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BBepeHue

1. YpoBHU perynaumn a3kcnpeccun reHoB U npeanocCbIisiIKu BO3HUKHOBEHUA
reHHbIX ceTen nHaAnBuayasibHoOro pa3BuUTuUA y 3ykapuorT

PaccmarpuBast mpomecc  00pa3oBaHHs — TONMHOPYHKIMOHAIBHBIX  OEIKOB, KOAUPYEMBIX
9YKApUOTUYCCKUMU TI'CHAMH, MOXXHO BBIACIHUTE HECKOJBKO OCHOBHBIX OJTallOB, Ha KOTOPBIX
BO3MOXKHA PETYyJSIMU SKCIPECCUM TE€HOB 3YKApHOT - Ha crlaijae |1 Tmoka3aHbl 3TH 3Tarlbl.
HHTepecHO, YTO CpaBHMBAsI MOIIHOCTh PEryJALIMM T'€HOB IPO- U 3yKapuoT U OCOOCHHOCTH
CTPOEHHUS MX T€HOMOB, MOXKHO 10Ka3aTh 10YEMY MCTHHHAs MHOTI'OKJIETOYHOCTb U 3MOpUOreHe3
TaK W HE TMOSBWICA B 3BOJIOLUOHHOM MCTOPUM NPOKApUOT (MHTEPECYIOIIMECS JIaHHBIM
BOIPOCOM MOTYT OOpaTUTCS K MPUIIOKEHUIO 1).

2. [loHATUA OHTOreHe3, aMObpMoreHe3 n XXU3HEeHHbIW LK

B3rnssmem Ha mpoiuecc JKU3HENEATEIbHOCTH MPAKTUYECKH JIIOOOTr0  AYKapUOTHYECKOTO
MHOTOKJIETOYHOT'O OpraHu3Ma, OyJb TO pacTeHHe WM XKMBOTHOE. B THMHYHOM cilydaeM, MbI
pa3uuM KakK MHUHHUMYM HECKOJbKO CTaAWil KH3HM - 3adaThe, pOCT U pPa3BUTHE,
PENPOYKTUBHBIA BO3pPACT, CTAPEHUE M CMEPTh. XOTS U JHOOOH Mpolecc XKU3HEeAeATeIbHOCTH
OpraHu3Ma IeJIOCTEH, JJIs U3yYeHHs OTAEIbHBIX €ro OCOOCHHOCTEH pa3iinyaioT OOLIUpPHBIE 110
IPOJIOJDKUTEFHOCTH TEpUOAbl - Ha ciaiie 2 JaHbl OINpeesIeHUs, pa3rpaHUYMBAIOLINE I10
BpPEMEHH, OCHOBHBIE TIEPHO/IbI JKU3HEACATEIBHOCTH Opranu3Ma. B kauectBe npumMepa Ha criaiijie
3 noka3zaH >KU3HEHHbIH LUKN Drosophila melanogaster; xcTaTh, IOYeMy Ha PUCYHKE IOKa3aH
UMEHHO JKU3HCHHBIN 1K, mogymaiTe? CeromHs, Ooyblas 9acTh JICKIUU OyAET MOCBSIICHA
JWIIb OZHOMY W3 TaKHX IIEPHOAOB - 3MOpHoreHe3dy. BakHO TO, YTO MpPaKTHYECKH BCe
MOpQoJIOTHUECKHE MpeoOpa3oBaHus, HAOIIOAAeMbIe B TCUCHHUE KXU3HU OpPTraHU3Ma, MPOTEKAIOT
UMEHHO B 3TOT MEPHO/I.

eHHble ceTM wvHAMBMAYaANbHOrO pas3BUTUA Ha nNpuMepe
reHHbIX ceTen pa3Butua Drosophila melanogaster

Hamnbonee xopomio u3ydyeHHBIM Ha MOJICKYJSIPHOM YPOBHE Ha CETOJHS SIBIISIETCS IPOIECcC
pa3BuTHs UI0A0BOM Myuiku Drosophila melanogaster. Baxxno, 4to sMOpuoreHe3 II010BOM
MYIIKH OTHIOJb HE SBISIETCS 0Opa3loM Jisi SMOpPHUOTEHE30B HWHBIX TPYMIl JKHUBOTHBIX.
DOMOpuorenes Drosophila melanogaster BKJTFOYAET MHOTO JIOCTaTOYHO
BBICOKOCIICIIMAIM3UPOBAHHBIX CTaJAUN, HE MMEIONIMX aHAJIOrOB y JPYTHMX TPYyHN >KUBOTHBIX.
OpnHako OCHOBHBIE OCOOEHHOCTH MOJIEKYJIIPHBIX MPOILIECCOB, 00YCIaBIUBAIOIIUX Pa3BUTHE, KaK
0Ka3aJioCh, CXOJHBI MPaKTUYECKU JUIsI BCEX MHOTOKJIETOYHBIX J>KMBOTHBIX. Bce mporeccsl
pa3BUTHs, KaK U JIOObIe Apyrue OHOJIOTHYecKHe MpoIecchl, GopMamu3yloTcs B BUIEC T€HHBIX
ceTell (MHTEpPECYIOIIMECss 3TUM BOIPOCOM MOTYT 0OpaTuThCsl K mpuioxeHuto 2). Paccmorpum
TeHHBIE CETH YMOPHOHAIIEHOTO Pa3BUTHSI IJI0JJ0BOI MYILIKH.

B oO0meM Buze, reHHBbIE CETH Pa3BUTHUS IUIOJOBOM MYIIKM MOXKHO IMOAPA3JeNuTh Ha 2 PE3KO
OTJIMYAIOMIMXCS JTama: 1) TeHHbIE CETH YCTAHOBICHHMS OCEH Tela M Ha4yalbHBIX CTaJuil
CerMeHTaluu, paboTa KOTOPHIX MPOXOIUT 10 (OPMHPOBAHUS HMCTUHHBIX KJIETOK - B OOIIeH
UTOIUIa3ME 3WTOTHl - CHHOWTHM (Ha craiine 4 TOoKa3aHbl OCOOCHHOCTH Pa3BHTHS
Drosophila melanogaster Ha »3TuX »JTamax; 3a0eras BHepel, Kak Bbl JyMaeTe, IOYeMY
00s13aTeNIbHO HEOOXOIUMO BBIJIESATH ATOT 3Tan?) U 2) TeHHbIE CeTH 3MOPHOHATIBLHOTO Pa3BUTHS,



pabora  KOTOpPBIX  TPOXOAUT  yke  mocie  (GopMHUpOBaHHS  KJIETOK  OpraHuM3Ma
Drosophila melanogaster.

Ha cnmaitne 5 mpencraBiena cxema mporiecca pa3BUTHA (KCTaTH, MOYEMYy HE AMOPHOHAIBLHOTO
pasBuTHs, oayMmainte?) opranusma Drosophila melanogaster ¢ yka3aHHMeM OCHOBHBIX JTaIlloB
(cripaBa cBepxy) pa3BUTUS M OCHOBHBIX IpYII I'€HOB, JETEPMHUHUPYIOLIMX Pa3BUTHE (clpaBa
CHU3Y).

Ha cnaiine 6 npeacrasiieHa cxeMa F'€HHOW CETU yCTaHOBJIEHHs AaHTEPHO-IIOCTEPHUOPHON OCH Tella
U ee crneuupuKanui. 3aMeTbTe, OHa UMEET OJIOYHO-HUEePAPXUUECKYIO CTPYKTYPY - €€ YIPOILEHHO
MOXKHO TIPEACTAaBUTh B BHJE HECKOJIBKMX B3aMMOCBA3aHHBIX THojceTed: 1) reHHOMl ceTu
YCTaHOBJIEHUsI aHTEPUO-IIOCTEPUOPHON OCH Te€la M HAadalbHBIX 3TAllOB CETMEHTALMU (€€ TE€HBI
NOKpAIIEHbl CHHHUM), COCTOSIIIEH M3 gap-TeHOB, (YHKIUS TNPOIYKTOB KOTOPBIX COCTOUT B
pa3ieneHny Tesla Ha KPyIHbIE YacTH IyTeM 00pa30BaHus TPalueHTOB MOP(HOTEHOB OT MEpeaHen
K 33JHEH 4YacTu SHLEKIETKH; 2) T€HHOM CeTH CPEIHUX ATANOB CErMEHTALUM, COCTOALIEH W3
TE€HOB MMApHOTO TpaBwiIa (TOKpameHsl (UOJETOBBIM); 3) T€HHOM CETH KOHEYHBIX JTaloB
CEerMEHTAIlMH, BKJIIOYAIONIEH B CeOsl T€Hbl CETMEHTHOW TOJSIPHOCTH W KOHTPOJUPYIOIICH
paszeneHue KJeTO4HO# (oOpature BHHMMaHue!) OnacTogepMbl Ha CErMEHTHI (TOKpalleHa
3€JIeHbIM); M, HaKOHel, 4) TeHHON CeTH OTBEYAroIlel 3a CerMEeHT-Creln(UIecKuil OpraHoreHes,
coJepxalieil MHOXKECTBO OJIOKOB, Kbl M3 KOTOPBIX OTBETCTBEHEH 3a (POPMHUpOBAHUE
crneun(UIecKnX TKaHEH W OPraHOB B CErMEHTaX, MPUYEM, LIEHTPATbHBIM 3JIEMEHTOM Ka)kJ0TO
0J10Ka 3TOM ceTH siBiseTcs onpezesieHHblil Hox-reH, skcrpeccupyomuics B COOTBETCTBYOIIEM
CerMEHTE U KOJIUPYIOMINN TPAaHCKPUIIIIMOHHBIH (hakTop.

I. Pazesumue npomekarouwiee 3o ¢hopMupoeaHuUsi Kliemok

1. YcrtaHoBneHune nepeaHe-3agHen ocu Tena Apo3odunbl  reHamu,
paboTarowmmm B opraHM3ame CamMKku Ha ctaguax doopmMmpoBaHusa anua

JIroboe pa3BUTHE HOBOTO OPraHMW3Ma BBICIIMX MHOTOKJIETOYHBIX HAYMHAETCS C MOJITOTOBKHU - C
pa3BUTHsL SHUIEKIETKH U crepMmarto3ouga. Haumbonee BakHYIO poJib B HAYalbHBIX JTarax
pa3BUTHS HOBOI'O OpraHU3Ma UIPAaeT UMEHHO Pa3BUTHE AMLECKIETKH. PaccMOTpUM BaskHEWIIUE
BEXH 3TOT0 MpoIecca B KOHTEKCTE (OPMUPOBAHUS aHTEPUO-TIOCTEPUOPHON (TepeaHe-3aHei)
OCH Tella HOBOro opraHu3ma. Ha cmaiine 7 mpeacraBieHa cxema sMIeBoro (osumkyia
npo3oduisl, 3a0erasi Bepel, BCIIOMHUTE Kypc 3MOPHOJIOTHH, ITOYeMY BaKHBI (DOIITHKYIISIPHBIC
KJIETKH M KICTKU-HIHBKU (MMUTAIOIINE KIETKH) IJII HOPMAaJIbHOTO (OPMHUPOBAHHUS OBOIUTA
Drosophila melanogaster?

W3navanbHasg acuMMmeTpus siiuekietku Drosophila melanogaster ycTaHaBIMBaeTCs BO BpeMs
oBoreHe3a. OBOLUT pa3BUBaeTcsi B fAiilleBoi kamepe. OH pacnojoraercsi B IMOCTEPUOPHOM
(3amgHeM) koHie kamepwl (chmaig 7). Iluraromme kinetkm oOecreumBaroT oBouut MPHK u
OenkaMM, HCIONB3YS CETh MHKPOTPYyOOYeK, KOoTopas coOupaeTrcss BOKpPYT siipa OBOLIMTA.
TepMuHanbHbIe QOITUKYISIPHBIE KIETKH HECYT 0COOYI0 (PYHKIIMIO — OHH OMPENEISIOT epeIHui
u 3aaHui monroca oBoruTa. benok m MPHK Gurken nmokanu3oBaHbl CTPOTO OKOJO OOOJOYKH
aapa OBOIMTA. SIpOo OBOLMTAa B ONPEACICHHBI MOMEHT BpPEMEHU HaXOAWTCS BOIU3M
IIOCTEPUOPHOTO I0JIF0CA OBOLIMTA IUIOTHO MPUMBIKAIOIIETO K IOCTEPUOPHOMY IOJIIOCY SHLEBOM
kaMmepsl. B 3ToT MoMmeHT Oenok Gurken omocpenoBaHHO BO3JAEHCTBYET HAa TEpPMHHAJIbHBIE
GoUKYJIpHBIE KIETKU. TepMHUHalbHbIE (OJUIMKYJISPHbIE KIETKH OTBEYAlOT Ha CTUMYJ
cnenuguKanueld MOCTEPUOPHOIO IOJII0Ca OBOLMUTA, YTO, B KOHEYHOM CYETe, MPUBOJIUT K
pa30MeHNI0 TPEXKHEro KOMIUIEKCa MHKpPOTpyOodek oBouuTa. CeTh MHUKpPOTPYyOOUeK OBOLIMTA
BBICTpAaUBAEeTCsl BHOBb, BBITATHBAs IUIIOC-TIOJIOC OBOTUTAa IO HAIpPaBJICHUIO K €ro
MOCTEPUOPHOMY TOJIIOCY - B 3TOT MOMEHT OBOLUT HAYMHAET CBOM POCT (3aMHTEPECOBABIIUECS
3TUM IPOLECCOM MOTYT OOpaTUThCA K puiiokeHuto 3). B To Bpems kak siiinieBasi kamepa pacter
aHTepUOpHble (TepeqHue) TepMUHANbHBIE (OJUIMKYJSPHBIE KIETKA MHUTPUPYIOT IO



HANpABJICHUIO K OBOLMUTY, a SIPO OBOIMTA TPAHCIOPTHPYETCS IO BHOBBH CO3JaHHOW CETH
MUKpOTpyOouek K e€ (cetu Mukporpybouek) munyc-noitocy. MPHK Bicoid u Nanos nponukatot
B OBOIUT W3 KIETOK-HSHEK M, WCIOJB3Yysl IUTOCKEJETHBIH KapKac (CeTh MHKpPOTPYOOYEK)
OBOIIMTA, pACHpENEAoTcs crenuduaeckuM o0pa3oM B aHTEPHUOPHBIH (K MHHYC-TIONIOCY
MHUKpOTpYyOoueK) - Bicoid u moctepruopHslii (K TUIFOC-TIONIOCY MUKPOTPYOOUeK) - Nanos mosroca
oBouuta. benok Bicoid orBeuaer 3a (opMupoBaHHME MEpeIHUX CTPYKTyp Tena, Nanos - 3a
dopmupoBanue 3amHux. Ha cmaiime 8 mokaszano pacmpexaeneHue OenkoB Bicoid u Nanos B
SHUIIEKIIETKE W MYTallMd BbI3BaHHBbIE MyTalusMm mo reHam Bicoid u Nanos. Ha cnaiine 9 nana
nuHaMmuka pacnpeaeneaus MPHK u OenkoB Bicoid u Nanos. OOpatute BHUMaHHE Ha TO, YTO
Bicoid u Nanos aHTaroHMCTHYHO PETYJIHMPYIOT SKCIPECCHI0 T'€HOB paboTamomux Ha Oosee
MO3/IHUX CTAAMAX PAa3BUTHS, KaK BBl AyMaeTe, U 4Yero 3T0 Heooxoaumo?

Uto obecrieunBaeT crieuPpuKalno aHTEPUOPHOTO U MOCTEPUOPHOTO MOJtoca siiekneTku? Tak
KaK IMOKa3aHO, 4TO perentop - Torso u ero juranna - Trunk paBHOMEpPHO pacrpeneseHsl Mo
MOBEPXHOCTH OBOIIUTA, TO BEPOSITHO B CIEHU(PHUKAINH aHTEPUOPHOTO W TIOCTEPUOPHOTO
MOJIFOCOB OBOIIMTA BAaXKHYIO POJIb HWIrpaeT calT-crienuduueckuid mporeonus Oenka Trunk,
o0OecreunBarONIMICs C TOMOIIbIO TEPMUHAIBHBIX (OJUIUKYJISPHBIX KJIETOK, PYHKIHS KOTOPBIX
MOXXET OBITh MapKHpOBaHa JdKcmpeccue B HuUX TeHa Torso-like. Cnemuduueckum obpazom
oOpe3annblii Trunk moskeT B3auMoOJeiicTBOBAaThH C peruentopoM Torso, KOTOpHIH, mepenaBas
curHai, obecrneynBaeT akTuBauio MAP-k1Ha3HOTO Kackaia, 4To B CBOIO O4Yepeb MPUBOAUT K
J1030-3aBUCHMOI (3aBUCUMON OT HMHTEHCHBHOCTHM KackaJa Iepefayd CUTHala) aKTUBALUU
skcnpeccun TeHoB Huckebein u Tailless (cnaiin 10). Ha cnaiine 11 mokasaHo pacrpeneneHue
akTUBHOCTH Torso-kackaja BIOJb AHTEPUO-TIOCTEPHOPHOM OCH OBOIMTA, 3aMEThTE, 4YTO B
LEHTPAIBHOMN obmactu SIMUEKIIETKH MPUCYTCTBYET UHTHOUTOP Torso-kackana,
NPeOTBPALIAOIINI BO3MOXHOCTh (POPMUPOBAHUS TOTIOIHUTEIBHBIX TEPMUHAIBHBIX CTPYKTYP.

Takum 00pa3om, reHHas ceTh, (OPMHPOBAHUS SIAa JTOBOJIBHO CJIOKHA W BKIIOYACT B CeOA
MEXKJICTOUHBIC B3aWMOJICHCTBUS 0€000r0 XapakTepa M YTO caMo€ TJaBHOE — 0c00o0e
nepeBUKeHHEe BHYTPUKICTOYHBIX KOMIIOHEHTOB M MUTPAIMIO KIETOK (pedb O MUTPALUH
KJIETOK MOKAEeT mo3aHee). UTo ke Ha MOCIIe Y OINX dTanax?

2. PaHHM aMOpuoreHes - reHHas ceTb CerMeHTauumn

Kak yxe roBOpHJIOCH, TPOIIECC CErMEHTAIMH YCJIOBHO MOXKHO TOJpa3[eIuTh Ha PAHHIOKN,
CPEIHIOI0 ¥ TO3JHIOK CETMEHTALMI0 MPOTECKAMIIY0, KaK BBl TIOMHHTE, YXKE IOCIe
(GOpMHPOBaHUST UCTUHHBIX KIETOK (ciain 12). 3a paHHIOIO CETMEHTAIIUI0 OTBETCTBEHHBI gap-
T'CHBI, 32 CPEIHIO - T€Hbl MAPHOTO IPaBHJIA, 32 MO3IHIOK - T€Hbl CETMEHTHOM MOJIAPHOCTH
(cmaiig 12).

Ocobennocmu panne2o smopuozeHeza Opo30puisl

BHuzy Ha cnaiifie 12 BbI MOKETE 3aMETUTh XapaKTEPHYI0 OCOOCHHOCTh paHHEro AMOpHOTeHe3a
Ipo30HIIBl - HATUYKE CHEIU(PUUSCKUX, OTBETCTBEHHBIX TOJBKO 3a KCIPECCHI0O HA PaHHUX
9Tanax pPa3BUTHS SHXAHCEPOB ICHOB JECTCPMUHHUPYIOMIMX MPOIECC PA3BUTHS. DTO OUYCHb BAXKHO,
MOTOMY, YTO HA PaHHHUX CTAJUAX Pa3BHTHUS APO30(HIIBI - BCE MPOIECCH MPOTEKAIOT B eAMHOI
KJIETKE (CHHIIUTHH).

Hepapxuueckas cmpykmypa epaga cennou cemu

Ha cnaiine 13 moka3aHa reHHas CEThb PaHHUX 3TaloB cerMeHTauuu. OTMEThTE BaXKHYIO €€
0COOEHHOCTh - MepapXHUECKyl0 opraHuzainuio ee rpaga!l ITo CBOMCTBO 0COOEHHO CTaHOBHTCS
3aMeTHO ecinu Bbl HauHeTe MPOM3BOAUTH 00X0n rpada, Hampumep, oT KommoHeHta BCD
(Bicoid) mmu CAD (Caudal). Kpome 3Toro B reHHOHW CeTH paHHUX 3TallOB CETMEHTAIlUU B
MEHBIIIEH CTENeHU MPOCMATPUBAETCS €€ OpraHu3alus B MOAYJH, 00€CHEeUMBAIOIINE PAa3BUTUE



COOTBETCTBEHHO TOJIOBBI, CpenHell W 3amHeil dacteid Tema. OOpaTuTe BHUMAaHHE TakXke Ha
B3aMMOCBS3b ATON CETH C T'€HHBIMHM CceTAMU (popmMupoBaHus oBouurta uyepes3 Bicoid, Nanos u
Torso - UMEHHO TE€HHBIE CeTH (OPMHPOBAHHUS OBOILUTA MTPAIOT POJb IYCKOBOTO MEXaHW3Ma
3aIyCKaromero paboTy FreHHOW CEeTH paHHUX JTAIIOB CETMEHTAIINH.

I'paouenmvrt mopghoceros

KakoB BHyTpeHHUH MeXaHHM3M pa0OThl T€HHOW CeTh PaHHUX J3TAlOB CErMEHTAlMH? OTUM
MEXaHU3MOM SBJISETCS (DOPMHpPOBAHHE HEPAPXUUYECKU OPraHM30BAHHOW CHUCTEMBI MATTEPHOB
skcnpeccun MopdoreHos. [Tocmorpute Ha cnaiin 14 - Ha cnaiine 14 nmokazaHo ¢popMupoBaHHE
nmaTTepHa oSkcrnpeccun TeHa Kruppel Ha 0aze cneun(UYEcKOro pacrnpeieseHus HHBIX
MOpP(}OTEHOB BJIOJIb AHTEPHO-TIOCTEPHOPHONM OCH Tena. Takol MEXaHW3M pPa3BUTUS MOXKET
paboTaTh TOJIBKO TOI/1A, KOT/Ia BCE MPOIIECCH MMPOTEKAIOT B €IMHOM KJIETKE, KOTOPOU SBISETCS
sittiekaeTka Drosophila melanogaster. Hanmuuue e criennu4ecKknx, OTBETCTBEHHBIX TOJIBKO 32
AKCIPECCUIO HA PAHHUX 3Talax Pa3BUTHs SHXAHCEPOB I'€HOB, YYACTBYIOIIMX B Pa3BUTHUU Ha 3TOU
CTaJIUH, SIBJISICTCSI MOJICKYJIIPHOM OCHOBOW MEPapXUYECKON OpraHM3alliy OMUCHIBAEMOMN T€HHOM
CeTH - CaWThl CBS3BIBAHHMS OSTHUX HSHXAHCEPOB SIBIISIOTCS HHTETPATOPAMHU, PACIO3HAIOIUMHU
KOHIICHTPALIMIO ONPeETICHHBIX MOP(HOreHOB BAOJb aHTEPUO-IIOCTEPUOPHON OCH Tea.

bnounocme epagha eennoii cemu

Ha cnaiine 15 noka3aHa TeHHas CETh CPEAHUX HTANOB CErMEHTAIMU. OTH JTalbl TaKkKe
IPOXOJAT B €IMHOM KJIETKE, KOTOPOH sBisieTcd stiiiexiierka. OJTHaKO OHM UMEIOT ropas3zo Oosee
CIIOKHYIO MOJIEKYJISIPHYIO OCHOBY - Irpad) T€HHOM CETH YK€ COJIEPKUT OOJIblLIee KOJIUYECTBO
cBsi3elt (cpaBHHTE cO cnaiaom 13), mpuueM B rpade reHHON CETH TOTO dTara pa3BUTHSI MOKHO
BBIZICIUTh MOJIEKYJISIPHO-TEHETHYECKUH aBTOMAT, OOECIEeYMBAIOIINKN TaTTEpHHU3ANNIO (TpyIma
(GYHKIIMOHAJIBLHO TECHO CBS3aHHBIX T'€HOB A, fiz, run, eve, prd) BIONb aHTEPUO-TIOCTEPUOPHON
ocu Tena. Ecnum BepHyThes K ciaiiny 12, TO cTaHET SCHO, 3a4€M HY)KEH TaKoMl ammapar - JJis
0o0pa3oBaHUs MEPEOANUECKUX CTPYKTYp - MapacerMeHToB. TakKe MOKHO 3aMeTUTh (CM. clan
15), yTO TeHHast ceTh CPEIHUX JTallOB CETMEHTAIlMU CBSi3aHA C MHBIMU T'€HHBIMHU CETSIMH - a
MMEHHO C TeHHOH CeThI0 PaHHUX STAllOB CETMEHTAIlMU, KOTOpas €€ 3allyCKaeT, TeHHOW CEThIO
CErMEHT-CIeupUIECKOro opraHorenesa padoTaromieil moja pykoBoacTBoM Hox-TeHOB, TeHHOMH
CEThI0 KOHEYHBIX JTaloB cerMeHrtanuu. Ha cmaiine 16 mokazaHa opraHW3allvds SHXaHCEPOB
OJIHOTO U3 T€HOB T'€HETUYECKOr0 aBTOMaTa FTeHHOM CEeTH CPEAHUX 3TANOB CerMeHTaluu. Jlaxe Ha
TaKoOM NPUMHTUBHON CXEME JIETKO 3aMETUTh CIIOKHYIO OpPraHM3allMI0 SHXAHCEPOB TI'eHa eve
ONpEeENAIONUX ropas3io Oosblliee KOJUYECTBO KOHIEHTpPALMN PAa3IUYHBIX MOP(OTEHOB, YeM,
HaIpUMep, SHXAHCEPHl TCHOB I'CHHOW CETH PaHHHUX JTAalloB CerMeHTArwH. [IpuHIMIIOM paboThI
BHYTPEHHETO MEXaHW3Ma TEeHHOW CEeTH CPEJHUX OJTAllOB CEIrMCHTAIIMH TAaKXKe SBISCTCS
uepapxuueckas OpraHu3aus CUCTEMbl TATTEPHOB 3KCIPECCUU MOP(HOTEHOB.

Il. Pazeumue Ha Kyiemo4HoU OCHoge

1. Mo3aHun 3ambGpuoreHes - rMbpuaoHas reHHas ceTb NO3OHUX 3TanoB
cerMeHTauum

Ocobennocmu no3onezo smbpuozenesa Opo3oQuivl

Ha coaiine 17 moka3zaHa reHHas ceTh IIO3OHMUX DJTAalOB cerMeHTanny. YrTo OOJbIIE BCETO
Opocaercss B rina3za? Crporas uepapXuyeckas OpraHu3alnus B TaK Ha3bIBa€MbIE KacCKaJlbl
nepenauu curHaion. /st yero ato HeoOxoaumo? J[eso B TOM, YTO TeHHAasi CETh MO3HUX ATANOB
CerMEHTAllMd HAaYMHAET CBOIO PalOTy yKe Iocje Toro, Kak chopMHUpOBaHbI KIETKU. B aToit
reHHo# cetu Bcero ymmb 3 Mopdorena - Hh, Wg u Dpp. OnHako uMeHHO 3T MOP(GOTECHBI
3aImycKaroT KacKkabl mepeaadu cCUruajios (cmaiin 17).



Ponv npeovioywux smanos pazeumus

Ha cnaitne 18 moka3zana MoJeKyJsipHas OCHOBA, 3aIyCKarolIas padoTy TE€HHOW CETH TMO3THUX
stanioB  cerMmeHTaiuu. Ilocne ¢dopmupoBaHusi KJIETOYHBIX 00O0JIOUEK  KOHIIEHTpALUU
OTpeNICTICHHBIX MOpP(OreHOB, 3aXBau€HHBIX B IMpolecce '"OropaxuBaHws" KICTOYHOMN
MeMOpaHOW YacTH OOIIEeH IMTOTUIa3Mbl SHIEKIETKH (CM. ciaiia 4 - oOpa3oBaHHE KIETOYHOMN
OnacTolepmbl), CHayaia B IMTOIJIa3My, a 3aTeM B AIpO KIETKU MOMajaeT crerudpuyeckas
KOHIIEHTPALUs ONpeAeIeHHBIX MOP(HOTreHOB I'eHHOM CETH CPEeIHUX 3TAlOB CErMEHTAMHU. JTO U
oOycrnaBiMBaeT 3amyCK TEHHOM CeTH TO3JHHMX JTaloB CerMeHTanuu. [LleHTpanbHbIM
MHTETPUPYIOLIMMHU JIEMEHTAMU 3allyCKa T€HHOM CeTH SIBJIAIOTCS HYHXAHCEphl T'eHa en (cnaiia 17).

Medsicknemounvie 3aumooeucmeust u 2padueHmsl Mopgho2enos

Opnnako TeH en He KoaupyeT AMPPYHIUPYIOUUI B MEKKIETOYHOM MPOCTPAaHCTBE MOP(OTeH -
€ro MpOIYKT 3allyCKaeT 3SKCIPECCHI0 OJHUX TI'E€HOB (HampHUMep, SKCIPECCHI0 TreHa hh) u
MOJABIISIET OJKCIPECCHI0 JPYyTruX, YTO B KOHEYHOM WTOr€ NPUBOJAUT K OOpa30BaHUIO
(YHKUMOHAIBHO aKTUBHOrO JUGQYHIUPYIOIET0 BO BHEKJIETOYHOM IIPOCTPAHCTBE Ha
HeOopIre paccTostHUsS Oenka-mopdorena Hh (cnaiin 19).

CueHanvHbvle Kackaowsl

Bbenok Hh cBs3piBaeTcs co cBouMu perentopamu Ptc HaxoAsAIMMUCS HA COCEHUX KIIETKaX, TEM
cambiM, uHaynupys Hedgehog (Hh)- kackan, mpuBOAsmiuii K akTUBallUM SKCIPECCUU TeHA
wingless (wg). I'en wg xomupyer auddyHaupyeMBIi BO BHEKJIETOYHOM IPOCTPAHCTBE
Mopdorern. Mopdoren Wg wunaynupyer Wingless-kackang, NpUBOAAIMNA K aKTUBAIMH
IKcTipeccuu TeHa decapentaplegic (dpp), KOTOpbI Takke sBisgeTcs IU(GPYHIUPYIOIHM BO
BHEKJIETOYHOM TIpOoCcTpaHcTBe MopdoreHoM. Mopdoren Dpp 3amyckaer Decapentaplegic-kackan
NPUBOJAIINI K aKTUBALIMU IKCIpeccuu reHa wg. O0pasyercs netisl MoJI0KUTEIbHON 00paTHOM
cBs3u (crmaiin 19)! Takue meTiM MONOXKUTETLHON OOpaTHOM CBSI3M OYEHH BaKHBI HA TO3THUX
JTamax pa3BUTHS [IOCKOJIbKY OOECHeuMBaIOT, IO KpailHe Mepe Ha HEKOTOpOe BpeMs,
KJICTOYHYIO MaMSTh.

2. OCHOBHbIe 0CObOEeHHOCTH MEeXKINeTOUYHbIX B3auMoOencTBuUn
(MHCTPYKTUBHbIE B3aumopencTBus, aucdpdepeHuMpoBKa U AeTepMUHaUMSA,
KOMMETEHTHOCTb, rpaaueTbl MOPKOreHoB, OTBET KNeTKU Ha MopcoreH BO
BpeMeHM)

Bce mo3muume »stamel pasButusi Drosophila melanogaster wmyT Ha KIETOYHOH, a HE Ha
CHHIUTHANBHOW (KaK paHHHUe 3Tambl) ocHOoBe! [lo3aHme 3Tambl pa3BHTHS OCYIIECTBISIFOTCS, B
OCHOBHOM, 32 CYET MEXKJIETOYHBIX B3aUMOJEHCTBUH. MOXHO BBIIEIUTH OOLIME MEXaHU3MbI
MEXKJIETOUHBIX B3aUMOJIEHCTBUNA. ['€HHBIE CETH TaKUX MEXaHM3MOB SBIAIOTCS OCHOBHOM
YacThl0 T'CHHBIX CETeH MO3MHUX 3TanoB pa3BuTus. Hampumep, KoMOWHAIMS MHCTPYKTUBHBIX
MEXXKJICTOYHBIX B3aMMOJCHUCTBUI 00yciaBianBaeT (HOPMUPOBAHHE MPAKTHUYECKH JIFOOOW TKaHU
(cmaiim 20). HeoOxomumo paznudath nuddepeHupoBKy U nerepMmuHanyoo. Kak moka3aHo Ha
cmaiine 21, nuddepeHnnpoBKa MPOXOAUT TOpa3fao MO3THEE NETSPMUHALINU W 3aKII0YAeTCs B
OKCIPECCHH JEeTePMHHHUPOBAHHOTO (eHoThuna KIeTKH. WHCTPYKTHBHBIE MEXKKJICTOUHBIC
B3aWMOJICHCTBHS HE MOTYT OCYIIECTBIIATHCS 0€3 CIIOCOOHOCTH OTPEAETICHHON TPYMIThI KIETOK
OoTBeYaTh Ha crenuduyeckne WHAYKTHUBHBIE CHTHAJIbl (KOMIIETEHTHOCTH - ciaig 22)
SBJISIIOLIIMECS] TpajueHTaMu MopdoreHoB (cmaiin 23) WiIM MEXKJIETOYHBIMH KOHTAKTaMH
¢du3myeckoro xapakrepa. BakHO, 4TO OTBET KJIETOK HAa MHAYKTHBHBIE CUTHAIBI OCYIIECTBIISCTCS
Ha TPOTSDKCHWU OIpPEIENICHHOr0 BpeMeHH (crmaiin 24) m B crnenuduyecku O4YepuyeHHOM
IPOCTPAHCTBE, CIOCOOCTBYSI IOITAHOM TIeTepOreHu3aluy IPOLECCOB pa3BUTHUS, KaK BO
BpeMEHH (T€TepOXPOHHHM), TaK U B IPOCTPAHCTBE (T'€TEPOTONMUH), YTO MPUBOAUT K 0OPa30BaHHIO



CO BpPCMCHEM BCC€ HOBBIX M HOBBIX TKaHeH. HO-BI/I)II/IMOMy, HMCHHO 39Ta ICTCPOrcHU3alug U
oOycnaBiuBaeT (HOpPMHPOBAHHE MHOXKECTBA MOPQPOTHUIIOB KaK KIETOK M TKaHEH, Tak |
OpPraHM3MOB Ha MPUHLUIHAIBHO €AMHON MOJEKYJSIpPHOW OCHOBE (MHTEPECYIOIIMECS JAHHBIM
BOITPOCOM MOTYT OOpaTUTCS K MPUIIOKECHUTO 2).

3. MeXKneTo4YHble B3aMMoaenCcTBUA U rpagneHTbl Mopc¢goreHoB

Yemanoenenue cnunno-oprowmnoii ocu mena - Dorsal u Decapentaplegic cuenanvhule Kackaowl

[Iponiecc ycraHoBiIeHUsT CHNUHHO-OpromHON ocu Tena Drosophila melanogaster paHee He
paccMaTpuBalcd MHOK cHelManbHO. Jledo B TOM, YTO HAa paHHMX JTalax yCTAHOBJICHMS
CIMHHO-OPIOIIHOM OocH paboTaroT MOIIHBIE CUTHAJbHBIE KACKaJbl, a HAa IO3JHUX - UMeeTcs
HOJHBIA CHEKTP B3aMMOJAEHCTBHM MEXAy CHTHAJIBHBIMU KacKaJaMH, WHCTPYKTUBHBIMHU
MEXXKJICTOUHBIMH B3aUMOJCHCTBUAMHU U rpagueHTaMu Mop¢oreHoB. Ha crnaiine 25 npeacrasiex
Dorsal-kackaa nepeaayn CUTHAJIOB OTBEUAIOIIMI 3a ONpeJielIeHne BEHTPaIbHOM YacTH OBOLIUTA,
paboTaronuii Ha paHHUX CTAJUSAX Pa3BUTH OBOLUTA (3aMHTEPECOBABIIMECS STHM IPOIECCOM
MOTYT OOpaTHTbCA K HpWIOkKeHHI0 3). MHIynupyroT Kackaja BEHTpalbHbIC (DOIUTHKYISpHBIC
KJIETKH (BCIIOMHUTE POJIb TEPMHUHAIBHBIX (DOITHKYISPHBIX KIeTOK B Torso-kackanae). OCHOBHbIE
0eTOK-0eNTKOBBIC B3aMMOACHUCTBUS MPOXOIST B MEPUBETEILIMHOBOM pocTpaHcTBe. Kackam aTux
0eIIOK-0ETKOBBIX B3aUMOJICHCTBUN OKaHYMBAETCA CBs3bIBaHHMEM Oeika Spatzle co cBouMm
peuentopom - Toll. Toll 3arem wuHIynMpyer KuHa3HBIM Kackal, (ochopunupyrommii B
KOHeuyHOM cueTe OenkoBbli kommiekc Cactus-Dorsal. Tlocne storo xommiekc Cactus-Dorsal
pacrniagaercsi, o0pa3ysl IpU pacnaje aKTUBHBIA TpaHCKpUNUMOHHBIN (axTop Dorsal. Ha stom
nporecc crneuupuKauyl CIUHHO-OPIOIIHOM OCH Tela NpPUOCTAHABIMBAeTCs MO0 CTaaAuu
CHHLIMTHAIBHOM Onactomepmbl. Ha craamsax ¢opMupoBaHMs CHHIMTHANIBHON, a IMOTOM U
KJIETOYHOM OJ1acTo/iepMbl TPaHCKPUMLIMOHHBIN (akTop Dorsal mpoHuKaeT B sipa BEHTpaIbHON
CTOPOHBI SHIEKJIETKH, MHTHOUPYS MPH 3TOM HKCIPECCHIO T€HOB CEUUPUIUPYIOMNX CIIUHHYIO
CTOPOHY SMOpPHOHA M aKTHUBHUPYS AKCIPECCHIO T€HOB CHEHU(PHUIMUPYIOUINX OPIOIIHYIO CTOPOHY
(cnmaiin 26 - BepXHHE PUCYHKH), HEKOTOPBIE K€ T'€HbI (HApUMED, S0g) aKTUBUPYIOTCS IIPU €ro
HU3KOW KOHLEHTPALMM U MHTHMOUPYIOTCSA NPH BBICOKOW (ciaig 26 - pucyHOK cieBa). ['paguent
KOHIeHTpauun Oenmka Dorsal B sapax OmacTogepMbl YETKO KOPPEIUPYET € MECTOM
dbopMupOBaHUs ONpPENEICHHbIX TKaHeH (craiia 26 - HUKHUE PUCYHKH) OOyCllaBiIuBasi CEPUIO
CUTHAJBHBIX KacKaJl0B, MPHUBOJALIMX, B KOHEYHOM cCueTe, K CEpPUH HHCTPYKTUBHBIX
MEXKJIETOYHBIX B3aUMOJEHCTBUI NETEPMUHHUPYIOIMX KIETKH K 00pa30BaHUIO cHelM(pUUECKUX
TKaHel, K MUrpanuu (KJIeTKH HeHPOIKTOJEPMBbl, ME30JIEPMBI), allONTO3y (AMHHUOCEPO3a).

ﬂemepMuHauuﬂ KJIeMOK UMAUHANIbHBIX OUCKOE HA NO30HUX dMAanax paseumusl

MmaruHanpHble YacTH Tela APO30(WIBI Pa3BUBAIOTCS U3 CHEIUPUUYECKUX CTPYKTYp -
UMarvHaJbHBIX NUCKOB (chaiim 28). BBaxHO TO, YTO OmpeneNneHHe KIETOK HMardHaIbHBIX
JIICKOB TIPOMCXOJHT €Ille Ha CTaJuu KIETOYHOH Omactomepmbl. Ha cmaiine 27 mokaszaH psn
ATAroB Havajia (OPMHUPOBAHUS KPBUIOBOTO M HOXKHOTO HMMAarvHajbHBIX TUCKOB. Ha panHel
cragu 11 Ha TrpaHUIAaxX OSKCOpecCHH (SIPKUN TMPUMEpP HWHCTPYKTUBHBIX MEKKIECTOUHBIX
B3aMMOJICICTBUIT) TeHOB Wg U en (ciaiil 28) BeleNsIeTCs rpyIa KIETOK SKCIPECCUPYIOIINX I'eH
DIl, mpudem BCeICTBUE WHIYKTUBHBIX BO3JICUCTBUI CO CTOPOHBI KJIETOK SKCIPECCUPYIONTUX en
U PACIOJOKEHHBIX IO COCEACTBY KIETOK HE OKCIPECCUPYIOIMIMX Wg 4YacThb KJIETOK
JKCTpeccupyronux DI/ HaurmHaeT IKCIpeccupoBaTh TeH dpp. B nocnenacteuu (Ha ctaauu 12) 3Tu
KJIETKH IKCIPECCUPYIOT TeH Vg, UTO NeTepMUHUPYET UX K (OPMUPOBAHUIO 3a4aTKa KPHLUTIOBOTO
MMaruHajgbHOTrO IrcKa. OCTalbHbBIE KIETKH (POPMUPYIOT 3a4aTOK MMAaruHAIBHOTO AMCKA HOTH.



4. B uem KOHCepBaTUBHOCTbL nMpoueccoB pa3BuTusa: NOBTOpPeHUEe B
pa3BUTUN KOHCepBaTUBHbLIX KaCKagaoB nepenayiu curHanoB

Kak BbI MOriH ysxe 3ameTuTh (ciaiia 29), kackasl nepeJadyu CUrHAIOB OBTOPSIOTCS U3 OJHOTO
nporiecca B Apyroi (dpp-kackaa B T€HHBIX CETSAX MO3IHUX ATAIOB CErMEHTAIMU, YCTaHOBIICHHS
JIOpCaIbHON MIEHTUYHOCTH TKaHEH, NeTepMHUHALNN KIETOK KPbUIOBOTO UMAarnHalIbHOIO JHUCKA,
U T.1.). JledcTBUTENbHO, Kak ObUIO HENABHO IOKAa3aHO - CYIIECTBYET YJIUBUTEIBHO Malo
KJIFOUEBBIX MApaKpUHHBIX MyTeH Mepeaayd CUTHAJIOB MPUHUMAIONIUX Yy4acTHE B MOp(OoreHese
OOJBIIMHCTBA TKaHEW, YTO SBISIETCS CIEACTBHEM BBICOKOM Te€TEpPOreHHOCTH MPOLECCOB
pa3BUTHsI Ha KIJIETOYHOM ocHOBe. Hampumep, BBICOKOKOHCEPBATHBHbIE NYTH Mepegavyu
curiasoB (Hh, Dpp, Wg, Notch, EGFR) mpunumaromue yuyactue B pa3BUTUHU KPBLIOBON
IUTACTUHKY MOBTOPSIOTCH B OOIICH CIOKHOCTH C HEOONBIIMMU HM3MEHEHHSIMU COTHH pa3 B
nporecce pa3Butus apo3oduibl. Ha cnaiinax 30-34 mpeacraBiieHbl YIPOIIEHHBIE CXEMbI ATHX
nytel nepenaun curHanoB. Hambonee cnoxubiM siBisercs EGFR-kackan nepegaun curHanios.
OcuoBubie snmeMeHThl EGFR-kackama mokazansl Ha cnaiige 34. CrneBa mokaszaH MPOIECC
cozpeBanus u mnpeseHtanuu Jguranga EGF-penentopa (y aposodunsr  EGF-penentop
HazbiBaeTcst Drosophila ER wnu DER) - 6enka Spitz (Spi). [IBe 6€IKOBBIX MOJIEKYJIbI BOBJIEUEHBI
B 9T0T mporiecc - S (Star) u Rho (Rhomboid) mpuuem S nelicTByeT B SHIOIUIa3MaTHYECKOM
perukynyme, a Rho - B komruiekce ['onbmxu. CrpaBa Ha ciaiifie mokasaHbl Hanbojiee BaKHbIC
3BeHbsi EGFR-kackama, KOTOpBIMI MOXET MATH KaK B COCEAHUX KJIETKax, HE MPOU3BOJSAIINX
aurang Spi (mapakpuHHasl peryjsius - clieBa Ha ClIaii[ie), TaK U B TOH ke KIETKE, KOTopas
MPOU3BOIUT JUTaHI Spi (AQyTOKpHHHAS PEryJslus - chpaBa Ha criaiine). Dnementsl EGFR-
KacKaJia, BBIJICIICHHBIE JKUPHBIM MIPU(TOM Hanboee MHOTO(YHKIIMOHAIBHEI.

C mumepusyronmmMmcs nocne aktuBauun EGF-penentopom mMoryT cBsizbiBaThes 4 nuranaa - Spi,
Vn, Grk, Aos. AxrtuBupysice, EGF-penentop wWHHUIMUpYET aKTHBAaLMIO CEpUH OEIKOB
(manpumep, Drk, Csw, Sos, Dos, Rasl, Ksr). AktuBainus 3THX KOMIIOHEHTOB MPUBOAUT K
3ammycky cHadaiia AMEK, a 3atem dMAPK kuna3ubix kackanoB. ERK gudochopumupyercs (dp-
ERK) u BXOomuT B sapO, TI€ aKTUBUPYET W/WJIM MHTMOUPYET MHOMXKECTBO TPAHCKPUITIIMOHHBIX
dakropoB (Ha cnaiine 34 nmokazanbl Pnt, Yan u dJun). EGFR-kackan nonudyHKIMoHanIeH - OH
MOJKET BBI3bIBaTh KaK M3MEHEHUE TUHAMHKHU KJIETOUHOTO IUKJIA, TAK U U3MEHEHHs] BHyTPEHHETO
CTPOEHHS KJIETOK UHIAYLUPYIOLIE MOPPOTreHETHUECKHE U3MEHEHHS.

5. 3amevaTenbHbIM NpUMepP Pa3BUTUA OT 3a4aTKa AO OpraHa - reHHasl ceTb
pa3sBuTUA Kpbina apo3ocunbl

3aMeyaTeNbHbIM MPUMEPOM TOHKOM MPOCTPAaHCTBEHHO-BPEMEHHON MHTErpallid CUTHAJIbHBIX
KacKaJloB, TPaAMEHTOB MOP(OreHOB U MHCTPYKTHBHBIX B3aUMOACHCTBUI B IpOIECCe Pa3BUTHS
opraHa siBisieTcs pa3BuTHe Kpbuia Drosophila melanogaster. OOmuii BUA KpbUia BBl MOMKETE
YBUETh Ha ciaiine 35 (OykBamMu OTMEUeHbl HOMEHKJIATypHble 0003HAaYeHHS KUJIOK Kpbuta). Ha
cmaiife 36 BBl MOXET€ YBUAETh KaKMM O0pa3oM MPOUCXOAMWT HACIEIOBAaHUE KPHUIOBBIM
MMarvuHaJbHBIM TUCKOM JKCIIPECCHH T€HA en, AaTTePH YKCIPECCHH KOTOPOTO, AETEPMUHHUPYETCS
Ha paHHUX JTamax ’MOpuoreHeza. BcrmomMHUTE, KakuM 00pa3oM AETEPMUHHUPYIOTCS TOJIOCHI
JKCIIpecCHd MOP(OTEeHOB J0 CTaAuH OOpa30BaHMs KIETOK, M Kak OO0pa3yloTcs 3a4aTKH
KPBUIOBOTO M HOKHOTO MMaruHAJIbHBIX JUCKOB. OJIMH MpOIecC HACTOIBKO TOHKO TOJOTHAH K
JIPYyroMy, 4TO JII000€ Majoe M3MEHCHHE B MPEABIAYIIEM MPOIEcCe PATUKaTbHO U3MEHSCT WIIH
BOOOIIIE HMCKIIOYAeT rnocienyomuii! B pa3sBuTum Be3ie W BCIOQY TaK - TeHHAs CETh OJHOTO
nporecca o0yciaBauBaeT padoTy Apyroil, a Ta - TpeTbeil. Benukonennas nepapxusa! MHrepecHo
Ha YeM € OHa JIePKUTCS - Ha MEXaHU3Me HaclleZJOBaHUs IETEPMUHUPOBAHHOTO COCTOSIHUSA - TaK
Ha3bIBAEMOW KJIETOUYHOM MaMsTH - Ha cliaiiie 37 mokazaH UMEHHO 3TOT mpoiecc. [lonnepxkanue
JKCIIPECCHH CEJIEKTOPHOTO TeHa en OCYIIECTBISIETCS C MOMOIIbI0 OETKOB TaK Ha3bIBAEMOTO
pemonemnunra xpomatuna (Pc, Trx, Ph) xoTopple oOecrneunBaioT yCTaHOBIIEHHE KOHTYPOB



MOJIOKUTEIbHOM OOpaTHOM CBSI3M, MNOJJEPKUBAIOLIUX OSKCIpeccuio en. I'eH en sBusercs
CEJIEKTOPHBIM - TO €CThb I'€HOM, O0ECHEUYHBAIOUINM JETEPMUHAIMIO OIpPENEICHHOW TPYIIIbI
KJIETOK K pa3BUTHIO B OIpENEiIeHHYI0 TKaHb. OKCIpeccus TeHa en O00yclIaBIMBaeT
dbopMHpOBaHHE MMOCTEPUOPHOH (3aHEN) YacTH Kpblja, U3 KOTOPOU B MOCJIEACTBUE PA30BBIOTCS
xwnku L1, M, L2, L3 u ydactku mexnay Humu (ciaiin 35). MexaHusm pemoje/LUIMHIA
XPOMATHHA OYeHb BajKeH B IPOLIECCE Pa3BUTHs - UMEHHO OH o0ecnevyuBaeT ''KJIETOYHYIO
namaTh''. be3 Hero mpakTHuecku He 0OXOAUTCS HU OJHMH IMPOIECC ASTEPMHUHAINH, KOTOPHIX B
TEUYEHHUE Pa3BUTHS MOXKET ObITh COTHU THICSY.

Ha cnenyromem cnaiine (38) mokasaHbl IPOLECCHI, MPOUCXOIAIINE HA TPAHUIE TTOCTEPUOPHOTO
(3aHEr0) W aHTEPUOPHOro (NMEpeaHEero) KOMMIApTMEHTOB B Pa3BUBAIOLIEMCS KPBLJIOBOM
MMarvHajJbHOM JHMCKE - HaJMI0 Halu4yhe UeHTpaibHoro peryiasitopa Ci Ha KOTOpOM
okanumBaercs Hh-kackan mnepemaun curHamoB. HMHTepecHo T1O, uto Oenmok Ci B
HEaKTUBUPOBAHHOM  cocTOsitHMM (B orcyrctBuM  paborel  Hh-kackama) — sBisercs
TPAHCKPHUILIMOHHBIM (PAKTOPOM, MOJABISIONUM TPAHCKPUILMIO LEJIOH Tpynmbl (KacceTbl)
reHoB. B axTtuBupoBaHHOM ke coctosHuu Oenok Ci (akTuBaTOpHas ¢Gopma) M3MEHSET CBOE
MIOBEJICHUE HA MPOTUBOIMOJIOKHOE - BMECTO TOI'O UYTOOBI IMOAABIATH TPAHCKPHIILIUIO TEHOB OH €€
aktuBupyer (cm crmaiin 30). AkrtuBatopHas ¢opma Oenka Ci akTHBUpPYeT, B TOM YMHCIE,
TPAHCKPHUIILIMIO TeHa dpp - TeH dpp, Kak Bbl NoMHUTe, (cmaiin 19) komupyer MopdoreH
CHocoOHBIH K au(Qy3un BO BHEKJIETOYHOM HpocTpaHcTBe. I'pagment Oenka Dpp sBisercs
OTpaHU3aTOPOM MOpQoreHe3a Kpbiia (aHTEPHONOCTEPUOPHBIM OPTaHU3ATOPOM - CiIaibl 39, 41).
BaxHo, 4TO B KJIETKaX BOCHPHHUMAIOIINX CBOMMH perentopamu O6emok Dpp (cMm. cmaiix 31) B
3aBUCHUMOCTH OT €r0 KOHILIEHTpAaIlMM IPOUCXOAMT 3KCIpeccusi ompesesieHHbIX reHoB. Kak Bbl
nomuure, (crnaig 31) Dpp-kackaJ CUTHajIOB CIOCOOEH K CAaMOMHTHMOWPOBAHMIO MPU BBICOKOU
KOHIIEHTpanuu Oesika Dpp Bo BHEKJIETOYHOM MPOCTPAHCTBE 3a cUeT HapaboTku Oenka Dad - 310
CHOCOOCTBYET pPAaCIpOCTPAaHEHHIO OTBeTa KJIeTOK Ha Mopdoren Dpp ot nupedupum ero
pactipocTpaHeHus Kk ueHTtpy. Mrak, Dpp- u Hh- kackagpsl mnepenauM CHUTHaJIOB TECHO
B3aMMOCBSI3aHbl M 00yClIaBIMBalOT (OPMHUPOBAHHE Kpbla IO aHTEPUO-IIOCTEPHOPHOMY
HampaBieHuto (chaiasl cnaiinel 39, 40, 41), npuuem Oerjplii OCMOTP MYTaHTOB IO 3THM
KacKaJiaM HarjsiIHO MOATBEP)KIaeT STOT BHIBOI.

Yro ke ¢ 1OpCO-BEHTPAIbHBIM HarpasieHueM (HopMupoBaHus Kpbuta? A TaM CBHPENCTBYIOT Te
K€ 3aKOHOMEPHOCTH - MHTErpalusi CHUTHAJBHBIX KAacKaJIoB, TPaJUEHTOB MOP(OreHoB u
WHCTPYKTUBHBIX B3auMojeiicTBuil. Ha cnaline 42 BbI MOXKETe YBUAECTh PAa3BEPTKYy BO BPEMEHHU
npolecca pa3BUTHS Kpblia MPOXOMASILEr0 B €ro J0pCO-BEHTPAIbHOM HAampaBlIeHUU. 31€Ch
BMECTO en CEJIEKTOPHBIM T'€HOM, 00yCllaBIuBaoUIuM (HopMHpOBaHUE AOPCAIbHOM YacTu Kpblia,
aBiseTcs TeH ap. OH TakkKe Kak U en 3allyCKaeT CUTHAJIbHBIN kackaz - Notch-kackan mo rpanuue
MEXIy JTOPCATBHOM W BEHTPAJIbHOM YacThio Kpbuia. Notch-kackan (crmaiig 33), B CBOIO ouepeb,
akTuBUpyeT reH wg. ['eH wg, kak Bbl noMHuTe (cnaig 19), Takke Kak U I'eH dpp KOIUpYeT
Oenok-mopdoreH crnocoOHb K nup@dy3un BO BHEKIETOYHOM MpocTpaHCTBe. bemok Wg
3amyckaer Wg-kackaj peakuuil (ciain 32) mpuBOASIIMN K POCTY KpbUla B OIpPENEIEHHOM
HaIlpaBJICHUH, 32 CYET YEro TKaHb, U3 KOTOPOH (hOpMHUPYETCs KPbLIO, BITATUBaeTcA (cnaiin 42).

Kak ¢opmupyrorcs xunku Ha kpbuie? IIpouecc ¢popMupoBaHus KUIOK KackaJleH - Ha MEepPBbIX
JTanax ONpeeNseTcs IMpenaTTepH >KUIOK Ha KpbUIE — MECTO, TZe MOTYT c(hopMHpOBaThCS
KHUJIKW - Ha 9TOM dTare BaXXHYIO poiib urpatoT Mopporenst Wg u Dpp. 3aTem Ha TIaBHYIO pOJIb
BBICTYTIAIOT MPOLIECCH], YTOHYAIONINE XKUIIKU (B KOTOPHIX, BaXKHYIO posb urpaet Notch-kackan).
U 3aBepmrarot hopMupoBaHHE KHIOK mporecchl, nHuiuupyromuecst EGFR-kackamom.

6. B 4yem KOHcepBaTUBHOCTb MpPOLECCOB pPa3BUTUA: NOBTOpPEeHWe B
pPasBUTUN KOHCepBaTMBHbLIX MEXaHUM3MOB AeTepMUMHALUM KNEeToK -
3aMevaTenbHbIi NpUMep KOHCEePBaTUBHOIO MexXaHM3Ma [geTepMUHauuu
KNeToK - naTeparibHOe UHrIMbupoBaHue



W3 BbILIENTPUBEAECHHBIX TPUMEPOB HEMYAPEHO CAENIATh BBIBOJ O TaK Ha3blBaeMoil "oOieil Teme
pa3BuTusA" (MHTEPECYIONIMECS MOTYT OOPAaTHTHCS K MPUIIOKECHHUIO 4) - TTOBCEMECTHOM YYaCTUH
KJIIOYEBBIX KAacKaJoB TMepeladd CUTHAJOB B Impouecce pa3Butusa. Kak ke Hacuer
KOHCEPBAaTUBHOCTM  MEXaHU3MOB  jJeTepMuHanuu  kjietok?  [Ipomecc  marepaiibHOTO
UHTHOUpOBaHUs SBJsieTcs HauOoliee SpPKUM IMPUMEPOM SToMy. B mporecce narepalibHOTO
UHTUOWpPOBaHUSA, (QYHKIHS KOTOPOTO 3aKIIOYaeTCsi B OrPAaHWYCHHHM KOJIMYECTBA KIIETOK
JETEPMUHUPOBAHHBIX OINpEAENEeHHBIM 00pa30M, TJIaBHYIO pOJIb HTPAaeT YK€ 3HAKOMBIM Ham
Notch-kackaa. Ha cmaiine 43 moka3zaHa cepuisi 3TaloB BbIOOpa €IUHON KIIETKH, 00pasyromeit
BIIOCJIC/ICTBUM CEHCOPHYIO MIETUHKY. 3aMeTbTe€ TOHKYIO JeTalb - HaJOXEHHE IaTTepHOB
SKCIPECcCHH TeHOB Achaete, Scute u Emc camo 1o cebe He 0OBSCHIET oYeMy BIIHSIHUE OEIKOB
Achaete u Scute omymaercs TOJbKO B KJIeTKaX € CaMbIM HaMMEHBIIUM YPOBHeM
ykcnpeccuu reia Emc. Ha cnenytomem cnaiine (44) cutyariust IposSCHIETCS - 1€7I0 B TOM, YTO B
HOpMe TeH Notfch xomupyroumui penentop, ©u reHbl Delta, Serrate xomupyromue
TpancMeMOpaHHbIe Oenku - turanbl Notch skcnpeccupyercs B kaxaon u3 kieTok. bemok Notch
penpeccupyeT audhepeHITUPOBKY 0 HEHPATbHOMY My TH (MapKUPYIOIIYIOCS KCIIPECCUEH TEHOB
Achaete wn Scute). CnenoBarenbHO, Kakaas KIeTKa KiacTepa CrnocoOHa WHTHOMPOBATH
HelpanbHylo Au(QPepeHInpoBKy U ObITh MHTHOUMpyeMoil. [leno B ToM, 4YTO ciyd4ailHble
U3MEHEHHUS COOTHOIIEHHUS KOHIEHTPALMi 3TUX JABYX OENKOB B COCEAHHMX KIETKaX, MOTYT
YCHIIMBAIOTCA MO0 KOHTYPY C MOJIOKUTEIHHONW 00paTHOM CBSI3bIO (BEPXHUI PUCYHOK craiiia 44).
B wutore kneTkn ¢ BBICOKOW akTHUBHOCTBIO Delta okpykaroTcs KiIeTKamMH C BBICOKOM
akTUBHOCTHIO Notch. BakHO TO, YTO 3TOT mpolecc MOBTOPSAETCS COTHU pPa3 B Pa3BUTHH
OopraHusma.

UHTerpauusa BbICOKOrO YPOBHSI FeHHbIX CeTen pa3BUTUSA Ha
npumMepe reHHbIX CceTen pa3BUTUA HEPBHOU CUCTEMbI
HAaCeKOMbIX U MO3BOHOYHbLIX U MEXaHU3MOB AeTepMUHaUUU
TKaHen CerMeHTOB Tefla HAaCeKOMbIX U NO3BOHOYHbIX

PaccMoTpeHHbIE HaMU BbIIIE€ T€HHBbIE CETH IPOLECCOB PAa3BUTHS HA YPOBHE MEKKJIETOYHBIX
B3aMMOJICHCTBUH JIOKaJIbHBI (MHTEPECHO, TOUEMY HEJb3s TaK Ha3BaTh MPOLECCHl YCTaHOBICHUS
ocell Tena?) - OHU He oOecreynBa0T (GOPMUPOBAHNE OpPraHU3Ma B IEJIOM - OHM Ba)XKHbI TOJIBKO
npu GpopMHUpPOBaHUM KaKoH-TO0 ero yacTtH. Jlanee Mbl paccMOTPUM T100alIbHbIE TeHHBIE CETH -
UHTETPUPYIOLINE Pa3BUTHE Bcero opranusma. Kak oObluHO, moigem oT 0ojiee KOHKPETHBIX
IPUMEPOB.

1. Murpauusa KINeToKk M akCOHOB B pPa3BUTUM HEPBHOMU CUCTEMbI
NO3BOHO4YHbIX U HACEKOMbIX

Ha cnaiine 45 noka3zaH HEHpPOH, MWUIPHUPYIOIIMN B OIpEAEIECHHOE HampaBicHue. B sTom
IIPOLIECCE KIIFOYEBOM CTPYKTYpPOH IETEPMUHHUPYIOLIEH POCT aKCOHA U IIEPEABHKCHUE HEHPOHA
SBIISIETC KOHYC pocTa. VIMEHHO KOHycOM pocTa cpega "ompoObiBaeTcs' Ha HaJW4He
aTTPAKTaHTOB pPOCTa W PENEUIEHTOB M Ha HAJIWYUE TPONMHOK, MO KOTOPHIM BO3MOXHO
nepensuwxkenue (cmaig 47). BaxHo, 4YTO Tmpouecchl MUTpAalMM  KJIETOK Ype3BbIYaiiHO
pacrpocTpaHeHbl B 3MOPHOTreHe3€e BCEX BUAOB BBICHIMX JKUBOTHBIX (@, HalpUMeEp, Y XOPJOBBIX
OHU BOOOILE UIparOT 4YyTh JHM HE IVIAaBHYIO pOJIb B Pa3BUTHM). [l KOHyca pocTa/MHUrpanuu
KaX/10il KJIETKM MOKHO CTPOUTb IPOCTbIE TI'€HHBbIE CETH pearupoBaHHUs HAa OKPYKAIOLILYIO
CUTYAIlHIO - OTBET Ha OKPYXKAIOLIYI0 CPeay MOXKET ObITh ABOSKHUM - JTUOO pocT/MHUrpanus jaubo
ero/ee orcyrcTBue (cnaiin 46). Takue reHHbIe CETH, YK€ MOCTPOEHBI JJIi MHOXKECTBA HEHPOHOB
Npo30¢guibl - 01aro UX He TaK MHOTO Kak Yy 4YeloBeKa - U (OpMaIM30BaHbl B TaK Ha3bIBaeMbIE



KapTel He#lpoOsactoB - cmaiig 50. Ha mepBblif B3rJIsig NOpoOIECC MUTPALUU KIETOK OYEHb
JOKQJIbHBIN OJHAKO, O3THU JIOKAJbHBIE TPOLECCHl MPSAMBIM 00pa3oM JAETEPMUHHUPYIOTCS
IJ100aNbHBIMU - Pa3/ieJIeHueM Teja 10 NepeaHe-3aHe U CIIMHO-OPIONIHON OocH Ha ()parMeHThI
SKCTIPECCUPYIOITUE OMpeAeNeHHbIe Tpymibl TeHoB (cmaiinbl 48, 49). Pa3genenme Tena Ha
dbparMeHTBl TPOUCXOAUT B pe3yjbTare palbOThl TEHHBIX CeTed HMMEIIIHUX TOMEOOOKC-
CoOJIeprKallie TeHbl - TOMEO3UCHBIE TeHBI (ciaiia 51) (3aMeTbTe, CEeNIeKTOPHbBIE TeHbI, YIIOMSHYTHIE
paHee, en U ap UMEIOT TOMEOOOKC-KOIUPYIOIIUE TTOCIEI0BATEIILHOCTH).

2. Ponb Hox-reHoB B MHHepBaLUUU Y MO3BOHOYHbIX

HHTEepecHO TO, 4TO MEXaHU3MBbl, HHTEIPUPYIOIIUE ITPOLECCH] Pa3BUTHsI BCEIO OpraHu3Ma MOTYT
OBITh TaK)Ke 3aBUCHMBI OT MPOLIECCOB MUTPALIMU — HAIIPUMEP, MUTPUPYIOIINE KIETKH HEPBHOTO
IpeOHs TO3BOHOYHBIX HHAYLHMPYIOT MATTEPH 3KCIPECCUU TOMEOOOKC-COJEpKallluX I'€HOB B
IKTOJIEpME CXOAHBIH C MATTEPHOM OHKCIPECCHH TOMEOOOKC-COAEpXKAIMX T€HOB B HEPBHOM
TpyOke (cnaiia 49). Takum 0o0pa3oMm, OJHU YaCTH Tejda MOTYT Ha HEKOTOPBIH MEepHO] pa3BUTHUS
OBITH OPraHU3aTOPOM Pa3BUTHS BCETO TENa, U, CIEAOBATENLHO, TCHHBIE CETH MX Pa3BUTHs OyayT
B HAIlIel TEPMUHOJIOTUH II100aTHLHBIMU T€HHBIMH CETSIMU Pa3BUTHUS OpraHU3Ma.

3. Hox-reHbl - LeHTpanbHble pPerynaTopbl FeHHbIX CeTeu UHTerpaTtopoB
MopdcoreHesa: ABe OCHOBHble ¢pyHKUMN Hox-reHoB

["'omeob0Kkc-coaeprkale reHbl KOAUPYIOT TPAaHCKPUIIIMOHHBIE (BakTopbl. OHH, KaK MpaBHIIO,
MUMEIOT BBICOKYIO CTETIEHb KaK CTPYKTYPHOH, Tak U (PyHKIIMOHAIBHON TOMOJIOTUN y OPTaHU3MOB,
NPUHAIIEKAIINX K OINpPEIeIEeHHOMY TaKCOHOMHYECKOMY KJacCy M OpraHM30BaHBI B KJlacTep.
Haubonee nomymnspuer uccrnenoBanust HOM/HoX-reHOB - Tpymibl TOMEOOOKC-COIepKAITIX
TCHOB, MPOJIYKTHI KOTOPBIX y4YacTBYIOT B MOP(HOQYHKIMOHATBHON Crenn(UKAIUU CETMEHTOB
tena. [IpydamHa 3TOTO B TOM, YTO, KaK MPaBUIIO, IOMEHBI aKTHBHOCTH Ompe/esieHHpIX HoX-TeHoB
B SMOpHOHE M, AaK€ MHOTAA, BPeMs aKTHUBALMU UX JKCIIPECCHH (HANPHMEp, Y MO3BOHOYHBIX)
KOppelIupyeT ¢ TOpPSAOKOM HX pachojokeHuss B kiactepe (cmaiigsl 52). Eme onun
HEMaJOBaXHBIN (akTop - 3To Hammuume Hox-kimactepa y BceX BBICHIMX IKHBOTHBIX
(MHTEpecyIOUMMCS HBOIONMOHHBIMU acriektamMu Hox-kiactepa HE0OXO0OUMO OOpaTHTBCS K
HOPUIIOKEHHIO 5).

BoNbIIMHCTBO TEHOB, JKCIPECCHI0 KOTOPBIX perynupyror Hox-0enku, SBIAIOTCA T€HaMH,
KOJMPYIOUIMMH KOMITOHEHTHI MyTeH Mepeiaun CUrHajla U TPAaHCKPUIIIMOHHBIE GakTopbl. Taxoke
U3BECTHO, YTO LEJeBbIe T'eHbl AeicTBUS HOX-0ENKOB 3KCIPECCHUPYIOTCS CTPOTO TKaHe- H
OpraHoCTIEIU(PUYHO - UX IKCIPECCHS KOHTPOJIHPYETCS KOMOMWHAIIMEH PETYJISTOPHBIX MOJICKYJI
(cooctBenHo Hox-0Oenkamu, TKaHecieUU(UYHBIME OenkaMu #  3(P(PEKTOPHBIMU  OeITKaMu
CUTHAJIBHBIX ITyTE€H) CBSA3BIBAIOMIMXCS C Pa3IMYHBIMH MOAYJISIMA HMX SHXAaHCEPOB. SIpkum
PUMEPOM STOTO MOXKET CITy’KUTh T€HHAsl CeTh CHeNU(UKAINN BUCIIEPATLHOW ME30JIEPMBI 7-TO
u 8-ro mapacermeHToB 3MOpuoHa Drosophila Hox-6enkamu Ubx u abd-A (cmaiin 53 - mpaBblid
PHCYHOK) W CTPOEHHE SHXaHCEpPOB I'eHOB wg U dpp. OOpaTHblE CBS3M 3TOH T€HHOW CETH
00€ecIeunBalOT yCTOMYMBOCTh CHUCTEMBl - MHHUMM3ALUIO CIyYalHBIX (QIIYKTyalii ypOBHS
9KCIPECCUH LIEJIEBBIX TEHOB BO BPEMs Pa3BUTHSL.

CrnenoBarenbHO, HEOOXOAMMO paszUyaTh KaKk MUHMUMYM 2 pasiauyHble ¢yHKuuu Hox-reHoB -
MOpGhO(QYHKIIMOHAIBHYIO  ClIEHU(HUKALUI0  LENbIX  CerMEHTOB Tella U JIOKAIbHYIO
T GepeHIIMPOBKY OTIENbHBIX KJIETOK, TKAHEH U OPraHOB BHYTPU CETMEHTa (MHTEPECYIOLUIMMCS
($yHKIMOHANBHBIME acriekTaMu Hox-reHoB HE0OX0quMO 00paTUThCs K HpUiIokeHuto 6). Poib
Hox-renoB B MopodyHKIMOHATHHON crieu(pUKAIS LENbIX CETMEHTOB Tela 00HApYKUBACTCS
B, PaIUKaIbHBIX, TOMEO3HCHBIX HM3MEHEHHMSIX MOP(OIOTHH CETMEHTOB INMPH MYTAalUsAX B ITHX
reHax (cmaiig 51, 53 - neBblil pUCYHOK). fIBlieHHE romMeo3Hca B JAaHHOM cllydyae 00YCIIOBJIEHO



pernipeccueit Hox-0enkamu aHTepUOpHBIX (IO MOJIOXKEHUIO B Kiactepe) Hox-reHoB skcnpeccun
MOCTEPUOPHBIX U MPOSBISETCS KaK MPeoOpa3oBaHUe aHTEPUOPHOTO CETMEHTA B TIOCTEPUOPHBIN.
Cnemudukanus Hox-reHaMu cerMeHTOB Teja SMHUTeHeTUYECKH HacieayemMa. BaxHenyo posib
B OIUICHETHYECKH HaCJEeAyeMbIX H3MEHEHHUSX OISITh TaK W WrpaloT cemeilcTBa OeaKoB
Polycomb, Polyhomeotic u Trithorax (BcmoMHHMTE ammapaT KJICTOYHOW mamsTh). benku stux
CEMEICTB, HAlOMHHAI0, OTBETCTBEHHBI 32 PEMOJCIUIMHT XpOMaTHHA B MOTOMKAX €IMHOXKJbI
cnenupUIMPOBaHHON KIETKH, HAlpUMep, 32 YCTAaHOBIICHUE METEN b MOJIOKUTEIBHBIX 00paTHBIX
cBs3el perymauuu dkcnpeccun Hox-renoB. CrenoBaTeNbHO, PEMOJCIUIMHT  XpOMaTHHA
MOJIIEP>KUBAET TIOCTOSTHHYIO Pa3HOKAYeCTBEHHOCTh KIIETOK Pa3HBIX YacTell Tena (CerMEeHTOB MU
TPyOn  CErMEHTOB) MHOTOKJIIETOYHOTO OpTraHM3Ma TMpU HACHTUYHOM Ha0ope TeHOB
conepskamniemMcs B HuxX. HanpoTus GyHKIMS ToKanbHOU U (HEepeHIIMPOBKU OTACTHHBIX KICTOK H
TKaHEHl BHYTPH CerMEHTa He TpeOyeT JIUTEIHHOTO TMOAJEpXKaHus IKcnpeccuu HoxX-reHoB B
Py KIETOYHBIX MMOKOJICHHW, M HE 3aBUCHT OT PEMOJICIUTMHTa XpoMaTtnHa. Hanpuwmep, B cioydae
00pa3zoBaHus CIIOHHBIX kese3 Drosophila Bckope mociie akTHBaIuK SKCIPECCUH 1IETIEBBIX TEHOB
OenkoM Scr aKcmpeccus reHa Scr B TKaHSAX CIIOHHOM jKese3bl yTpauuBaeTcs (ciaiia 53 - npasslii
PHUCYHOK).

Ectb nM oOWHOCTL B  CTPYKTYPHO-PYHKLMUOHANbHbIX
OCOOEHHOCTSAIX TreHHbIX CceTen pPa3sBUTUA XKUBOTHbLIX WU
pacTeHuun

CpaBHuBas pa3BUTHE ILUIOJI0OBOM MyIIKU U (cnaiin 54) — Arabidopsis thaliana MOXHO 3aMeTUTH,
YTO pa3BUTHE OpraHu3Ma Jpo30(Hibl M IBETKAa y apabHIoIcHuca HAYMHAETCS C ONpe/eeHHUs
ocell Tena (paxuanbHOM M agakcHalbHO-abaKCHANIbHOM y I[BETKa apalOuaorcuca M aHTEepHO-
MOCTEPUOPHOH UM JIOPCO-BEHTPAIBHOM y Apo3oduibl). 3areM HIET YCTAaHOBICHHE U
g epeHIpoBKa METaMepOB (OTIpeIeNieHIe U CTICIU(UKAIIS MyTOBOK I[BETKa apabuIorcuca,
U yCTaHOBICHHE W TU(EpEeHIIMPOBKAa CErMEHTOB Ipo3odmuisl). Hakonen, HacTymaer stam
¢dopMupoBaHus (YHKIMOHAIbHBIX OpraHOB (OpraHbl I[BETKa apabuaoIncuca U OpraHbl MMaro
JPO30(UITHI).

OZIHaKO LBETOK - ATO BCEro JIMIIb OJWH W3 OpPraHoB opranusma pacteHus! Jleno B ToM, 4TO
COCYIUCThIC pacTeHuss U BeicmiMe o kuBOTHBIC (Bilateria) pasmuuarorcss mno  TUmy
WHAUBUAYATbHOTO pa3BUTHs. MTepaTWBHBIA THUI pPa3BUTHS PACTEHHH XapaKTepH3yeTcs
OTHOCUTENIbHO TO3JIHEH ¥ OTHOCUTENIBbHO cNaboi yTpaToil KIETOYHOW TOTUIIOTEHTHOCTHU
(crtocoOHOCTH K BOCIIPOM3BECHUIO U3 OJHOM KJIETKH COMBI BCEr0 OPraHM3Ma) M LUKIMYECKUM
BOCIIPOM3BOJICTBOM OTJICIbHBIX OPraHOB B TEUCHHE >KM3HU. {1 KHUBOTHBIX XK€ XapaKTepeH
NPUHIUIHAIBEHO UHOH - JTMHEHHBIA TUI Pa3BUTHA, B X0/1€ KOTOPOTO IJIaH Tejla MPAKTUYECKH CO
BCEMHU €ro opraHamu (popmupyercs TOJBKO OJMH pa3 B XOJI¢ YETKOW JHMHEHWHOW BO BPEMEHU
CMEHBI ATaNoB pa3BUTHA. lIpy TakoM THIIE Pa3BUTHUU KIETKH PAHO TEPSIOT TOTHIIOTEHTHOCTb.
Taxum 00pa3om, TpoIecC Pa3BUTHS BBICIIUX XHBOTHBIX COMOCTAaBUM HE CTOJBKO C Pa3BUTHEM
BBICIINX PACTCHHUH B IEJIOM, CKOJIBKO C Pa3BUTHEM UX OT/EIBHBIX OPTaHOB.

ABC mopenb pas3Butus uBetka M Hox-reHbl u Tononorusa rpada reHHou
CeTU pa3BUTUA LBeTKa

HaubGonee riyboko wu3yueHa TeHHas ceTb pa3BuUTuUsl LBeTKa Arabidopsis thaliana
XapaKTepU3YIOMIasicsi, TaK € KaK M TEHHbIE CETH pPAa3BUTHA >KUBOTHBIX OJIOYHOCTBIO W
uepapxuyHocTeio  (cmaiin  55). @dopMupoBaHWE  OMpENEICHHBIX  OpPraHoB  I[BETKa
JNETEPMUHUPYETCS] KOHUEHTPUYECKUMH KpPyraMHu MaTTepHOB SKCIIPECCHH OMPEENIEHHBIX TPYIII
MADS-renoB B mepucteme mnBetka: A (cemeiictBo AP1-momoOHbeIX OenkoB), B (cemelicTBo



AP3/Pl-mogo6ubix OenkoB) u C (cemeiictBo AG-momoOHBIX 0OenkoB) (ciaitmbl  56-60).
HHuTepecHo, 4TO TOJNBKO JIMIIb Y ceMeHHBIX pacTeHuit rpynnsl MADS-renoB A, B u C orBeuaror
3a (opMHUpOBaHHE IBETKA (MHTEPECYIOIMMCS JBOJIIOIMOHHBIMU acnektamu MADS-renos
MOYKHO OOpaTUTHCS K MPUIIOKEHHUIO 7).

Pa3zBuTue 1BeTka ompenensiercsi CIOKHOW TI'€HHOM CeThbl0 KOHTPOJHMpYOIEed (opMmupoBaHue
MEpPUCTEMBI COLBETHs, 00Opa3oBaHNE Ha HEW MepHCTEeMBbl LIBETKA, TU(PPEPEeHIIMPOBKY 3a4aTKOB
OpraHoB ILBeTKa M MX crneuu¢ukanuioo B opranbl (cimaiin 61). Iloacerb A KoHTposupyer
BEreTaTMBHOE COCTOSIHUE MepUCTEeMbI modera. OCHOBHBIMM KOMIIOHEHTaMH 3TOM CETH SBJISIOTCA
rensl TFL1 n AP1, npu stom nponykt rena TFL nonasnsier aktuBHOCTh reHa AP1. AKTUBHOCTB
reHa AP1 neoOxoauma ans nHIykuu 1Betenus. [lostomy nonasnenue rena AP1 obGecrieunBaer
YCTOMYMBOE BETeTaTUBHOE COCTOsIHME MeprcTeMbl mobera. [Toncers B obGecnieunBaeT HHIYKITUIO
uBereHus. HTerpaTopoM BCEX CUTHAJIOB, MHAYLHPYIOIUX IBETEeHUE (YUIMHEHUEM CBETOBOTO
JHS, TeMIepaTypa, MUTAaTeJIbHbIE BEIIECTBA, TOPMOHBI U T.I.), sBisgercd reH LFY. OtoT ren
00pasyeTr KOHTYp MOJOKUTEIbHONU 00paTHOH cBsi3u ¢ TeHOM AP1, 3a cuet yero yposenb LFY u
AP1 Obictpo pacrer, nuarubupys aktuBHocTh reHa TFLI1, monaenstomero aktuBHocTh LFY u
AP1 B BereratuBHON Mepucreme. Takum obOpasom, reH TFL1 sBiseTcss TpUrrepoMm M MOXKET
HaXOJAWUThCS B JIByX YCTOHUMBBIX cocTossHMsX. Ilpu ero mnopaBineHuM oOecreduBaeTCs
HEoOpaTUMOCTh Iepexosia K LBeTeHHI0. B cBoro ouepenb, npoaykr reHa LFY 3amyckaer msreb
JpyTUX MOJCEeTeN, KOHTPOJIUPYIOIMX (OPMHUPOBaHUE OpraHoB IBeTka: C - yaleaucTukos, D -
JIETIECTKOB, E - ThIunHOK, F - muiogoaucTukos.

BbiBOAbI - OCHOBHbIE Uaen nekummn

['enHble ceTn HMOpHOreHe3a U OHTOr€He3a SBJSIOTCS TE€HHBIMH CETSIMU-MHTErpaTopamMu
MOpP(OreHeTUYECKUX TMPOLIECCOB U  XapaKTEpU3YIOTCS OJIOYHOCTBIO, HEPAPXUYHOCTHIO U
pPa3HECEHHOCThI0O BO BpPEMEHH U B IMPOCTPAHCTBE, 4YTO OOECIEYMBAET TIeTEPOreHU3AINIO
MIPOLIECCOB Pa3BUTHs U 00yclaBIMBaeT (GOPMUPOBAHUE MHOKECTBA MOP(OTUIIOB KaK KJIETOK U
TKaHEeW, TaK ¥ OPraHU3MOB Ha MPUHIMIHAILHO €IMHOIN MOJIEKYJISIPHOW OCHOBE.

BmecTo 3aKnYeHus. Ob6pawasch K 3aBonoumumn
MopdoreHesa.

Eme B 1974 romy, BuicoH u coaBTOpBI COHOPMYIHPOBAIH TPEACTABICHUE O PA3IUYHBIX
OpUYHHAX  MOP(OIOTHYECKON HBOJIONUU  MHOTOKJIETOYHBIX ~OPraHU3MOB -  SBOIIOLUHU
PETYJSTOPHBIX ¥ KOAMPYIOIIMX TIOCIEIOBATEIBHOCTEH TEHOMa, J[0Ka3aB BO3MOXKHOCTH
MOP(OJOTHUECKOM HSBOJIONHMK OOYCIOBJICHHOW HM3MEHEHHEM B HEKOJIUPYIOMIMX 00JIacTaX
reHoma. PaGoTtsl BumiicoHa u coaBTOpOB ObUIM OYEHb IPOCTHI M BIEYATISAIOIIM A TOTO
BPEMEHHU,  HampuMmep,  pa3iuuue  aMHHOKUCIOTHBIX  IOCJeNOBaTelIbHOCTEH  OEIKOB
THOPUIM3UPYIOUIMXCSL  BHUJOB  JIATYIIEK OKa3aJoch TOpa3 o  BhIIIE, YeM pa3nyue
AMHHOKHUCIIOTHBIX HOCJIEI0BATEIbHOCTEN 0eJKoB rUOPUIU3UPYIOLINXCS BUJIOB
miekonuraonmx. CerogHs yxe OOIIEW3BECTHO, YTO BHHOKO pa3iuyusl  TOMOJOTHM
HBOJIIOIIMOHHBIX  JIEPEBHEB IMOCTPOCHHBIX [0 pa3IMYHBIM Yy4yacTKaM TEHOMa SIBJISIETCS
HECOBIIQ/ICHUE CKOPOCTEH »HBOJIONUHM pPA3IMYHBIX YacTeil reHoma. llpoBeneHHBIE CcOBceM
HE/aBHO  WCCIEJOBAaHMS €  TOMOIIBI0  MHUKPOAPPIN-TEXHOIOTUH  HMCCIEOBAHUS  T10
BaprabeTbHOCTH MAaTTEPHOB SKCIIPECCUH TEHOB y Tpymiibl BUA0B Drosophila melanogaster npsimo
CBHUJICTEJILCTBYIOT O TOM, YTO IO OOJBIIeH Mepe BHIOBBIE Pa3indusi 00YyCIOBICHBI WMEHHO
pPa3IMYMAMHA B PETYJSIIAM DKCIPECCHH TEeHOB. [IpuueM 5TH ke JaHHBIE MOITBEPKIAIOT
3HAUUTENbHOE  MpeoliajaHue  peXKuMa  HEUTpaabHOW  SBOMIOLMU  PEryJISATOPHBIX
1I0CJIeI0BATENbHOCTEN 00yCIaBIMBAIOLIMX JKCIIPECCUIO MPOCTHIX (PEPMEHTOB IO CPABHEHUIO C



TPAHCKPHUIIIMOHHBIMH (PaKTOPaMU U MIEPEHOCYNKAMH CUTHAJIOB (BCEX MHTEPECYIOUIMXCS IPOCHM
K mpwioxeHnuto 8). CrnemoBaTenbHO, IBOMIONUS MopdoreHesa, Mo-BHANMOMY, OazupyeTcss Ha
TCTCPOTrCHU3aUMN ITPOLECCOB PA3BUTHUA - TCHTCPOTONH3AUN W T'CTCPOXPOHU3AIIMU MATTCPHOB
skcnpeccnr. Kak 310 oTpakaercs Ha rpadax TeHHBIX ceTeil pa3BUTHA? XOTsS ATO yKE COBCEM
Jpyrasi UCTOpUS - Ha Oy Y110 JEKIHIO.

Crnacu6o0 3a BHUMaHHE.

MNMpunoxeHus

[Mpunoxenne 1 — cratest “TeHermueckne MexXaHU3MBl KOAMPOBAHUS OMOJIIOTHYECKOM
CJIO’)KHOCTH .

[Tpunoxxenue 2 — cratba “I'eHeTHUECKHE MEXaHU3MbI MOP(OJIOTHYECKOM 3BOTIOLUN .
[Tpunoxxenne 3 — wunHdopmauusi mnpexacraBieHHas Ha caiite FlyMove B pasnmene “Axis
specification and gradients” <http://flymove.uni-

muenster.de/Processes/AxisSpec/AxisSpecpage.html?http& & &flymove.uni-
muenster.de/Processes/AxisSpec/AxisSpecTxt.html>

[Tpunosxxenue 4 — cratba “The evolution of signalling pathways in animal development”
[Tpunoxxenue 5 — crateu “Evolution: Hox genes and the cellared wine principle”, “Hox clusters
and bilaterian phylogeny”

[Tpunoxenne 6 — craths “Beyond homeosis - Hox function in morphogenesis and
organogenesis”

[Tpunoxxenue 7 — craths “A short history of Mads-box genes in plants”.

[Mpunoxenne 8 — crarbs “Evolution of gene expression in the Drosophila melanogaster
subgroup”




