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BBEJEHHUE

PazHooOpasue xn3HM Ha 3emile 3aXBaThIBACT
nyx. Kanpsl moJiBogHOM CheMKH KOPaJJIOBOTO
puda mopaxaroT BoOOpakeHHe pa3HOOOpa3zuemM
(hopM, IIBETOB U pa3MepoB KUBOTHBIX. Ertie Gosbiie
VIUBIISET TO, YTO KAXKJI0€ U3 ITUX NMPUUYITHBBIX
CO3/1aHUM BO3HUKAET U3 OJHOU €OUHCTBEHHOU
KIIETKH — 3UTOTHL. [IpudemM y 3UroThI MOPCKOTO
eXa HeT JUIMHHBIX WTOJOK, a Y 3UTOTHI OOJIBIION
OeIroit aKyibl HET YKaCHOU MACTH, MTOTHON 3y00B.
OTH NpU3HAKU BO3ZHUKAIOT TIO3KE B Pe3ysbTare
pasButTHus opraHu3ma. [loyemy 3urora MOPCKOTrO
€Xa B KOHIIE KOHIIOB ITPEBPAIIaeTCs B IIaP C UTOJI-
KaMH, a 3UroTa 0eJoi aKyllbl — B CaMOTO OTIACHOTO
xumrHIKa Mopei? Kak pa3BuBaromuiics SMOpHOH
pelaeT, ¢ Kakoil CTOpPOHBI y HEero OyJeT rojiosa,
a ¢ kakoi xBoct? e XpaHuTcs miaH Oymymiero
opranusma? Bce 3TO BONPOCHI, KOTOPBIMHU 3a-
HUMAaeTCsl reHeTuka pa3BuTHsa. OTHO M3 CaMbIX
BIIEUATIISTIONIHX JIOCTHKEHUH TeHETHKY Pa3BUTHS —
9TO OCO3HaHWE TOTO (pakTa, YTO HECMOTpPS HA
OTPOMHOE pa3HOOOpa3ue POPM JKUBOTHBIX T€HE-
TUYECKHUE MEXaHH3Mbl MOP(OTECHE3a SBISIOTCS
JIOBOJIBHO KOHCEPBaTHBHBIMHU.

CUCTEMA KOOPINHAT DMBPUOHA

Bce kneTkn oprannsMa comepikar OMMHAKOBBIHA
HA0Op FCHOB U OTIIMYAKOTCS JIUITH HA0OPOM aKTHB-
HBIX U HEaKTUBHBIX T'€HOB. A 3HAYUT, OCHOBHYIO
3a/1a4y pa3BUTHSI MOKHO CBECTH K TOMY, YTOOBI B
KOHKPETHBIX OTJeIaX OpraHn3Ma aKTHBHPOBAJIICH
HY’KHBIE TeHBI. J[7151 9TOTO KIETKH JOHKHBI 3HATH,

B KaKOH 4acTH Tella OHU HaxonsATcs. YToObI 3a1aTh
MECTOITOJIOKEHNE YeT0-TN00, HaM Hy’KHa CHCTeMa
koopanHat. Hanpumep, kooprunats! . HoBocuomp-
CKa Ha 3eMHOM II1ape MOJKHO 33JaTh Tak: 55° c. ml.
u 82° B. 1. B opranmsme nonoxeHue oTACIbHBIX Op-
TFaHOB TAKXKE MOYKHO 33]1aTh C TIOMOIIIbIO CUCTEMBbI
KOOPJIMHAT OTHOCHUTEILHO INIABHBIX OCEH CHMMET-
puu opranuzma. Onpenenenne oceil CHMMETPHH —
OJTHA M3 CaMBIX MEPBBIX 3a]1a4, C KOTOPOH CTaJIKH-
BaeTcst PMOPUOH B Tipoliecce pa3sutusi. HyxHo pe-
LIHTh, TJIE B Oy/IyIIeM COPMHUPYETCS TOJIOBA, & [JIC —
XBOCT (TIepeaHe3aaHsIsl OCh), C KaKOM CTOPOHBI
Oy/IeT CMHa, C KaKOH — )KUBOT (JIOPCOBEHTpaIbHAS
och). OcH CUMMETPHUH SMOPHOHA CO3MIAIOT CETKY
KOOPJIMHAT, KOTOpas CIYKUT OPUEHTHUPOM IS
KJIETOK. YIOOHO PacCMOTPETh, KaK 3TO MPOUCXOTUT
Ha MpUMepe IMOPUOHA IPO30(HIIBI.

OCHOBHBIE OCH CUMMETPHUH y APO30QHIIBI 3a-
KJIJBIBAIOTCS TpU (hopMUpOBaHHH sita. Emne o
OTUTOJIOTBOPEHHUS, BO BpeMsl CO3pEBaHU SHIA B
HEM HaKaITUBAaIOTCsl TPAHCKPHIITHI Te€HOB bicoid
u nanos. IlpyueM 3T TPaHCKPUIITHI HE MPOCTO
PaBHOMEPHO pachpe/iesieHbl o0 BceMy 00beMy
s, a JIOKAJIU3yITCS CTPOTO CIEU(PUUYHO:
PHK rena bicoid HakannmuBaeTcs B NepelHEM
nioirtoce, PHK nanos — B 3agaem (puc. 1). Takas
Cerperanusi OCyIIeCTBIACTCS CIENUalIbHBIMU
OeJkamMHu, KOTOpPbIE Y3HAOT Crielin(UUeCKHe ITocie-
noBarensHOCTH B PHK 1 o nutockenery, «kax mno
peabcam», JOCTABISAIOT TPAHCKPUIITHI K HY>KHOMY
TIOJTFOCY. Y TIOIFOCOB TPAHCKPHUIITHI 3aKPETUISTFOTCS
B akKTHHOBBIX (prtamenTax. [lozxe, mocie omnomo-
TBOPCHMUSI, HAUMHAETCS TPAHCIISAITUS HAKOTICHHBIX
TPaHCKPHUIITOB U B siif1ie mosBIsitoTCs Oenku bicoid
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¥ nanos, Ho MockoJbKy Bee Monekynsl PHK bicoid
HAXO/IWJIHCH B MIEPETHEM MOMIOCE, TO M MAKCHMATTh-
Hasi KOoHIeHTparus Oenka bicoid Habmromaercs y
MIEPETHETO MOII0Ca, TIOCTEINIEHHO YMEHbIIAsICh 10
HaIpaBJICHUIO K 33 JHEMY TONIOCy. Tak ycTaHaBIH-
BaeTcs TpaaueHT Oenka bicoid (puc. 1). AHamorny-
HO Ha MPOTHUBOIIOJIOKHOM TIOJIFOCE (hOpMUpYyeTCs
rpagueHT Oenka nanos. TakuMm oOpaszom, B siIe
cOo3/1aeTcsl TIepPBUYHAS HEOJHOPOJHOCTbD, TEHEpPh
mro0ast KJIeTka SMOPHOHA TI0 KOHIIEHTPAIHH ITHX
OCJIKOB MOXKET Y3HATh, HA KAKOM PACCTOSHUH OT
MEepeHEero U 3aJHero IMoJiroca OHA HAXOJUTCS.
A 3HAYUT, MOXKET PEINTh, aKTUBHPOBAThH JIU €
MPOrpaMMy Pa3BHUTHS TOJIOBBI HIIA MPOTPAMMY
pa3BUTHS OpIOMITKA.

31ech CTOUT C/IeaTh HEOOIBIIIOE OTCTYIUICHHE.
Kak ynoMuHanoCh BbIIIE, ONPEACIICHUE CBOETO
MECTOIIOJIOKCHUA — OJHA U3 CaMbIX ITIaBHBIX 3a1a4
KJICTKU BO BPEeMsi pa3BUTHS. A ONPEICIUTh CBOE I10-
JIOKEHUE MOXKHO, TOJIHKO H3MEPUB PACCTOSTHHE JI0
KaKoro-jiu0o opueHTHpa. [ n3MepeHust paccTo-
STHUSI UCTIOJTB3YIOTCS CTIeMaIbHBIE TIPUCTIOCO0IIe-
HUS, TUHENKa [Tt ©K3MEPEHUs 4ero-To HeOOoIbIIO-
TO, paJiapbl U 3XOJIOTHI [Tt OOJIBIINUX PacCTOsIHUN. B
JIHOOOM CITydae JUIst i3BMEPEHUS PACCTOSHHS MEXKITY
00BEKTAMH HEUTO JIOJKHO TEPECcedb MPOCTPAHCTBO
MeX]Ty HUIMH: 3TO TH00 (hnuznyeckoe Teno (JInHe-
Ka), Tu00 BOJHA (TIpW M3MEPEHUH DXOJO0TOM). B
MHKPOCKOIMMYECKOM MHUPE KIIETOK XapaKTCPHBIC
PACCTOSIHUSL 10 OPUEHTUPOB COCTABIISIOT COTHU
MUKpOMETpOB. OUEBUIHO, KIIETKU HE MOTYT IOJIb-
30BaThCs IMHEWKAMH, KPOME TOTO, B KJIETKaX HET
PELENTOPOB PAIMO- UITH 3BYKOBBIX BOJH. [To3TOMY
€JIMHCTBEHHBIM JIOCTYITHBIM JIJISI KIIETOK CITOCOOOM
OLICHUTH PACCTOAHUE ABJIACTCA UBMEPCHNEC KOHIICH-

MopdporeH — curHanbHoe BeLecTBO, KOTOpoe
BblpabaTbIBaeTCs B CTPOro onpeaeneHHbIX y4acT-
Kax pasBuUBalOLLIErocs opraHuamMa v onpegenser
NnyTb Pa3BUTUA OKPYXKaIOLLINX KIETOK.

Tparuu crenupuIeckoro Bemectna (Mopdorena),
BBIJICJISIEMOTO OpPUEHTUPOM. UeM aanblie KieTKa
HAXOAUTCS OT UICTOYHUKA TPaIUCHTA, TEM MEHBLIE
MoJIeKyn MopdoreHa gocturaer ee. I'paaueHTs
pa3IUYHBIX MOP(HOTEHOB Ha BCEM NPOTSHKEHUH
IpoLecca Pa3BUTHS CITy’KaT HCTOYHHKOM HH(POP-
Mally O POCTPAHCTBEHHOM ITOJIOKEHUH KJIETOK
B Pa3BHBAIOIIEMCS YMOPHOHE.

B peanbHocTH hopMHpoOBaHHME ABYX pazHO-
HanpaBJIeHHBIX TPAaJUEHTOB Ha IMOJNIOCaX — 3TO
JIMIIb HavaJlo Pa3BePTHIBAHUS CHCTEMBI KOOPANHAT
sMOprona. Ha ocHOBe 3THX TpaineHTOB yCTaHaB-
JUBAIOTCSI HOBBIC TPAJUEHTHI, HMCIOIIHE UHOE
MPOCTPAaHCTBEHHOE pacpeaeieHue. Y Apo30huiisl
B KJIETKaX, OKa3aBIIUXCS B NepelHEl MOJIOBUHE
sMOpHOHa, BBICOKasl KOHIEHTpauus Oenka bicoid
AKTUBUPYET IKCIpeccHro reHa hunchback, dop-
MHpPYsI B SMOpHOHE emie OoJuH TrpagueHT. Kpome
TOTO, TEMeph BCE KIETKU MEpeIHEN MOJIOBUHBI
SMOpPHOHA Kaue€CTBEHHO OTIMYAIOTCS OT KIETOK
3aJJHell MOJIOBMHBI MO MIPUCYTCTBHIO Oenka hunch-
back. CdhopmupoBaBmmiecs TpaIueHTh OESITKOB
bicoid, nanos, hunchback u mpyrux cmyxar ocHO-
BOH JUTsI TabHEUTIIIEH pa3MeTKH YMOpHOHA BIOIh
nepenHe3agHeit ocu. B pesynbrare paboThl TeHOB
paHHETO Pa3BUTHS BECh SMOPHOH OKa3bIBACTCS
pa3OUT Ha CETMEHTBI, KaXKAbIH U3 KOTOPHIX HMEET
YHUKaJIbHBIH HA0Op aKTUBHBIX TEHOB. DTOT HA0OP

TpaHcnauusa
n nw(bdoysm

MPHK

MepenHuii nontoc 3agHuin nontoc

Benok

MepenHuii nontoc 3agHuin nontoc

Puc. 1. Cxema hopmupoBanust rpaguenta bicoid (¢ uamenenusimu u3: (Lipshitz, 2009. P. 509-512)).
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CIYXHUT CBOETr0 poJa aIpecoM, MO3BOJSIOIUM
KJIETKE TIOHSTb, B KAKOM 4acTH SMOpPHOHA OHA Ha-
XOIUTCS, U YK€ Ha OCHOBAaHMHM 3TOH MH(POPMaLIK
peaM30BBIBATE COOTBETCTBYIONIYIO MPOrpaMMy
pasBUTHSI.

Ha npumepe ¢opmupoBanus nepeaHesagHen
ocH 3MOpHOHA APO30(QHIBI MOKHO TPOUIITIOCT-
pUpPOBaTh, YTO BCE MHAMBHUAYaJIbHOE PA3BUTHE
OopraHu3Ma MOJKET OBITH Pa30MTO Ha OTICIHHBIC,
OYEHB MPOCTHIE, IPOTPAMMBI TOBEJICHHS KJICTOK.
TunuvHas nporpaMMa BHITJSIMT CIEAYIOIUM
00pa3oM: «eclii KOHIEHTpAalus BemecTsa A B
KJIETKE paBHa X, TO akTUBHPYi reH By. [loxoxas
nporpaMma akTHBHPYET 3KCIPECCHIO T'eHa hunch-
back B 0TBEeT Ha BBICOKYIO KOHIIEHTpaLuio bicoid.
[IporpaMMBbr MOTYT OBITH U O0JI€€ CIOKHBIMHU,
YUUTBHIBAIOIUMHE TPAJUEHTHI CPa3y HECKOIbKUX
BELICCTB, HAPUMEP: «ECJIM KOHIICHTPALUS Be-
miecTBa A B KJIeTke paBHa X, a Bemectsa B u C
OTCYTCTBYIOT, TO akTuUBUpPYH reH D». Ha puc. 2
IPEACTaBIICH TMIIOTETUUECKUI IPUMEp peau3a-
IIUH TAKOH MPOTrpaMMBl, B pe3yJipTare padoThl KO-
TOPOH Ha OCHOBE IPAJMEHTOB TPEX BEIIECCTB TeH D
AKTHBHPYETCS B TPeX 00NACTSIX B MEPEAHEH HUXK-
Hel yeTBepTH 3MOpHoHa. Ecim Obl mpoayKT 3TOTO
TeHa 3aIyCKaJl IPOrpaMMy pa3BUTHSI KOHEUHOCTH,
TO HaIll TUTTOTCTHYECKUH IMOPHOH pa3BUIICS OBl
B IIECTHHOTOE XHUBOTHOE, MOJI0OHOE MYpPaBhbIo.
TakuM 00pa3zoM, ¢ TOMOIIBIO OTHOCHTEIILHO He-
OosbIIoro Habopa MPOCTHIX MPOrpaMM Ha OCHOBE
HECKOJIBKUX HEOIHOPOIHOCTEH, MOCTY>KUBIINX
Ha4ajoM pa3BepThIBAHUS CETH KOOPJMHAT, B HALLIEM
IpUMepe U3 MPOCTOTO sila pa3BUIOCh CIOKHOE
HIECTUHOTOE JKUBOTHOE. KOHEUHO, pa3BHUTHE JIFO-
00ro peanpbHOro KMBOTHOTO HAMHOTO CIIOXKHEE,
MOTOMY YTO OJHOBPEMEHHO PEajM3yIOTCs cpasy
COTHH U THICSTYH MTOJJOOHBIX POrPaMM MOBEICHHS.
MBp! e11ie HUYETo He CKa3ajin O TOM, KaKoBa (pU3HUe-
CKasi 0OCHOBA [IPOTPAMMBI Pa3BUTHUS, T1I€ 3aIIMCAHBI
BCE OTH THICSYU MPOTPAMM IOBEJICHHS KICTKU?
Otset: koHeuHo, B /IHK. Bce ati unCTpyKumu
MPECTABISIOT OO0 PEryisaTOpHbIC IEMEHTHI
TEHOB — YHXAHCEPbI, CAUICHCEPHI, CAUTHI TOCAAKH
TPAHCKPUILIMOHHBIX (PAKTOPOB B MPOMOTOPHBIX
peruoHax reHa u ap. Hanpumep, B paccMoTpeH-
HOM BBIIIIe IPUMEpE aKTUBaIUs TeHa hunchback
MPOKCXOJIUT IIOTOMY, YTO B TPOMOTOPHOM paiioHe
reHa 'y Drosophila melanogaster umeercst 7 caiiTo
nocaiku Jutst Oenka bicoid. B cirydae, eciu B kireT-
K€ MPUCYTCTBYIOT MOJIEKynbl Oeika bicoid, oHn

lpagneHT
BellecTsa A

- T

IpagneHT
BellecTsa B

pagneHT
Belectea C

-l _
-~

pagueHT Bewectea D

Mporpamma

Ecnu koHueHTpaumnsa BewecTsa A B kneTtke pasHa X,
a BewectBa B u C otcyTCTBY!10T,

TO aKTUBMpPYWM reH D

Puc. 2. Cxema peanusanuu TUIIHYHON MPOTpamMMBbI
pasBuTHSI.

CBSI3BIBAIOTCS] C CaiTaMU MOCAIKH B MPOMOTOpE
reHa hunchback n akTHBUPYIOT €T0 SKCIPECCHIO. Y
JPYTUX ABYKPBUIBIX KOJIUYECTBO CAlTOB MOCAJKN
st bicoid B mpoMoOTOpe MOXKET oTianyarkes. Tak,
y Musca domestica vix 10, moatomy ren hunchback
Musca domestica aktuBupyeTcsi 0ojiee HU3KUMHU
KOHIeHTpanusimMu Oeinka bicoid. Takue paszmm-
YHs B OPTAaHM3ALUH PETYISTOPHON YacTH T€HOB
Pa3BHUTHSI IPUBOAAT K HEOOIBIIOMY M3MEHEHHIO
BCEH MPOTpaMMBbl Pa3BUTHS, TaK KaK NPH OAWHA-
kKoBOoM Tpanuente bicoid y Musca domestica 30Ha
AKTUBHOCTU TeHa hunchback okaspiBaeTcs 1mupe,
a 3HAYUT, U TPAJAUCHTHI, CTPOSILIUECS Ha OCHOBE
hunchback, Taxxe MEHSIOT CBO€ TTPOCTPAHCTBEH-
HOe pacronoxenue (puc. 3).

Taxum 00pa3oM, OCHOBHOM 3a/1aueii TeHOB paH-
HETO Pa3BUTHS SIBIISIFOTCS| YCTAHOBKA OCEi CHMMET-
PHH U OIlpeieIeHUE TPaHHI CETMEHTOB IMOPHOHA.
Bo 4TO B KOHEYHOM CYeTEe MPEBPATUTCS TOT WU
MHOM CEeTMEHT, ONpeIeIIsIeT IpyTasi TPyIia reHOB —
Hox-reHsl.

HOX-TI'EHbI

JIyis MHOTHX JKHBOTHBIX XapaKTepHa CEerMeH-
THPOBAHHOCTH Tesia. Hanbosee sipkuii mpumMep —
3TO JIOXKIICBBIC YEPBH, TEIO KOTOPBIX COCTOUT U3
MHOYKECTBA IOYTH OJJMHAKOBBIX CETMEHTOB. Y JIpy-
T'MX JKHBOTHBIX, TAKHX KaK HACEKOMBIC, CETMEHTBI
TeNa CUIbHO JU(PPEPEHIIUPOBAHBI U OTIHYAOTCS
JPYT OT Jpyra Mo CTPOeHUI0. [0710Ba HACEKOMBIX
o0pasyercsi U3 HECKOJIBKHX CETMEHTOB, KOTOpPbIE
HECYT JJIEMEHTHI POTOBOTO arapara U aHTEH-
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Puc. 3. Cxema npomotopa rena hunchback.

IIpssmoyroneHuKamMu 0003HA4YEHBI CAalTHI Mocanku bicoid B
npomoTope. bosbliee yncao caliToB NOCAIKU B IPOMOTOpE
Musca domestica TpUBOIUT K aKTHBALUM TeHA HU3KUMH
KoHIeHTpanusiMu bicoid (Mogudunmposano u3: (Simpson,
2002. P. 907-917)).

HBI, 3aTe€M CJIeIyeT OJUH TOPAaKaJIbHBIH CErMEHT
C Mapoil HOXKEK W JIBa TOPaKaJbHBIX CETMEHTA C
HOXXKaMH ¥ KPBUIbSIMH, JIAJIee CISTYIOT OPIOIIHbIE
CErMEHTHI COBceM Oe3 KoHeuHocTel. Pacimmdporka
TeHEeTHYECKNX MEXaHU3MOB KOHTPOIS Pa3BUTHI
OT/ICIbHBIX CETMEHTOB Hayaach ¢ 00HApYKeHHUs y
JIpo30(nIT MyTalui, MpeBpaIaroIUX OHY YacTh
Tena B Apyryro. Takue myTanuu ObUIA Ha3BaHbI
romMeo3ucHbIME. Kitaccnieckum nmpuMepom romeo-
3WCHOW MYTaITUH SABJISIETCS IPEBPAIICHNE TPETHETO
TOpaKaJFHOTO CETMEHTA, HECYIIIETO Ky KabIa, B
JIOTIOJIHATENBHBIN BTOPO TOpaKaIbHbINA CETMEHT C
€I1Ie OJIHOM Mapoii KPhUTbEB y MyTaHTOB Ultrabitho-
rax (puc. 4). THUNIMYHBIM CBOMCTBOM TOMEO3UCHBIX
TpaHchopManmii SIBISIETCS NU3MEHEHUE Pa3BUTH

LOuvknia Tun

Hox-reHbl — rpynna reHoB, KOAMPYOLWNX
roMmeofoMeHcoAepXalme TPaHCKPUNLMOHHbIE
dakTopbl. HOX-reHbl nrpatT BaxHy porb B
dopmmnpoBaHuM NepeaHe3agHemn ocu Tena Bcex
6unatepanbHO CUMMETPUYHbIX KMBOTHbIX.

Fomeo3ucHasa mytaumsa — MyTauus B reHe,
npvsoasLwas K TpaHchopmauny ogHON YacTtu
Tena B Apyryto.

LEJIOTO CETMEHTA O TUITY Pa3BUTHSI BIIEPE/IH Jie-
JKAaIero CerMeHTa.

[TonpoOHoe M3yueHHe Mociea0BaTeIbHOCTEN
TOMEO3UCHBIX TE€HOB (T. €. TeX T'e€HOB, MYTaIlHH
KOTOPBIX BBI3BIBAIOT TOMEO3MCHBIE TpaHCchopMa-
LMH) 1p030(UIIBI TO3BOIWIO BEISIBUTH MX 00IIHeE
4yepTbl. OKa3aaock, 4TO BCe OHH KOJUPYIOT TPaHC-
KPHUILIMOHHBIE (PaKTOPBI — OCIIKHU, PEryIUPYIOLIHe
aKTMBHOCTb JAPYIUX reHoB. M Bce oHM comepikar
TrOME00OKC — ITOCIEI0BATENIbHOCTb, KOAUPYIOITYTO
criernprueckmii JIHK-cBs3piBaromuit momen (ro-
MeoqoMeH). [1o aToMy mpuU3HAKy TOMEO3HCHBIC
reHbl 00beuHmWIM B rpynny Hox-renor. Kaxmbrit
Hox-ren mMeeT cBOIO 30HY OTBETCTBEHHOCTH.
Hanpumep, ren Ultrabithorax akTuBeH B TpeTheM
TOpaKaJIbHOM CETMEHTE U BO BCeX OprOIIHEIX. [ eH
Antennapedia aKTHBEH BO BTOPOM TOPaKaJIbHOM
CEerMEHTE M BO BCEX IMOCIEAYIONINX CErMeHTax.
Takum 0Opa3zoM, MOXKHO cKa3aTrh, 4TO Antenna-
pedia oTBevaet 3a nUQPHEPSHIIUPOBKY BTOPOTO
TOpaKaJIbHOTO CerMeHTa, a Ultrabithorax —3a nud-
(hepeHIUPOBKY TPETHETO TOPAKAILHOTO CETMEHTA.
Bcero B renome npo30duitel 06110 00HAPYKEHO 8
Hox-reHoB, npudeM OHM OOBETUHEHBI B JIBA TEH-
HBIX KoMIUTekca (puc. 5). Komiuiexke Antennapedia
COZICP’KUT 5 TEHOB, OTBETCTBEHHBIX 3a Pa3BUTHE

MyTaHT Ultrabithorax

Puc. 4. Tomeosucuas mytaiust Ultrabithorax y npo3oGuiisl.
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Puc. 5. Hox-reHs! 1po30(uIibl ¥ X 30HBI OTBETCTBEH-
HOCTH.

TOJIOBHBIX U TOPAKaJbHBIX CETMEHTOB; KOMIIJICKC
Bithorax conepxut 3 reHa, OTBETCTBEHHBIX 3a
pa3BUTHUE MOCIIEIHETO TOPAKAIBHOTO U OPIOLITHBIX
CErMEeHTOB. DTO YAMBHUTEIBHO, HO ITOPSIOK TEHOB B
KOMITJIEKCaX COBMAIAET C IIOCIIEI0BATENEHOCTHIO NX
9KCIPECCUHU B CETMEHTaxX 3MOPHOHA. DTO CBOMCTBO
Hox-renoB ObUIO Ha3BaHO KOJUIMHEAPHOCTHIO.
Crpemiienue HoX-reHOB OBITH TOOIHU30CTH JIPYT
OT Jpyra ceidac OOBSCHSETCS CYIIeCTBOBAaHHEM
CJIO)KHOW CHCTEMBI PETYIAIHHA KOOPAMHHUPOBAH-
HOW DKCMpPEeCcCHM IeHOB. B 3Ty cuctemy BXOIAT
CerMeHT-Crielu(UIHbIC SHXAHCEPhl, TPAHUYHBIC
AJIEMEHTHI, HHCYISITOPBI U IPYTHE CiS-PETYIATOP-
HBIC JIEMEHTHI, PACIIONIATAIOIINECS B MEKTCHHBIX
paiioHax koMIuiekcoB Hox-reHos.

VYnusurensHo, HO Hox-reHs! ObutH 00HApYKe-
HBI y BCEX )KHBOTHBIX, OT KUIIIEYHOTIOIOCTHBIX IO
yenoseka. Ho 3a uto orBeuator Hox-reHsl y Mmireko-
nuTaronmx? Ha mepBeIil B3I, MIEKOTIUTAIOIIAX
TPYIHO Ha3BaTh CETMEHTUPOBAHHBIMU KUBOTHBIMH.
Tem He MeHee A1 IpUMepa BCIIOMHUM HAIll ITO3BO-
HOuHUK. OH cocTouT U3 32—34 MOBTOPSAIOIIUXCS
AIIEMEHTOB — MTO3BOHKOB, MMPHUYEM B Pa3HBIX OT/E-
JIaX TIO3BOHOYHHKA MTO3BOHKH Pa3HbIC: B IIICHHOM
OTJIeJIe TIO3BOHKU HEOOMBINNE, B TPYIHOM HECYT
pebpa, MOSICHUYHBIC TO3BOHKU CaMbIe KPYITHBIE,
a B KPECTLOBOM OTJEJ]€ MO3BOHKU CPACTAIOTCS.
Opnna u3 33124 HoX-reHOB TO3BOHOYHBIX — JH-
(hepeHIpoBKa TO3BOHKOB. OTHAKO 3T PETYJISAITHI

HaMHOTO CJIO)KHEE, YEM PETYIISIIUSI UACHTUYHOCTH
CETMEHTOB MYX, IIOCKOJIBKY Y MIEKOITUTAOIIUX 39
Hox-renoB, 00beTMHEHHBIX B 4 KoMmIuiekca (HoxA,
HoxB, HoxC, HoxD), KOTOpble BOSHUKIIA U3 €/IH-
HOTO TPEIKOBOTO KOMILJIEKCA B PE3yIbTaTe IBYX
MIOJIHOTCHOMHBIX AYIIIUKALUNA B XOJ€ BOJIOIUU
BETBH [TO3BOHOYHBIX. B cocTaB KaXK0ro U3 KOMII-
nekcoB BxoauT oT 9 1o 11 Hox-renos. I'omosoruy-
HBIE T€HBI, HAXOJAIINECS B Pa3HBIX KOMIUIEKCAX,
Ha3BIBAIOTCS Tapayioramu (puc. 6). B ornuame ot
MYX, Y KOTOPBIX Pa3BUTHE KOHKPETHOTO CETMEHTA
KOHTposupyeTcst onHuM Hox-reHoM, y T03BOHOY-
HBIX pa3BUTHE CEIMEHTA KOHTPOJUpPYETCs 2, a B
HEKOTOPBIX cinydasx — 4 mapanoramu. Ho, kak 'y
npo30¢uTbl, HoX-TeHbI T03BOHOYHBIX MPOSIBIISIFOT
CBOMCTBO KOJUIMHEAPHOCTH, T. €. 32 pa3BUTHUE TIe-
peOHUX OTMIEJIOB IMO3BOHOYHUKA OTBEYAIOT TCHBI,
HaxXOJIIKECs B Hauase koMmiviekca. Hampumep, ren
HoxC5 »>kcnpeccupyeTcsi B OCIETHEM LICHHOM
MMO3BOHKE, a TeH Hox(C6 — B IEpBOM TPY/ITHOM.

W3-3a Hanmu4msg B TeHOME ITO3BOHOYHBIX Cpa3y
4 xomrekcoB HoX-reHoB ToMe031CHBIE My TaIlul
y HUX — 0O0JIbIlIasi PEIKOCTh, B ClIydyae MyTalllH
OJTHOTO M3 TCHOB OCTAJIbHBIC MAPATIOTH KOMIICHCH-
pyrot HexBaTKy. Hanpumep, y mpimeit ren HoxA3
AKCIIPECCHPYETCS B TIEPBOM IIEHHOM ITO3BOHKE
W MapKHpyeT rpaHuny yepen—ues. [lemenus
HoxA3 neckonpko m3MeHseT popMy MO3BOHKA, HO
HUKAaK HE CKa3bIBACTCS HA COCAMHEHHUH Yepera ¢
03BOHKOM. Y HoxA3 ecth napanor — red HoxD3.
Henetms HoxD3 npuBoauT K Ooiee Cepbe3HbIM
MOCJEICTBUSIM: MEPBbIN MIEHHBIA O3BOHOK Yac-
TUYHO CpacTaeTcsi ¢ OCHOBaHHMEM uepera. Eciam
K€ OTHOBPEMEHHO yAauTh reHbl HoxA3 u HoxD3,
TO TEPBBINA MICHHBIN MO3BOHOK BOOOIIE HE (op-
MHUPYETCsl, & TKaHb, U3 KOTOPOU OH JIOJKCH ObLI
BO3HUKHYTh, BXOJAUT B COCTAB OCHOBAHMS Yepe-
na. To ecTh MPOUCXOIUT TUITUYHAS TOMEO3UCHAs
TpaHcopMaIs, U CETMEHT Pa3BUBAETCS IO THITY
BIIEPEIH JICXKAIIETO CETMEHTA.

Hox-reHpl MO3BOHOYHBIX HE TOJBKO 3a]eHCT-
BOBaHbI B Pa3BUTHH OCEBOTO CKEIIETa, HO TaK¥Ke
YYacTBYIOT B CelU(DHUKAINUA IPYTHX CErMEHTH-
POBaHHBIX CTPYKTYp Tena. KOHeYHOCTH MIIeKo-
MATAIONUX COCTOST M3 HECKOJIBKUX CETMEHTOB.
Hampumep, pyka demoBeka COCTOUT W3 MPOK-
CHUMaJIbHOTO OTJej]a — IIeYa, COCTOSIIETO U3
OJTHOM KOCTH, Aajiee CACAYIOT KOCTH MPEATUICUbs,
3aIsICThe, TSICTh U (paslaHTH najbiieB. HoX-reHs
YYacTBYIOT B CHenM(PHUKAINN Pa3HBIX CETMEHTOB
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o [HoxdZ] [Hoxd8 H Hoxd9 HHoxdT0HHoxdTT HHoxdT2HHoxd13]-
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‘.. Labial class Central class Abdominal-B class

L

Puc. 6. Hox-reHbI MBITIIH M 30HBI KX SKCTIPECCHH B 0CEBOM ckenete (B Monupukanmu uz: (Wellik, 2009. P. 257-278;

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

KoHeuHOCTH. Tak, HoxDI13 oTBedaeT 3a pa3BUTHE
nanbleB U nsictu, HoxD12 — 3ansictes, HoxD11 —
npenarieubs, HoxD10 —nneda. U onsit Habroa-
€TCsl KOJUIMHEApHOCTh JAelicTBrs HoX-TeHOB: YeM
JUCTAJIbHEE OTIEIN, TeM OoJiee NAJICKUM YJICHOM
KJIacTepa KOHTPOIUPYETCS €ro pa3BUTHE.

Eme onun npumep yuactrs Hox-reHoB B crienu-
(uKaIyu CerMeHTOB Tejia — 310 AuddepeHIpoBKa
poMOOMEPOB POMOOBHIHOTO MO3Ta. Y B3POCIBIX
13 POMOOMEPOB PA3BUBAIOTCS CIEAYIOIINE OT/CITbI
MO3ra: IpOAOJITOBATHIA MO3T, MOCT U MO3KE4OK. B
SMOPHOHAIBHOM Pa3BUTHH POMOOMEPHI BO3HHUKA-
0T KaK cepusi U3 8 OIMHAKOBBIX YTOJIIEHUH 03811
cpemnero Mo3ra. KieTku kax1oro u3 poMooMepoB
JAIOT Hayalo pa3HbIM TaHMIMASM M HEWPOHHBIM
nmy4kaM. B crienmgukanum poMOOMEpOB y4acTBYIOT
caMmbIe MepBbIe TeHbI B Ki1acTepax. Tak, poMmOoomep
R2 pasmeuaercs renom HoxA2, R3 — HoxB2, R4 —
HoxB1,R5-R6—HoxA3, HoxB3 un HoxD3,R7-R8 —
HoxA4, HoxB4 n HoxD4. menHO Ha0Op aKTHB-
HbIX HOX-TeHOB OllpeneserT, BO 4TO MPEeBpaTHTCA
KOHKpETHBIN poMOomep. Kak MOXKHO 3aMeTHTh, B
JTAHHOM CITy4ae UMEETCs IPUMEP HapyIICHHS KO-
JIMHEApHOCTH, TaK Kak HoxB 1 skcnpeccupyercs B
oTJene, CIeIyroIIeM 3a TeM, B KOTOPOM aKTHBEH
HoxB2. B pa3BuTHH MO3BOHOYHBIX 3TOT IIPAMED —
penKoe NCKITIOUeHHeE.

I'enbr HoxA9, HoxA10, HoxAl1l n HoxAl3
KOHTPOJIMPYIOT pa3BuTHe MIojiepoBa MpOTOKa
B Pa3JIMYHBIE OTAEIHI PETPOTYKTUBHON CHCTEMBI
camok. HoxA9 oTBeuaeT 3a popMHUpPOBAHUE STHATIC-
Boga, HoxA10 — marku, HoxA1l — meikn MaTku,
HoxA13 — Bnaramuiia.

Taxum oOpa3oM, HeOONbIIas TpymnIa roMeo-
OoKc-comepkannx reHoB — HoxX-TeHsl — urparot
KJIFOUEBYIO POJIh B PA3BUTHH KUBOTHEIX, OIpeIe-
JIsisl CHICIU(UKAIIMIO OT/ICIBHBIX CETMEHTORB TeJIa.
Kpome Toro, Hox yuactByroT B mudepeHIIpOBKe
CErMEHTOB OTJEIbHBIX OPTaHOB.

POJIb T’EHOB PA3BUTHUSA
B 3BOJIIOIINU ) KUBOTHbBIX

Kak ynomunanoce Bbie, Hox-reHbsl urparot
BRXXHYIO POJb B YCTAHOBJIEHWH OOIIEro TUIaHa
CTPOEHHS KUBOTHOTO, OTBEUAs 32 PA3METKY Cer-
MEHTOB B/I0JIb IlepeAHe3aiHe ocu. HeynuBurenb-
HO, YTO OTa rpyniia reHOB ABJIACTCA HM3JII00JIEHHBIM
HUHCTPYMCHTOM 3BOJIIOLINH, TOCKOJIbKY U3MCHCHUA
B Hox-reHax mo3BoisitoT CO31aBaTh HOBBIE ()OPMBI.
OnHO W3 CaMbIX paJMKaJbHBIX MOIH(PUKAIUAN
TJTaHA CTPOEHHUS TeJla CPEIN MTO3BOHOYHBIX MOJKHO
HaOmomath y 3meit. [Ipeaku 3Meit ObIITH TTOX0KH Ha
ALIEPUII, OJHAKO B IIPOLIECCE IBOIIOIUH yTPATHUIIH
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CHauajia epelHue KOHEYHOCTH, a 3aTeM U 3aJTHHUE.
Taxoii NByxcTaAMUHBINA CLUEHAPUH TONTBEPAKAACTCS
SMOPHUONOTHYECKUMH U TAJCOHTOIOTHIECKUMHA
naHHBIMU. Ha ceromssimmamii 1eHh 00HApPY KCHBI
HCKOTIaeMbIe OCTAHKHU JPEBHUX 3MEH, Y KOTOPBIX
HET MePEIHMUX HOT, HO ecTh 3aguue. Kpome Toro, y
COBPEMEHHBIX YIaBOB U MUTOHOB TaKKE UMEIOTCSI
HeOOoJbIINEe PYAUMEHTHI 3aJHUX KOHEYHOCTEH.
[Tomrmo 6e3HOTOCTH, 3MEH OT AMEPHUI] OTIHIAET
CTpOEHHE MTO3BOHOYHUKA: y 3ME OYEHb JNIMHHBIN
TPYIHOM OT/IEN C O3BOHKAMHU, HECYIITUMH pedpa.
I'pynHoii oTHE] TO3BOHOYHUKA 3MENH HAUMHAETCA
MOYTH Cpa3y 3a roJOBOH U TSHETCA A0 XBOCTA.
[TproOpereHue B Mporecce BOIOIUH «3MEHHBIX)
MIPU3HAKOB, MTO-BUUMOMY, OBIIO CcBsi3aHO ¢ Hox-
reHamu. Tak, morepst nepeHUX KOHEYHOCTEU y
3Mel MOXKET OOBSCHATHCS U3MECHEHHUEM IaTTepHa
skcnpeccur Hox-TeHoB B mepeHeil 4acT mo3Bo-
HOYHHKA. Y OOJIITMHCTBA TO3BOHOYHBIX 3a4aTKH
TIepeTHIX KOHEYHOCTEH (POPMUPYIOTCS Y TIepeTHEH
TpaHUIBI 00nacTH sKcpeccuu rera HoxC6. UyTh
110341 3TOM 00JIACTH HAYMHAETCS 00JIaCTh IKCIIPEC-
cuu reHa HoxC8; coBMmectHas axcpeccust HoxC6
1 HoxC8 npuBoauT K OPMUPOBAHUIO TIO3BOHKOB
TpyIHOTO OTAeNa, Hecymux pedpa. Kpome Toro,
Hox(C8 nogasinset pa3BUTHE 3a4aTKa KOHEUHOCTEH,

N
© 3 <
N 5O &~
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@«
f—HoxCS
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I HoxC8

KoneuHocTb
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KoneuHocTb

T. €. KOHEYHOCTb MOXET C(POPMHUPOBATHCS TOIBKO B
oTAene, SKcnpeccupyromeM HoxCo6 1 He dKCIpec-
cupyromeM HoxC8. Y 3mei 061acT akTHBHOCTH
000ouX reHOB CHJIBHO PaclIupUiIuck. B utore stu
TeHbl HAUMHAIOT AKCIIPECCUPOBATHCS cpa3y 3a ro-
JIOBOM M aKTHBHBI BIUIOTH JI0 XBOCTOBOTO OT/eNa.
A TTOCKOJIbKY 00a reHa akTUBHBI B OTHUX U TEX Ke
OTZEeNax, TO 3a4aToK MepeJHUX KOHEYHOCTEeH He
(bopmupyercs, IOCKOJIBKY HET OTAENa, B KOTOPOM
OB OBI akTHBEH TONBEKO Hox(C6. Kpome Toro, Ha
BCEM IPOTAKCHUUN OGHaCTI/I AKTUBHOCTU I'€HOB
(hopMHPYIOTCsI IO3BOHKH, HecyIue pedpa (puc. 7).
B npuBeneHHOM puMepe BOTIOIMOHHBIE H3MEHE-
HUS! TPOMCXOIMIIN U3-32 CMEHBI BDEMEHHU U MECTa
skcrpeccun Hox-reHos.

YacTo B mpolecce BONIOLUM TeHbl Pa3BUTHUS
MPUOOPETAIOT HOBBIE, HECBOMCTBEHHBIE UM (DYHK-
uun. OJMH U3 CaMBIX KPACUBBIX TIPUMEPOB TAKOTO
poza—3To yJacTue reHa Antennapedia B pa3BUTHH
IJIa3KOB Ha KPbUIbSX 0a004eK. Y30p Ha KPbUIbSIX —
Ba)KHBIH 2IIEMEHT SBOJIIOIIMOHHOTO ycrexa 6abouex,
IIOCKOJIbKY I103BOJISIET U30€raTh HalaAeHUs XUIIHU-
KOB U MOJKET BIIMSITh Ha IPUBJIEKATEIIEHOCTH OCOOH
JUTSl IPOTHBOIIOJIOKHOTO T0J1a. B y30pe MOXHO BbI-
JCTIUTH OTJICIbHBIC AIEMEHTHI, TAKHE KaK MOJIOCKH,
IISITHBILIKY, HIEBPOHBI U T. . IHTepecHo, 4To 3TH

3ves

L HoxCs8 ]

Puc. 7. Hox-reHEI U 3BOJIONMSA 3MEIL.

a — BH3yanm3anus skcrpeccuu rena HoxC6 B sMOpnoHax KypwHIs! (ciieBa) u yxka (cmpasa); 6 — cxeMa SKCIIPECCHU T'eHOB
HoxC6 u HoxC8 y simepuisl u 3meu (B moaubukarmu u3: (http://www.naturalhistorymag.com/features/061488/the-origins-

of-form?page=4)).
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5JIEMEHTBI HE TOMOJIOTMYHBI BJIEMEHTaM ITUTMEHTa-
MU JIPYTHX JKUBOTHBIX, T. €. Y30P KPBUIBEB — 3TO
HBOJIIOIMOHHAS MHHOBaIusa 6abouek. [loaTomy
WCCIIE/IOBAHUSI TCHETHIECKIX MEXaHH3MOB, KOHTPO-
JMPYIOLIUX Pa3BUTHE AIIEMEHTOB Y30pa Ha KPbLIbSIX
0abo4eK, MO3BOJISIIOT MOHITh, KAK y KUBOTHBIX
BO3HMKAIOT M 3BOJIOIMOHUPYIOT HOBBIC MPHU3HA-
kd. bbI1o mokaszano, 4to y 6adouek Buna Bicyclus
anynana y TMYUHOK B KPBUIOBOM MMAarvHaJIbHOM
JICKe (3a4arke, U3 KOTOporo (opMUpyeTcst KpbLIo
B3pOCJIOH 0a00UKH ) MOSIBIISIFOTCS 30HbI AKTUBHOCTH
reHa Antennapedia (puc. 8) ¥ IMEHHO B MeCTaX, IJIe
TeH aKTHBHUPOBAJICs, HOpMUPYIOTCs Ia3ku. CTOUT
MOYEPKHYTh, 4TO Y 0a00YEK, KaK Uy APO30(HIIHI,
Antennapedia BBIIOIHSET CBOIO POJIb M B PAHHEM
pa3BUTHH, OIpeNesisi CenuGUIHOCTh BTOPOTO
TOpakaJbHOTO cermenTa. Ho B rporiecce 3BOonum
OH ITPHUOOPEIT HOBYIO (PYHKIHUIO. DTOT IPUMEDP — HE
ucKiIoYeHue. M3BecTHo, uTo y npyrux 0abouek
B Pa3BUTUH JJIEMEHTOB y30pa KpPbLIa y4acTBYIOT
rensl Ultrabithorax (Hox-reH, ydacTBYrOMHA B
CTICIIUAITU3AINHT TPETHETO TOPAKATEHOTO CETMEHTA
HACEKOMBIX ), Distal-less (0J1MH U3 KJIFOYEBBIX TCHOB
B Pa3BUTHH KOHEYHOCTEH, IPHYEM U Y HACEKOMBIX,
1y TIO3BOHOYHBIX ), edgehog (OM1H 13 BaXKHEHIINX
MOP(OTEHOB).

Takum 00pa3om, 3TH IPUMEPHI HILTIOCTPUPYIOT
OOIINI MPUHITHIT: BOSHUKHOBEHHE HOBOTO MPU3HA-
Ka He 00s53aTelbHO CBS3aHO C BOSHUKHOBEHHEM
HOBBIX TCHOB (TaKUE CIIy4au — PEJIKH), Yalle yKe
MMEIOIMECS TeHbl Pa3BUTHs M3MEHSIOT BpeMs
WY MECTO SKCIIPECCUH JTHOO IOy Yat0T JOTOIHH-
TeNbHbIEe (PYHKIMHU, 9TO ¥ IPHBOJHT K ITOSBICHHUIO
HOBBIX TPU3HAKOB.

3AK/IIOYEHUE

B nocnenune necarunerus ObutH paciudgpo-
BaHbl MHOTHE TCHETHYECKHE MEXaHHW3MBI, KOHT-
ponupyromue passutue. MccnenoBanus 3THX
MEXaHW3MOB HAUMHAJINCh HA CAMOM 3aCITy’)KEHHOM
TEHETHYECKOM O0BEKTE — IUTOI0BOM MYIIKE IPO30-
¢une. Mmenno Ha npo3oduiie ObUIN yCTaHOBJICHBI
(GyHIaMeHTaIbHbIE TPUHIUIBI TEHETHIECKOTO
KOHTpOJIs pa3BuTH. [loka3aHa poib reHOB B ycTa-
HOBJICHHH OCEH CUMMETpHH opranu3mMa. JlokaszaHo,
YTO KJIETKH ONPEJENIAIOT CBOE MOJIOXKEHHE B IIPO-
CTpaHCTBE I10 TpaueHTaM MOP(POTreHOB. OTKPBITHI
Hox-rens1. [lanpHeiimme nccaeqoBaHus OKa3aim,
YTO MHOTHE TPHHIMIIB TEHETHYECKOTO KOHTPOJIS

Puc. 8. ®opmupoBanue 171a3K0B Ha KPBUTBAX Bicyclus
anynana.

CneBa — Qororpadust kpbia, crpaBa — UIMMYHOOKpAIINBa-
HHUE KPBUIOBOTO JMcKa Ha Oenok Antennapedia (mo: (Saenko,
2011.P. 9)).

Pa3BUTHS, OTKPBITHIE HA IpO30(uIIe, CripaBeTNBEI
U JUIsl APYTHX KUBOTHBIX. Tak, Hanpumep, Hox-
T'eHBI OBLIN HAMJICHBI Y BCEX JIBYCTOPOHHE-CUMMET-
PUYHBIX )KUBOTHBIX U Jaxke y Meay3. [Ipuuem y Bcex
YKUBOTHBIX OHH UTPAIOT KITFOUEBYIO POJIb B CIICIIH-
(hmkarm pa3HbIX yacTel Tena. MoyKHO cKa3aTh, 4TO
TeHETHKA pa3BUTHS HAYMHATIACH C AP030(III, HO ce-
TOAHA UCCIICAOBAHUA I'CHOB Pa3BUTHUSA ITPOBOAATCA
Ha CaMbIX Pa3HbIX KUBOTHBIX: 0a00YKaX U MOPCKHUX
YepBsiX, JICHUBI[AX U IAMAHTUHAX, 3MESIX U [ITUIIAX,
JIAHIIETHUKAX W aciuausax. HaBepHoe, HU y OTHOTO
JPYTOTO pa3fiesia TeHETUKH HEeT TaKoro Pa3Hoo0-
pa3ust 00beKTOB. MHTEpEC K CTOIb HEOOBITHBIM
00bEeKTaM CBsI3aH C T€M, YTO TCHETHUKA Pa3BUTHUS
SIBIISIETCS HEOTHEMIIEMON YaCThIO SBOIFOLIMOHHOTO
ydaeHus. Bee npusHaku 1r0060T0 OpraHu3mMa BO3HH-
KaloT B MPOLECCE WHANBHUIYATbHOTO PA3BUTHSA, &
3HAYNT, TaK WJIF HHAYE 3aBUCST OT TEHOB Pa3BUTHSL.
WccnenoBanns mocnenHux JIeT MOKa3ajiH, YTO B
OCHOBE TOSIBJICHHSI ¥ DBOJIFOLIUH HOBBIX ()OPM JIeKAT
HU3MEHEHUS KOHTPOJIS SKCIIPECCUN T€HOB PA3BUTHSL.
Koneuno, ocTaercs erie 04eHb MHOTO HEPEIIIEHHBIX
BOIIPOCOB, HAIIPUMED, /IO CUX MO HET SICHOTO OTBe-
Ta Ha BOTIPOC, KaK (POPMUPYIOTCS OCH CHMMETPUHI
Y MUICKOITUTAOIINX. Ho 6y11eM OIITUMHUCTAMH: YEM
OoJIbIlIe OCTaeTCsl BOIIPOCOB, TEM OOJIBILE OTKPHI-
TUH HAaC OXUJaeT B Oyyiem!
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