIOKAJIbHBIX KOHLICHTpALUN ayKCu-
Ha, KOTOpble CO3[at0TCsl Oiaroaapsi akTUBHOCTH Te-
HOB, KOHTPOJIMPYIOLIUX MOJSIPHBIM TPaHCIOPT ayK-
cuHa, B TOoM uuciie reHa ABRUPTUS/PINOID

307 5%
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(ABR/PID), Xomupylolliero CepuH-TPEaHUHOBYIO
npoternHkuHazy (Christensen et al., 2000). Ien
ABR/PID KxoMILIeMeHTapHO B3aMMOJAEHCTBYET C Te-
HOM API 1mipy oOpa3oBaHMM YaIIEJIMCTUKOB M Jie-
MeCTKOB U OrpaHWYMBAET TPAHCKpUIILUIO reHa AP1
opraHaMu oOKoJiollBeTHUKa. B 1iBeTkax MyTtaHTa abr
reH APl skcripeccupyeTcsl He TOJIbKO B OKOJIOIIBET-
HUKE, HO U B PEeNpOAYKTUBHBIX opraHax. LIBeTku
JNIBOMHOTO MyTaHTa abr ap I- 1 mpaKTUYeCKU HE MMe-
IOT OKOJIOLIBETHMKA U XapaKTepU3yIOTCs CYIIECTBEH-
HOM penyKUMel 4duciia penpoAyKTUBHBIX OpPraHOB.
[Tpenmnonaraercsi, 4YTo peAyKIUsl YMCJa THIYMHOK U
TUIOIOJIUCTUKOB CBsI3aHa C HapyllIeHUEM oIlpejelie-
HUS TUIa OPraHOB BO BHYTPEHHMX MYTOBKax M3-3a
9KTONMUYECKON TPAHCKPUTILIMU MYTAHTHOTO aJlieisl B
pPeNpOAYKTUBHBIX OpraHax aBoiiHoro myrtaHTta (Ka-
Bali-ooJ u ap., 2010).

B manHo#1 paboTe TpOoaoKEHO M3YyUYeHUE BIIMSI-
HUSI MYTAaHTHBIX ajijielieii reHa AP1 Ha pa3BUTHE pe-
NPOAYKTUBHBIX OPTaHOB LIBETKA MyTaHTa abr U Mpu-
BEIEHbl pe3yJibTaTbl M3YYEHUS] CTPYKTYPbI 1IBETKa
elle Tpex IBOMHBIX MyTaHTOB abr ap I-3, abr ap -6 n
abr ap 1-20. T1oka3zaHo, YTO peayKIUS PEIIPOTYKTUB-
HbIX OpraHoB B IIBETKE He HaOJI0JaeTcsl TOJIbKO B
LIBETKAX IBOWHBIX MYTaHTOB, COIEpXKAllUX ajlie/ib
ap 1-20 ¢ GyHKUMOHAIbHO aKTUBHBIM C-10MEHOM.

MATEPHAJIbI 1 METObI

Pacmumensnbiii mamepuan u anaauz mopgonoeuu
yeemka. B paboTe Mcnonb30Bajiu MyTaHThI abr (Jiv-
Husa K-150, nonyyenHas Ha ocHoBe packl Dijon-M) u
ap1-20 (nuuus K-200) u3 xotekuuu Kadeapsl re-
Hetuku MTIY, a Takxxe MyTaHThl apl-3 v apl-6 u3
koiutekuumn Arabidopsis Biological Resource Centre
(http://arabidopsis.org/abrc/), KOTOpble TPUXKIbI
CKpEILIMBAJIN C pacTeHUusIMU packl Dijon-M my1s 110-
JIy4YeHUSI OJHOPOAHOTO TEeHOTUIIMYECKOTo (oHa.
JIBOWHBICE MYTAHTBI, TMOJIydaJu OT CKpELIWBaHUM
MyTaHTa abr ¢ pacTeHUSIMU aJUICJIbHBIX MYTaHTOB
apl-20, ap1-3 v ap1-6. AHanU3 IPOBOAMIN HA 5-TU
HUXKHMX 1IBETKAX PACTEHUU TBOWHBIX MYTaHTOB IMO-
kosieHuii F;—Fs, BbIpallleHHbIX B YCIOBUSIX TETLIUIIBI.
CpenHee 4MCIIO OPraHOB 1IBETKA pacCUMTHIBAIN Ha
BBIOOpKEe M3 10 pacrenuit, aHaau3upysa ¢ 1-ro 1o
5-#1 IBETKU Ha rJIaBHOM liBeToHoce. CKaHUpylolee
3JIEKTPOHHOE MUKPOCKOTIMPOBaHUE MPOBOIMIN KaK
onucaHo panee (Oxmap u ap., 2008).

Ananu3z nocaedosamenviocmu JJHK
u kIHK eena AP1y mymanma ap1-6

Brinenenne JIHK mpoBoanam n3 couBeTHI TUKO-
ro Tuna u myraHra ap I-6 (mo Dellaporta et al., 1983,
¢ monudukanuammn). s ammaudukanuu JJTHK uc-
noab3oBam cienyroimue npaiimepsl: 5'-GCTCAT-
TGATGGACTCGTACA-3', 5'-CTTATTGCACCT-
GAGTCCGA-3'. s Beigenenuss PHK mcnonb3o-
Bajica RNA Easy KIT odupmer QIAGEN ¢
JoToJiHUTeNIbHOI oOpadotkoit JIHKazoit ¢ momo-

KABAM-0OOJI u ap.

mpio RNase-Free DNase Set (Qiagen, Iepmanust).
O0paTHYIO TPaHCKPUIILIAIO TPOBOIMIIN C MCIOJIB30-
BaHneM Habopa cDNA Synthesis Kit (first strand) ¢
15T mparimepoMm (Silex, Poccus). [Ins1 BeIIBIEHUS
aJILTEPHATUBHO CIUIaliCUpOBaHHLIX (OPM IPOBOAU-
s I P-ananu3 nonyyeHHoit KJIHK ¢ ncnonbs3osa-
HHUEM ciaeaymoomei napsl IpaiiMmepoB: 5'-CATCT-
TCTTGATACAGACCACCCAT-3'" u 5-GTATAA-
CAGGCTTAAGGCTAAGATTGAG-3'.

IMonoxeHue mmpaiiMepoB yKa3aHo Ha puc. 2. [Ipo-
noyktel IIIIP aHamm3upoBaiu B arapo3HOM Telie
(puc. 3) AHanu3 NpoOBOAWIM B 2-X TTOBTOPHOCTSIX.
IMomyyeHHble TOCHe amMruAdUKanuu GparMeHThI
JHK n x/IHK ounmanu, xi1oHupoBaiu B pAL-TA
BEKTOp U najee cekBeHUpoBaiu. CeKBeHUpPOBaHUE
nocienoBaTeabHoCTell KiloHupoBaHHBIX TTIP-mpo-
IyKToB IpoBoawiaock B LIKIT “ITenom™.

PE3VIJIBTATBI 1 OBCYXIAEHHUE

LIBeTKM MCXOMHBIX OAUHOYHBIX MYTaHTOB Xapak-
TepPU3YIOTCS MU3MEHEHHWEeM 4YHCjla OpPraHOB OKOJIO-
nBeTHMKA. B 11BeTKax MyTaHTa abr cpegHee Ynciio 4a-
mearucTukoB HuKe (3.0), a JerecTtkoB — BhIIe (5.3),
geM y quKoro turia (1o 4 oprasa B I u 11-oi1 myTOBKe).
MytauTsl ap1-3, apl-6 u ap 1-20 nmenn CHUXEHHOE
yucJio opraHoB Bo 1-oii u I1-oif myToBKax (puc. 1a).
B uBerkax ABOWHBIX MYTaHTOB PEIyKIIMsSI OPraHOB
OKOJIOLIBETHUKA, KOTOpbIE ObUIM TIPEACTaBIE€HbI B
OCHOBHOM JIMCThSIMU U OpaKkTesiMU (KaK Uy OJMHOY-
HBIX MYTaHTOB ap /), BbIpaxkeHa CUJIbHee, YeM B PO-
IUTENIbCKUX (popMmax (puc. 1a). DTr naHHbBIE HAXOMATCS
B COOTBETCTBUM C BbISIBICHHOM paHee peayKluei opra-
HOB OKOJIOILIBETHUKA Yy JBOWHOrO MyTaHTa abr apl-1
(Kagaii-oon u gp., 2010) 1 moaTBepXIaioT BBIBOM, O
KOMIUIEMEHTApHOM B3auMMOIEHCTBUM TeHOB APl u
ABR/PID B KOHTpOJIE pa3BUTHSI OKOJIOLIBETHUKA.

OtmeTuM, uTo BO I1-0if MyTOBKE y BCeX ABOMHBIX
MYTaHTOB Cpelu €AMHUYHBIX OPraHOB MpeodaagaIn
JIETIECTKY U JIETIECTKOITOIO0OHBIE OpTaHbl, 0T KOTO-
pbIX ObLIa BBIIIE, YeM Y UCXOAHBIX OAUHOYHBIX MY-
TaHTOB (puc. 1a). /Jlaxke y paHee UCClIefOBaHHOTO abr
ap I- 1 nerecTku, KOTOpbIe BOOOIIE HE pa3BUBAJIUCh Y
OIVWHOYHOTO MyTaHTa apl-1, coctaBinstiu 16% ot
BceX opraHoB (puc. 16). DTt naHHEBIE CBUAETEIbCTBY -
IOT O YaCTUYHOM BOCCTAHOBJIEHMM B 1IBETKaX IBOM-
HOT'0 MyTaHTa (pyHKIIMU OTNIpeaeICHUSI TUIIa OPTaHOB
OKOJIOLIBETHUKA TeHa API, KoTopoe CBsI3aHO IJIaB-
HBIM 00pa3oM ¢ (PYHKIMOHAIBHOW aKTUBHOCTBLIO
MADS u 1 gomenos (Krizek, Meyerowitz, 1996;
Riechmann et al., 1996) 1, To-BHIMMOMY, OOBSICHSI-
€TCSl BBISIBJIEHHBIM paHee YCUJIEHUMEM 3KCIIpeccCUuu
3TOro reHa Ipu HapylieHuu padbotsl reHa ABR (Ka-
Bali-ooJ1 u ap., 2010).

Haunbosee nHTEpecHbIe OTIUUMS MEXIY TBOWHBI-
MU MyTaHTaMU HaOJIo[aJIv MO YUCITY PENPOIYyKTUB-
HbIX opraHoB. Kak 1 y paHee M3y4deHHOIro MyTaHTa
abrapl-1,y abrapl-3wn abrapl-6 Habaonanu peayK-
1110 YMCJla TBIYMHOK U TUUIOAOJMUCTUKOB HE TOJbKO
10 cpaBHEeHUIO ¢ MmyTaHTamu ap I (y ap 1-20 HecKob-
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Puc. 1. CrpykTypa 1IBETKa ABOMHBIX U OJUHOYHBIX MYTaHTOB A. thaliana.

a — CpenHee YKMCIIO U TUIT OpraHoB 1iBeTKa B [—IV MyTOBKax y OMMHOYHBIX U JBOMHBIX MyTaHTOB. [TyHKTUPOM Ha HUXXHUX pU-
CyHKax 0003HAuY€HO Cpe/IHee YMCIIO OPraHoOB B LIBeTKax MyTaHTa abr. B IV MyTOBKe NoKazaHO YMCIIO MJI0J0JIUCTUKOB.

6 — LIBeTKM OBOIHBIX MyTaHTOB: cJieBa abr ap I- 1 (BUIleH HOpMaJTbHO Pa3BUTHIN JIETIECTOK, AHOMAJIBbHBIN MECTUK U 3 TBIYUHKH ),
B LeHTpe abr ap I-20 (OKOJOLBETHUK OTCYTCTBYET, 5 THIUMHOK, MMECTUK U3 2-X IUIOAOJUCTUKOB) U CIipaBa abr ap 1-6 (puiameH-

TOIIOJOOHBIN OpraH, 2 TBIMMHKY U aHOMAaJIbHBIN MECTUK).

KO CHMXKEHO YMCJIO THIYMHOK T10 OTHOIIEHUIO K AU~
KOMY TUTTY, Y ap -3 ap 1-6 penyKIMy perpoOayKTHUB-
HBIX OpPTaHOB He HabJIomaeTcst), HO M IO CPaBHEHMIO
¢ MmyTaHToM abr (puc. la, 6). HaumeHnbimmii ypoBeHb
pPenyKIIMYA HAOIIONAIN Y TBOMHBIX MyTaHTOB IO MSIT-
KOMY ajiieso ap -3, cpenHuii — no ajieno ap1-6, a
HauOoJbIIMi BbIsIBAeH paHee (Kasaii-oon u ap.,
2010) mmo ayTenio ¢ caMoil BRICOKOI 3KCIIPECCUBHO-
CTbIO (CKecTKoMy ajuiento) apl-1. B otnuuue ot abr
apl-1, abr ap1-3 u abr ap I-6, B IBeTKax MyTaHTa abr

OHTOTEHE3 Ne 4

TOM 42 2011

ap 1-20 9vcio penpoayKTUBHBIX OPTaHOB ObLIO JaXe
HECKOJIbKO BHIIIE (3.8 ThraMHOK U 0.96 MIOIOINCTH-
KOB), 4YeM y MyTaHTa abr (B cpeaHeM, 3 TBIYMHKU U
0.5 nnogonuctukoB). OUYeBUAHO, pa3HOE BIUSIHUE
MYTaHTHBIX ajltelieil reHa AP1 Ha pa3BUTHE PEINPO-
MYKTUBHBIX CTPYKTYP LIBETKA CBSI3aHO C UX CTPYKTYP-
HBIMU OCOOEHHOCTSIMM.

Amnenu ap1-1n ap 1-3 UMeIOT MyTalluU B aK1IeI-
TOPHBIX caliTax CIUIaiicMHTa B 3 U 5-M 5K30HAaX COOT-
BeTcTBeHHO (Mandel et al., 1992), 4yro, mo-BUaAMMO-
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KABAM-0OOJI u ap.
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Puc. 2. Crpykrypa ajuiens ap I-6 v KOAupyeMbIX UM aJbTepHATUBHO cIutaiicupoBaHHbIX ¢opm MPHK.

IMonoxeHnune myrauuu ap /-6 B TeHOMHOM KOMUU reHa (BBEpXy, CTpesiKa) U obpasytoluecs y MmyraHTa ap I-6 dopmbl MPHK.
IMon ammu — MPHK u 6e1ok AP1 u3 pactenuit ncxomHoit tnHun Ler. [Oopn30HTaIbHBIMU CTPEJIKAMM ITOKA3aHO MOJOXKEHUE
npatimepoB wist amrummdukanmu JHK n k/IHK. Pasnamu niBeramu mokasaHbl ydactku reHa 1 MPHK, konupytotiue pasHbie
noMeHbl 6esika. CripaBa moka3aHa 3jieKTpodoperpamMmma npoaykroB aminindukanuu KJAHK. M — mapkep MoJIeKy/ISIpHOTO Be-
ca; 1 — kIHK aukoro tuna, 2,3 — kKIAHK ap1-6; 4 — JHK nuxoro tuna Ler; 5 — IHK apI-6.

MY, IPUBOAUT K HapylieHuto GyHkimu K u C nome-
HOB y MmyTtaHTta apl-1 n C-gomeHa y apl-3. MyraHr
ap I-20 nmeeT nenennio 7 aMMHOKHUCIOT B K-noMeHe;
¢yakuus C-goMeHa y Hero He 3aTpoHyTa (OHmap
u ap., 2008). IMpupoma Mmytauuu ap I-6 He U3BECTHA.
I[ToaTOoMy HaMM MPOBEJEH aHAIU3 TTOCJIeIOBATEbHO-
ctu JJHK n xJIHK y atoro myranra. Kak myap -1,y
MyTaHTa ap -6 BEIABICHO HapylIeHHE B aKIIETITOP-
HOM caliTe cIulaiicuHra 3-ro MHTpoHa (puc. 2): Ha-
OmonmaeTcs 3aMeHa fuHykKJeotuaa Al Ha AA, ipuBo-
IIIast K HapymieHuIo IIpaBwiia cruiaiicudra I'T/AT
Anamn3 kIHK mokazan Hanuuue y MyTaHTa apl-6
JIBYX aJIbTEPHATUBHO CTailcMpoOBaHHBIX (opM (pas-
Mepbl aMIIMPUIIMPOBAHHBIX (PparMeHTOB COCTaBU-
au 327 u 282 mH), OTCYTCTBYIOIIMX y AUKOTO THUIIA
(omuH pparment 427 nH, puc. 2).

CekBeHMPOBaHNE KIJIIOHUPOBAHHBIX (pparMeHTOB
noKasajo, 4To y 6oJjee npoTskeHHo# ¢popMbl KIHK
OTCYTCTBYET 4-11 9K30H, a Y KOPOTKON (POPMBI — 4-i1
U 5-11 BK30HBI M KOPOTKas MOCJIeI0BaTeIbHOCTh
GAG or 6-10 3k30Ha. HykjieoTUIHBIE TTOC/IEI0BATE -
HOCTH, COOTBETCTBYIOIIIME SK30HaM 6—8, eCTb y 00erx
dopm kJIHK, omHako m3-3a OTCyTCTBHMS 4-TO BK30HA
MPOMCXOIUT CABUT PAMKHU CUUTBHIBAHUS (BMECTE C IBY-
MsI IOCJIEMHUMU HYKJI€OTUIAMHU 3-TO 3K30Ha MEePBbIA
HYKJIEOTU 4-To 5K30Ha COCTaBJISIET OOWH TPUILIET).
CTon-KoaoH npu 000uX BapraHTaXx CIJIalicHTa o0pa-
3yeTcsl paHbie Ha 42 HykieoTnaa. C y4eToM yJ4acTKOB
kIHK, coorBercTBytoimx nomeHam MADS u I, Koto-
pble He aMITTU(DUIIMPOBAIMCH ITPU UCITOJIb30BAHUH Ha-
IIMX TpaiiMepoB, OOLIWI pa3Mep aJlBTepPHATUBHO
craiicupoBaHHbIX ¢opm MPHK nmomkeH cocTaBisTh
626 11 671 i (morHopasmepHast MPHK AP nukoro -
na uMeet pasmep 771 mH).

T.o. MPHK MyTaHTa MOXET TpaHCIMPOBATHLCS C
obpazoBaHreM (popM OeKka, KOTOPhIE KOIUPYIOT O~
meHbl MADS u I, a takke yactb K-momeHna. Oo6pazo-
BaHMe (pyHKIMOHanNbHOro C-goMeHa B pe3yjbrare
CIBUTA paMKU CUMTHIBAHMS HEBO3MOXHO.

Takum obGpasom, apl-20 otnuyaercs ot apl-1,
apl-3 n apl-6 HopMmanbHO (HYHKIIMOHUPYIOIIUM
C-nmomenowM. CriemoBaTesIbHO, MMEHHO B 3TOM CTPYK-
TYPHOM Pa3Inuny ajijiesieit KpoeTcs MpUIruHa pasiv-
YU TI0 YUCTY PEeNpPOAYKTUBHBIX OPTaHOB, KOTOpbIE
OOHapyXeHBl y HBOWHBIX MYTaHTOB. B pacTeHMsIX
358::AP1, sKTOTIMYECKHN KCIpeccupyommx reH AP1
BO BCEX MyTOBKax, MopdoreHe3 1IBETKa He HapyIlIeH,
¥ pa3BUTHE PETIPOMYKTUBHEBIX OPTaHOB IPOUCXOIUT
HopMaJpHO. ITpn sxkTonmueckoii axkcrpeccuu B 111 n
IV myTOBKax 11BeTKa MyTaHTa abr annens ap 1-20 ¢ ne-
nmenueit B K-moMmeHe pasBUTHE PEITPOAYKTUBHEBIX OP-
TaHOB TaK:Ke TMPaKTUYEeCKW He HapylreHo. B To ke
BpeMsl, SKTOIMMYecKass 3KcIpeccust ajuieneit apl-1,
apl-3u ap1-6, 0OIINM ITJTSI KOTOPBIX SIBJISIETCST OTCYT-
cTtBUe (pyHKIIMOHMpYIomero C-noMeHa, TIPUBOIUT K
CYILIECTBEHHON PENyKIIUUA YUCJIa PEIPOLYKTUBHBIX
OPTaHOB Y IBOTHBIX MyTaHTOB.

CortacHO mpeAcKa3aHUsIM MaTeMaTU4eCKOi Mo-
JIeU, OIMACHIBAIOIIEH pa3BUTHE LIBeTKa A. thaliana
(Ckpsabun u ap., 2006), ornpenejieHre TUIIA OPraHOB
L[BETKA IPEIIIECTBYET pa3MeTKe UX OYIyIIUX ITO3U-
nuii. MoXHO TIpeanojiarath, 9To orcyrcreue C-mo-
MeHa y MyTaHTOB ap I-3, ap I- I v ap I-6 Hapy1laer Jie-
TEPMHUHALIMIO TUTIA OPTAHOB B PEMPOIYKTUBHON Ya-
CTM 1IBETKAa, a 3HAUYUT M pPasMeTKy MX Oymyliux
HOSMHMﬁ, 4TO ABJISICTCS HpM‘lMHOﬁ pPEAYKIINHU YHMCJia
PEeNpOAYKTUBHBIX oOpraHoB. Hanuuue ¢QyHKUIMO-
HaisHOro C-momeHa B O0enke AP1 (y ayteneil aukoro
Tuna u ap 1-20) npeaoTBpaliiaeT HapylleHUe mpolLiec-
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ca JeTepMUHAIIM THIYMHOMW M TIOAOJUCTUKOB MPU
9KTOINMYECKOI IKCIPECCUU BO BHYTPEHHUX MYTOB-
Kax MyTaHTa abr.

Henasro ycranosieHo, uto C-gomeH 0enka AP1
obecnieuynBaeT B3aumoaeiicteue ¢ oeakom SEU, Ko-
TOPBIA B CBOIO OYepedb B3aMMOACMCTBYET C TpaH-
ckpurnmunoHHBIM penpeccopom LUG. Oo6pa3oBaB-
IIUIACS OETKOBBIN KOMILIEKC MOAABISIET TPAHCKPUII-
muio reHa AG B opraHax OKOJIOLBeTHUKA, rae APl B
HopMe 3KcripeccupyeTcs (Sridhar et al., 2006). B pac-
TeHUusIX 355::API pa3BuTHe perpoOayKTUBHBIX Opra-
HOB TMPOUCXOAUT HOPMaJbHO, HECMOTpPSI Ha TpaH-
ckpurnmio AP Bo Bcex mytoBKax (Gustafson-Brown
et al., 1994; Mandel, Yanofsky, 1995), 1.e. perpeccuu
AG He nHabmomaetrcs. [lpucyrcTBUe pemnpeccopHOit
aktuBHOCcTU Komiuiekca AP1/SEU/LUG Tonpko B
Hapy>KHBIX MyTOBKaX IIBETKA OOBSICHSIOT TEM, UTO B 3
U 4 MyTOBKax CyIIECTBYIOT aHTOTOHMCTBI, MPEensT-
CTBYIOIIME OCYIIECTBJICHUIO 3TOM perpeccun. B ka-
YeCTBE TaKMX aHTOTOHWCTOB MOTYT BBICTYIIaTh aKTU-
BaTOPHbIE OEJIKU, KOTOPbIE TTOAACPXKUBAIOT HEOOX0-
IUMBIII JJIS HOPMAJIbHOIO pPa3BUTHUSL PEIMPOMYK-
TUBHOU cepsl ypoBeHb TpaHcKkputiiuu AG (Sridhar
et al., 2006). [IpoBeneHHOe B Hallleif paGoTe cpaBHe-
HUE pa3HbIX ajuiesneii reHa APl cBUOETEILCTBYET O
TOM, 4YTO OrpaHMYeHUE (HYHKIMOHUPOBAHUSI pe-
npeccopHoro komruiekca AP1/SEU/LUG B 11l u IV
MYTOBKaX MOXET OBITh CBSI3aHO C B3aMMOICICTBUSI-
mu C-gomena Oenka AP1 ¢ npyrumu Oeinkamu, pas-
pylIaloIUMU  WJIM  1€CTAOMIU3UPYIOIIUMU  KOM-
mwiekc AP1/SEU/LUG.
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Different Action of the APETALAI Gene on the Development of Reproductive Organs
in Flowers of the abruptus Mutant of Arabidopsis thaliana (L.) Heynh.
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¢ Tyva State University, Department of General Biology, ul. Lenina 36, Kyzyl, 667000 Russia
b Vavilov Institute of General Genetics, ul. Gubkina 3, Moscow, 119991 Russia
¢ Moscow State University, Department of Genetics, Leninskie gory 1, str. 12, Moscow, 119992 Russia

e-mail: arabidopsis2004@mail.ru

Abstract—The APETALAI (API) gene of A. thaliana codes type I MADS protein with domains MADS, 1,
K, and C. The role of K- and C-domains in the functioning of AP1 protein is poorly investigated. The analysis
of phenotypic manifestation of mutations disrupting the activity of various domains of the protein product
allows us to obtain information on the function of domains and, thereby, on the structural-functional orga-
nization of the gene. We investigated the action of mutant alleles of the AP gene whose protein products are
probably lacking the functionally active domains K (ap1-20), K- and C-domains (apI-1 and ap1-6), and
C-domain (ap I-3) on the flower morphology in abr mutant (the ABRUPTUS/PINOID gene allele). It was de-
tected that, unlike the ap I-20 allele, the presence of ap I-3, ap I-6, and ap I- I alleles results in reduction of a
number of the generative organs in the flowers of the double mutants abr ap1-3, abr apI-6, and abr ap1-1. It
was suggested that C-domain of the AP1 protein prevents the alteration of determination of the type of repro-
ductive organs at ectopic expression of the AP1 gene in the inner whorls of a flower in the abr mutant.

Keywords: floral development, interaction between the APETALAI and ABRUPTUS/PINOID genes, mutants,

Arabidopsis thaliana
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B kynsrypax keparuHonuToB 4yenoBeka HaCal, cogepxkaiuxcsi B 6eCCHIBOPOTOUHOM Cpejie Ha CTeKJax,
OOHapy>KeH OKOJI0YaCOBOI PUTM CHUHTe3a 0eJiKa, CXOMHBIA C pUTMOM B TelaToluTax in vitro. UHTeHCUB-
HOCTb CHHTE3a OIIPEeIeISUIN 110 BKITIOUEHNUIO S H-JIeHIIMHA ¢ TIOIPaBKOil Ha ITyJI CBOGOIHOTO MEUEHOTO JIeH-
1IMHA. PUTM U3y4dasiu B OTMBITBIX 1- WM 2-CyTOUHBIX KYJIBTypax nocje cMeHbl cpenbl. Cpena, KOHIULIMO-
HuUpoBaHHas1 KepatuHouutamu HaCal, cuHXpoHU3MpoBaia pa3peXeHHble HECUMHXPOHHBIE B KOHTPOJIE
KyJIBTYpbI renatoluToB. CieqoBareibHO, KEPaTUHOLUMUTHI BBIIEJSIIOT B CPeAy CUHXPOHU3UpYIolue GakTo-
pbl. Xeslatop mOHOB Kanbliss BAPTA-AM nukBuUaMpyeT pUTM CUHTE3a OeJiKa KakK B TNIOTHBIX CHHXPOHHBIX
B KOHTpPOJIE€ KYJIBTypax IelaTOLIMTOB, TaK 1 B KyJabTypax kepatuHouuToB HaCal. AHamornaHsiM ObLT 3¢-
ekt nHrnouropa rporeuHkrnHa3 H7. Takum o6pa3oM, B KepaTUHOILIMTAX, KaK U B FeTNaToyTax, IpoOucXo-
JIUT CAMOCUHXPOHM3ALIMS KOJIe0aHW I MTHTEHCUBHOCTHM CUHTe3a Oejika. MexaHu3M CAMOCUHXPOHU3alUU —
KaJIblIMii-3aBUCUMOE (hochOoprIMpoOBaHUE KIETOYHBIX OEJIKOB.

Knrouesvie croea: TIipssMble MEXKIIETOYHbIE B3aMMOAECTBHSI, pUTM CUHTe3a Genka, dochopuimpoBaHe
OEIKOB, OKOJIOYACOBBIE PUTMBbI, KEPATUHOIIUTHI, TEMATOIUThI, KJIETOUHbIE KYJIBTYpPbI, TAHTJIMO3UIbI, MeJla-

TOHHWH

BBEJEHUWE

Panee HaMU BBISIBJIEH MEXaHM3M KOOINEpaIuun re-
MaTOLIUTOB in Vitro U in vivo B GOPMHUPOBAHNM pUTMA
cuHTe3a 6enka (0630p: Brodsky, 2006). PutMm vicnonb-
30BaJIM KaK MapKep MPSIMBIX MEKKIIETOUYHBIX B3aIMO-
JNEUCTBUI, MPUBOISAILIMX K CAMOCMHXPOHU3ALUU KO-
JIeGaHMiI MHTEHCUBHOCTU CcHHTe3a Oenka. CHUTHAJIb-
HbIMA  (akKTopamMu, B3aUMOICHCTBYIOIIMMH  C
pelienTopaMu KJIE€TOYHON MeMOpaHbI 1 3aITyCKaOIIM -
MU LIeOb MIPOLIECCOB B IUTOIIa3Me, B HAILIMX OMNbITaX
OBLTM TaHTJIMO3UABI U TPAHCMUTTEPHl — HOpagpeHa-
JIMH ¥ CEPOTOHMH, a TakKe MeJlaToOHUH. Kak MUIleHb
JIEMCTBUSI CUTHajIa OIIPEIe/IVIA BHYTPUKJIETOUYHBIIA
KaJIbLIMIA, a KITFOYEBBIM ITPOLIECCOM OpraHM3alluy PUT-
Ma CMHTe3a OejIka oKa3ajlaCh aKTUBALIMs IIPOTEMHKM -
Ha3 U, COOTBETCTBEHHO, (pochopunpoBaHue OCJIKOB.
Bo3HMK BOmpoC: TOJIBKO JIM IelaTOLMTaM CBOMCTBE-
HEH IMPOTEeMHKMHA3HbII MEXaHU3M OpraHu3alluy PUT-
Ma CUHTe3a 0eJIKa B KJIETOUHBIX TTOITYJISLIUsIX?

WN3yyanu nepeBuBaemyio Kyiasrypy HaCal kepa-
TUHOLUTOB YenoBeka (Boucamp et al., 1988). HaCal —
JIVHUSI UMMOPTAJIM30BaHHBIX KJIETOK, He o0amaro-
LIUX TYMOPOT€HHOCTBIO M MHBAa3MBHOCTHIO. B3anmo-

lABTOpr onaronapsit PO®U 3a nognepxky (nmpoektbl 09-04-
00116, 08-04-00144, 09-04-12132).

JIECTBYIOT JIA KEPATUHOLIUTHEI IPYT C IPYTOM, CUHXPO-
HU3UPYS KOJIebaHUsI CUHTe3a OeJIKa, T.¢. CBOMCTBEHEH
JIU UM OOIMIA MOIYJIIIUOHHBIN puTM cuHTe3a? [1pu
MOJIOXUTEILHOM OTBETE, KAKOB MEXaHM3M MEXKIIe-
TOYHOI KOOMepaluy: BIUSIET I HA KWUHETUKY CUHTE-
3a O0enka B keparuHouuTax HaCal Giokana n3meHe-
HUI TIMTOILIA3MAaTUYECKOrO KaJIbLIMs M1 MHTMOMpPOBa-
HUE NPOTEMHKWHA3, KaK 3TO HAOIIOAAIN B KYJIBTypax
renaToLuTOB?

MATEPHAII 1 METOJbI

Kaemounwvte kyavmypot. JInaus HaCal kepatunHo-
ILIUTOB KOXU 4YeJoBeKa BbiaenaeHa 0osee 20 jieT Hazajg
(Boucamp et al., 1988). KneTtku KyJbTUBUPOBAIU B
cpene DMEM (ITan®xko) ¢ nodasiermeM 10% smopu-
OHAJILHOM TeJSIYbE CBIBOPOTKM U  TIJIyTaMUHa
(ITan®KO), caumanu cmechbio 0.25% tpuncuu-D1TA
(Gibco). ITaccupoBanu pa3 B 3—5 gHeil B COOTHOIIIE-
Huu 1 :4—1: 6. JIj1s1 1eseit Halmx ONbITOB CYCIIEH3UIO
KJIETOK TIEpEHOCWIN B OECCHIBOPOTOUHYIO CpeIy
(bponckuii, Tepckux u ap., 1996): cpema 199 c
0.2 Mr/mMn1 anbOyMUHA I KJIETOUHBIX KyJBTYp (Sig-
ma) u 0.5 MKr/mia nHcyauHa (Sigma); razoBasi daza
comepxana 95% Bozayxa n 5% CO,. CycrieH3nto, co-
nepxaiyio 4—5 x 10 kiaetok B 1 MJ1 cpefibl, BHOCUIU
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B yamiky Iletpu ¢ 30 M cpeabl Haa CTEKIIAMHU, TIOKPHBI-
TBIMU KoJiareHoM. Ilnolans Kaxxmoro crekyia Mmpu-
MepHO 1 cm? . TTonmydanu MI0THBIE KYJIBTYPbI C OJIM3KO
pacrooxXeHHbIMU KiteTKamu (puc. 1). Yepes cyrkm
KYJIBTYPbl OTMBIBAJIU U TIEPEHOCWIN B CBEXKYIO CPELy.

WccnaenoBaHue KUHETUKM CUHTe3a 0ejika. ITpoObl,
10 TPU CTeKJIa C KyJIbTypaMu Kaxasi, Opajiv 1mocjeao-
BaTeJbHO 4epe3 10 muH B TeueHue 2—3 4. Kaxmyro
Mpo0y MHKYOMpPOBAJIM OTIEJbHO B TedeHue 10 MuH
nipu 37°C B cpene ¢ SH-neitumaom (25—30 MxCi/mi,
cneuudpudeckas: pagroakTuBHocTh 70—100 Ci/MMOIIB).
Kynsrypbl TIpOMBIBATIA XOJIOMHOM CPEIor M IS DKC-
TpaKIM1 He BKIIIOUMBILIETOCS B OEJIKU JIeHIIMHA MepeHO-
CUJTU B XOJIOMHYTO 5% XJTOpHYIO KMCTTOTY Ha 60 MuH. 3a-
TeM KYJIBTYPbl TPOMbIBAIM 3TUJIOBBIM CITUPTOM U OEIKU
pacTBOPSUTA TUAMUHOM (OEH3ETOHUYM TUAPOKCUI, Sig-
ma). PanroakTMBHOCTb JieiiMHa B OeJIKax U B HEOETKO-
BOI KMCJIOTOPaCTBOPUMON (ppaKIIN U3MEPSUIN B KaxK-
JIO KyJIBTYpe (Ha OTACILHOM CTEKJIC), UCITOIb3YsI CLIMH-
TruiInoHHbI cdeTdnk TRJ-CARB, monens 2810-TR
dupmer Perkin Elmes. PaccumTeiBaiim oTHOCHTEIBHOE
BKJTIOUEHME JieiirHa Icorr B OeJIKY C IONpaBKOi Ha ITyJT
CBOOOTHOTO JIeHIIHA

Icorr = [1 x Pm/Pi (cpm),

rae I, — u3MepeHHOe BKIIIOUYEHUE B OMNpeAesIeHHON
KyJaerype, a P, = I, + p; — 0o011asi paiuoaKTUBHOCTb
KJIETOK KYJBTYPHI, p; — PAIMOaAKTUBHOCTH CBOOOIHOTO

(He BKJIOUMBLIErOC B 6eku) SH-yeiiivHa B TOI Xe
KyJbTYpe, P,, — CpeHsIsl paiIMOaKTUBHOCTb BCEX KYJb-
Typ JaHHOrO omnbiTa. B oTHOIIeHUU Icorr HUBEIUPY-
I0TCS1 BaprabesIbHOCTbD ITyJia CBOOOJHOTO JieliliMHa, a
TaKXKe pa3jIMyYHOE YHCJIO KJIETOK B pa3HBIX KyJIbTypax.
HetanpHee Meton uznoxeH paHee (Brodsky et al.,
1992, 2000).

Kaxxaplii OIbIT CTaBWIM Ha KyJIbTypax, IMOJIy4eH-
HBIX 13 OJHOW 1 TOH Xe cycreH3uun kinetok HaCal.
VYcinoBus MCMOMB30BaHUS WHTUOUTOPOB OTMEYEHBI
IIpY OIMUCAHUM COOTBETCTBYIOIINX OITBLITOB B TEKCTE U
noapoOHee B TIOAMUCSIX K PUCYHKAM.

PE3VJIBTATBI 1 OBCYXIEHWNE

B kynerypax xinerok HaCal oOHapyxkeH pUTM
cuHTe3a Oeska (puc. 2). B reuenue 160 MuH oGHapy-
>KEeHBI TPU TIeproa KojaeObaHUii THTEHCUBHOCTU CHH-
Te3a, HeperyIsIpHble, KAK OOBIYHO B OKOJIOYACOBBIX
putMax (0630p: Brodsky, 2006). [IpumeyaTenbHOe OT-
nuune kiaerok HaCal oTr remaToumToB in vitro — B
OTPOMHOM ITyJI€ HE BKJIIOUMBILIErocs B Oesku SH-Jeii-
nuHa. B remaronmTax paamoakTUBHOCTE ITyJia CBOOO -
HOTO JielliMHa oObIYHO 2—3 pasza OoJbllle pagroak-
TUBHOCTHM OEJKOB; WHOT/IA 3TU BEJUUMHBI AaXe paB-
vel. B xnetkax HaCal sto oTtHomenme 12—15, Te.
OTHOCUTEJIbHOE (K CBOOOTHOMY ITyJly) BKJIIOYEHUE
JieiilinHa B O€JIKM B 3TUX KJIeTKaX 3HAYUTEJIbHO HIKE,
yeM B renarouutax. OCHOBHOIT BBEIBOJ, OMbITa pUC. 2:
kineTkn HaCal caMOCHMHXpPOHM3UPYIOTCSI B CBEXei
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Puc. 1. Kynsrypa KepaTMHOLIMTOB 4eJioBeKa (JIMHUS
HaCaT).

0eCCBhIBOPOTOYHOM cpelie M B pe3yabTare (popMUpyeT-
Cs1 OOIIMIA TTOMYJISILIMOHHBIN pUTM CUHTE3a OeJIKa.

CHHXpOHU3ALMS aKTUBHOCTU KJIETOK B Mpeaesiax
MHOMYJISIIMYA MOXET OBITh JUCTAHTHON 4Yepe3 cpemy
WJIM 3Ke TIPSIMOIA Yepe3 KJIETOUHBIe KOHTaKThl. B orm-

Icorr
380
240 -T-- --Ff-t-Nr- \%/%
100 1 1 1 1 1
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Puc. 2. Kuneruka cuHTe3a Gesika B CyTOUHBIX KYJIBTYpax
keparuHouuToB yesnoBeka HaCal. CyrouHble KyJBTYpbl
OTMBIBAJIM U TIEPEHOCWIM B CBEXYIO GECCHIBOPOTOUHYIO
cpeny. Yepes 30 MuH, He MeHsisl cpeay, Kaxaele 10 MuH
Gpasy TpOGkI 10 3 KYJIBTYPhI U B TeueHue 160 MUH B KaX-
JIOM KyJIBTYpE OTAEIbHO MCCJIEIOBATIM KMHETUKY CMHTE3a
oenka; Icorr (cpm) — BiTTOUeHUe ~H-JeimHa ¢ rmonpas-
KOl Ha Iy JielliMHa, He BKJIIOUMBILIETOCS B OEJKU (CM.
Mertonsr). [psmas muHus (3aech 1 Ha Tpadurkax puc. 3 u
4) — cpemHUl YpOBeHb CHMHTE3a OejKa ISl BCeX KYJBTYp
JTAaHHOTO OITbITa, MYHKTUP — OLLIMOKA 3TOM CpeaHeit.
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Puc. 3. KuHetrka crHTe3a 6ejika B CyTOYHBIX pa3peskeHHBIX KYJIbTypaX TelaToOIMTOB B CBEXEH cpelie M B TAaKUX K€ KyJIbTypax,
coliepKaBIINXCS B cpelie, KOHTUIIMOHUPpOoBaHHOM KepatuHoluTtamMyu HaCaT. [TonyyeHrne KOHOIUIIMOHUPOBAHHOM Cpebl: CyTOU-
Hble Kynsrypbl HaCaT comepzkanu B 6ecCbIBOPOTOUHOI cpene 20 4acoB, 3aTeM cOOpaiu Cpeay, OTLHeHTPpUMYTUPOBAIN 3 MUH IIPU
1500g 1 HAJTWJIM B YaIlIKy C pa3peXkXeHHBIMU (B KOHTPOJIE HECUHXPOHHBIMM) KYJIBTYpaMU IelaTOLMTOB: @ — KOHTPOJIb, KYJIBTYpPhI
rernaToLlrTOB OTMbBLIH, IEPEHECIM B CBEXKYIO Cpeay 1 yepe3 15 MUH B TeueHue ciieayromx 120 MUH ucciea0BaIu KUHETUKY CHUH-
Te3a OesiKa; 6 — TaKue Xe KyJIBTYPbI U3 TOM e CYCIIEH3UH IernaTolrTOB MOCie OTMBIBKU MIEPEHECIN B Cpely, KOHIUIIMOHMPOBaH-
Hyto HaCaT, u B aT0i1 cpelne B KyJIbTypax UCCIeNOBaIM KWUHETUKY CUHTe3a OeJka.

CaHHBIX HaMW MEXKJICTOUYHBIX B3aMMOACUCTBUSX B
KyJIBTypaxX TeNaTOLMTOB KJIETKM BBIOEIISIIOT B Cpemy
TaHTJIMO3UIbI, KOTOPble BOCIPUHUMAIOTCS APYTUMU
KJIETKAMM TOM Ke IOomyJsiuuu. BxiroyaeTcss Lieb
MIPOLIECCOB, IPUBOASIINX K COIIACOBAHHOI CUHXPOH-
HOW aKTMBHOCTM KJIETOK. Ipyroii BO3MOXHBIN Bapu-
aHT MEXKJIETOYHBIX B3aMOJECHCTBUII B IIJIOTHOM
SIUTEINATEHOM MOHOCJIOE — HEPELENTOPHBIM, ITyTEM
epexoaa U3 KJIETKU B KJIETKY HEKOTOPOIO CUHXPOHM -
3aTopa, KOTOPLIN BKIIOYAET TY K€ WIM WMHYIO LieIb
MNpPOLIECCOB, MPUBOISAIINX K CUHXPOHMU3ALNN KJIETOK.
PacnipocTpansionyecss 4epe3 IeneBble KOHTAKThI
BOJIHBI KaJIbIIWUs JaBHO M XOPOLIO OIIMCAaHbl, HO MX
BJIMsSIHYE HA Kakue-Iu00 TKaHeBble (PYHKINU U, TEM
0oJiee, MX CHHXPOHHOCTD ITOKA HE U3yYEHBI.

Boimensiior i kietku HaCal Hekue akTopsl,
CUHXPOHU3UPYIOIIIME PUTM CUHTe3a Oesika?

PaHee MBI HicclienoBaIv IBa TUIIA KYJIBTYp T€aTo-
murtoB (bpoackuii 1 ap., 1997; Brodsky et al., 2000).
[InoTHBIE KYyJIBETYpHl € OJIM3KO PaCIHOJOXKEHHBIMU
KJIeTKaMu OBICTPO CAMOCHMHXPOHMU3UPYIOTCSI, 4YTO
00OCHOBBIBaeTCsI OOHAPYKEHMEM B HUX pUTMa CUHTE-
3a OeJIKa IMPaKTUYECKU Cpasy e TOCIe CMEHBI CPe/Ibl.
B paspexeHHBIX KyJBETypax ¢ JaJIeKO OTCTOSIIIVMU
JIPYT OT Jpyra KJIE€TKAMU PUTM JOJITO HE BBISIBISIETCS,
T.€. TaKWe KYJIBTYpbl ICXOAHO HE CUHXPOHHEI. B cpene,
KOHIMIIMOHUPOBAHHOM IIJIOTHBIMU KYJIBTYypaMU, B
Pa3pEKECHHbIX KYJIbTypaX Cpa3y BbIABJIAJICA PUTM CUH-
Te3a 6enka. K Tomy ke apdexTy nmpuBoauio 100aBiie-
HUE B CBEXYIO Cpelly C pa3peKeHHBIMU KYJIBTypaMu
raHMIMO3UIOB WIM HOpaapeHalrHa, CEpOTOHMHA, Me-

natoHuHa (cM. Takke Bpomckuit u ap., 2006, 2008;
3Be3nuHa u ap., 2008).

Kak m Bo Bcex mnpeaplIylyMx Hallux paboTax
(CCBLIKY BBIIIIE), B OTMBITBIX CYTOUHBIX Pa3pEeXXEeHHBIX
KyJIBTypax rernaTolMTOB 4yepe3 15 MUH Tocjie CMEHbBI
cpenbl pUTM CUHTE3a Oenka He ObUT OOHapyXKeH
(puc. 3). Ecimu Takue Xe KyJabTyphl IIePeHEeCTH MOCe
OTMBIBaHMUS B Cpely, KOHAULIMOHUPOBaHHYO 20 yacoB
kepatuHolutamu HaCal, B pa3pexkeHHBIX KyJbTypax
TeraTolMTOB BBISIBJISIETCS YETKUI PUTM CUHTe3a OeJ-
ka. CienoBareibHO, KEPpaTUHOLIUTHI BBIAESIOT B Cpe-
ny daktop (MM GhakTopbl), CUHXPOHUZUPYIOIIUI
PUTM CUHTe3a OeJKa.

KakoB MexaHU3M CHHXpPOHU3ALIMU KEPaTUHOLIM-
TOB TIpM (POPMUPOBAHUU OOIIETO TMOIMYJISIIIMOHHOIO
puTMa cuHTe3a 0enka?

Kak yxe oTMeuaioch, B KyJIbType rernaToluTOB 3H-
JMOTeHHBIM CUHXPOHU3UPYIOIINM CUTHAIBHBIM (haK-
TOpOM SBJISTIOTCST TaHTImo3uns!l (Bponckuit m ap.,
1997; 3Be3nuHa u np., 2000; Brodsky et al., 2000). byio-
KMpOBaHME CUHTE3a MaHIVIMO3UIOB, MPeKpallleHUE UxX
BBIIECJICHUS B Cpedy OCTaHABIWBAIO CHHXPOHM3AIINIO
KJIETOK, YTO BBIPaXKaJIOCh B JIMKBUIAIIMN PUTMA CUH-
Te3a OeJiKa B IUIOTHBIX B KOHTPOJIE CUHXPOHHBIX KYJTb-
Typax renatouuToB (Brodsky et al., 2003). AHamorud-
HbIE PE3YJIBTATHI TTOJTYYEeHBI IPU UCCIIETOBAHUN KYJTb-
Typ HaCal.

st OJTOKMpoBaHMSI CHMHTE3a TaHIJIMO3UAOB B
knetkax HaCal ucnonwzoBanu PPPP — [d-1-Tpeo-1-
deHmII-2-TeKcaneKaHOMIIaMHO- 3 -TTMPPOTUINHO -1 -
npomanon-HCL] (Li, Ladisch, 1996; Olshefski, La-
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disch, 1998), uHrMOUTOP IIMKO3WJI-LIEpaMUI CUHTA-
3bl, KIIOY€BOTO (hepMEeHTa CUHTEe3a TaHITMOo3UI0B. I1o
JTaHHBIM aBTOPOB MpeliapaTa M HalllM HAOJIIOACHUSIM,,
neticteue PPPP o6parimo. B mepBbIe yack! mmocie 06-
pabOTKU KYJIBTYP MHTMOMTOPOM B Cpeliec MPaKTUUIECKH
HE OCTaeTCsl TaHIJIMO3UIOB.

B KOHTPOJIBHBIX 2-CYTOUHBIX KYJIETYpax KepaTH-
HouuToB HaCal, conepxkaiuuxcs Bce BpeMsl B HOP-
MaJILHOM Cpefie, BBISIBJIEH YETKUI PUTM CUHTE3a OeTka
C IByMsl mepuoaMM B TeyeHMEe 2 4 HaOJoAeHMI
(puc. 4). Ilocne OnoKagbl CHHTE3a TaHIIMO3UIOB
PUTM HE OOHAPYKMBACTCS: BCE TOYKU rpadMKa BXOIIT
B Mpeaesbl cpelHell MHTEHCMBHOCTU CHHTe3a OeJika
JIJISI BCErO ONbITa U OLIMOKK 3TOi cpemHeil. Eciu B
cpeny ¢ TakuMHM ke Kyiasrypamu nocie PPPP no6Ga-
BUTh Ha 5 MUH 5 HM MeJlaTOHUHA, pUTM CHUHTEe3a 0eJl-
Ka BoccTaHaB/MBaeTcsl. Pazmax koneGaHuii 3aMETHO
MEHBIIIe, YeM B KOHTpoJie, HoO MakcuMyMnbl 30, 70 n
120 MUH TOCTOBEPHO W 3HAYUTEIBLHO BBIIIE COOTBET-
CTBYIOIIIMX MUHUMYMOB.

M3 Hamwmx ombITOB ¢ OJOKMPOBAHMEM CHHTE3a
TaHIJIMO3MIOB CJIEIYeT, YTO TaHIJIMO3UObI SIBJISIOTCS
€IMHCTBEHHBIM aJIeKBaTHBIM 3HAOT€HHBIM (DAKTOPOM
camocuHxpoHu3auun kiaerok HaCal, kak u remnaro-
nuToB. JleiicTBuTeNbHO, ecam ObI KiieTk HaCal wm
TeraTOLMTHI BBIACISUIM B CPEIy, KPOME FaHTJIMO3UI0B,
ele 1 JApyrue CMHXpOHU3aTOPbl, HAIIpUMeEp, HOpa-
PEHaJIVH WU MeJIAaTOHWH, PUTM CUHTEe3a 0eJIKa Iocie
neiicreusa PPPP BoigBisics Obl.

B cnenytomiem orbiTe (prc. 5) MCCIeIOBaIN BIIHSI-
HHe OJJOKMPOBAHUSI UBMEHEHUI YPOBHSI CBOOOJHOTO
KaJiblivsl B LIUTOIUIa3Me WJIM MHTMOUPOBAHUSI aKTHB-
HOCTH IIPOTEMHKWHA3 Ha KMHETUKY CMHTe3a OejIKa B
CYTOYHBIX KYJIbTypax, IMOJy4YeHHBIX U3 OMHOM CyCieH-
3um keparuHoluToB HaCal. BapyaHToM KOHTpOJIST B
3TOM OIIBITE OBUIO HEHCTBUE MEIaTOHMHA Ha KepaTu-
HOLIMTHI. B KOHTPOJIBbHBIX Ky/IbTYpax, Kak 1 paHee, Ha-
OJrogaiv pUTM CUHTe3a Oeyika. bosee BbICOKUIT ypo-
BEHb CUHTe3a OeJIKa ¥ 3HAYMTEIbHO OOIBIINI pa3Max
ero KoJjie0aHuii HabJIIoAaIn TTOCJIe BO3ICHCTBMS Ha Ta-
KH€ XXe HOpMaJIbHbI€ KYyJIbTYpbl MejaToH1Ha. [Tomno6-
HbIe 3¢ dEKTHI MBI HAOJIIOOAIU U IIOCJE BO3IEHACTBUS
MenaToHrHa Ha renaTouutsl (bpoackuii u op., 2008,
2009, 2010a, 6). biiokupoBaHre U3MEHEHUI BHYTPU-
KJIETOYHOTrO Kanablus xeaatopoM BAPTA-AM nukBu-
JIMPOBAJIO PUTM CHHTE3a OejIKa B KepaTUHOLIUTAX: BCe
12 BpeMeHHBIX TOUEK ObLIM B Mpeaeaax CpeaHero ajsi
BCETO OITbITAa CUHTE3a C OIMMOKOM. TakKe U TIoaBJie-
HUE aKTUBHOCTH IIPOTEeMHKMHA3 nHruomropom H7 —
[1-(5-130XUHOMMHCYABMOHWII) - 5- METUIITUTIEpA3UH
JUTUAPOXJIOPUI] JIMKBUAUPOBAJIO PUTM B KYJIBTypax
kepatuHouuroB HaCall

OCHOBHO¥ BBIBOJI, OIBITA C OJIOKUPOBAHUEM Kalb-
LU U NPOTEMHKMHA3: CAMOCHMHXPOHM3ALUsI pUTMA
cuHTe3a 6eJika B kepatuHouuTax HaCaT ocyiecTsisi-
€TCsI TEM K€ CITOCOOoM, 4To B renaronurax. CMHXpO-
HU3ALMS KJIETOK B 000X CIIydasix 3aBUCUT OT YBeEJIH-
YEHHUSA KOHLUCHTPpALUMU NOHOB KaJIbLIMS B LIMTOILIa3ME
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Puc. 4. Kunetrka cuHTe3a 6eyKa B ABYXCYTOUHBIX KYJIBTY-
pax HaCaT mocie 0J10KrpoBaHUs CUHTE3a TAHTJIMO3UI0B:
a — KOHTPOJIb, KYJIBTYpbl MHKYOMPOBAJIM CYyTKU B HOP-
MaJIbHOM OECChIBOPOTOUHOI Cpesie; 3aTeM KYJIBTYphl OT-
MBI U UHKYOMPOBAJIM €IIe CYTKHU; IByXCYTOUHbIE KYJIb-
TypBI OTMBUIN, CMEHWIH CPELy, Yepe3 35 MUH ellle pa3 oT-
MbUIM, CMEHWIH cpedy U yepe3 20 MUH, He MeHsIsl Cpeny, B
KYJIBTYpax UCCIeNOBaIM B KUHETUKY CUHTe3a Oeyika; 6 —
cyTouHble OTMbIThIe Kyabrypsl HaCal uHkyOupoBaiu
CYyTKHU B cpelle C MHTUOMTOPOM CHHTE3a raHTJIMO3UI0B —
PPPP (1.5 MkM); 3aTeM KyJI5TYPbl OTMBLIN U IIEPEHECIN B
cBexylo cpeny 6e3 PPPP; uepe3 35 MUH Ky/ibTypbl BHOBb
OTMBLIU U Yepe3 20 MUH, He MEHsIsI CpejLy, B KYJIBTypax Hc-
CJIeIOBaJIM KWHETUKY CUHTe3a 0eJIKa; 8 — KYJIBTYpPbI, CyTKU
npenoobpadoranHsie PPPP, otMbuIN 1 TIepeHecu B cpemy
6e3 PPPP, uepe3 30 MuH B cpely BHECIM MEJIaTOHUH B KO-
HEYHOI KOHLIEHTpaluu 5 HM Ha 5 MUH, 3aTeM KYJIETYPhI
OTMBLIU 1 Yepe3 20 MUH, HE MEHSISI Cpely, B OTUX KYJIBTY-
pax MccaenoBaIM KWUHETUKY CUHTe3a OeJka.
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Puc. 5. KuHetuka cuHTe3a 6ejika B CyTOYHbIX Kyabrypax HaCal mociie neiicTBus MejaaToOHMHA, xeJlaTtopa Kanbiis BAPTA-AM
WM UHTMOUTOpA NMpoTenHKuHa3 H7: a — KOHTPOJib, OTMBIThIE KYJIBTYpbl MTHKYOUPOBaJIM B HOpMaJIbHOM cpene 60 MUH, eliie pa3
OTMBLIU U Yepe3 15 MUH, He MeHsIsI Cpefly, UCCIIeOBAIM KUHETHUKY CUHTe3a 0eJ1Ka; 6 — B Cpely OTMBITBIX KYJIBTYp uyepe3 55 MUH
BHECJIM MEJIaTOHMH B KOHEYHOU KOHILIEHTpauuu 5 HM Ha 5 MUH, 3aTeM KYJIbTypbl OTMBLUIY U Yepe3 15 MUH, He MeHsIsI Cpely, Uc-
cJIe1oBaIM KWHETUKY CUHTe3a OeJiKa; 8 — OTMBITBIE KYJIBTYphI TiepeHecan Ha 60 MuH B cpeny ¢ 20 MKM xejaTopa LMTOIIa3MaT -
yeckoro KanbLusi BAPTA-A, 3aTeM KyJbTypbl OTMBUIM, [IEPEHECIN B YUCTYIO CBEXYIO Cpely M 4epe3 15 MUH, He MeHsIsI CpeLy,
HCCIIeIOBAIM KWHETUKY CUHTE3a 0eJ1Ka; ¢ — OTMBIThIE CYyTOUYHbBIE KYyJIBTYPbI MepeHec i Ha 60 MuH B cpeny ¢ 40 MKM nHTHGuTOpa
nporenHkrnHa3 H7, 3aTeM KyIsTypbl OTMBLITN M Yepe3 15 MUH, He MEHSIsI CpejLy, MCCIIeIOBaJIM KWHETUKY CUHTEe3a OeKa.

M aKTUBaLMK poTenHkuHa3 (bpomckuit u op., 2002,
2006; 3Be3nuHa 1 Ap., 2003). Uaruburop H7 neiictBy-
€T B OCHOBHOM Ha KaJIbLINi-3aBUCUMYIO TIPOTEUHKM-
Hazy C. B remaronyrax Mbl MHIyLUPOBAIN PUTM CUH-
Te3a 6enka popboir 12-mupuctat 13-ameraToM, Ko-
TOPBIA aKTUBUPYET INIABHBIM 00pa30M IMPOTEUHKH -
Hazy C. Ho put™m nHaynmpoBaia 1 POPCKOINH, KOTO-
pblii  akTUBUpPYeT LHAMD-3aBUCUMYIO IIPOTEMHKMU-
Ha3y A. OTMETUM, UTO paHee MbI HAIIUTA OKOJIOYACO-
Boit put™ HAM® (ApbiruH u ap., 1979) u Takoii xe

put™ AT® (Brodsky et al., 1992). Takum o6pa3om, oc-
HOBHOE COOBITME OpraHM3alM PUTMa CUHTE3a —
dochopunupoBaHue O€JIKOB, KOTOpPOE, OYEBUIHO,
MOXET OCYIIECTBIISITHCS PAa3IMYHBIMU MIPOTEUHKUHA-
3aMU, XOTSI OCHOBHBIMU SIBJISTIOTCSI KaJIbLII-3aBUCH -
Mble ¢pepMeHThI. Kakne nmeHHo Oenku pochopuin-
pYIOTCSI, TTOKA HEe U3BECTHO.

dochopunrpoBaHre OEIKOB CUHXPOHU3UPYET
OKOJIOYACOBbIE PUTMbI U B HEKOTOPBIX APYTUX KIIET-
Kax, KpoOMe reraTolUuTOB M KepaTUHOLIMTOB. Tak, B pa-
OHTOTEHE3 Ne 4
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oortax nadoparopuu Iiibepra m Xammonza (Bhoola
and Hammond, 2000; Calvert-Evers and Hammond,
2000; Hammond et al., 2000), mpoBeaeHHBIX OJHOBPE-
MEHHO C HaIlUMM WCCIESAOBAaHUSIMMU CUTHAJIBHBIX
(aKTOPOB-arOHMCTOB KaJIbLIMsI, HAIIJIA PUTM aKTHB-
HOCTH HECKONBKMX (pepMEHTOB ITocie PochOpIIMpO-
BaHMSsI OEJIKOB 3PUTPOJIEHKEMUYECKUX KIIETOK in Vitro.
ABTOpBI He U3yYajIy BIUSHUS KaJTbLVS U IPOTEUHKU -
Ha3. OHU onleHUBaIN (POoCcHOPIIMPOBAHME OCIIKOB IO
Metke 2P, TTocie BBeOEHUS B KYJIBTYPAJIBHYIO CPELY
WHCYJIVHA WM PETUHOEBOI KUCIOThI YPOBEHb (DOC-
GopUIMPOBaHHBIX OEJIKOB CYIIECTBEHHO ITOBbILIAICS
M KOJieOGaHUS aKTUBHOCTH M3Y4YEHHBIX (PEpPMEHTOB
CUHXPOHU3UPOBAIUCh. Cpey BBISIBJIEHHBIX OKOJIOYa-
COBBIX PUTMOB OBUIA PUTMBI TUPO3UMHOBOM IIPOTEHH-
K1Ha3bI ¥ pocdarassl.

Lenps npoueccoB, npuBoasux K Gochopunupo-
BaHUIO OEJIKOB, BKJIIOYAETCS Uyepe3 pelenTOpbl CUT-
HaJIBHBIX (pakTopoB. BIokmpoBaHue pelenTopoB HO-
panpeHaIMHA JIMKBUIMPOBAIO WHAYIIMPYIONIEe PUTM
cuHTe3a OeJiKa JeiicTBUue 3TOro TpaHcMuTTepa (3Be3-
muHa u ap., 2008). OcoObeHHO SIPKO 3aBUCHUMOCTDH OT
COCTOSIHUSI PEeLIEITOPOB TIPOSBIISIACH B CJTydae Mena-
TOHWHA. B oTmmure ot HopaapeHaJMHa, MeJIaTOHUH
JIETKO TIPOHMKAeT B KIIETKY Yepe3 TUIa3MaTHIeCKyIo
MmeMOpaHy (Sjoblom et al., 2003; KBetHast u ap., 2005;
Anncnmos, 2008). Tem He MeHee, OJIOKUPOBAHHUE pe-
IIENTOPOB MEJIATOHWMHA B TemaTolMTaX Jy3MHIOJIOM
JIMKBUAWPOBAIO CUHXPOHU3UPYIOIIUNA 3 eKT Mea-
tonmnHa (bponckuii u op., 2009).

Oobparumoe dochoprmmpoBaHue-nedochopuim-
poOBaHME — pPACIPOCTPAHEHHBIM MEXaHWU3M H3MEHe-
HUS aKTUBHOCTH (DEPMEHTOB M, COOTBETCTBEHHO,
¢dyHKIIMOHaNBHOTIO cocrosiHus kKiaeTtok (Lehninger,
1982; Marks, 1996; Carlson, 2004). [1pu uzyyeHuu Ke-
PAaTMHOLIUTOB, TaKXKe KaK TelmaTOLUTOB, HAMM TTOKa-
3aHO ydyacTtue QochopHIMPpOBaHUS B CAMOCUHXPOHM -
3aLIMU KJIETOYHBIX MOIYJISLINIA, B OpraHU3allii KUHE-
THUKM CHHTe3a O0enka. Cpeln CUTHaAJbHBIX (haKTOPOB,
CTUMYJIUPYIOLIUX 3Ty (DYHKIIMIO B TenaToLuTax, Mbl
OTpeIeTUIA TPAHCMUTTEPHL. M3BeCTHO, UTO TpaHC-
MUTTEPbl — HOpaApPEHAJINH, CEPOTOHMH U 10(aMUH —
OpraHu3yioT (B 00pa3oBaHWU KOJIOHUIA) U OaKTepuu
(Oneckun u gp., 1998; Oneckun, 2001; Freestone
etal., 2007). Cpenn curHajbHbIX (DAaKTOPOB TpaHC-
MUTTEPHOU MPUPOJIbI, BIUSIONIMX HA pa3BUTUE, OOHA-
PYXXEH CEpOTOHUWH, BbIACISIEMbIf HEMPpOHAMU dMOpPH-
OHA U BIUSIOLIUIA Ha OpraHU3alui0 Je(UHUTUBHOIO
HepBHoro opraHa (Ugrumov, 2002; Pronina et al.,
2003; Mirochnik et al., 2005). BopoHesKcKasi ¢ COaBTO-
pammu (Voronezhskaya et al.,, 2004) mokasajia, 4TO
TPAaHCMUTTEPHI BJIUSIOT Ha TEMIT Pa3BUTUST JIMIMHOK
HEKOTOPBIX 0€CITO3BOHOYHBIX. [IepBrUYHAasI opraHu3y-
fol1ast KJICTOUHBIE HOIYJISIINY (DYHKIIUS TPAHCMUTTE -
POB MOXKET ObITb OJHUM W3 MEXaHU3MOB BBOJIIOLIMU
mHorokiterounbix (Brodsky, Lloyd, 2008; bponckuii,
2009).
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[IpsiMble MEXKIIETOUHBIE B3aMMOACUCTBUS MOTYT
JIONOJTHATD LIEHTPaJbHbIE PErY/IsSIIMUA B (GU3MOJIOTUM.
DT0 OBUIO 0OOCHOBAHO OITBITAMM C JCHEPBalIUCI T1e-
yeHu (bpoackuit u ap., 1995), nocne yero Ha cpe3ax
MeYeHU U B KyJIBTypax rernaTolMTOB ObUT OIpeaeicH
PUTM CUHTE3a OejKa, B 3TOM Ciydae, pe3yJIbTaT MexX-
KJIETOYHOM KOOIIepalvM in vivo 1 in vitro. CUHTE3 cIie-
nugudeckux 6e1KoB (T1a3Mbl KPOBU, (DEPMEHTOB Jie-
TOKCUKALIMM U JIp.) — OCHOBHAasl (byHKUMSI IIC€UCHM.
Kunernka sToii GyHKIIMK, 11O HAIIIMM JaHHBIM, OIIpe-
JIEJISIeTCST TIPSIMBIMM  MEXKJIETOUHBIMU B3auMMOJEH-
CTBUSIMU, TIPUYEM MUX MEXaHU3M — KaJbIUI-TIPOTE-
WMHKWHA3HBIM — CXOMIEH, IO HOBBIM JaHHBIM, C MeXa-
HU3MOM B JIpYTMX M3YYEHHbIX KjeTKax. Bcerma su
WUCTIONB3YeTCsl TaKasl PEeryJsiumsi Wl BO3MOXKHBI U
WHBIE TIyTHU OPTraHM3allM{ KJIETOYHBIX ITOMYJISIINii?
Yrto, Hampumep, OIpeaesseT OKOJ0YacOBOM pPUTM
IbIXaHus KJIeToK? MHTepecHble JaHHbIE OTHOCSITCS K
BIMSIHUASIM Ha HEKOTOphle 3BeHbsl LMKIa Kpebca
(Lloyd, Murray, 2005; Lloyd, 2005, 2006). BausHue
dochopunupoBaHus OEJIKOB 3TUMU padboTaMI HE UC-
KJTI0YaeTcs. AHaIN3 pa3IMYHBIX OKOJIOYACOBBIX PUT-
MoB B MeTabonm3Me aposkekeit (Kippert, 2001) mpuBen
K BBIBOAY 00 y4aCcTUM B OpraHM3allMd TaKUX PUTMOB
MAP-kuHa3 1 cAMP-3aBrucruMoil MpOTEMHKWHA3ZHI
A. Hammm HaOrogeHMsT ydacTusl IIPOTEeMHKMHA3hI A
(KaK 1 ApYrux NpoTeMHKWHA3) B OpraHu3aliii puTMa
CHHTe3a OejIKa OTMEUEHBI BhIIIIE, TAKXKE KaK 1 TaHHBIC
00 okosiouacoBoM putMe TAM® n AT®. CeneHust
JIMTEepaTyphl, KaK W HaIllM OMbITHI, IIPUBOISIT K IIep-
CHEKTHBE M3YYCHUS IPOIYKTOB, BBIACISIECMbBIX KJIET-
KaMM B Cpedy Ha OpraHM3alnio MEXKJIETOYHOI KO-
orepaluu B pU3N0I0rnIecKux (hpyHKIIUSIX.

M3yyeHue cocTaBa MEXKIETOUHOM Cpeibl TPOIYK-
TUBHO B PelLIECHUH MHOTHX IMTPOOJIeM OMOJIOTMU pa3BU-
TUSI U MEIULMHBI. Tak, CTOUT yrIyOUTb JaHHBIE O CHU-
JKEHUU YPOBHS MEXKJIETOUHBIX B3aUMOAEHCTBUIA
BCJICACTBUE U3MEHEHMI CBOMCTB MEXKJIETOUHOM cpe-
JIbl y cTapbIX XXKUBOTHBIX (bpoackuii u np., 2005). Bos-
MOXHO, HauboJiee CyllIeCTBEHHbII pe3yJibTaT 3ToM pa-
0OTbl — BBISICHEHHE BO3MOXHOCTU YCUJIUTb KOOoIepa-
LIMI0 KJIETOK CTapbiX >XMWBOTHBIX, MEHSISI CBOMCTBa
MEXKJIETOUHOM cpenibl. BBeeHue B CHIBOPOTKY KPOBU
CTapbIX KpbIC FAHMIMO3UAOB MOBBIIIAIO TTOKAa3aTeIn
CHHTe3a 0eJKa B rernaTolMTax CTapbIX KPbIC IO YPOBHS
MOJIOJBIX YKUBOTHBIX.

ITporeccol pa3BUTUS U pereHepaliuy peryjaupyroT-
CsI MHOXKECTBOM CUTHAJIBHBIX (DAKTOPOB, Cpeay KOTO-
PBIX BBIACISIIOTCS (haKTOPhI pOCTa U TPAHCKPHUIILIMOH -
Hble pakTopHI. JIMIIb B peaAKUX CydasiX U3BECTHO, Ka-
K1eé MMEHHO KJIETKM BBIIEJISIIOT Takue (hakTophl. Tak,
npu TpaHcanudepeHINPOBKE MUTMEHTHOTO SITUTE-
JIUSI TPUTOHA MPOLIECC 3aBUCUT OT (pakTopa pocTa
(FGF2), Beiaeas1eMOro KjIeTKaMy COCYIHUCTOTO CJI0S 1
BAUSTIONIETO Ha AeanddepeHINPOBKY U IIPeodpa3o-
BaHUE ITMIMEHTHOIO SIMTEIUSI B KJIETKU CETYATKU
(Susaki, Chiba, 2007; ABmoHuH u ap., 2008). BesicHe-
HHe BKIaga (ochopripoBaHUSI-IePOCPHOPIITIPO-
BaHUs OCJIKOB B MEXaHU3MBbI JIECTBUS (DAKTOPOB PO-
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cTa — CyllecTBeHHas 3amayda. Jlpyras 3agaya — gaib-
Helilllee M3y4eHWe YJacTHSI TPAaHCMUTTEPOB M HUX
[MPOM3BOAHBIX B IIPOLIECCAX PA3BUTUS U pEreHEPALIHL.
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Self-Synchronization of the Protein Synthesis Rhythm
in HaCaT Cultures of Human Keratinocytes

V. Ya. Brodskii, V. V. Terskikh, A. V. Vasilyev, N. D. Zvezdina, E. A. Vorotelyak,
V. 1. Fateeva, and L. A. Mal’chenko

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

Abstract—In cultures of human keratinocytes HaCaT contained in a serum-free medium on glass, a circa-
horalian rhythm of protein synthesis was found similar to the one in hepatocytes in vitro. The intensity of the
synthesis was determined by the inclusion of *H-leucine corrected for the pool of free marked leucine.
Rhythm was studied in washed 1- or 2-day cultures after the change of the medium. The medium conditioned
with keratinocytes HaCaT synchronized the rarefied hepatocyte cultures nonsynchronous in the control.
Therefore, the keratinocytes liberate synchronizing factors into the medium. A BAPTA-AM chelator of cal-
cium ions eliminates the protein synthesis rhythm both in dense hepatocyte cultures synchronous in the con-
trol and in the HaCaT keratinocyte cultures. The effect of the H7 inhibitor of protein kinases was analogous.
Thus, both in keratinocytes and hepatocytes, self-synchronization of fluctuations of the intensity of protein
synthesis takes place. The mechanism of self-synchronization is the calcium-depending phosphorylation of

cell proteins.

Keywords: direct cell-to-cell communication, rhythm of protein synthesis, phosphorylation of proteins, cir-
cahoralian rhythms, keratinocytes, hepatocytes, cell cultures, gangliosides, melatonin
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PELHEH3NUN

“OT MUKPOCIIOPHI — K COPTY”

T. b. bareiruna, H. H. Kpyriosa, B. FO. T'opoynoBa, I'. E. TuroBa,
0. A. CeapaumupoBa (M.: Hayka, 2010. 174 c.)

B kHMUIe M3I0KE€HBI TEOPETUYECKHE OCHOBBI pe-
OPOOYKIIMU PACTeHUI, Cper KOTOPBIX 0CO00E BHU-
MaHHME YIOeJE€HO HOBOM KaTeropMM BEreTaTMBHOIO
pa3MHOXKEHUSI pacTeHUN — (IopaJbHOM M BereTa-
THUBHOI SMOPUOUAOIeHUHU, T.€. PA3MHOXEHHUIO ITyTeM
oOpa3zoBaHUsI comMaTruyeckmx 3apoppiieil. I[IpuBo-
JIATCS CBOJIKA 1OKA3aTEJIbCTB CYILIECTBOBAHUS B IIPU -
poide pa3HbIX TUIIOB M CIIOCOOOB 3MOPHOUIOTCHUH,
KOTOPBIE MOTYT COYETaThCs C TPAAULIMOHHBIMHA CIO-
cobaMu CEMEHHOIO U BeTeTaTUBHOTO Pa3MHOXKEHUSI.
Ecnu comaTryeckue 3apoIbliny 00pa3yoTcs B ceMe-
HaxX BMECTE€ C IOJIOBBIMM 3apOAblllIaMM, BOZHUKAET
deHOMEH IOITOTHUTEIBHON TeHEeTUYEeCKON TreTepo-
TEHHOCTHU CEMSIH, B pe3yJbTaTe KOTOPOro HOBOE IO-
KoJIeHHe OydeT IpeacTaB/IEHO HE TOJIbKO OCOOSIMU,
COYETAIOIIMMM Te€HbI 000MX POAUTENECH, HO 1 KJIOHA-
MU MaTEpUHCKOTO pacTCHMUSI.

BaxxHoe BHMMaHUE yIeJIeHO TEOPUU U MPaKTUKE
aHAPOKJIMHHOW raruiouauu. SABjieHue aHIpPOKIU-
HUU, B OCHOBE KOTOPOTO JIEXUT MEPEKII0UEHUE MPO-
TpaMMBbI Pa3BUTHS TATUIOUTHBIX MUKPOCTIOPUATEHBIX
KJIETOK TbLUIbHUKA C TaMETO(MUTHOTO MyTU Ha CITOPO-
(UTHBIN, IIUPOKO HCHOIb3YETCSI B CEJILCKOXO3SIM-
CTBEHHOI OMOTEXHOJIOTUU PACTCHUM TSI TTOJTyYEHUS
TOMO3UTOTHBIX JIMHUH. B MoHOTpaduu npencrasiie-
Hbl pE3YyJIbTaTbl UCCJIEIOBAHUS CTaAUU pPa3BUTHUS
MbUTbHYKA, ONTUMAJIBHBIX JJISI UHAYKIIMU Mopdore-
He3a in vitro o cnopo@UTHOMY MyTU. YCTAaHOBJIEHO,

yT0 MOpGOreHeTU4YeCKask KOMIETEeHTHOCTh K TIepe-
KJIIOYEHUIO IPOTrpaMMEI pa3BUTHS C TaMEeTO(PUTHOTO
Ha criopodUTHBII MPUCYIa MUKPOCIIOPaM C BbIpa-
KEHHOM TMOJISIPHOCTBIO  (CHMJIbHOBAaKYOJIM3UPOBaH-
HBIE, C SIAPOM B IIPOTHBOIIOJIOXHONW CTOPOHE KJIET-
KM), KOTOPBIE CTPYKTYPHO CXOIOHBI CO 3pPEJIOii siflie-
kietkou. Tpurrepom criopoduTHOro Iyt Mopdo-
reHesa JJIsl TaAKUX MUKPOCIIOP SIBJISIETCSI CTPECCOBOE
BO3IECTBUE XOJOAOM UM ONTHUMAajbHAsl KOHILIEHTpA-
L1ST DK30TeHHOTO ayKCHMHA B KYJIBTYpaJbHOU cpele,
YTO MPUBOIUT K 3amycKy IIpOorpaMM 3MOpHOMOOIeE-
He3a WM TeMMOPU30reHe3a.

B npunoxeHuu conepkarcs IToapoOOHbIE METOIM -
yecKre peKOMeHIAaly Mo HOJyYeHUIO0 aHIPOKJIMH-
HBIX TalJIOMIOB SIPOBOM MSTKOM IIIIEHUIIBI, pac-
CMOTPEHbI METOAbl MPUTOTOBJICHUS BPEMEHHBIX U
MOCTOSIHHBIX LIMTO3MOPHOJOTNYSCKUX IIpernapaToB
IUIST KOHTPOJISL 3a IpoleccaMu MopgoreHesa, MeTO-
JIbI MOATOTOBKM MaTepuraja Ajis CKAHUPYIOIIEH 3J1eK-
TPOHHO MUKPOCKOIIMHU, a TAKXKE MPUHIMUIIBI paOOTHI
C MUKPOCKOIIMYECKOU TEXHUKOM.

Her comHeHmit, 4To 3Ta MOHOTpadUsI OyIeT MHTE-
pecHa KakK HaydYHbIM paOOTHHKAM, ITperiogaBaTesiM,
acmypaHTaM U CTyJEeHTaM, TaK U CeJIeKLIIMOHEpaM U
OMOTEXHOJIOTaM.

T. A. Excosa
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