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BBEJEHHE

PaznooOpasue xu3HM Ha 3eMiie 3aXBaTbIBACT
nyx. Kaapel mogBogHON CheMKH KOPaIOBOTO
puda mopakaroT BooOpaxkeHHE pa3HOOOpazueM
(hopm, IBETOB U pa3MepoB KUBOTHHIX. E1te Oosbie
YIAUBIIAET TO, YTO KaXKJI0€ M3 3TUX MPUUYIIUBBIX
CO3JlaHUM BO3HUKAET M3 OJHON €JIMHCTBEHHON
KJIETKH — 3UTOTHI. [Ipudem y 3UroThl MOPCKOTO
€Xa HeT JUIMHHBIX WTOJOK, a Y 3UTOTHI OOJIBIION
0enoii aKyibl HET YXKACHOU MMacTH, TOTHON 3y0OB.
OTH NpU3HAKK BO3HHKAIOT MO3XKE B pe3ysbTare
pa3BuTHs opraHusma. [louemy 3urora MOpCKOro
€a B KOHIIE KOHLIOB [TPEBPAIAaeTCs B IIap C UT0J-
KaMH, a 3UroTa 0eJioif akyJsl — B CaMOTO OIACHOTO
XUIIHUKA Mopeit? Kak pa3BuBaromuiicss s3MOpHoOH
pelaeT, ¢ Kakoil CTOpPOHBI y HEro OyJeT roiosa,
a ¢ kaxoil xBoct? I'me xpanurcs mian Oyaymiero
opranuszMa? Bce 3To BOIpOCHI, KOTOPHIMU 3a-
HUMAaeTcsl reHeTuka pa3BuUTHs. OZHO M3 CaMbIX
BIICUATIISIOUINX JOCTUKCHUN TeHETUKHU PA3BUTUS —
3TO OCO3HaHWE TOTO (pakTa, YTO HECMOTpPS Ha
OTpOMHOE paszHooOpasne (HopM KUBOTHBIX T€HE-
THYECKHE MEXaHM3Mbl MOP(OTEeHEe3a SIBIAIOTCS
JTIOBOJIBHO KOHCEPBAaTHBHBIMHU.

CUCTEMA KOOPIANHAT D9MBPUOHA

Bce kiieTku opranusmMa cojiepkar O MHaKOBBIN
Ha0Op FeHOB M OTIIMYAOTCS JIUIITH HA0OPOM aKTHB-
HBIX M HEAKTHUBHBIX I'€HOB. A 3HA4Y1T, OCHOBHYIO
3a/1adqy pa3BUTHSI MOXXHO CBECTH K TOMY, YTOOBI B
KOHKPETHBIX OT/IelaX OpraHu3Ma akTHBUPOBAIIUCH
HY)KHBIE TeHBI. J{J11 9TOTO KIIETKHU JOJKHBI 3HATh,

B KaKOH 4acTH Tella OHU HaxonsTcs. YToObI 3a1aTh
MECTOITOJIOKEHHUE Yer0-In00, HaM Hy)KHa CHCTeMa
koopauHat. Hanpumep, koopmunats! . HoBocuOmp-
CKa Ha 36MHOM IIIape MOXKHO 3a7aTh Tak: 55° ¢. mI.
u 82° B. 1. B opranmsme monoxeHne oTaeIbHBIX Op-
raHOB TAKKE MOXKHO 33/1aTh C TOMOIII0 CUCTEMBI
KOOPJUHAT OTHOCUTEIILHO INIABHBIX OCEH CUMMET-
puu opranusma. Ornpenenenne oceit CHMMETPHU —
OJTHA M3 CaMbIX MEPBBIX 3aJ1a4, C KOTOPOH CTaJIKH-
BaeTcst SMOPHMOH B mporiecce pazButus. HyxHo pe-
IIHTh, I7IE B Oy/Ty1IeM COPMHUPYETCS TOJIOBA, & TJIE —
XBOCT (IIepeHEe3aIHsIsl 0Ch), C KaKOH CTOPOHBI
OyJ/IeT CIMHA, C KaKOW — )KUBOT (JIOPCOBEHTpaIbHAS
och). Ocu CUMMeTpHH SMOPHOHA CO3AI0T CETKY
KOOPJIMHAT, KOTOpasi CIYKUT OPUEHTHUPOM IS
KIIETOK. YIOOHO PacCMOTPETh, KaK ATO IPOUCXOTUT
Ha npuMepe dMOpHOHa JIPO30(UITBI.

OCHOBHBIE OCH CUMMETPHUH Y JIPO30(HIIBI 3a-
KJIaBIBAIOTCS TIpU (hopMUpOBaHuH sina. Emne 1o
OILTOJIOTBOPEHUS, BO BpeMsl CO3pPEBaHUs SHIA B
HEM HaKaIIMBArOTCsl TPAHCKPHIITHI TE€HOB bicoid
u nanos. IlpuaeM 3TH TPaHCKPHUIITHI HE MPOCTO
pPaBHOMEPHO pacIpeeeHbl 0 BCEMY 00BeMy
sifila, a JIOKAJU3yKTCS CTPOTO CIEIU(PUUYHO:
PHK rena bicoid nakannuBaeTcs B NepeHEM
nomoce, PHK nanos — B 3aguem (puc. 1). Takas
cerperanus OCyIIeCTBIACTCS CHENUalIbHBIMU
OeKamMu, KOTOPBIC Y3HAIOT CIICITU(UIECKIE ITOCIIe-
noBarenbHocT B PHK 1 o nutockenery, «kak mo
peibcaMy, TIOCTABJISIOT TPAHCKPUIITBI K HY)KHOMY
MOJIFOCY. Y TIOJFOCOB TPAHCKPHUIITHI 3aKPETUISIFOTCSE
B aKTHHOBBIX (hrtamenTax. [lozxe, mocie omono-
TBOpPEHUS, HAUNHACTCS TPAHCIIAINS HAKOTUIEHHBIX
TPaHCKPHUIITOB U B STAIIE TOSABIITIOTCS OeKH bicoid
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¥ nanos, HO MOCKoNbKy Bce Mosiekyinsl PHK bicoid
HaXOJWJIHMCH B IEPEIHEM MOMIOCE, TO M MAKCUMAJIb-
Hasi KOHLEeHTpauus Oenka bicoid Habmomaercs y
MEPETHEr0 MOMI0Ca, MOCTENEHHO YMEHBIIIASACH TI0
HAITPABJICHHIO K 3aJTHEMY TTOJTFOCY. Tak ycTaHaBIH-
BaeTcs rpafueHT oenka bicoid (puc. 1). Ananornd-
HO Ha TIPOTUBOIIOIOKHOM IOJoce (OpMUPYETCs
rpaaueHT Oenka nanos. Takum oOpasoM, B sidIe
CO3J1aeTcsl IEpBUYHAST HEOJHOPOIHOCTD, TEHEepPh
nr00as KJIeTka SMOPHUOHA M0 KOHIIEHTPAIIUU TUX
OCJIKOB MOXKET y3HaTh, HA KAKOM PACCTOSHHH OT
MEepeHEr0 W 3aJIHETO TOJ0Ca OHA HAXOJUTCS.
A 3HaUUT, MOXKET PEUINTh, AKTHBUPOBATH JTU €
OpOrpaMMy Pa3BHUTHS TOJOBBI HIU MPOTPAMMY
pas3BUTHs OpIOILKA.

371eCch CTOUT clieNaTh HEOOJBIIIOE OTCTYILICHHUE.
Kak yrmomuHanoch BbIIIE, OMPEICIICHUE CBOECTO
MECTOITOJIOKEHHUS — OJTHA U3 CaMbIX TJIABHBIX 33184
KJIETKH BO BPEMsI Pa3BUTHSL. A OTIPEJICIUTH CBOE I10-
JIO)KEHHE MOJKHO, TOJIBKO U3MEPHUB PACCTOSHHE JI0
KaKoro-in0o opueHTupa. s n3mepeHus paccro-
SIHUSI UCTIOJTB3YIOTCS CeUANIbHBIE IPUCTIOCO0Ie-
HUSI, TUHEHKA 11 U3MEPEHHS 4er0-TO HEOOIBINO-
TO, paJapsl ¥ SXOJIOTHI JIJIsl OOJIBIIUX pacCTOSTHAN. B
TF000M cltydae JJisl K3MEPEHHSI PACCTOSTHUSI MEXKILY
00BEKTaMH HEUTO JI0JKHO TTepecedb MPOCTPAHCTBO
MEX]ly HIMH: 3TO JTU00 (hnu3ndeckoe Teno (JInHeH-
Ka), 100 BONHA (IIPU M3MEPEHUH 3X0JI0TOM). B
MHUKPOCKOITMYECKOM MHpPE KJIETOK XapakTepHbIC
paccTOsIHUSL O OPUEHTHPOB COCTABISIOT COTHH
MHUKPOMETPOB. OUEBUIHO, KJIETKHA HE MOTYT I10Jb-
30BaThCs IMHEHKAaMH, KpOME TOTO, B KJIETKaxX HET
PELENTOPOB PaHO- WM 3BYKOBBIX BOJIH. [loaTOMy
€IMHCTBCHHBIM JIOCTYITHBIM JIJISI KIIETOK CITIOCOO0OM
OLICHUTH PACCTOSTHHE SIBJSIETCS M3MEPEHHE KOHIICH-

MopdoreH — crrHanbHoe BeLecTBo, KOTOpoe
BblpabaTbiBaeTCA B CTPOro onpegeneHHbIX y4acT-
Kax pa3BuBaroLLerocs opraHvama v onpegenser
NnyTb Pa3BUTUA OKPY>KaIOLLINX KIETOK.

TparnuH crierugruaeckoro BemnecTsa (Mopdorena),
BBIZIETSIEMOTO OPHEHTUPOM. UeM manblie KiIeTka
HAXOJIUTCSI OT HICTOYHUKA TPAIUCHTA, TEM MCHBIIIC
MoJieKyn MopdoreHa gocturaer ee. [ paaueHTs
Pa3IMYHBIX MOP(OreHOB Ha BCEM MPOTKEHUH
npolecca pa3BUTHS CIIyXKaT HCTOYHUKOM HH(POP-
Malu# O IPOCTPAHCTBEHHOM TTOJIOKEHUHU KIIETOK
B pa3BHUBAIOIIEMCS IMOPHOHE.

B peanbHocTH (hopMHpOBaHME ABYX pa3HO-
HanpaBJICHHBIX TPAJUCHTOB Ha IMOJNIOCAX — ATO
JIMIIb HAYaJlo Pa3BePTHIBAHMUS CUCTEMbI KOOPIMHAT
sMOproHa. Ha 0cHOBe 3THX IpaJiueHTOB yCTaHAB-
JMBAIOTCSI HOBBIE T'PAIMCHTHI, HMEIONINE UHOE
MPOCTPAHCTBEHHOE pactpeniesieHue. Y 1po30(uiIst
B KJIETKaX, OKa3aBIIMXCSI B TIEpEIHEH MOJIOBUHE
9MOpHOHa, BBICOKasi KOHIEHTpanus Oenka bicoid
AKTUBUPYET DKCHIpeccuto reHa hunchback, dop-
MUpYsl B SMOpHOHE emle onuH rpaguent. Kpome
TOTO, TETEepPh BCE KICTKU NepeaHell MOJOBHUHBI
SMOpHOHA Ka4eCTBEHHO OTIMYAIOTCS OT KIIETOK
3aJIHEeH IOJIOBHHBI IO MIPUCYTCTBHIO Oerka hunch-
back. ChopmupoBaBiirecs rpajgueHTbl OCIKOB
bicoid, nanos, hunchback u npyrux cimyxar ocHo-
BOM /151 TaNibHEHIIed pa3MeTku SMOPHUOHA BIIOMb
nepeHe3aaHel ocu. B pesynbraTe paboThl TeHOB
paHHEro Pa3BUTHUS BeCh YMOPHOH OKa3bIBaeTCS
pa3OUT Ha CETMEHTBI, KaXK/IbIi U3 KOTOPHIX HMEET
YHUKaJIBbHBIA HA00p aKTUBHBIX TCHOB. DTOT HA00P

TpaHcnaumsa
n andpdysuns
I——

MPHK

MNepegHun nontoc 3agHuit nontoc

Bernok

1
MepeaHun nontoc 3agHuin nontoc

Puc. 1. Cxema dopmuposanust rpaauenta bicoid (¢ m3menenusmu u3: (Lipshitz, 2009. P. 509-512)).
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CIIYXHUT CBOET0 poJa aapecoM, IMO3BOJSIOIIUM
KJIETKE TIOHSTb, B KAKOW 4acTH SMOpPHOHA OHA Ha-
XOJIUTCS, U YK€ Ha OCHOBaHUU ATOW HH(DOpMaIuu
peaTn30BBIBATE COOTBETCTBYIOIIYIO MPOTPaAMMy
pa3BUTHS.

Ha npumepe dopmupoBanus nepenHesaaHen
ocH 3MOpHOHA JPO30(UIIBI MOKHO TPOHILITIOCT-
pUpPOBaTh, YTO BCE MHAMBHAYaJIbHOE PA3BUTHE
OpraHu3Ma MOXeET OBITh pa3OUTO Ha OTJIENBHEIC,
OYEHb MPOCTHIC, MPOTPAMMEI MTOBEJICHHS KIIETOK.
TunnyHas mporpamMMa BBITIIAAUT CIETYIONIAM
00pa3oM: «eclii KOHIICHTpaIHs BelecTBa A B
KJIETKE paBHa X, TO aKTUBUPYH reH By». [Toxoxas
nporpaMma aKTHBHPYET SKCIPECCHIO TeHa hunch-
back B 0TBEeT Ha BBICOKYIO KOHIIEHTpAIIUIO bicoid.
[IporpaMmMbl MOTYT OBITH W OOJIee CIIOKHBIMH,
YYHUTHIBAIONUMH TPAIUEHTHI CPa3y HECKOIBKUX
BCIICCTB, HAIPUMEP: «ECJIM KOHIICHTPAIUS Be-
mecTBa A B KJIeTKe paBHa X, a BemectBa B u C
OTCYTCTBYIOT, TO akTUBHMpYH reH D». Ha puc. 2
MIPEJICTaBIICH TUIIOTETUYECKHI MTPUMEp peann3a-
ITUU TaKOH MPOTPaMMBI, B pe3ysbTare padoThl KO-
TOPOI HA OCHOBE IPaJIMEHTOB TPEX BENIECTB I'eH DD
AKTHBHPYETCS B TPEX 00NIACTSX B MEPEIHEH HUXK-
Hel yeTBepTH SMOpHoHa. Ecin Obl MpoayKT 3TOTO
TeHa 3aIyCKaJl IPOrpaMMy pa3BUTHsI KOHEUHOCTH,
TO HAIll TUITOTETUYECKUI SMOPHUOH pa3BHUIICS ObI
B IIECTHHOTOE JKWBOTHOE, TIOJJOOHOE MYpPaBhIO.
Taxum 00pazoM, ¢ TIOMOIIBI0 OTHOCHTEIHHO He-
0oJIbIIOTO HAOOPa MPOCTHIX MIPOrPaMM Ha OCHOBE
HECKOJIbKHX HEOJHOPOJHOCTEH, TOCTYKUBIINX
Ha4aJoM pa3BepThIBAHUS CETH KOOPJMHAT, B HAILIEM
MpUMepe U3 MPOCTOTO SHIa Pa3BUIIOCH CIIOKHOE
MIECTHHOTOE XUBOTHOE. KOHEYHO, pa3BUTHE JIFO-
00r0 peaJbHOTO JKHBOTHOTO HAMHOTO CIOXKHEE,
MOTOMY YTO OJHOBPEMEHHO PeajM3yIOTCsl cpasy
COTHH U THICSYH MMOJIOOHBIX IPOrPaMM MOBE/ICHHSI.
MB!I e1iie HUYETo He CKa3allk O TOM, KakoBa (uzuue-
CKasi OCHOBA ITPOTPaMMbI Pa3BUTHS, TJI€ 3aIIHCAHBI
BCE OTU THICSYM MPOTPAMM TOBEJIEHUS KIICTKH?
OtBeT: koHeuHo, B JIHK. Bce st mHCTpYKITIH
NPEJCTaBISIOT CO00M PEryisTOpHBIC IEMEHTHI
TE€HOB — 3HXAHCEPBI, CAUIICHCEPBI, CAUTHI TOCAAKU
TPAHCKPUIIIMOHHBIX (AaKTOPOB B MPOMOTOPHBIX
pernonax reHa u np. Hanpumep, B paccMoTpeH-
HOM BEIIIIe IPUMEpEe aKTUBaIUs TeHa hunchback
MIPOUCXOANT TIOTOMY, YTO B IIPOMOTOPHOM paliOHe
reHa y Drosophila melanogaster nmeetcs 7 caiToB
nocaiku Jutst Oesika bicoid. B citydae, eciu B kiieT-
K€ MPUCYTCTBYIOT MOJIEKynbl Oenka bicoid, oHn

pagneHT
BellecTsa A

- T

pagneHT
BellecTBa B

pagueHT
BellectBa C

-
—

pagueHT Bewectea D

Mporpamma

Ecnu koHUeHTpauwms BellecTBa A B kneTke paBHa X,
a BelecTtsa B n C oTcyTcTBy!toT,

TO akTmBupyn reH D

Puc. 2. Cxema peanu3anuy THIIHYHOH MPOTPaAMMEI
pa3BUTHS.

CBSI3BIBAIOTCS C CaiTaM¥ TOCAIKU B MPOMOTOpE
reHa hunchback v akTUBUPYIOT €T0 SKCIIPECCUto. Y
JPYTHX JABYKPBUIBIX KOJIUYECTBO CAHTOB MOCAAKH
1t bicoid B mpoMOTOpe MOXKET OTH4aThes. Taxk,
y Musca domestica wx 10, mosTomy res hunchback
Musca domestica akTuBupyeTcsi 601ee HU3KUMHU
KOHIeHTpanusiMu Oenka bicoid. Takue pasnu-
Yusi B OpraHU3alMy PETYIATOPHON YacTH T€HOB
Pa3BUTHA MPHUBOIAT K HEOOIBIIOMY M3MEHEHHIO
BCEH MPOrpaMMbl Pa3BUTHS, TaK KaK MMPH OJMHA-
KoBOM Tpamuente bicoid y Musca domestica 30Ha
aKTUBHOCTHU TeHa hunchback oxa3piBaeTcs mmpe,
a 3HAYMT, U TPATUCHTHI, CTPOSIINECS Ha OCHOBE
hunchback, Takxe MEHSIOT CBOE IPOCTPAHCTBEH-
HOe pacroyniokeHue (puc. 3).

Takum 06pa3om, OCHOBHO# 3a/1a4€ii TeHOB paH-
HETO Pa3BUTHS SIBIISIFOTCS] YCTAHOBKA OCEit CHMMeET-
PHH U OITpe/ieIeHUe TPaHHIl CErMEHTOB IMOPHOHA.
Bo 4TO B KOHEUHOM cYeTe MPEBPATUTCS TOT WIH
WHOH CErMEHT, ONIpeAesieT APyTrasi ITpyIiia TeHOB —
Hox-renst.

HOX-TI'EHbBI

Jl1s MHOTHX >KMBOTHBIX XapaKT€pHAa CETMEH-
TUPOBaHHOCTH Teja. Hanbonee sipkuii mpumep —
9TO JIOKIEBBIE YEPBH, TEIO KOTOPBIX COCTOUT U3
MHOYKECTBA MIOYTH OIMHAKOBBIX CETMEHTOB. Y JIpy-
T'UX )KHBOTHBIX, TAKUX KaK HACEKOMBIE, CETMEHTHI
Tena cuIbHO JuddepeHpoBaHbl U OTIMIAIOTCS
JpyT OT Jpyra Mo cTpoeHuto. [ 01oBa HaceKOMBIX
00pazyeTcsi U3 HECKOIBKUX CETMEHTOB, KOTOpBIE
HECYT 3JIEMEHTHI POTOBOIO amnmnapara U aHTeH-
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Puc. 3. Cxema npomotopa rena hunchback.

IIpsimoyronsHuKamMu 0003HA4YEHBI CalThHI Mocaaku bicoid B
npomoTope. bosbliee YUCI0 CaiTOB MOCAIKH B POMOTOPE
Musca domestica TpUBOANT K aKTUBALMM Te€HA HU3KHUMHU
KoHIeHTpauusiMu bicoid (Moguduumposano u3: (Simpson,
2002. P. 907-917)).

HBI, 3aTEM CJICIyeT OJUH TOpPaKaIbHBI CErMEHT
C Mapoil HOXKEK U JIBa TOPaKaJIbHBIX CErMEHTa C
HOXXKaMH U KPbUIbSIMH, JIAJIee CICTYIOT OPIOIIHbIC
CErMeHTHI CoBceM 0e3 KoHeuHocTel. PacimdpoBka
TeHeTHYECKNX MEXaHU3MOB KOHTPOIS Pa3BUTHAL
OTAETHHBIX CETMEHTOB HauaIachk C 00HAPYKEHUS y
JIpo30(hHIT MyTaIUii, MPEBPAIIAIONIUX OJHY YaCTh
Tena B Apyryr. Takue myTaruu ObUIM Ha3BaHbI
romeo3ucHbIMU. Kitaccnaeckum mpuMepoM romeo-
3WCHOW MYTAI|H SBJISIETCS IPEBPAIIEHUE TPETHETO
TOPaKaJIILHOTO CETMEHTA, HECYIIETO KYIKaNbIa, B
JIOTIOJTHUTEIBHBIN BTOPOM TOpaKaIbHBIM CErMEHT C
€I1Ie OJTHOM Mapoit KpbUTheB y MyTauToB Ultrabitho-
rax (puc. 4). Tunu4HBIM CBOXCTBOM TOMEO3UCHBIX
TpaHchopMaIHii SIBIIIETCS U3MEHCHUE Pa3BUTHS

LOuknia Tun

Hox-reHbl — rpynna reHoB, KOOMPYOLNX
roMmeofoMeHcoaepxalme TPaHCKPUNLUOHHbIE
akTopbl. HOX-reHbl UrpalT BaxHyl ponb B
hopMUpOBaHNM NepefHe3agHen ocun Tena Bcex
bunarepanbHO CUMMETPUYHBIX XKUBOTHBbIX.

Fomeo3ucHas mytaumsa — MyTaums B reHe,
npvBoaswas K TpaHcdopmaumy OgHON YacTu
Tena B APYryto.

IEJIOT0 CEeTMEHTA 110 THITY Pa3BUTHS BIEPEIH Jie-
JKAIEro CETMEHTA.

[TonpoOHOe M3ydyeHHEe MocaenoBaTeIbHOCTEH
TOMEO3UCHBIX TE€HOB (T. €. TeX I'€HOB, MYyTalllH
KOTOPBIX BBI3BIBAIOT TOMEO3HCHBIE TpaHChopMa-
IIAN) TPO30(HITEI TIO3BOJIMIIO BRISBUTE UX OOITHE
4yepThl. OKa3anoch, 9TO BCE OHN KOTUPYIOT TPaHC-
KPHUIITMOHHBIC (PAKTOPBI — OCIIKH, PETYJIUPYIOIIUE
AKTUBHOCTB JPYTUX T'eHOB. U Bce OHM comepikar
rOMe00OKC — IMOCIIEI0BATEIIbHOCTh, KOAUPYIOILYIO
cnermduuecknii JJHK-cBs3pBarommii qome (To-
MeonomeH). [1o aToMy mpu3HAKY TOMEO3UCHBIE
TeHBI 00BbeTMHIITH B Tpyny Hox-renoB. Kaxmprit
Hox-reH uMeeT CBOIO 30HY OTBETCTBEHHOCTH.
Hanpumep, ren Ultrabithorax akTUBeH B TpETheM
TOpaKaJIbHOM CEIMEHTE M BO BCeX OpIONIHBIX. [ eH
Antennapedia aKTUBEH BO BTOPOM TOpPaKallbHOM
CEerMEHTE M BO BCEX IMOCIEAYIONINX CEeTMEHTaX.
Taxkum 06pa3oM, MOXXHO cKa3aTh, 4TO Antenna-
pedia oTBedaet 3a aUQPHEPSHIIMPOBKY BTOPOTO
TOpaKaJIbHOTO CerMeHTa, a Ultrabithorax —3a nud-
(hepeHIUPOBKY TPETHETO TOPAKAILHOTO CErMEHTA.
Bcero B renome n1po3oduitel Ob110 00HAPYKEHO 8
Hox-reHoB, mpudeM oHM OObEAMHEHHI B JBa T€H-
HBEIX KoMIUTeKca (puc. 5). Komrmuteke Antennapedia
COJICPKHUT 5 TEHOB, OTBETCTBEHHBIX 3a Pa3BUTHE

MyTtanT Ultrabithorax

Puc. 4. Tomeosucnas mytanus Ultrabithorax y npo30huis.
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Puc. 5. Hox-reHs1 1po30QuiIs! 1 UX 30HBI OTBETCTBEH-
HOCTH.

TOJIOBHBIX M TOPAKaJbHBIX CEIMEHTOB; KOMILJIEKC
Bithorax conmepxut 3 reHa, OTBETCTBEHHBIX 3a
pa3BUTHUE MOCIIEAHETO TOPAKAIBHOTO U OPIOIITHBIX
CErMEHTOB. DTO YAUBUTEIBHO, HO MOPSIOK TCHOB B
KOMIUIEKCaX COBIIAIAET C OCIE0BATEIbHOCTBIO UX
AKCIPECCHUH B CETMEHTaX IMOPHOHA. ITO CBOMCTBO
Hox-renoB 0b110 Ha3BaHO KOJUTMHEAPHOCTHIO.
Crpemiienne Hox-reHoB OBITH TOOIU30CTH JIPYT
OT Jpyra ceiddac oOBSCHSETCS CyIIeCTBOBAHHEM
CJIOKHOM CHUCTEMBl PEryIsiUUd KOOPIAUHUPOBAH-
HOH SKcHpeccuu reHoB. B 3Ty cucremy BXOAST
CerMeHT-Creu(UIHbIe YHXaHCEPHI, TPAHIUYHBIC
3JIEMEHTBI, UHCYJISITOPBL U IPYTHUE CiS-PETYIIATOP-
HBIC DJIEMEHTHI, PACTIONIATAIOIINECS B MEKTCHHBIX
paiionax koMIiekcoB Hox-reHoB.

VYnuButensHo, HO Hox-reHb Obutu 00HapyKe-
HBI Y BCEX )KUBOTHBIX, OT KHILIEYHOOJOCTHBIX 10
yenoBeka. Ho 3a uto orBeuatror Hox-reHsl y Miieko-
nuTaronux? Ha mepBeIii B3I, MIIEKOTTUTAIOIIIAX
TPYIHO Ha3BaTh CETMEHTUPOBAHHBIMHU KHBOTHBIMH.
Tem He MeHee 71 IpUMepa BCIIOMHIM HAIII TT03BO-
HOuHUK. OH cocTouT U3 32—34 MOBTOPSIOIIUXCS
AJIEMEHTOB — IMO3BOHKOB, IPUUYEM B Pa3HbIX OTIE-
JlaX TIO3BOHOYHMKA [TO3BOHKU pa3HbIC: B IICHHOM
oTJenie TTO3BOHKH HEOOJbINNE, B TPYIHOM HECYT
pebpa, MOSICHUYHBIC MO3BOHKU CaMbIe KPYITHBIC,
a B KPECTIIOBOM OT[IeJIe TMO3BOHKH CPacTaloTCA.
Opnna u3 3a1a4 HoX-reHOB TO3BOHOYHBIX — JH(]-
(hepeHIMpOBKa MTO3BOHKOB. OIHAKO dTa PErysIus

HaMHOTO CJIOKHEE, YEM PETYJIISIUS UACHTHYHOCTH
CErMEHTOB MyX, TOCKOJIBKY Y MJICKOMUTAIOMUX 39
Hox-reHoB, 00beTMHEHHBIX B 4 KoMmIuiekca (HoxA,
HoxB, HoxC, HoxD), KoTOpble BOSHUKITU U3 €/I1-
HOTO TIPEIKOBOTO KOMITJIEKCA B PE3YIbTaTe ABYX
TIOJTHOTCHOMHBIX AYTUIUKAIIAN B XOJ€ YBOJIOIIUU
BETBM IO3BOHOYHEIX. B cOCTaB KaX 00 13 KOMII-
nekcoB BxoauT oT 9 1o 11 Hox-renos. ['omosoruyu-
HbI€ T€HBI, HAXOJAIINECs B Pa3HBIX KOMIUIEKCAX,
HazbIBarOTCs Mapanoramu (puc. 6). B otmane ot
MYX, Y KOTOPBIX Pa3BUTHE KOHKPETHOTO CETMEHTA
KOHTpOJHMpyeTcs omHuM Hox-TeHoM, y T03BOHOY-
HBIX Pa3BUTHE CETMEHTa KOHTPOJHUPYETCs 2, a B
HEKOTOPBIX ciyuasx — 4 napanoramu. Ho, kak 'y
Ipo30¢uitbl, HoX-reHbl T03BOHOYHBIX MPOSBISIOT
CBOWMCTBO KOJUTMHEAPHOCTH, T. €. 332 Pa3BUTHE Tie-
pPeOHUX OT/ETIOB IMO3BOHOYHHUKA OTBEYAIOT T'CHBI,
HaXOJAIINECs B Hauae koMiiekca. Hampumep, ren
HoxC5 »>kcnipeccupyeTcst B IOCJIETHEM MICHHOM
M03BOHKE, a TeH Hox(C6 — B IEpBOM TPYTHOM.

W3-3a Hanmu4us B TeHOME IMO3BOHOYHBIX Cpa3y
4 xomriekcoB HoX-reHOB TOME03MCHBIE My TaIlHH
Y HUX — OOJIpINasi PEAKOCTh, B CIydae MyTalluu
OJTHOTO M3 TCHOB OCTAJIBHBIC MTAPATIOTH KOMITCHCH-
pytot HexBaTKy. Hanpumep, y mbiiieit ren HoxA3
SKCIPECCUPYETCS B MEPBOM LIEHHOM MO3BOHKE
U MapKUpyeT rpaHuny depen—iues. [emenus
HoxA3 Heckonbko n3MeHsieT popMy MO3BOHKA, HO
HUKAaK HE CKa3bIBACTCS HA COCNMHEHUH Yeperia ¢
M03BOHKOM. Y HoxA3 ecTh mapanor — red HoxD3.
Henemuss HoxD3 npuBoauT K 6ojiee cepbe3HBIM
MOCJIEACTBUAM: MEPBbIA MIEHHBIMA MTO3BOHOK Yac-
TUYHO CPACTaeTcsi C OCHOBaHHWEM uepena. Ecmu
K€ OJHOBPEMEHHO YAANUTh T'eHbl HoxA3 u HoxD3,
TO TIEPBBINA MIEHHBIH TTO3BOHOK BOOOIIE HE (hop-
MHpPYETCS, a TKaHb, U3 KOTOPOU OH JOJDKEH OBLI
BO3HHUKHYTH, BXOJUT B COCTAB OCHOBAHUS Yepe-
na. To ecTh IPOUCXOAUT TUMHYHAS TOMEO3UCHAS
TpaHCcpOpMaIIns, U CETMEHT Pa3BUBACTCS 0 THITY
BITEpE/TN JISXKAIETO CETMEHTA.

Hox-reHsl m03BOHOYHBIX HE TOJIBKO 3aJEHCT-
BOBaHbI B Pa3BUTHH OCEBOTO CKEJIETa, HO TaKKE
YYaCTBYIOT B CHeNU(DHUKAIUU JPYTUX CErMEHTH-
pOBaHHBIX CTPYKTYyp Tena. KoneuyHocTH miexo-
MHUTAIOIIUX COCTOSAT U3 HECKOJIBKHX CErMEHTOB.
Hampumep, pyka yemoBeka COCTOUT U3 IMPOK-
CHMaJbHOI0 OTJeNia — Iljieda, COCTOSIIETO M3
OITHOM KOCTH, JaJjiee CIACAYIOT KOCTH MPEATUICUbS,
3aIsCThe, MSICTh U (payaHry nasibieB. Hox-reHs
YYacTBYIOT B CHeNU(UKAIMN Pa3HBIX CErMEHTOB
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Puc. 6. Hox-reHpI MBIIIIN U 30HBI HX KCIPECCHH B 0CEBOM ckeniete (B Moxudukanmu u3: (Wellik, 2009. P. 257-278;

Pearson et al., 2005. P. 893-904)).

koHeyHOCTH. Tak, HoxD13 oTBedaeT 3a pa3BUTHE
maneneB u mwact, HoxD12 — 3ansactes, HoxD11 —
npenmiedss, HoxD (0 —nneya. W onsats Habmrona-
€TCsl KOJJIMHEeApHOCTh JeicTBUs HoX-reHoB: ueM
JIUCTAJIbHEE OTJEI, TeM OoJiee JMaJeKUM YJICHOM
KJIacTepa KOHTPOIUPYETCSI €TO Pa3BUTHE.

Eie onun npumep yuactust Hox-reHos B crienu-
(hUKaI| CETMEHTOB TeJla — 3TO TP PEPEHITPOBKA
pOoMOOMEPOB POMOOBHIHOTO MO3Ta. Y B3POCIBIX
13 pOMOOMEPOB Pa3BUBAIOTCS CIICIYIOLIUE OT/ICIIbI
MO3ra: IpOAOJIrOBaThlii MO3I, MOCT M MO3KEUOK. B
SMOPUOHATILHOM Pa3BUTUU POMOOMEPHI BO3HUKA-
0T KaK cepusi U3 § OIMHAKOBBIX YTOJIIICHUH 0331
cpennero mo3ra. Kietku kaxxaoro u3 poMmOooMepoB
JAfOT HavaJI0 Pa3HBIM TAaHTIHSIM W HEUPOHHBIM
ny4kaM. B cnienmgukanuy poMOOMepOB y4acTBYIOT
cambIe MepBbIC IeHbI B KitacTepax. Tak, poMoomep
R2 pasmeuaercs renom HoxA2, R3 — HoxB2, R4 —
HoxB1,R5-R6—HoxA3, HoxB3 n HoxD3,R7-R8 —
HoxA4, HoxB4 w HoxD4. VimenHo HabOp aKTHB-
HbIX HOX-T€HOB ompenessieT, BO 9TO MPEBPATHTCS
KOHKPETHBIN pomOomep. Kak MOXKHO 3aMETHTH, B
JTAHHOM CITy4ae UMEeEeTCs IPUMEP HapyIIEHHUS KOJI-
JMHEAPHOCTH, TaK Kak HoxB I skcnpeccupyercs B
oTJene, CIeIyOUIEM 3a TEM, B KOTOPOM aKTHBEH
HoxB2. B pa3dBUTHH MO3BOHOYHBIX 3TOT IIPUMEP —
peaKOoe UCKITIOUCHHE.

I'eunr HoxA9, HoxA10, HoxAll n HoxAl3
KOHTPOJHUPYIOT pa3BuTHE MIoliepoBa MpoToKa
B Pa3NIUYHbIE OTIENBI PETPOAYKTUBHON CHCTEMBI
caMok. HoxA9 otBeuaeT 3a popMupoBaHUe siIIe-
Bona, HoxA1(0 — matku, HoxA 1l — meWKu MaTKH,
HoxAl3 — Bnaranuma.

Takum 00pa3oMm, HeOOMIbIIas TpyHIa TOMeo-
OOKc-coziepKaux reHoB — HoxX-TeHsl — urparor
KITIOYEBYIO POJIb B Pa3BUTHHU KUBOTHBIX, OIIpeie-
JIsis CrCHM(UKAIIMIO OTACIBHBIX CETMEHTOB TeJIa.
Kpowme toro, Hox yaactBytoT B inddpepeHnpoBke
CErMEHTOB OT/ICJIbHBIX OPTaHOB.

POJIb 'EHOB PA3ZBUTUSA
B 3BOJIIOIIMH ) KUBOTHBIX

Kak ynomunanoce BbIie, Hox-rensl urparor
BRXXHYIO POJIb B YCTAHOBJIGHUM OOIIEro TUIaHa
CTPOCHHUS KUBOTHOTO, OTBEYAs 32 PA3METKY Cer-
MEHTOB BOJb Nepeane3aaneit ocu. Heynusurens-
HO, UTO 3Ta IPYTIIa T€HOB SBIISICTCS H3JTIO0TICHHBIM
WHCTPYMEHTOM DBOJTIOIIAH, TTOCKOIBKY H3MCHEHHS
B Hox-reHax mo3BoJisitoT CO3/1aBaTh HOBBIC (JOPMBI.
OnHO M3 CaMbIX paJIMKaJbHBIX MOJIU(PUKAIUN
IJIaHa CTPOCHUS TEJa CPEAU MO3BOHOUHBIX MOKHO
HaOrONatTh y 3Med. [peaku 3mMeli ObLITH TOX0KH Ha
SIIIEPHULL, OJTHAKO B IIPOLIECCE IBOJIIOIUN YTPATUIN
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CHayaJia repeiHIe KOHEYHOCTH, a 3aTE€M U 3aTHHE.
Takol AByXcTaIMiHBIN ClieHapuil TOATBEpKAAeTCA
SMOPHOJIOTrMUYECKUMH M HaJICOHTOJIOTHYECKUMU
nmaHHbIMA. Ha ceropHsimHuii 1eHh 0OHapyKEeHbI
HCKOIIa€Mbl€ OCTAHKU JIPEBHUX 3MEMH, y KOTOPBIX
HET [IepeHUX HOI, HO ecTh 3anHue. Kpome toro, y
COBPEMEHHBIX YIaBOB M IIMTOHOB TAK)KE HMEIOTCS
HeOOJbIINEe PYIUMEHTHI 3aIHUX KOHEUHOCTEH.
[TomMumo Ge3HOrOCTH, 3MEH OT SILEPHUL] OTIHYACT
CTPOCHHE TO3BOHOYHUKA: Y 3MEH OUEHb AJIMHHBII
TPYAHON OTAEIN ¢ TI03BOHKAMH, HECYLIUMH pedpa.
T'pyaHoil oTaen nmo3BOHOYHUKA 3ME HAYMHAETCS
MOYTH Cpa3y 3a rojIOBOW M TSHETCS 0 XBOCTA.
[IproGpeTenue B MpoLecce SBOITIOLUH «3MENHBIX)
NPU3HAKOB, O-BUIUMOMY, ObLIO cBA3aHo ¢ Hox-
reHaMu. Tak, moTepsi NepeaHUX KOHEUYHOCTEH Y
3Mel MOXKET OOBSICHATHCSI U3MEHEHHUEM TIaTTepHA
akcnpeccurn Hox-reHoB B nepeaHeii 4acT mo3Bo-
HOYHHUKA. Y OOJBIIMHCTBA MTO3BOHOYHBIX 3a4aTKU
NepeHNX KOHEUHOCTEH (OPMUPYIOTCS Y IepetHer
rpaHuLbl oonactu sxkcnpeccun reaa HoxCo. UyTb
03311 3TOH 00JIACTH HAUMHAETCS 00T1aCTh AKCIPEC-
cuu reHa HoxC§8; coBmectHas axcnpeccus HoxC6
u HoxC8 npuBoaUT K POPMUPOBAHHUIO TIO3BOHKOB
IpyIHOTO OTAeNa, Hecymux pedpa. Kpome Toro,
HoxC8 nonaBnser pa3BuTHe 3a4aTka KOHEYHOCTEH,

2
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T m— HoxC6 T
KoneuHocTb
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KoHeuHocTb

T. €. KOHEYHOCTb MOXKET CPOPMHUPOBATHCS TOJIBHKO B
otjene, skcnpeccupyromem HoxC6 u He dKeIpec-
cupyromieM HoxC8. Y 3Mmeit 001acTi akTHBHOCTH
000HX TEHOB CHJIBHO PaCHIMPHIINACE. B urore atn
TeHbl HAYMHAIOT SKCIIPECCUPOBATHCS Cpasy 3a ro-
JIOBOM M aKTHBHBI BIUIOTH /0 XBOCTOBOTO OT/ENa.
A 1oCcKoJIbKY 00a F'eHa aKTHBHBI B OJIHUX U TEX JKE
OT/IeNax, TO 3a4aTOK MEPEeJHUX KOHEYHOCTEH He
(dopmupyercs, IOCKOJIBKY HET OTAEeNa, B KOTOPOM
ObL1 OBI akTHBEH TONbKO Hox(C6. Kpome Toro, Ha
BCEM TPOTSHKEHUH 00JaCTH aKTUBHOCTH T€HOB
(hopMHPYIOTCsI TO3BOHKH, HecyIue pedpa (puc. 7).
B npuBenieHHOM ITpUMepe BOJTIOIIMOHHBIEC H3MEHE-
HUS TIPOMCXOJIUIIH U3-32 CMEHBI BpEMEHH U MeCTa
skcrpeccun Hox-reHos.

Yacrto B mporiecce 3BONIONNAN T€HBI Pa3BUTH
MpHOOPETar0T HOBBIE, HECBOWCTBEHHBIE UM (DYHK-
ui. OMH U3 CaMBIX KPacHUBBIX PUMEPOB TAKOTO
poza — 3To yuacTue reHa Antennapedia B pa3BUTUH
IJ1a3KOB Ha KPbUIbSIX 0a0oueK. Y30p Ha KPbUIbSIX —
BaKHBII 3JIEMEHT HBOJIFOLIMOHHOTO ycrexa 0adouexk,
MTOCKOJIBKY ITO3BOJISIET N30€TaTh HaIlaICHHS XHUIITHHU-
KOB M MOYKET BJIMISAITH Ha IIPUBIIEKATEITEHOCTH OCOOH
JUTS TTPOTHBOTIONIOKHOTO 1oJ1a. B y30pe MOXKHO BBI-
JICTIATH OTJIENTbHBIC AIEMEHTHI, TAKHE KaK MOJOCKH,
MSATHBIIIKY, IIEBPOHKI ¥ T. 1. UHTepecHO, 4To 3TH

=5 5l 1
[ HoxC6 |

Puc. 7. Hox-reHsl 1 DBOIIOUS 3MEH.

a — BU3yanu3anus dkcrpeccud reHa HoxC6 B sMOpuoHaxX KypuIbl (ci1eBa) U yxka (crnpaBa); 6 — cXxeMa KCHPECCHU I'€HOB
HoxC6 u HoxC8 y stmeputsl 1 3Men (B Moandukarmu u3: (http:/www.naturalhistorymag.com/features/061488/the-origins-

of-form?page=4)).
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9IIEMEHTBI HE TOMOJIOTMYHBI AJIEMEHTaM ITUTMEHTa-
UM JPYTHX )KUBOTHBIX, T. €. Y30 KPBUIGEB — 3TO
IBOJIIOIIMOHHAsE MHHOBauus 6adouek. [loaTomy
MICCIIEIOBAHMS TCHETHIECKUX MEXaHH3MOB, KOHTPO-
JIMPYIONHMX PA3BUTHE AEMEHTOB Y30pa Ha KPBLIbAX
0aboueK, MO3BOJSIOT MOHATh, KAK Y JKUBOTHBIX
BO3HHKAIOT M JBOJIOIMOHUPYIOT HOBBIE TPHU3HA-
kd. bbI0 TIOKa3aHo, uTo Y 6abouek Buna Bicyclus
anynana 'y TMYMHOK B KPBUIOBOM MMAarvHajJbHOM
JIMCKe (3a4aTke, U3 KOToporo (opMupyercst Kpbuio
B3pOCITOH 0A00UKH ) TTOSBIISIOTCS 30HBI AKTHBHOCTH
reHa Antennapedia (puc. 8) 1 UMEHHO B MECTaX, TIIe
T'eH aKTHBUPOBAJICS, GOpMUPYIOTCs Ta3ku. CTOUT
HOAYEPKHYTh, UTO Y 0ab0ueK, KaK U 'y Ipo30(HIIbL,
Antennapedia BBINOIHSET CBOIO POJIb H B PAHHEM
Pa3BUTHH, ONPEACISS CIEHU(PHIHOCTH BTOPOTO
TOpaKaJIBLHOTO cerMeHTa. Ho B mpomniecce sBomronym
OH ITPHUOOPEIT HOBYIO YHKIIMIO. DTOT IPUMEpP — HE
uckmouenue. M3BectHo, uto y npyrux 0adouek
B Pa3BUTUH 3JIEMEHTOB y30pa Kpblia Y4acTBYIOT
reubl Ultrabithorax (Hox-reH, yyacTByromuii B
CTICIIMAITU3ALIH TPETHETO TOPAKAIFHOTO CETMEHTA
HACEKOMBIX ), Distal-less (OIWH M3 KITIOUEBHIX TCHOB
B Pa3BUTHH KOHEYHOCTEH, IPHYEM U Y HACEKOMBIX,
1 Yy TIO3BOHOYHBIX ), edgehog (0MyH 13 BaXKHEHIIINX
MOP(OTECHOB).

Takum 00pa3oM, 3TH IPUMEPBI WILTIOCTPUPYIOT
OOMHI IPUHIINTT: BOSHUKHOBEHHE HOBOTO IIPH3HA-
Ka He 00s3aTeNbHO CBA3aHO C BOSHUKHOBEHHEM
HOBBIX T€HOB (TaKHe CIIyYaun — PE/IKH), Jallle yxKe
UMEIOIUECS TeHbI Pa3BUTHS U3MEHSIOT BpeMs
WJIA MECTO SKCIPECCHH JTHOO0 MOTYYaIOT TOTOTHH-
TeNbHbIC (DYHKIMHU, YTO ¥ TIPHBOJIMT K MOSBICHUIO
HOBBIX IPU3HAKOB.

3AK/IIOYEHUE

B nocnennue necstunerus ObuIH pacmudpo-
BaHbl MHOTHE T€HETUYECKUE MEXaHH3MbI, KOHT-
pomupytomue pa3Butue. VccimemoBaHus dTUX
MeXaHU3MOB HAYWHAIMCH HA CAMOM 3aCITyKEHHOM
TCHETHYECKOM 0OBEKTE — TIOIOBOM MYIIIKE IPO30-
(ue. ImMeHHO Ha JIpo30oduiie ObUTH YCTAaHOBJICHBI
(byHIaMeHTaIbHBIE TPUHIUIBI TEHETUYECKOTO
KOHTpOJIst pa3BuTHsl. [lokazaHa poiib TeHOB B ycTa-
HOBJICHWH OCell cHMMeTpHH opranusma. J[okasaso,
YTO KJIETKH OTPEEIIAIOT CBOE MOJIOKEHHE B MPO-
CTPaHCTBE M0 TpaiieHTaM MOP(POTreHOB. OTKPBITHI
Hox-rensl1. JlanpHelme ncciaenoBalns NoKa3aiu,
YTO MHOTHE MPUHIIUIBI TeHETUYECKOTO KOHTPOJIS

Puc. 8. ®opmupoBaHue 11a3KOB Ha KPBUTBIX Bicyclus
anynana.

CneBa — ¢ortorpadust Kpplia, CipaBa — IMMYHOOKpAIIUBa-
HHUE KPBUIOBOTO JKcKa Ha Oentok Antennapedia (mo: (Saenko,
2011. P. 9)).

Pa3BUTHS, OTKPBITHIE Ha IPO30( e, CpaBeITBEI
U JI IpYyTUX >KUBOTHBIX. Tak, Hampumep, Hox-
T'eHBI OBLIN HAMJICHBI Y BCEX JIBYCTOPOHHE-CUMMET-
PHYHBIX YKUBOTHBIX U Jlaxke y Mey3. [Ipuuem y Bcex
YKUBOTHBIX OHH UTPAIOT KIIFOUEBYIO POJIb B CIICIIU-
(buKanuy pa3HbIX yacteii Tena. MoKHO CKa3aTh, 4TO
TeHETHKA Pa3BUTHS HAYMHAIIACH C APO30QIII, HO Ce-
TOJTHS KICCIIEZIOBAHMS TEHOB PA3BUTHS TPOBOSATCS
Ha CaMbIX pa3HbIX KHUBOTHBIX: 0a00UKaX U MOPCKUX
YepBsiX, JICHUBI[AX U JIAMAHTUHAX, 3MESIX U [ITUIIAX,
JIAHIIETHUKAX W aciuausax. HaBepHoe, HU y OTHOTO
JPYTOTO pa3fielia TeHETHUKH HEeT TaKoro Pa3Hoo0-
pas3us 00beKkTOB. MHTEpeC K CTOIb HEOOBITHBIM
00beKTaM CBSI3aH C TE€M, YTO T€HETHKA PAa3BUTHUS
SIBJISICTCSI HEOTEMJIEMOM YaCThIO SBOJFOIMOHHOTO
yuenusi. Bce npusHaku j1r000T0 OpraHu3ma BO3HH-
KaloT B MPOLECCE MHIMBHYaIbHOTO Pa3BUTHS, &
3HAUUT, TaK WJIM HHAYE 3aBUCST OT TeHOB Pa3BUTHSL.
HccnenoBanns mocienqHux JIeT MOKa3aiH, YTO B
OCHOBE TIOSIBJICHHSI M 9BOJIFOIIMH HOBBIX (DOPM JIeKaT
M3MEHEHUS KOHTPOJISI SKCIIPECCUU TEHOB Pa3BUTHSL.
KoHeuHo, ocTaeTcs erie 04eHb MHOTO HEPEIICHHBIX
BOIIPOCOB, HAIIPUMED, JI0 CUX IO HET SICHOTO OTBE-
Ta Ha BOTPOC, KaKk (POPMHUPYIOTCS OCH CHMMETPUHU
y mutexkorutaromux. Ho Oyaem ontuMucTamu: uem
0OJIBIIIe OCTACTCS BOIIPOCOB, TEM OOJIBIIIEC OTKPHI-
TUU HAC OKHUJIACT B Oymytem!
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