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H avamroéiaxn frodoyia tns
D. melanogaster

2.1. Eicaywyn.

2TIG apXEQ TOU €lKooToU awwva o Tomas Hunt Morgan (Eké-
va 2.1), TIPOKEEVOU VA PEAETACEL TN «XPWUOCWUIKN Bewpia TG
KAnpovoulkotTnTag»* enéAe€e tn D. melanogaster ylaTi CUYKEVTPWVE
WG TEPAUATOCWO [ila oslpd arnd onUAvTIKA MAEoVEKTHUATA. H KaA-
ALEPYELA TNG €XEL EAAXIOTO KOOTOG Kal dlatnpeital oAU eUKOAA OTO
epyaotnplo. ErmmnAéoyv, o KUKA0G Cwrg TNG Slapkel HOALG 9 — 10 pépeg
oToug 25 °C, apnivel peyalo aploud arnoyoévwy Kal €XEL JOVO TECOE-
pa Xxpwuoowuata. Na toug naparavw AOyoug n 6pocdPIAA aToTe-
Aei €0 kal évav alwva 1o ayarnnuévo Tepauatolwo TwV YEVETL-
OTWYV, YEYOVOG TTOU 00ynoe OTAdIAKA OTNV avarTtuén Wag Heyaing
TIOIKIAIQG TEXVIKOV YA TN HEAETN TNG.

Q¢ nelpauaTikd UAIKO Yia EUBPUOAOYIKEG HEAETEG 1 OPOCO-
@I\ TIapouctalel eriong KArola MAEOVEKTAUATA. Ta wapld g eival
apkeTd peyaia (0,15 mm X 0,5 mm) kal Ta €uBpua avartuocoovTal
€Ew amnd to owpa tou {wou, oTolxeia rmou SIEUKOAUVOUV OPLOPEVOUG
TIEPAPATIKOUG XELPLOPOUG. MapdAa auTd ol EUBPUOAOYIKEG UEAETEG
0Tn SpocOPIAa arodeixBnkav apkeTd OUOKOAEG KUpiwg AGYw TOU LOL-
aiTepou TPOTIOU [E TOV OO0 avarnTtuooeTal KATA TA TIPWTA EUPPUIKA
oTadla. 2N 3pocOPIAA (OTIWG AAAWOTE KAl OTA TIEPLOCOTEPA EVTOUA)
Ol TIPWTEG TIUPNVIKEG SlALPETELG TIOU AKOAOUBOUV Tn YovidoTioinon
Oev ouvodelovTal armd 1o OXNUATIONO aveEdptnTwy Kuttapwyv. Ot
TIUPNVEQG TIOU TIPOKUTITOUV HolpdlovTal TO Koo KUTTApOmAaoua Tou
wapiou oxnuatiovrag £€va ouykuTio. Katd Ta nmpwta Aourdv otddla
™G avanTtuEng Tou, To €UBPUO eival JOVOKUTTAPO Kal TIOAUTIUPNVO
(Eikova 2.2). To yeyovog auto Kablotad aduvatn tTnv mpayuatornoin-
on Hag oelpdg mpooeyyioewy, TIoU OTa TAQICa NG TELPAPATLIKAG
euBpuoAoyiag akoAoubnBnkav oce AAAOUG OpYAVIOUOUG KATA TO
TIPWTO ULOG TOU EIKOOTOU Al®va. 2Ta auPifla m.X. TTOAAA onuavTika
nepapata Baciovrav otn HETAUOOXEUOT CUYKEKPIUEVWV KUTTAPWV
eVOQ ePPpUOU OTN 0 KABOPLIOUEVER TIEPLOXES EVOQG EURPUOU SEKTN.
Ertiong, xdpn otn ofuavon CUYKEKPLEVWV KUTTAPWYV UE CWTIKEG XPW-
OTIKEG (vital dyes) KATAOKEUAOTNKAV Ol TIPWTOL XAPTEG TIETIPWUEVOU
(fate maps). Avaioya rmelpduata eival aduvato va MPayUATOoTIom-

*To 1883 mpwtog 0 W. Roux daTunwoe tnv aroyn, nwg oL vnuatoeldeiq doueG mou
epLExovTal oToV Nupnva (kat ot oroieq To 1888 ovopdotnkav Xpwpoomuata ard tov
W. Waldeyer) cuvioToUV TIG SOUIKEG HOVADEG TNG KANPOVOUIKOTNTAG, HECW TWV Omoi-
WV peTaPEpovTal ard YeVIA Oe YEVIA TA KANPOVOUIKA XAPAKTINPEOTIKA. H urnéBeon
autr Tou Roux amoTéAece Tnv MPWTN dATUMWON TNG «XPWHOOWUIKNAG Bewpiag g
KANPOVOUIKOTNTAG» N oTtoia uloBeThBNKe Kal eEeAixBnke apxika and tov A. Weismann
kal otn ouvéxela and tov W. S. Sutton. H xpwpoowpikr Bewpia TNG KANPOVOULIKOTN-
Tag anodeixbnke oTn dlapkela NG SeUTEPNG SEKAETIAG TOU EIKOOTOU alwva Xapn ota
nepauata nou diegnyayav o T. H. Morgan kat ot cuvepydteg tou A. H. Sturtevant, C.
Bridges kat H. Muller oto naveruotuto Columbia. ZuvapnacTikéG MANPOPOPIE] yia TNV
LoTOopia TNG YEVETIKNAG uropeite va Bpeite oto BIBAio «A history of Genetics» Tou A. H.
Sturtevant (1965) otn dieuBuvon http://www.esp.org/books.

4 . ' § el
Exova 2.1: dotoygapia tov T. H. Morgan
OVAUEOO 08 OUVEQYATES TOV. ATO (LOLOTEQN
mtQog ta OeELd: C. Bridges, P. Reed (ouCuyog
tov A. H. Sturtevant), T. H. Morgan, A. H.
Sturtevant o E. M. Wallace (¢uhoteyvovoe
o OYEOLOL TTOV CUVOIEVOV TLS ONUOOLEVOELS
TOV €QYAOTNOIOV ROL (PQOVTLLE TIG OLOOTOV-
QMOELG).

Ewova 2.2: Neago €upouo dQoodpLhag 0To
omoilo evtomiCovral ou muEnveg e ™ Porn-
Oelar evog @BOQICOVTOS OVTLOMUATOS TTOV
ovVayVoQILEL TG LOTOVES. ZTN PAoN 0VTH TO
¢upovo dev amoteheitor ammd aveEGQTNTO
®OTTAO. OL TTVENVES WOLQATOVTOL £VOL KOLVO
KVUTTUQOTAAOUO UE OTTOTELEOUOL TO OYNUALTL-
oud evog ouyrutiov (Fogarty et al 1994).
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Ewova 2.3: Zynuotixn oTetxovion Tov
wOrhov Tomg g D. melanogaster. OL TQELG
PWTOYQUUPiES 0QLOTEQA asteLxoVICovv (Ao
AV TTQOS TO, KATMW): WAQLO TTQLV AT TN
YOVLUOTTOINOT, TTQOVUUGN KoL VOUEN. ZTO
wdoLo emionuoiveTal m B¢on ™S UXQOTTV-
g, m omolo elval évo. WwxQO GVOLYWO. 0TO
®EAVPOS TOV QYO UECM TOV OTTOLOV ELOEQ-
YETOL TO OTEQUA XOTA TN YOVLULOTTOINON.

Bouv 010 veapod EURPUO TNG OPOCOPIAAG. XPEIAoTNKE Aolrdv va ¢pTa-
ooupe otnv enoxn ™S Moplakng BloAoyiag, ol TeEXVIKEG TNG oroiag
ETUTPETIOUV TOV XELPLOUO TWV YOoVIdiwv Kat Tou RNA Twv opyaviouay,
TIPDOKEIUEVOU Ol OUCOWPEUUEVEG YVWOELG TIAVW OTN YEVETIKN NG
OpoooOPIAQG, va alomoinbouyv mpog TNV KAateubuvaon TNng Katavonong
TWV UNXavIoU®V TIoU pubuidouv Tnv avartugn mng.

2.2. O kUKAog zwng tng D. melanogaster.

O kUkAog Cwng ™ng D. melanogaster (Ewkéva 2.3), érwg ava-
PEpaue kal mapandvw, oAokAnpwvetal otoug 25 °C oe HOAKG 9 €wg
10 uépeg . MeTd N yovigorioinon o SIMAoELdNG upnvag Tou uyw-
ToU apxiCel va dlalpeital he arnoTEAECUA TO OXNUATIONO £VOG CUYKU-
Tiou. 21N ouvéxela oL TIUprveG MePLKAEiovTal arod YePBPAveg WOTE va
OoXNMaTIoToUV KUTTAPA Kal apuEéocws PeTa akoAoubei n yaotpdiwon. H
METAUEPIKA OPYAVWOT) TOU gUPPUOU YiveTal opaTr PETA Tn YAoTpL-
olwon (BAeme EvBeto 2.1 kat 21dd10 13 otnVv Elkova 2.3). Méoa oe
nepinou 24 wpeg (otouq 25 °C) oOAOKANPMVETAL N EUPRPULKA AVATTTUEN
ME TNV eKKOAaYN NG mpovuueng mpwTtou otadiou (first instar larva).
KaBwg n mpovuuen avarttucoetal Ba xpelaotel dUO POopPEG va aro-
BaAel To XITlv(deg TiEPIBANUA TNG (cuticle) pe Tn dladikacia Tng £kdu-
ong. Metd tnv nMpwtn £€kduon ovoudaleTal MPOVUUEPN deUTEPOU OTA-
Olou evw petd tnv deUtepn €kduomn ovoudleTal TIPovUUEn TpiTou
oTadiou. H povupen Tpitou oTadiou KArmola OTLyur) aklvnTomnoleital
Kal eKKpivel éva 1Blaitepa avBeKTIKO XITIVMOEG TIEPIBANMA, TO pupa-
rium, yeEyovog mou onuatodoTel Tn WETATPOTI TNG o€ VUU®N (pupa).
2 @Aaon NG vuuepng Ba cuvteAeoBei To PpaAVOUEVO NG LETAUOP-
owong. Katd t petaudéppwon, ard Inv Tpovuuegn Ing oroiag n
Hop®pn Bupuilel TIEPLOCOTEPO OKWANKA, OXNUATICETAL TO WPLULO EVTOUO.
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EvOeto 2.1: Metauegionos.

Me tov 6Q0 meramegopdg (metamerism M
segmentation) oVOQEQOUOOTE OTO PALVOUEVO TNG OLOLi-
QEONG TOV OMUOTOS EVOS CHOV, ®OTA WHOS TOV €U-
60OV — omioBLoV GEOVa, 0 ETUVAAOUPAVOUEVES
UoVAadeg TOV OvOoudlovtal pmetapen (metamers N
segments). MEeTAUEQLXY OQYAVWON TTAQOVOLALEL TO
OOU TV LOOV TTOV AVAROVV OTA QUAL TV AVVEAL-
diov TV AgBEoTodmV KoL TV X00dwTmYV.

210 Avvelidwo (Annelida amd 10 Aotivivd
anellus wov onuaiver SORTVAOC) VITAYOVTOL UETAED
AV ouddmV CHmV ®aL oL Yewormwinxes. Evo Turt-
nO0 AVVELIOLO, e EEOLOEON TNV %EPAAY KO TO OTTL0OLO
G%QO TTOV EUQPAVICOUV YOQOXTNOLOTLXY UOQQOAOYIQL,
OITOTEAELTAL OTTO  ETTOVOAOUPAVOUEVO UETOUEQY) T
0moio LOLALOVV TTOAD UETAED TOVS. AUTOU TOV TUTOV
N UETOUEQLXT) O0QYAVWON OVOUAZETOL opmmvoun
(homonomous segmentation).

STV TEQLITTOoN TV 0RBQOTOOWV T, UETOLUE-
oN WToQel Vo eoviCouv aXeETES dLAPOQES UETAED
TOVG. AUTOV TOU TUITOV M UETAUEQLXT) OQYAVOT) OVO-
udetar ere@ovoun (heteronomous segmentation). To
UETOUEQT TWV 0QOQOTOOWV (OTTOVIOTEQD KOL TWV
AvVeLDIWV) euaviCovv TV TEON VO OUVIRXHOVIOL
UETAEY TOVC OYNUOTICOVTAS €TOL OLOKQLTES OUGOES
uetaueQwv. To @oLvouevo ovtd OVOUGLETOL TRYRmeN
(tagmosis 1 tagmatization) evd oL dLAPOES OUAOES
UETAUEQMV OVOUALOVTAL Taypate, (tagmata / evixog
tagma). Elduxd otV ondda Tmv eVIOUwy 0TNV ool
avnurer xal m D. melanogaster asroviovv Toia TyuoTo
(Ewova A): to »egar (head), o 0dgaxag (thorax) xau
N %owhd (abdomen). ZTNV TEQITTWON TOV KEPAALOV
TOV OOLUWY ATOUMV TO. UETOUEQT OCUVINXOVTOL TTAY-
QWG UETOEV TOovs. ETOL, M petaueQun oQydvmon Tov
HEPOALOV OV ElVaL 00ATY, XAOMDS £xEL TN UOQPN WLOG
evioiag ror ovwtayovg douns. H uetoueguun Oumg
0QYAVMON QOLVETOL OTNV TTEQLOXY TOV BQaxo eV
elvol LOLOLTEQA EUPOVIS OTNV TTEQLOYN TNG HOLALAG.
210 €UBOVO TNG OQOOOPLANS N UETAUEQLXT] TOV OQY(-
VO YEVETOL 0Q0TH TTEQITTOV 10 hQES UETA TN YOVLUO-
woinon (Ewodva B).

TO QOLVOVEVO TOV UETOUEQLOUOV EUPAVICETOL
1oL 0T X0QOWTA. ZT0 0TTOVOVAOL MO, (TOL OTTOLOL OITO-
TEAOUV TN UEYOAVTEQN VITOOUADD, TV XOQOWTMV) 1
OTTOVOUALXY) OTHAN OUTOTEAELTOL OTTO OUOLES ETTAVAAOUL-
Pavoueveg povadeg, Tovg omovovilovg. Emiong dudgpo-
QOL WIEG TOV OMOUOTOS, OIS T.X. AVTOL TOV OVVOEOD-
VIOL OTY OTTOVOUALXT OTHAY, TTOQOVCLALOVY UETAUEQL-
%N 0QYAVWON.

ATO €EEMXTIUNG QTTOPEMS N O0QYAVION TOV
OMUOTOS O€ UETAUEQY EWPOVITEL UL GELQOL ONUOLVTLXWV
mheovextudtwv. H VmoEn MydteQo 1 mteoLoodteQo
OUOLMWV AELTOVQYXMV UOVAIWV TTOV ETAVIAAUBEVO-
vio, Bonfd oty emBiwon Tov Twov oe TEQiTTOWON
TOAVUOTLOUOV. KaBmg ot emorvalopufavoueves Hovaoeg

TOV OMUATOS OEV ETLTEAOVV UOVOOLKES AELTOVQYIES M
nafepd, av . wdmola amd avtés vootel PAGPN, To
Lwo etval duvato va emPBLnoel. Emiong 1o oouo Tov
Cwov omortd LLoiTeQN €VALYLOLA YEYOVOS TO OO0
WITOQEL VO OLEVKOAVVEL OQLOUEVES AELTOVQYIES HOL OQOL-
OTNOLOTNTES TOV OTTWG TT.Y. TO Cevydomwua (Ewmdva T).

®

T1 T2 A2 A3 A4 AS

Amnioserosa

A8
T1/T2 T3 A1A2A3A4 A5 A6 A7

C2
C1
C3
\[\/ Ocpakag

Zropatikd
e§apripara

Koiid

A: H petaueQury} oQyavmon Tou OMUOTOS VOGS EVAALLOU
OTOUOV OQOCOPLANS ELVAL PAVEQN KVQLWS OTNV TTEQLOYY TNS
HOLMAC KO OEVTEQEVOVTOS OTNV TTEQLOYN TOV Bwoana. Emi-
onuaivovron to Tela Bweonird (T1-3) ®oB®S %L TO. OYTO
HOLALOXG (A1-8) uetoueQn.

B: Eufouo 000co@LAag meQimov 10 miv. Ao T, UETOUEQN
T1-3 ®ou A1-8 Ba TEOXPYOUV 0 BHEOXAS KOL N KOLALG OVTi-
otoLyo. Ao To uetopen C1-3 6o TQORMPOVV TO GTOUATLXA
€E0QTNUOTOL TTOV QITOTEAOVV TUNUO. TNG KEQPAANS. To ueyahv-
TEQO OUMS TUNUOL TNG HEPAANG OOl TTQORMPEL ALTTO TNV TTEQLO-
¥ TOV euBQUOV TTOV OeV €xEL 0QATA UETAUEQLXT] OQYAVMOT).
H meuoy Tov eufieiiou mou €xel 0QUTd UETAUEQLXT) OQYd-
vwon (C1-3, T1-3 xor A1-8) ovoudietar practien Zovn. H
amnioserosa eivol pio eEmeuouinny Leppoavn.

I': H gvlvywoio ov yaon otn UETOUEQUXY TNG 0QYAvmon
KOQAXTNOICEL TNV HOLALOXY] TTEQLOYN TNG OQOOOPLAAS OLEVXO-
MOveL onuovtind To CevydQmua.
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2.3 H woyéveon otn D. melanogaster.

Me Ttov 0po woyéveon avapepopaote otn dadlkacia oxn-
paTIopoU Tou wapiou / auyou (ovum — TIANG. ova / egg cell) ard éva
TIPOOPOUO OMAOELDEG KUTTAPO TIOU OVOUAZETAL WOKUTTAPO (0ocyte).
H woyéveon meplhappavel 6x1 HOVO TO OXNMATIONO TOU YOVIOLWUA-
TOG ToU wapiou e Tn dladlkacia Tng Peiwong, aAAG kat Tig dladika-
oleg oxnuatlopou Tou xopiou (chorion), TNG AeKIOIKAG HEMBpAvNG
(vitelline membrane) kat Tng AekiBou (yolk). To xbéplo eival to Tpo-
OTATEUTIKO KEAUPOG TOU auyouU Tng 0pocopIAag. H AekiBikr pepBpa-
vn BplokeTal KATw and To XOPLO KAl OE KAMola arnodoTtacn arno tnv
KUTTAPIKA peuBpdvn tou wapiou. To dldotnua peta&u AeKIBIKNG Kal
KUTTOPLKAG peUBpavng ovoudleTal meplAeKIBIKOG Xwpog (perivitelline
space). 3Tov TEPIAEKIBIKO XWPO METAPEPETAL N AEKIBOG n oroia
ouvTiBeTal and cwUATIKA KUTTAPA, TIPOKELIEVOU va IPOCANPBEL anéd
TO WOKUTTAPO. H AEKIBOG evaroTiBeTal OTNV KEVTPLKY TIEPLOXT] TOU
WOKUTTAPOU KAl XPNOLUOoTIOLE(TAL KATA TNV EUBPUOYEVEDT WG TNV
EVEPYELQG.

Ot wobnkeg TG SpocOPINaG arotelouvtal anod 16 - 20 ave-
EAPTNTEG AELTOUPYLKEG LOVADEG OL oTI0lEG ovopdalovTal ovarioles (van
Eeden and St Johnston 1999, Riechmann and Ephrussi 2001). 2to
EUMPOCBIO0 AKPOo KABe ovariole amavta pia dlapoporiomuévn doun
KWVIKOU OXNMATog, TO germarium. 310 germarium edpdlovtal 2 - 3
Germ — line Stem Cells (GSC). Ta GSC €xouv Tnv BOTNTA va olat-
pouvTal ACUUUETPA, TIAPAYOVTAG dUO BuyaTplkd KUTTAPA K TWV OTIOi-
WV TO éva ouveyiCel va Aettoupyei wg GSC evaw 10 AAAO ovoudleTal
KuoToBAaoTng (cystoblast). O kuoToBAGOTNG MpaypaTOTOLEL 4 UTWTL-
KEQ dlapéoelg ue ateAn Kutokivnon (incomplete cytokinesis). KaBwg n
KUTOkKivnon &ev ohokAnpwvetal, Ta 16 kUTTapa 1ou oxnuartifovral
and TIG 4 UTWOoELG TIAPAPEVOUV OUVOEDEUEVA UE KUTTAPOTIAAOUATIKEG
YEQUPEG oL oroieg ovopadovtal dakTuAloeldn kavdAia (ring canals -
Ewova 2.4A). ETol mipokUTTel €va CUUTAEYMA 16 KUTTAPWV TIOU CUV-
ocovTal HeTa&u Toug. To CUPMAEYUA aUTO avapEPETAL WG KUOTN EVD
Ta KUTTOPA artd Ta oroia aroTeAeital ovoualovtal KUGTOKUTTapa.

Onwg gaivetat otnv Ewkéva 2.4A, and ta 16 KuotokUTTOPA
MOVO Ta OUO pEpouv TEooepa SAKTUALOEWON KavaAla. To éva aro
auTa (Ue PnxXaviopoug otoug ortoioug dev Ba avagpepBoupe) Ba ert-
Aeyel yla va yivel wokUuttapo, dnAadr To MPOdPoo KUTTAPO arnod To
oroio Ba mpokuYeL To waplo. Ta urdAotra 15 kuotokUTTapa Ba aro-
TeAEoOUV Ta Aeydueva BondnTika koTTapa (nurse cells). MapaAAnAa
ME TNV ETILAOYT] TOU WOKUTTAPOU OPLOUEVA OWHATIKA KUTTAPA MavVa-
dleuBeTouvTtal WOTE va OXNUATIOOUV €va PUOVOOTIRO €TORAL0 YUpW
arod TNV KUoTN. Ta CWPATIKA autd KUTTapa ovouadovtal woBuAakika
kOtTapa (follicle cells) kat padi pe Ta KUTTAPA TNG KUCTNG OXNUATI-
Couv ua eviaia doun mou ovopdaldetal BdAapog Tou wapiou (egg
chamber). 210 e0WTEPIKO TOU VEOOXNUATIONEVOU BaAdpou Ta 16 KUT-
Tapa NG KUOTNG PETAKLVOUVTAL TO €va OE OXEON Ue TO AAAO, Kata
TETOLO TPOTIO WOTE TO WOKUTTAPO Va Bpebei oto ormioblo dkpo (Ewo-
va 2.4B,IN). Aiyo petd 10 OXnUATIONO TOu, O BAAQUOG TOU wapiou
eyKataAeirel To germarium Byaivovtag anod To eUrpocdlo Akpo Tou
Kal apyifel va Kiveital katd Pnkog Tou ovariole.
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2TO germarium dnuloupyouvTal CUVEX®GS VEOL BaAapol wapiou
TIOU WPLLACOUV KaBMG PETAKLVOUVTAL TIPOG TO OTTioBLO TURUA Tou ova-
riole TIOU KATAATNYEL OTOV WAYWYO, OTOV OTOI0 Kal TIPOKELTAL va EAEU-
Bepwbouv Ta wpa wapla. Katd unkog Aourmov Tou ovariole cuvavtaue
oladoxkoug BaAduoug wapinv, kaBévag anod Toug ornoioug BpiokeTal
oe OlaPopETIKN paon avartuéng. Kabwg o BaAauog Tou wapiou wpl-
Malel oTnv Topeia NG HETAKIVNONG Tou ard To eUMNPO0BLo TPoG TO
ortioBlo Tufua Tou ovariole, n HopPoAoyia Tou upioTatal BEAUATIKES
alAayeg (Ewkova 2.4B,A). ApXikG TO wOKUTTAPO £XEL TO OLo TIepirou
HEYEBOG e Ta BonBNnTkA KUTTAPA. 2TASIAKA OUWG, KAl KABwg auga-
VETAL TO PEYEBOG OAOKANPOU TOU BAAdUOU TOU wapiou, TO WOKUTTAPO
apxifel va peyevluvetal €1g BAPOG TWV BoNBNTIKOV KUTTAPWV.
To6oo Ta BondbNTIKA OO0 KAl TA WOBUAAKIKA KUTTAPA TPOPOdO-
TOUV e AEKIBO TO WOKUTTAPO. Ta woBUAAKIKA KUTTAPA ETUMAEOV EK-
Kpivouv TIg oucieg Tou anattouvTal yla T0 OXNUATIoNd Tou Xopiou Kat
™G AeKIBIKAG pepPBpavng. Ouwg 0 POAOG TwVv BondBnTiKwV Kal Twv
WOBUAGKIKWV KUTTAPWYV OeV TEPLOPICETAL OTA TIAPATIAVW. ZUUUETEXOUV
eriong o puBuIon Tou avarttu€lakou TIPOYPAUUATOSG TOU UEAAOVTI-
KOU euPpuou (Van Buskirk and Schiipbach 1999). Ta BonBnTika KUTTO-

Lo Reas i

Posterior

Ewova 2.4: A. ZyMUOTXn 1oL AITAOVOTEVUE-
VI AVOTTOQAOTOOT TNG OLOOLKOOLOG [LE TNV O-
mola amd TOV ®VOTOPAAOTN TEOXVITTOVV 16
wuotorVTTopa. B. Eva ovariole amoteleitol
artd To germarium %ot OLodoyHoVS BONG-
UOVg waRtwv ®obévag amrd Tovg omoiovg Boi-
OXETOL O€ OLOPOQETLXY (Pdom ovaTTVENS. Ta
©OTTOQO. TTOV  ETMLONUOLIVOVTOL OTOVG VO
TeENEVTALOVS BOAAUOVS Le ROUULVO, €lval
WoOVAORLKA TTOV EYROTOAELTOVY TO OTTioOLO
10 TOV BOAGUOV KOl UETAVAOTEVOUV OLOUE-
ooV TWV fonONTimv AHUTTEQWYV (OTE VO
¢obovv oe emon ue TV oot TeQLoyY| TOU
waQiov. T. Movtého Tov aodider oxnuoTL-
%0 TIg BE0€ELS 0TO XMQEO TV 15 fonOnTirmy
HUTTAQWV KOL TOU (WOXVTTAQOV, OTN (QAoN
OV eTTOVAOLEVOETOVVTOL (DOTE VO TOTTODETN-
Bel TO WOXVTTAQO 0TO OTTLOOLO GXQO TOV VEO-
OYNUOTLOUEVOV BOAGUOV TOV WaQiov. A. Dw-
ToYQUUpia VoG ovariole. H 0x0vQa withé yom-
01 0TOVG TTVQNVES TMV FONONTLRDV XUTTEQWY
0QLOUEVIYV BoAaumv waQiov, ogelleTol oTNV
TALQOVOLA EVOS OLaYOVLOLOU TO OTTOLO (PEQEL
10 lacZ (Schonbaum et al 2000).
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Ewodva 2.5: A. Neooynuatiouévog 0dAapnog
WoQlov 0TO €0MTEQXO TOV OTolov T 16
©OTTAQO TNG ®VOTNG €xOoVV OLevBeTNOel noTd
TETOLO TQOTTO HOTE TO WOXVTTOQO VO. fOlone-
TOL 01O 0oL GMQO. ZTO 0TAdLO AVTO TO
WOXVTTAQO €xYeL TO (010 Uéyebog ue To fon-
OnTnd notTaa. B. Ztnv mogeio tng woyéve-
ong 1o uéyebog Tov Bahduov ueyohamver. To
WOXVTTAQO AVEAVEL 0t UEYeBog He Lo yen-
Y0QO QUOUS aTtd TO. WOHBVAUKLKE KUTTOQO.
Etot, eve aQyurd €xel 1o 010 uéyebog ne ta
woOvhaxixd ®VTTOQM, OTNV TOQELD. NG
WoYEveons Yivetol oM UeyohUTEQO aITo
avtd. I'. TIgog 1o Té€h0g NG woyéveang ta
BonOnTind ®OTTOQM UETAPEQOVV TO OVVOLO
TOV KVUTTOQOTTAGOUATOC TOVUG 0TO WOXVTTO-
00 %ol exuALLovTat. TTadAnha exquAilo-
VTOL %Ol T woBVAaxxd xiTTaa. To moLuo
WAQLO EAEVDEQMVETOL OTOV WAYWYO UECW
TOV OTTOLOV RATAANYEL OTN UNTQOL.

PA TPOPOSOTOUV TO WOKUTTAPO HECW TWV SAKTUALOEIOWY KAVOALWY, UE
Ha oelpd RNA popiwv Kal TpwTeivv TIou 0Tn CUVEXELD Ba aroTeAE-
OOUV KABOPLOTIKOUG PUBULIOTEG TNG avarttuéng Tou epppuou. e 0,1l
agpopd Ta WOBUAGKIKG KUTTAPA, OplopEva ard autd mou PBpiokovral
OTO EUMPOOBLO kPO TOU BaAdpou Tou wapiou, HETAVAOTEUOUV OLaE-
00U TWV BondnTIK®WV KUTTAPWV KAl LETAPEPOVTAL OTO EUNPOOBLO AKPO
Tou woKuTTapou (Ewkova 2.4B). Etol, anod 1o PECO mepirnou TG woye-
VEONG KAl PETA, OAEG OL TTAEUPEG TOU WOKUTTAPOU (eUMpoobia, oriobia,
paxLaia kal KOWALOKN) Bpiokovtal o emagn pe woBUAaKIKA KUTTapa. Ta
WOBNAAKIKA KUTTAPA TIOU TIEPLBAAAOUV TO WOKUTTAPO AAANAETIOPOUV
padi Tou, cupBaAAOVTAG OTOV KABOPIOPO TWV TUNUATWY TOU EUBPUOU
Tou Ba TpokUPouv ard TG dLAPOPEG TIEPLOXEG TOU wapiou.

2T0 TEAOG TNG WOYEVEONG TA BoNBNTIKA KUTTAPA HETAPEPOUV
TO KUTTAPOTIAQONA TOUG OTO WOKUTTAPO Kal eKPUAiCovTal. MNapaAAnAa
eKQUACovTal Kal Ta woBUAAKIKA KUTTapa. 2tnv Ewkéva 2.5 cuvouide-
TatL n dladlkaoia TNG woyEveong kal rmapouctalovtal oplopeEva avTl-
TIPOCWTIEUTIKA OTASLA NG MopPEiag wpinavong Tou WOoKUTTAPOU.

To @po waplo eAeubepwveTtal oTov waywyod (oviduct) peéow
TOU Orioiou peTaPEpeTal O0Tn WATPA (uterus). 2tn uATPa eleubepwve-
TAL KAl TO OTIEPMA, TO OTT0{0 PETA TO (eUuydpwpa BpiokeTal arobnkeu-
MEVO o€ eldIKA 6pyava Tou BnAukoU aToOuou. 2 avTiBeon Aowov e
ToV AvBpWTIO OTNV TIEPITTTWON TOU OTIoIOU N Yoviportoinon AauBavel
XWpa OTOV waywyo, To wdplo TG 6pocdPIAAG YOVIUOTIOETAL OTN
unTea. Onwg cuppaivel ota neplocotepa (wa, £ToL Kal otn 6pocoOPL-
Aq, 6Tav eruteAeital n yoviporioinon To wdplo dev £Xel OAOKANPWOEL
™ deiwon. To waplo g dpocdPpIAag Eekiva Tn dladikacia Tng Heiw-
ong 6tav akoua Bpioketat oto germarium. Otav @BAcel 0N PeETAPA-
on NG TPWTNG MEIWTIKNAG Olaipeong, n Meiwon otaupatad (meiotic
arrest). Katd 1o peyaAlTtepo LEPOG TNG WOYEVEDONG N HELWTIKT OLadL-
Kaoia mapauevel oTapatnuevn oe autn In ¢aon. H ueiwon evepyo-
roteitat Eava étav To wapLo repvd and Tov waywyo. Aev gival capeg
o€ Tola akpBOS paon NG Heiwong BpiokeTal To wapto otav Aaupa-
VEL XWPA N YOVIUOTIoINon, urndpxouv OuwG eVOEIEEIG TIWG €XEL NNON
OAOKANPWOEL TNV MPWLTN PELWTIKA dwaipeon (Heifetz et al. 2001).

Anterior

. L . Chiaarion
Eag membrans

Vitalline coal

Ventral
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90 minutes
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2.4 H etpBpuoyéveon otn D. melanogaster.

H avamtuén tou euppuou TG SpocoOPIAag ard Tn YOVIIOTION-

non UEXPL TNV eKKOAQYN TNG TIPOVUUPNG TIPWTOU OTadiou SlapKei
oToug 25 °C niepimou 24 wpeg Kal xwpietal oe 17 oTddla.
Z1adia 1 — 4: AvtioTolxouv OTIG TaXUTATEG KAl OUYXPOvIouEveg 13
TIPWTEG UTWTIKEG SLALPEDELG, KATA TN SLAPKELD TWV OTIolWwV TO EUPRPUO
E€XEL TN Hop®pn ouykuTtiou. OL 256 MuprveG TIOU TIPOKUTTTOUV amnod TIg
pwTeG 8 dlapEELg amavIouv OTNV KEVIPIKA TIEPLOXT) TOU ePPpUoU
(Elkdva 2.6). Kata tn dlapkela Tng €vatng Hitwong repinou 5 rupnveg
METAKIVOUVTAL TIPOG TO OTtioBlo AKpo (Tov ortioBlo TIOA0) Tou eufpuou.
O1 rupr)veg auToi eival oL ipWTOoL TIou Ba TEPIKAELOTOUV amnd UeUPPa-
veq oxnuati¢ovtag katd tnv evoekatn dlaipeon ta Aeyoueva moAika
KOTTapa (pole cells). Ta moAwd kUTTapa eivat opatd otnv oricbla
TIEPLOXT) TOU eUPpUou cav UIKpA ekBAaoTthuata (Ewkéva 2.7) kat ard
auta Ba TPOKUYOUV Ol YAUETEG Tou eVNAIKOU aTtopou. Ot urtdAourol
TUprveq apxiouv va UETAKIVOUVTAL OTNV TIEPIPEPELA TOU EUBpUOU
Katd Tn SldpKela TnG OEKATNG MITWOoNG Kal epkAeiovTal and KUTTapL-
KEQ HeUBPAveG KaTA Tn SLapkela TNG OEKATNG TETAPTNG MITWOoNG. 2T0
olhotnua peta&u dEKaTNg kat 0ekaTng TPitng daipeong, 6Tav oL TuphH-
VEG €XOUV UETAKIVNOEL OTNV TEPLPEPEL TOU EUPRPUOU XWPIG OUwWS va
£XOUV OKOUA OXNUATIOTEL KUTTApa (Ue e€aipeon Ta TIOAKA KUTTAPQ),
TO £UBPUO ovouAadeTal CUYKUTIOKO BAacTodeppa (syncytial blastoderm).
Mapa 10 Yeyovog OTL OTN pACT TOU CUYKUTIOKOU BAACTOSEPUATOG OEV
£XOUV OXNMATIOTEL KUTTAPA, TO KOLWVO KUTTAPOTIAACUA UECA OTO OToio
dlalpouvTal oL TUPAVEG deV €ival OUOLOUOPPO. TNV TIEPLPEPELA TWV
TIUPAVWYV OPYAVAOVOVTAL HIA OELPA UKPOOWANVIOKWY Kal JUKEOLVISIiwV.
Ta KUTTAPOOKEAETIKA auTd oTolXeia oploBeTouv YUpw and Kabe mupn-
va pia vnoida kuttaporAdoparog (Eikova 2.8). KéBe teTola KutTapo-
TMAQOUATIKY vnoida padi Je Tov nuprva oTov oToio avTloTolxXEl, ovo-
pacetal evepyida (energid). MNpemel va onuewwbel nwg ta yovida Tou
eUPpUOU TNG SPOCOPIAAG dev PETAYPAPOVTAL OTA TIPMIUA AUTA OTA-
Ola TNG avartu&ng tou. H petaypa®r) 0Toug eUPpUIKoUG TUPTIVEG EEKI-
Vva TEPITIOU KaTa TNV evOEKATN OlaipeoT), TTAPAPEVEL OUWG OE XaUnAd
enineda pPéExpL Kat Tn dékatn Tpitn dlaipeon. Ta mpwTa oTtadla Tou ava-
TTUELAKOU TIPOYPAUMATOG TOU EUPPUOU EAEYXOVTAL ATTOKAELOTIKA ATTO
npwTteiveg kat mMRNA 1ou €xouv evarnotebei oe autod and KUTTapa Tng
MNTEPAG, KAl CUYKEKPLUEVA ard Ta BononTikd KUTTapPA.

(A) (B) OF

Ewova 2.6: Zynuotixn ovostoQdotoon Twv
TOWTWV PACEWV AVATTTUENG TOV eUQUov
™G OQOCOPLANG. AETTTOUEQELES OLVOVTUL OTO
AeLUEVO.

Ewova 2.7: Neod €ufQuo 0Q00OQLAAS 0TO
om0 dxQEO TOV OTTOLOV VITOOEUVIOVTOL
UE QLYXUAN TOL VEOOYNUATLOUEVA TTOALXA KVUT-
TOQO.

Ewova 2.8: ZTLc TQELS QmTOYQupies Oelyve-
oL M (Owe TTEQLOYN evOg TUUOTOS eUPQUoV
0TO 0TAOLO TOV RVTTAQLXOV BAAOTOOEQUATOC,
A. Mg ULO. XQWOTLXY] TTOV TTQOOOEVETAL OTO
DNA evtomiCetan 1 6éon twv mugnvov. B. Me
éva. @BoQiCov avtiomuo o ovoryvmQIZel
™mv axtivn eviomiCovior o wxQotviova. T
Me éva pB0QILoV avtiomua Tov avayvwIiLel
TNV TOVUTTOVALVY €VTOTTICOVTOL Ol WHQOOM-
Mvioxot. Omwg QaiveToL, To WXQOTVIOLOL KoL
Ol IXQOOMWANVIOoXOL 0QLOBETOVV YW aItd
nde TUENVA Wia KVTTUQOTANCUOTIXY VNO(-
O, M orola, WAl e TOV TVENVA 0TOV 0TTOl0
OVTLOTOLYEL, OVOUALETOL EVEQYiDdQ.
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Ewova 2.9: Zynuotix ovamaQdoTtaon g
OLOOXOOTOS  OYNUATLONOY HVTTAQWYV OTO
£UPQVO TG 0QOCOPLANS, HATA TN UETAB0ON
a7td TO OTAOLO TOV CUYXLTLOKOV PAAOTOOEQ-
UOTOS 0TO OTAOLO TOV KUTTOQLXOV PAAOTO-
O£QUOLTOC.

21a610 5: 310 0TASI0 AUTO OL TIUPTVEG TIepIBAAAovTal ard PeuBpaveq
Kal oxnuarti¢ovtal KUttapa. Kabwg ol iupriveg Bpiokovtal otnv mept-
PEPELA TOU EPPPUOU aKPIBLG KATW amod Tnv MAACUATIKA PeuBpavn,
KaTA TN OlApKeLla NG OEKATNG TETAPTNG MiTwong apxiCouv va rept-
BaAAovTal arod eYKOATIWOELG TNG MEPPBPAVNG HECA OTIG OTToiEG TEAIKA
TeplkAgiovTal wote va oxnuatloTel pia otpada Kuttapwy (Eikova
2.9). 2mn @don autn To £UPPUO OVOUAZETAL KUTTAPIKO BAaoTOBEPHA
(cellular blastoderm). Ané ta kUTTApPA TOU LOVOOTIBOU (single layer)
emenAiou mou oxnuartifetal oTn GAoN ToU KUTTAapLlkoUu BAacTodEpPQA-
TOG, Ba MPoKUWouv OAoL oL LEAAOVTLKOL LOTOl Tou atéuou. 2tnv Ewko-
va 2.10 uropeite va deite €va XapTn MEMPWUEVOU ToU gUBpuou NG
OpOCOPIAQG OTO OTASIO TOU KUTTAPLIKOU BAACTOOEPUATOG.

Katd Tov oxXnuatiopd Tou KUTTaplkou BAQCTOSEPUATOG TAPATNPEOU-
vTal Ta ak6AoubBa duo patvoueva:

- H petaypa®ikr) dpaotneldTnTa TWV EUBPUIKOV TIUPHIVWV (TToU EXEL
Eeklvnoel mepinmou otn GAon NG evoekatng dlaipeong) augavetal
OPANATLKA.

- OL KUTTOpLKEG dlalpEoelg emBpaduvovTal kal yivovtal acUyxpoveg.
Ta duo auta pawvoueva cupfaivouv akpBOG TPV arod v evapén
™G yaotpwiwong, OXt Hovo otn dpocdPIAa aAAd Kal o TIOAAOUG
AAAoug opyaviopoug onwg m.X. oto Barpaxo. H ¢daon otnv omoia
napatnpouvtal avapepetal wg midblastula transistion®.

KaBeuid anod 11 mpwteg 10 dap€oelg Tou euppuou g dpo-
oOPIAAG JlapKeil Tiepimou 8 Aemta. 21n ouvéxela 1 dldpkela Twv dlat-
pEoewv otadlaka auavetal. ETol, n dekatn Tpitn OAOKANPOVETAL O
25 Aerta. Onwg eimapye napanavw, n 6ékatn T€Taptn dlaipeon kata
Tnv oroia oxnuatifovtal KUTTapa, OxL HOVo dlapKel TTIOAU EPLOCOTE-
PO arod TIG TIPOoNYOoUMEVEG, aAAd eival kal n TiPWTN acuxpovn: opl-
OMEVEG OUAdEG KUTTAPWY ETIITEAOUV TNV d€KATN TETAPTN Olaipeon oe
75 Aertd evw AAAeg oe 175 Aentd. KaBoploTikd poAo otov EAeyXo
NG OLAPKELAG TOU KUTTAPLIKOU KUKAOU OTO €UBPUO TNG OpOoCcOPIAAG
raicel To Yovidlo string TIou KWAIKOTIOLEL Yla pia pwopaTtaon. H mpw-
Teilvn string anmopwo@opuArlwvel kKal £ToL evepyorotel pia cdk (cyclin
dependent kinase) mou eivat arapaitntn ya tnv dleknepaiwon tng
Mitwong. H String mou anatteital yia Tnv €rrEAEon TWV TPOTWV
OeKaTplwV dlapécewyv ouvTiBetal ard 1o unTeikd MRNA 1ou €xel
eVaroTetei OPOLOHOPPA OTO AUYO KATA TNV WOYEVEDT. TN CUVEXELA
Ouwg Ta untpkd arobepata MRNA arolkodopouvTal HE CUVETIELA N
O¢ékatn TETAPTN dlaipeon va e€aptatal AEoV aro T PeTaypaer) Tou
string 0TOUG TIUPAHVEG TWV VEOOXNUATIOBEVTWV EUPPULKDV KUTTAPWV.
H petaypa@r Tou string oToug €UPRPULKOUG TIUPNVESG pubBuideTal ue
TIOAUTIAOKO TPOTIO Ao €va Peyalo aplBuod yovidiwv. Emeldn to string
METAYPAPETAL OE OLAPOPETIKEG XPOVIKEG TIEPLODOUG OTIC OLAPOPESQ
TIEPLOXEG TOU €UPRPUOU, SLAPOPETIKEG OUADEG KUTTAPWY ETIITEAOUV
NV 0€KATN TETAPTN MITWOoNn o SAPOPETIKO XPOVOo, avaloya Pe 1o
MoTE HETAYPAPOUV TO String.

*O 6pog midblastula transition eival kanwg napanAavntikég. To pavouevo oTo oToio
avagepeTal AauBavel Xwpa akplBmg mpv and tn yaotpwiwon, otnv ¢acn dnAadn
TIOU TO €UBPUO OAOKANPMVEL TNV AUAAKWOT) KAl KATA CUVETIELD avapEpeTal wg late
blastula.
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O oXNUATIoPOG KUTTAPWY KABWMG Kal ol HETABOAEG TIOU TIapa-
pPouvTal OTO XPOVO TIoU SLOPKOUV Ol UITWTIKEG OlalPECELS TOU
eUBPUOU TNG dPOCOPIAQG, paiveTal TIWG PpioKovTal UTO TOV KOWO
EAEYXO €VOG UNXaviopou, o0 oroiog BacifeTtal oTnv avaloyia Xpwua-
Tivng / KUTTAPOTIAACUATOG. 2TO CUUTEPAoua autd odnynoav mepd-
pata pe anAoeldr) EUppua rou Tipoépxovtav and BnAuka atoua ouo-
Cuya yla T petaAAayn mh (maternal haploid). Ta éuBpua auta xapa-
KTnpigovtal wg yuvoyeveTika (gynogenetic) ylati otnv avantuén toug
OUUUETEXEL LOVO TO UNTPLIKO YOVISIWUA EVM TA TIATPIKAG TIPOEAEUONG
xpwpoowuata egaAeipovtal. (Loppin et al. 2001). Tetowa amAoeldr
€UBpua Kata kavavova SLEKTIEPALLVOUV PUCLOAOYLKA TA TIPMOTA OTA-
ola ™G avarrtuéng, moTe OUWG dev eTIRLOVOUV UEXPL TO OTASLO TNG
TIPOVUUOPNG. Exel dlarmoTtwbel, Mwg ota arAosldn EURpua 0 oXNUATL-
OMOG KUTTApwV Oev cupfaivel katd tn O€Katn TETAPTN dlaipeon
OTWG OTA PUOLOAOYIKA, AAAG KaTA TN d€KaTn e Oaipeon (Edgar
et al. 1986), 6Tav dnAadn AMoOKINoOoUV TOON MOCOTNTA XPWHATIVNG
6on €Xouv Ta PUOLOAOYLKA EUPpuUa KATA TN dEkATn TETAPTN dlaipeon.
ErunA€ov, n xpovikn diapkela Twv dlatpécewv 12 — 15 Twv anioeldwv
eUBPUWY avTioTolXel 0N XEOVIKA dldpkela Twv dapecewy 11 — 14
TWV PUOLOAOYIKQOV EURPUWV.
21ad1a 6 — 7: 2 dldpKela Twv oTadiwv autwv AauBavouv xmpa ta
akoAouba:

a. EruteAeital n yaotpwdiwon, ota rnAaiola g oroiag 1o Heoddepua
KAl TO eVOOOEPUA UETAKLVOUVTAL OTO ECWTEPLKO TOU EPPpPUOU.

8. ApxiCel kal eEehiooeTal €va QpavouEeVo TIOU OVOUAZETAL «ETTIUAKUVON
NG BAaoTIKNAG Lwvng» (germ band extension 1) germ band elongation).

270 OTAdI0 TOU KUTTAPIKOU BAAOCTOOEPUATOG TO HMEAAOVTIKO
HECOOEPUA BpiOKETAL OTNV KOIALOKH TIEPLOXT VM TA KUTTAPA TTIou Ba
ArTOTEAECOUV TO PEAAOVTIKO £vdOdepua evTorifovTtal oe dUO ave-
EAPTNTEG TIEPLOXEG, Ui OTO eumpodoblo Kal pia oTo orioBlo Akpo Tou
euBpuou (Ewkova 2.10). H yaotpidiwon Eekiva mepinou 3 wpeg LeTa
TN YOVIUOTIoNon, 0Tav 1o HeCOdEPUA apXilel va EYKOATIOVETAL KATA
MNKOG Hiag auAakag tou dlatpéxel Tov eunpdoblo — orticblo d&ova
OTNV KOIWALOKA TIEPLOXT) TOU EUPRPUOU. H auAaka autr rou ovopalZetal
KolAakn (ventral furrow) 8a eEeAixBei o €va KOIALAKO CwARva anote-
Aoupevo arod 800 mepinou pecodepulkd KUTTApPQ, 0 oroiog Ba arto-
KOTiel OTO €0WTEPIKO Tou epPpuou (Eikova 2.11). Ta pecodepuika

Ewova 2.10: XA0TNS TETQWUEVOV O ETTLUN-
%1 TOUN EUPEVOV OQOCOPLAAG TTOV PRloRETOL
0TO OTAOLO TOV XVTTAQLXOV PAUCTOOEQUOL-
t0oc. H amnioserosa eival wo eEmeuouixn
ueupeavn.
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The invagination of the mesoderm

stage 5 stage 6

Ewova 2.11: EyxdQoleg TOUg euffQuwv oe
OLAOOYIKES (PAOELS OVATTTUENG ®OTE TN OLdQ-
AEWO TNG YAOTQLOLWONG, OTLG OTTOleS Ue T
BonBera ®OTAAAAOV OVTLOMUATOS AVLYVEVE-
TOL M XPQOON TOV YOVLOLOV WISt ZTaL 0TAOLAL
5-8 10 twist ex(QALETAL O€ OAO TAL LWECOOEQUL-
1O ®UTTOQO XOL WOVO O QUTAL, ETTLTQETOVTOG
€TOL TOV EVTOTTLOUS TOUG %O T1 OLAXQLOY| TOUG
aItd TOL VITOAOLTTOL RKVTTAQO TOV EUPQUOV.

Ewovo 2.12: Emunrels topués eupoiwv o
OLadoyMd 0TAdL. OvATTTVENS. H dLadinaoia
OYMUOTLOUOD TOV EVTEQLXOV OWANVOL EEXLVAL
UE TN YAOTQLOLWON OAOUANQMVETOL OUWGS TTO-
A0 aQyoTeQa. TTQOOEETE WG eV OTA OTOV-
OVAOLwa OAO TO €VTeQO TTQOXVITTEL ATtd TO
evOOOEQUOL, OTN OQOTOPLAAL TO EUTTQOOOLO KoL
TO OTLOOLO0 TUNUA TOV EVIEQOV TTQOXVITTOVV
076 10 eEMdeQUa. Tal pavoueva g emuun-
HUVONG %OL TNG OVUTTTUENG TNG PAAOTIXNG
CovNg TTEQLYQAQOVTaL OTLG ETOUEVES OEMIOES.
(A:Anterior, P:Postirior, D:Dorsal, V:Ventral)

anterior

posterior
midgut

midgut

Trado 6: XNV 0y ™S YUOTOWImONG
TO UEOODEQUAL EYROATTWVETAL. AROAOVDEL
1N eERTAON TS PROOTING COVNE, HEGM
™C 0mTolag TO OioBLo EVOOOEQUT. UETU-
HIVELTOL EUTTQOOOL0L ROL QU LOLLCL.

Agyn tov otadiov 12: AQyilel n 0V-
UTTTVEN TS PrOOTIXNG Chvng Tou €xel
OOV OITOTEAEGUOL TN LETUXIVNON TOV OTTi-
00LOV TIUATOS TOV EVIEQOV TTQOS TO
omtioOLo TUNUA TOV enOVOV.

m‘| “gv

ventral furrow stage 7 stage 8

KUTTOpA OTn ouveéXela avadlaTtdocoovTal WOTE VA KATAAGBouv Tov
KEVO XWPO OTO ECWTEPIKO TOU CWATVA KAl VA OXNUATIOTEL TEAIKA Eva
OTPWUA KUTTAPpWV artd Ta oroia 8a mpokKUuPouVv oL JUEG Kal Ol ouvde-
TIKO( lOTOL TOU gPpUOU.

Alyo LEeTA TN PETAPOPA TOU HECOOEPUATOG apXiCel kAL 1) YeTA-
@OpPA TOU eVOOOEPUATOG OTO ECWTEPIKO TOU EUPPUOU, HEOW dUO ave-
EQpTNTWV CWANVoedwV eYKOATIwoewv (Elkéva 2.12). KaBwg ol duo
Mapandvw £YKOATIWOELG avarttuooovTal, To evOOdEPUA CUNTAPACU-
PEL OTO E0WTEPIKO TOU EUPRPUOU Kal €va PEPOG TOU YEITOVIKOU €Ew-
0épuatog. H pia cwAnvoeldng eykoAmwon evrtomnidetal oty eUnpo-
061a / KOIALaKN TIEpLoxXn Tou EUBPEUOU Kal TO WEV TUNUA TNG TIOU aroTe-
Agital ano evoodepua TPOKELTAL VA ATIOTEAECEL TO EUMPOOOIO TUNUA
Tou peoevTtépou (midgut), To de TUAUA TNG Tou aroteAeital arnod e&w-
oepua Ba oxnuatiosl To eurnpoéoblo TuAUa Tou evtepou (foregut). H
AAAN ocwANvoELdNG eYKOATIWON evTomi{eTal otnv oricbla / payxlaia
TepLOXN Tou euPpuou. To TUAKA AUTAG TTIoU artoTeAeital ard evoodep-
Ma TIPOKELTAL VA ATIOTEAECEL TO OTIOBIO TPNA TOU YUECEVTEQPOU EVW
arnd To TPNUA TG Tou aroteAeital arno eEmdepua Ba oxnuatlotei To
orioBlo TuARUa Tou evtépou (hindgut). Ot dUO eyKOATIWOELG avartuo-
oovTal 0TaBepd TPOG TO EOWTEPIKO TOU EUPRPUOU UEXPL VA CUVAVT)-
OOUV N Hia Tnv AAAn Kat va cuvtnxBouv oxnuatifovtag €TOL TOV eVL-
aio evteplkd cwAnva. Me Tnv eyKOATIWON ToUu EVOOJEPUATOG 1 YAOTPL-
Olwomn oAoKAnpwmveTal, yla Tov TIANPN OUWS OXNUATIONO TOU EVIEPOU
Ba XPElaOTEL VA TIEPACOUV APKETEG WPEG AKOUA.

Tradro 7: EYroMTOVETOL TO €VOOOEQUOL.
H ewmooBia / nothionn evOodeQuLnn
teQLoyn O dmoeL TO eUTEOCOLO T
TOV UETEVTEQOV €V M OTtlobuaL / Qauyaiiat
TO OTLOOLO TUNUG TOV UECEVTEQOV.

Méoo Tov otadiov 12: Kabwg n Pra-
oTL LV CVUTTVOOETAL TO £UTTEO0BOLO
%OL TO OO0 T TOV UEGEVTEQOV
€QYOVTOL ATTEVOVTL TO €V atd TO GALO.

Tradro 9: TIHOTO EEMOEQUATOS €OV
OXOAOVONOEL TNV EYROATWON TOV €VOO-
oéouatog. Ao autd 0o Teoxpel TO
eWTQOO00L0 %l TO omioBLo TUUO TOV
EVTEQOV.

Téhog Tov otadiov 12: OLOUANQMVETUL
N OVUITTVEN TS PAAOTIXNG COVNS %Ol
TOQUAMNAA TO £uTOG0L0 %UL TO OTTio-
BLo TUNUA LETEVTEQOV OUVINXOVTOL Ue-
TOED TOVC.
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MapdAAnAa pe ™ yaotpwdiwon apxifel kal eEgAicoetal 10
(PALVOUEVO NG eMMunKuUvong Tng BAaoTikng Cwvng. Me tov 6po BAa-
OTIKN (VN avaPepOPaoTE OTNV TIEPLOXN TOU £UPpUOU Tou €£XelL (1 Ba
QTOKTACEL av TIPOKELTAL YA veapd €UBPUO) 0paTa LETAUEPLIKT OPYA-
vwon (Ewkéva 2.13 - BAgmne kat Eikdva B oto EvBeto 2.1). H BAQOTIKY
Cwvn oTo OTAdL0 6 (TTou dev £€XEL AKOUA ATIOKTNOEL 0PATA UETAUEPL-
KA opyavwon), AOyw Tng enavadleubeTnoNg TWV KUTTAPWY TIOU TNV
aroTeAoUv, OUYKAIVEL TIPOG TNV KOIALOKY TIEPLOXT KAl TAuToxXpova
eneKTeiveTal KATA PUNKOG Tou eUrpocblou - ottioBlou agova (Irvine and
Wieschaus 1994). Autr n kivnon oUyKALONG - emnéktaong (convergent
extension) £xeL wg AMOTEAEOUA TO eV TIAATOG TNG BAAOTIKAG {WvNng
va PELOVETAL OPAOCTIKA TO &€ PNKOG NG va au&dveTtal TiEpLOCOTEPO
and 2,5 popég (Ewkéva 2.14). Apxikd n BAAOTIKY {wvn enekTeiveTal
KOIALOKA TIPOG TO OTtioBlo AKpo Tou EUPRPUOU. ZUVTONA OPWGS, KABWG
TO UAKOG TNG Au&AveTal aKOUA TIEPLOCOTEPO, TIEPIOTPEPETAL KATA
TETOLO TPOTIO WOTE, APOU dlaypayel Eva TOEO YUpw ard To ortiodlo
AKPO TOU €UPPUOU, VA OUVEXIOEL TNV EMEKTAON TNG KATA UAKOG TNG
paxlaiag MAEUPAg Kat Kivouuevn TAEOV TIPOG TO EUTIPOCBI0 AKPOo ToU
euBpuou (Ewkova 2.14).

Onwg @aivetal anod ta napanavw, kata tn dlapKela TwV OTa-
Olwv 6 - 7 mapatnpeital 1Olaitepa EVTovn KIVNTIKOTNTA TWV KUTTAPWY
Tou gUPpUoU, WOTE OTA MAQiola TNG YaoTPIwoNG KAl TNG ETUPNAKUV-
ong G BAACTIKNAG {wvng dLAPopPeG OUASEG KUTTAPWY va KATAAG-
BOuVv CUYKEKPIPEVEG TIEPLOXEG TOU OWHATOG. Ol ONUAVTIKEG AUTEG
aAAQy€G OTnV opyavwon Tou euPpuou mepLypdpovTal CUVOTTIKA
otnv Ewova 2.15.

-~y
< Z
Paxn
A
3
Y =
Korhia
EMEXTAON
Epnpog <« - [licw

Ewova 2.13: XAQtng memQwuévou eufouov
0Q00OPLAAG TTOV PQIOXETOL OTO OTAOLO TOV
HUTTOQLXROV BAAOTOOEQUATOS. ATTELXOVICETAL
TAevr doym (0QLoTeQd) %o eyxdQoLa
Tow (OgELG) tov eupuov. To TuRua TOv
euPVOV OV EQUBAALETOL Ue £VTOVN LaEN
YQUUUY AVTLITQOOMITEVEL T BAAOTIXY Cayv.
H eEweufouny ueufodvn otnv omolo ava-
@éetal To oMU VTG (VTTOOELLVVETOL UE
LOOES XQU) elvol 1 amnioserosa tng Ewno-
vog 2.10. To Tumjua Tov eEmOEQUOTOS TTOV
UETEXEL OTO OYNUOTLOUO TNG KEPAANG VITO-
derVVETOL UE YXQILO Yxomua. To ueyaAiTeQo
TUNUO TOV EEMOEQUATOS aViXEL OTN PAOOTL-
w1 Covn %ol dLaxQiveTol o€ OVO TTEQLOYES:
ouT aTtd TV omtola Bo TTEOKRMPEL 1) QAL Lo
ETLOEQUIONL (JTQAOLVO YQMDUM) KL OVTH 0T
™V ool Bo TTEORMPEL N KOLALOKY| ETTLOEQ-
Wida ®OL TUNUOL TOV VEVQLXOU OUOTHUOTOS
(YoOAGELO yomua). Me %{itouvo yxomuo vito-
OEUVIOVTOL OL TTEQLOYES atd TG OTToleg Ba
TTQOXMPEL O EVTEQLROS OWANVOG. Eouévwg,
10 %iTOWVO TUYUOL TTEQLAAUBEVEL OAORANQO TO
EVOOOEQUA %OL TO TUNUOL TOV EEMOEQUOTOS
artd 10 0700 Bol TEOXVPYOUV TO. EUTTQOCOLAL
oL OTTLOOL0 TUUATOL TOV EVTEQOV.

Ewoéva 2.14: H emyuixvvon g PAACTIXNG
Covng. Emdvo 0QuoteQd aetkoviCetol éva
€UPQUO ®aL o€ éva eYHAQOLO TUNUOL TOV TTEQ(-
JTOV 0TO UECO TOV eUItOobov - omicBlov
GEOVO., ETTLONUOLVETOL UE LDOES XQMWUAL 1) PACL-
ot Cvn xoL Je TdoLvo 1 amnioserosa.
Kdtom 0QLoteQd amewmoviletor wovo Tto
€YnAQOL0 TUNUA XOL (PAIVETAL O TQOTTOS UE
TOV 070(0 %Lveltor M PAaoTir) Cdvn, ®obwg
T ®VTTOQO. TTOV TNV OITOTELOVV ETOVOILEVDE-
TOUVTOL MOTE VO UeLwbel TO TAATOG TNG HOL
Vo QVENDElL TO UNrog TG, AeELd Oelyvetat
POTOHYQOPLAL (ETTAVWM) ROL OYNUATLAY OTTELRO-
vioN (®ATw) eUPUOV TOV UOALG €xeL OMOXAN-
QMOEL TNV EMUNKVVOT TNG PAACTIXNHS TWVNGS.
Me BELog VItoderVVETaL 1 ®ivnom TTov OLE-
yoope M PAoOTIRY Cwovn.

11
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Ewova 2.15: Ztn OLdoxeLd Tov 0tadimv 6 - 7
0Qy{CeL noL OAOXANQMVETOL M YAOTQLOLWON.
210 TAALOL0 TNG YOLOTLOLWONG UECM TNG XOL-
Moxig avhaxog (ventral furrow) eyRoAT@ve-
TOL TO LETOOEQUOL ATTO TO OTTOL0 TTQORELTAL VAL
OYNUATLOTOUV Ol UVEG XOL O OUVOETLRAG
10t0c. EyroAmdyvetal emmiong to evoddeQua
07O TO OO0 TTQOXELTAL VO OYNUOTLOTEL TO
UeoévteQo. Evm axdua egeliocoeTol n yaoTtoL-
dlwon aQyilel xou n emuixuvon g ProoTL-
UG COVNG. Ze 0QLOUEVES OTTO TIS (PMTOYQOL-
(Pleg ETLONUOLVETOL T KEPAALKY] QVAOKAL.
TTodxertar yuor uio TaQOOLKY OVAOXOL TTOV
oYMUOTICETOL TTEQLITOV 0TO OVVOQO UETOED
TOV TUNUATOV TOV £UBEVOV 0Ttd Tl oToio Ba
TQOXMPEL TO KEPAAL %Ol O BdQoxag. Ztd
oYNUOTO RATW OTTd TS POTOYQUPIES UE
%®{TOLVO YOMWO VITOEWUVVOVTOL OL TTEQLOYES
oo TS omoieg Bo TQOXMPEL O EVIEQLHAS
OWAVOGS. (EVOOOEQUA KO TUNU TOV EEMOEQ-
UOTOG). ZTO OOl TTOV AVTLOTOLYXEL 0TO OTA-
L0 6, ne €vtovn LoEN YQOUUY VITOOELAVVE-
ToL M PAAOTLRY TOvn.

B mesoderm B nervous system
B amnioserosa [ ] epidermis
[]qut e germline

Ewova 2.16: Alodoyixd otdoLo avamTuEng
eUPEUOV 0QooO@LANC. A. Eupouo otn don
™G YOOTOWIWONG. ZT0 0TAdOL0 0VTO dev
VITAQYEL KOAUIO LOQONOYIXT EVOELEN UETO-
ueQng oQydvwons. B. Eupovo mov uoilg
€YEL ONOXANQWOEL TNV ETLUNXVVON NG PAC-
otwig Covng. T memtn @oed yivetoL
0QUTH 1 UETOUEQLXY TOV 0QYAVWON, RUOMDC
EUQPAVICOVTOL OQLOUEVES QNYES OLUAOXES TTOV
oQLobetouv Ttar maoueToueQn (PAEme xow
Ewova 2.17 A). T. Eupouo tov uohlg €xel
OMOXANQMOEL TN OVUTTUEN NS PAACTLIANC
Cwvng. Katd t dudioxela Tng OUUITTUENS TNG
PBAaOTIXNG COVNG OL VAOKES OTNV ETTLPAVELXL
TOV €UPQVOV PABIVOUY AL UETAXLVOVVTOL.
To Tujuata e PLOOTIXIS ChVNG TOV 0QLO-
BeTOVV OL AVOAOKES UETA TN UETAXIVNON TOVG,
AVTLOTOLYOVV TTAEOV 0T UETAUEQN. ATIO TA
TOLOL TTQMTO. LETOUEQT TTQOXVITTOUV TUNUOTOL
™G ®EPOANG, 0Tt TO Tl ETOUEVA O BWQO-
HOG AL OTTO TO ETTOUEVOL OXTMD 1 HOLALEL TOV
Cwov.

2t1dd10 8

cephalic
furrow

214610 6

Ztd6i1o0 7

cephalic
fur'row

pole
cells

(ams: amnioserosa) (ams: amnioserosa)

Dorsal view

cephalic

Anterior midgut
furrow

invagination

ventral
furrow

entral view

cephalic
furrow

Lateral view
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21ad1a 8 — 12: OAokAnpwveTal n emunkuvon g BAAoTIKAG {wvng.
2Tn ouvéxela n BAAcTIkn Cwvn apxiel va dlaypdgel TNV avtioTpoen
rnopeia. To gawvéuevo autd 1oy ovopdadetal ouunTuEn Tng BAacTi-
KAG {wvng OAOKANnpwveTalL 0TO TEAOG Tou otadiou 12. Otav n BAa-
OTIKN {vn BpioKeTAL OTNV TIO ETIUNKUCKEVN LOPPN NG, TO paxlaio
AKPO TNG ATavTa Miow aro Tnv MEPLOXN Tou EUPPUOU TIOU TIPOKELTAL
va dwoel To KePAAL. KaTtd tn ouurtuén g BAAOTIKNG {wvng TO AKPO
auto petaroridetal 0To orioblo akpo Tou euppuou (Ewkova 2.16).

H petapepikr opydvwon tou eupuou yivetal opatr yla mpw-
N popPAa KATA TNV 0AOKANPWOT) TNG ETUAKUVONG TNG BAACTIKAG {vng
(Eikova 2.16). Tote eppaviCovtal 0Tnv eMPAVELd TOU PNXEG QUAAKEG,
oL oroieq xwpifouv TN BAAOTIKN Cwvn o€ 14 TUNUATA TToU ovouadovTal
nmapapetapepn. Kata tn diapkela g cUurtuEng g BAAOTIKAG {w-
VNG Ol AUAGKEG OTnV eMpAvela Tou guBpuou Babaivouv Kal UETAKI-
vouvTtal Katd TETOLO TPOTIo, WOTE VA ToTIoBeTNBOUV TIEPITIOU OTO PECO
TWV TIapageTapep®v. MeTd Tn UETAKIVNOT TOUG Ol AUAAKEG, OTWG E&i-
val PUOLKO, 0ploBeToUV TIAEOV VEQ TUAUATA TOU CWUATOG TOU EPPPU-
ou. Ta TunuaTa autd ovopalovTal METaUEPR KAt arnoteAoUV OTrn CUVE-
XElA TN MOPPOAOYIKT) Hovada opyavwong Tou euppuou, Tng MPovU-
Png, TG VUUPNG KAl TOU EVAAIKOU ATOUOU.

Lateral view, early gastrula

Lateral view, germ band extension Lateral view, segmentation

. . gefmband "

Ventral abdomen

F_'_II_'_I
mouthparts thorax
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2Auepa Yvwpifoupe wg KaTd TNV avartugn g 0pocogIAag,
pla oslpd yovidiwv Tiou ovoupdalovtal METaPEPIKA yovidla (segmenta-
tion genes) opyavavouv To COUA TNG OE A oelpd enavaiauBavo-
MEVWV TUNUATWV Kal kaBopifouv Ta kowva PHOPPOAOYLIKA TOUG Xapa-
KTnplotika. Ta emavaiaufavépeva OUwG auta TUAUATA TEpa aro
OMOLOTNTEG EMPAVICOUV Kal ONUAVTIKEG dlapopéG. O KaBopLoPog NG
181aiTepnG avartu€lakng TaUTOTNTAG TOU KaBevog pubuieTal anod pia
AAAN Katnyopia yovidiwv mou ovoudovTtal opoloTIKA yovidia (home-
otic genes). lMola eivalr 6pwg autd ta enavaiapBavoueva TuHUATA
O0TO OWWA Tou {wou, TIoU CUPPWVA UE TA TTIAPATIAVW AELTOUPYOUV oav
aveEaptnTteg avamntu&lakeég povadeg; 1o BiBAilo Tou “The making of a
fly” (Blackwell Scientific Publications - 1992), o Peter Lawrence avaé-
PEL XAPAKTNPELOTIKA (0gA. 91): “TIapadoolakd, KATAOKEUAOTIKN LOVA-
04 TOU OWHATOG TNG OpocOPIAAG Bewpeital TO HETAUEPES, OUWGS N
rrapadoon oev ouviotd £voelén. MNpayuatt, onuepa gaivetal OtTL Ta
TIAPAUETAMEPT Kal OXL T UETAPEPN AMOTEAOUV TN ONUAVTIKY ava-
mrtu€lakn povada tou epPpuou.”. Mapd Aomdv 10 yeyovog nwg Ta
METAUEPT] OUVIOTOUV TNV avATOWUIKA Hovada opydvwong yla To
OUVTPIITIKA PEYOAUTEPO HEPOG TNG CwNG Tou {wou, Ppaivetal OTL TO
avarnTtu&lakd Tou TIPOYPAUUA opyavaveTal Je BAon Ta napaueTaye-
pn. Ta Tp®TA oToLXEla TIOU UTTOOTHPLEAV LoXupd Tnv aroyn autn,
mponABav ard 1n UEAETN TOU PAIVOTUTIOU TwV HETAAAAEswv oTa
OMOLOTIKA Yovidla. Onwg 6a doupe avaAuTIKa apyoTEPQA, Ol OUOLOTI-
KEG METAAANAEELG pETABAAAOUV TNV avarTu§laky TautoTnTa TUNUA-
TwV TOU oWPatog Tou (wou, TIoU avTioTolXoUuv OXL OTa UETAPEPT
aAAd oTa mapauetaupepn. Emiong, onuepa yvwpifoupe mwg TO
€UBPUO opyavmveTal O TIAPAUETAPEPT] ArO TO OTASIO AKOUA TOU
KUTTAPIKOU BAAcTOOEPUATOG, TIPV ONAAdH and tTnv €UPAvIOn OTIoL-
aodNMOTE AVATOUIKNG EVOELENG TIWG cupBaivel KATL TETOL0. AUTO €XEL
yivel avTIAnmté Pe tn Ponbela pebodwv ToU UaAg ETITPETOUV va
EVTOTIOOUNE TIG TIEPLOXEG EKPPAONG TwV Yovidiwv. Onwg ¢aiveTal
otnv Ewkdva 2.17, oL MEPLOXEG EKPPAONG OPLOUEVWV UETAPEPIKWDV

e

a?
T2 T3 Al A2 A3 A4 AS

A8

Ewova 2.17: A. Eufouo 0Q000@pLlog UETA
™MV OAOXAMQWON TOV OTOOIOV ETLUNHUVONG
™mg ProoTXNG CoVNg. YTOOEWwVOOVTaL OQL-
OUEVEG amtd TLS OVAOXES TTOV OQLOBETOVV T
oQaueToueQn. B. Ze éva euffouo oto 0TadL0
TOV XVUTTOQWMOU PAOOTOOEQUATOS OV elval
0QUTO HAVEVO, LOQPOLOYLXO OTOLYELO TTOV VOl
VITOOELXVUEL TN UETAUEQLXY) TOV OQYAVMOM.
I'. Eupovo 0QocO@LA0S 0TO OTAOLO TOU HUT-
TaQWwoV Praotodéouotoc. Me T fonbela
KOTAAMANACL ONUOOUEVOV OVTLOWUATWV OVL-
AVEVOVTAL OL JTEQLOYES EXPQAONG TWV YOVL-
Otwv fushi tarazu (LOUKLVO YQMOUM) XL even-
skipped (wodowo yowua). To fushi tarazu
enpQACeTOL 0T QUYA TTOQOUETAUEQY EVE) TO
even-skipped oto povd. ®aivetolr Aowtdv
TS TO EUBQVO ELVOL OQYOVWUEVO OF TTOQOLE-
TAUEQN TTOAV TTOLV TNV EUPAVLOT OTTOLOOON-
TTOTE WOQWOAOYWMNG / OVOTOULXNG EVOELENG.
A. ZT0 TOVD TUWUO TOV OXUOTOS OElyVETOL
£UPQUO 0T OTAOLO TOV KUTTOQLXOV PACOTO-
OE£QUOITOS %Ol VITOOELXVVOVTAL OL BE0ELS TV
14 mooauetoueomv. To even-skipped expQdi-
Cetol 0T0. Mova maapetaueQr). Kdbe moQa-
UETOUEQES YmQICeTON O€ €vaL eUTTEOOOL0 TUUL
(a) no og éva omioBlo Tunua (p). Omwg oi-
VETOL TO YOVidLo engrailed exgQdletor 0TO
EUITQO00L0 TUNUA TWV TTOQUUETAUEQWY. ZTO
®ATO TUHUO TOV OYAUOTOS OlyveToL €val
£UPQUO UETA TNV OAOXANQON TNG CVWITTVENS
™G PAAOTIMNG TMOVNG KOL VITOEWVIOVTAL T
OudpoQa. petapen]. To petopeon xmeiCovial
emiong o¢ eutdobLo xat oioLo Tuua. Ko-
0BG OUWS OL VAIKES TTOV OQLOBETOVV T e-
ToueQ Poloxoviol meQimov 0to Uéso Twv
TAQOUETOUEQMY, TO EUTQOOOL0 TUNUO. TWV
TTAQOUETAUEQWY OVTLOTOLYEl 0TO OTmioBLlo
TUWUA TV UETAUEQMDYV. AUTH 1 OL0POQd. (-
ONG UETOED TTOQUUETAUEQMV HOL UETAUEQMY,
£yeL o0V OVVETTELDL TO engrailed vor expodleTol
070 OTTLOOLO TUNUOL TWV UETOUEQIV.

13



14

H avamuiakn Biodoyia tng Drosophila melanogaster

Ewova 2.18: O Lo@oroyLrdg OLamQLopog
TOV OOUATOS TOV UPQUOV 0€ 14 TOQUUETO-
ueen ue Tig afabeic avhoxeg Tov eupavito-
VTOL eVOom OLOQXEL M emuixuvon g PAa-
oTng Covng (otadto 11) amotehel tnv
TOMTN £VOELEN UETOUEQLUNG 0QYAvVwoNng. Ta
TTAQUUETOUEQT AELTOVQYOUV ROBOAN TN dLdLQ-
ELDL NG EUPQUOYEVEONS G OVEEAQTNTES
OVOITTVELOXES LOVADES, 08 ROOEULL ATTO TLS
OTTOLEG EXPQATOVTOL OUYHEXQLUEVOL OUVOVO-
ouot yovidimyv. Ov chaxes OIS TOV 0QLO-
Betovv TO. mooueTauéQn, Pabaivouv xou
UETAXLVOUVTOL XOTE TN OVUWITTVEN Tng PAa-
oTLr1 COVN, OQLOBETMVTOGS TTAEOV VEES TTEQLO-
€S TOV OMUOTOG TOV TWHOV TTOV OVOUALOVTOL
uetapeo (otdodlo 12). Amd T oTLyun g
EWLPAVIONG TOVS TO. UETOUEQT OTTOTEAOVV TN
UOQOAOYLXY / OVOTOULRY) LOVADD 0QYAVW™-
ong TOLV LWOOV YLo. TO VITOAOLITO TNG TwMS TOV.
v Ewdva delyvovial potoyQapies, oLo-
QoYUMWY OTAdIWV OVATTTVENS (OEELd) naw
0010l (0QLOTEQA), OTOL OTTOLOL ETTLONUALIVETOL
1 B£0mM TOV TOQUUETAUEQOVS 6. ATTO TO TENOG
TOV OTAdiov 12 %o UETA, OL QVAOXES OTNV
EMLPAVELD. TOV OMUOTOS TOV LoV, €xouv
UeTAXLYNOEL 1e aTOTELEOUO VO OQLOBETOVV
mAéov T uetapen. Etol n Covn Tov ®uttd-
QMV TOV TTUQOUETAUEQOVS 6, ATTOTEAEL TTAEOV
T0 OmioBlo TUWAUA TOV TEITOV BWQEUXLLOV
uetapueovg (T3p) %ot To eUTEOoHLO TURUQL
TOV JTQMTOV KOLAMOKXOV UETOUEQOVS (Ala).

H “e§€n1n” 1tov mapapertapepovg 6

Yradro 5: Xvyxvtioxo practodegua (H: Head / T: Tail)
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YovIdiwv 0To 0TAdI0 TOU KUTTAPLKOU BAACTOSEPUATOG, UTTIODEIKVUOUV
TA TUAMATA TOU EUPRPUOU TIOU AVTIOTOLXOUV oTa 14 mapauetapepn. Ta
JeTapePN epPavidovTal Mmepinou 6 WPEG apyoTEPA, WG LOPPOAOYIKES
/ QVATOMLKEG oVTOTNTEG. 2NV Ewkdva 2.17A kat otnv Ewdva 2.18,
Oeixvetal n oxéon UETAEU TWV TEPLOXWV TOU OWUATOG Tou {wou
TIOU QVTIOTOLXOUV OTA TIAPAUETAUEPT] KAl AUTWV TIOU AVTIOTOLXOUV
ota petapepr). Onwg @aivetal, kKABe TapAUETAPEPES aroTeAEiTal
ard To oTioBlo TUNUA evég PETAUEPOUG Kal ard TO EUNMPOCBLO Tou
enbéuevou.
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Zradia 13 — 17: 21 ddpkela Twv oTadiwv autwv eruteAeital pa da-
Olkaoia mou ovopaZetal avadimAwon Tng KepaAng (head involution),
oTa TAaiola tng oroiag To TPAKUA Tou eEWOEPUATOG TIOU TIPOKELTAL Va
CUUUETEXEL OTO OXNUATIONO TOU KEPAALOU Tou {WOoU, HETAPEPETAL OTO
E0WTEPIKO TOU OWMPATOG Tou. ETol, mapatnpwvtag kaveig v eEwTe-
PLKA LOPPOAOYIa TNG TIPOVUUEPNG, SLAMOTWVEL TIWG N €KTAOTN TG TEPL-
OXNG TIoU avTiotolxel oto kePAAL eival TIOAU Tieploplopévn (Ewova
2.19). 210 eunpOoBIlO AKPO TNG KEPAAARG aravtoUv OpLOUEVEG Xapa-
KTNPLOTIKEG SOUEG TIOU ovoudadovTal akpov (acron). 2To orioBlo Akpo
™G TIPOVUUPNG ArtavToUV ETTONG OPLOUEVEG XAPAKTNPLIOTIKEG DOUEG
mou ovopalovtal TEAoov (telson). Avapeoa OTo GKPO KAl TO TEACO
rnapepBarAovTal Ta 3 BwPAKIKA KAl Ta 8 KOIALOKA JETAUEPT).

Me Tnv ekkOAQPn NG TPOVUUYNG 24 TEPITIOU WPEG PETA TNV
Yovioroinon oAoKANpmveETAL N EPPREULKA avartuén Tng SpocOPIAQG.
To urdAOUTO TUAKA TOU KUKAOU NG {wng TNG MEXPL TO OXNUATIONO ToU
WPLOU ATOUOU, AVAPEPETAL WG LETA-EUBPULKN avarttugn (post-embryo-
nic development). H onuavTikotepn aAAG KAl EVIUTIWOLAKOTEPN Ava-
mrtu€lakn dadikacia mou cupBaivel ota nMAaiola TG HETA-EUPPUIKNG a-
varttuéng eivat aut g petapodppwong. H dpocdpira avikel ota oAo-
peTapoAa évtoua (EvBeto 2.2). H mpovuuen tng dev £xel oUTe PTEPA
oute moOdla Kal yevika dev BupiCel kaBoAou 1o evhAlko atopo. Onwg
Aonév Ba douue 0TV EMOUEVN EVOTNTA, AUTA KBS kat AAAa 6pyava
TOU (WPLUOU aTtéuou dnuioupyouvTtal oTn pAaon g HeTaudppwong.

ca— 2 g

Segments

Ti— —T2
Ewova 2.19: Me Ma, Mx, Lb, CL, PC, O xau
D vodetxviovTal SLdpoQo. TURUATO. TOV EL-
Bevov astd to. omoia Oa TEOELEDEL TO KEPANL
(ta. Ma, Mx «ai Lb avtiotoryovv ota C1, C2
%ol C3 g Ewdvag B oto Evbeto 2.1 xou
™ Ewovag 2.17). Zmv meoviugn 1o Re@d-
A TeQLOQICeTaL 08 UL TTOM) (XN TTeQLOyY
07O eUITQO00LO TUHUOL TNG.

EvOzto 2.2: H peto-eufouixn avaxtuEn Tmv eVIopmy.
H peta-eufouint avamTuEn TV EVIOUmY oXo-
AOVBEL TO TOROXATM YEVIXO TTEOTVITO:

EUPOVO — 0EEOVUALLA AVOQLUO ATOUO —> EVIALXO
To oeEovahind avmELUo dTouo (immature) 6TV JTOQElN
TOV JTQOS TNV evnALxiwon (Onh. TN 0eE0VOALXY) WOLULOTN-
Ta), aVEAQveL otadloxd oe péyeboc. T vor emitevyOet m
avENON TOV UeYEBOVS VPLOTATOL SLAOOYIXES EXOVOELS
HOTA TLS OTOLeS OTTOPAMAEL TO TTOAALO YLTIVMDOES TTEQL-
FAnud Tov ouvBETovTag TaQAAANIOL £va VEO.

21O TTOQOTTAVM® YEVIXO OEVAQLO TTAQUTNQOVVTAL
TEELS Paownéc maQoAhayéS. AvEAOYO UE TO TTOLO OTTO
oVTEG aroloVBElL RATOLO €L00C KOUQAXTNQICETAL WS OlLe-
Tdforo (ametabolous), nuipetdBoro (hemimetabolous)
ohouetdporo (holometabolous). Zta apetdfora £VIOUO
(7T POQAKLOL ®.6L.) TO AVDOLUO ATOUO TTOV EXHONAITTETAL
UETE TNV OAOXANOMWON TN EUPOULXNIC OVAITTVENS elval
0OV OUOLO LOQMOLOYLXA e TO eVIALXO (imago), e
uoOVN OVOLOOTLXY OLOLPOQE TS VITOAELTTETAL 08 UéyeDog.
To nuipeTaporo EVTOUQL (TT.). 0XQILOES, ROTOMQIOES %.4L.)
OUECMOS UETA TNV EXXONOPN UOLATOVV TTOAD UE TO EVIAL-
%0. ALOPEQOVV ATTO AUTO WG TTEOS OVO KOLQOATNQLOTLXAL:
1 AVAITTTUEN TV YEVETIXMDV TOUS 0QYAVWV OeV €XEL OAO-
wMEOel o dev €xovv @TeQd. TIREMeL AOLTOV VaL VITOo-
OTOVV L0 OTOOLOKY] SLAOLLACTO UEQUXNG UETOUOQPOONG
0710, TALOLY TNG oTtotag aEdveL To uéyebog Tovg, woL-
UALCEL TO AVOTTAQAYWYLXO TOVS GVUOTNUO. %Ol OITOXTOVV
@1epd. Téhog, ot ohoperdforo £viopo (.. WOYeS,
TTETOAOVOES %.(.) TO ATOUO UETE TNV eEXXOMAY OVOUALE-
TOL TTQOVVUGT TTOMWTOV 0T0dtov (first instar larva) xo ogv

eUaviCer xopion LOQEOAOYLXY OUOLOTNTA UE TO EVHALXO.
21N CUVEXELOL VPLOTATOL OLAOOYIXES EXOVOELS TV OTTOL-
WV 0 OVVOMXOS 0QLOUOS TTOWXIAEL AVANOYO, Ue TO €LOO0C.
Metd Tnv TN £XOVoN TO GTOUO OVOUALETOL TTEOVIWL-
@n SeVTEQOV OTAOIOV %.0.%. A®OAOVOEL TO OTAdLO TNG
vougng (pupa). H viugn mToQauéver axivnn 1ot JeQl-
BarieTan ortd Eva oxAneo YLITLVMOES TEQIBANUOL TO pupa-
rium. 210 0TAdLO TN VUUPNS OVVTEAELTOL 1 LETOUUOQPM-
on ®OTA TNV OTTOL0L OYNUOTICETAL TO EVAALKO GITONO.

(A) AMETABOLOUS
DEVELOPMENT

B} HEMIMETABOLOUS (C1 HOLOMETABOLOUS
DEVELOPMENT DEVELOPMEN

Larva

l Imaginal

molt

 Adult

TMoQdderyuo. aUeTGROAOV (YUQAEXL), NULUETABOAOV (ROTOOQL-

O0L) %0 OAOUETABOAOV (TTETOAOVO), EVIOUOV.
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Ewova 2.20: A. ZynuoTixy oTetrdvion oQL-
ouEVV aItd TOUg dLo%OVG EVNAIXOV TNG OQO-
06@LNaC. Aglyvetal n B¢om ToUg 0TO COUM
NG TEOVOUENS KOl TO. TUNUOTO TOV EVIAL-
KOV ATOUOV TTOV TTQOKRVITTOUV ATTO OVTOVG.
Ou dloxol eival ovvolxd 19 Omtwg avopé-
QETOL 0TO XKELUEVO, EQPOOOV BEMONTOVUE TTOS
Ol KEQULES XL TO. WATLO TTQOEQYOVIOL OO
€v0L 00X (VTTOOELXVVETOL UE XOUKLVO YQDUCL
070 oYNuU). OQLUEVOL BE®QOVV TTMG TQOAEL-
TOL YLO OLOPOQETIHOVS OlOROVS TTOV GUVOED-
VTOL UETAED TOVG, LE OUVETTELQL VO 0VERGLOVV
TO GUVOAXO aQBUO TV dloxnwv otovg 21.
B. dwrtoyQapio Tov dloxov evnhinov oo
TOV 0TTOL0 Bl TTQORMPEL TO TAOAL TOV MQLUOV
atouov. O diorog 0vTog el apanedel oo
TQOVUUYN TRiTOV oTadiov. T'. PwToYQUPia
TOV Olonov evNAinov oo Tov omtoio Ba TQo-
®OPEL TO TTOOL TOV MQLUOV ATOUOV. O dio%og
oVTOG €xeL apanedel amd vougn evem eEelio-
OETAL M OLOOXAOI0 TNG UETAUOQPWONG.
IMoQatnEnote TS £xeL aQYIoEL VO OTTORTA
TN LOQPY TOV TTOALOV EVOS MQLUOV ALTOUOV.

2.5. H peta-epBpuikn
avantud§n tng D. melanogaster.

2Ta oAOUETARBOAQ évToua OTWG N OPOCOPIAQ, O HETAOXNUATL-
OMOG NG TIPOVUUPNG O EVIAIKO ATOUO AauBAvel Xpa HECA OTO XITL-
VWOEQG TIEPIBANMA TNG VUPPNG. Katd tn peTapdppwon n PeyAaAn mAel-
oynpia Twv AEITOUPYIKOV KUTTAPWY TOU OWUATOG TNG TIPOVUUEPNG
KaTaoTpéPovTal He Tn dladlkaoia Tng arontwong. Ta dlagopa dpya-
va Tou evnAikou, Orwg TLX. Ta PTEPA Kal Ta Todla, dnuioupyouvTal
arod aveEaptnTeg opddeg adlapopoToinTwV KUTTAPWY, OL OTToieq ana-
VTOUV OTO €0WTEPIKO TOU CWUATOG TNG TIPOVUUEPNG Kal ovoualovTal
Biokol evnAikou (imaginal discs aro ™ AEEn imago mou onuaivel evn-
AlKO / OEEOUAALKA PO EVTOWO). ZTNV TPOVUUEPN AoLdv TG Opocod-
@PIAQG ouvuTIApXouV dU0, eV TIOAAOIG aveEApTNTOoL, TUTTOL KUTTAPWV:
- Ta dlapoporonuéva KUTTapa Tou eEUNNPEETOUV TIG AELTOUPYIEG TNG
TPOVUPEPNG. Ta KUTTapA auTd KATAOTPEPOVTAL KATA TN HETAPOPPW-
On UE ArNOTEAECUA VA [N CUUPETEXOUV OTNV 0pYAVWOT) TOU OMUATOG
TOU evnAikou.
- Ta kUTTApPA arod Ta oroia MEOKeLTal va dounBel To CWPA Tou eVnAi-
Kou. Ta KUTTapa autd Tapauévouv adlagoporiointa otn SldpKela
TWV TPLOV TIPOVUUPIKWV OTAdIWV Kal oTnV HEYAAN Toug mMAsloyngpia
aravtouv otoug 19 CuVOAIKA diokoug evnAikou.

Yridpxouv 9 Ceuydpla diokwv evnAikou ToroBetnuéva katd
MNKOG TOou eumpdaBlou - omioBlou d&ova tng mpovuueng. Ot duo
ravopoléTuriol diokol KdBe CeUyoug ival CUUPETPLKA TOTIOBETNEVOL
OTIG U0 TIAEUPEG TOU {Wou, 0 €vag amévavTl anod Tov aAAo (Eikova
2.20). TEAOG, OTO OTioBlo AKPO UMAPXEL O OIOKOG TWV YEVETIKOV
opyavwyv o oroiog eival povadikdg. O oxnUATIoNdS Twv dioKwV evn-
Alkou apyxicel TIpog To TEAOG TNG PAONG EMIUAKUVONG TNG BAAOTIKNAG
Cwvng. Kabe diokog anoteAeital apxika amno 40 nepimou kutTapa. Ta
rneploodTEPA ard auta rpogpyovTal arnod 1o eEMdEPUA EVOD OPLOUEVA
E€XOUV HECODEPUIKA TIpoEAEUON. KaBw¢ n TipovUugpn avartucoeTal o
apBPog TwV KUTTApWV Twv diokwv autavel dpapatika. O pyeyaAute-
POG SiOKOG, AUTOG TOoU PTEPOU, KATAANYEL va anoTeAeital anod mnepi-
rou 60.000 evw o ot diokol ard Toug oroioug Ba MPoKUYouv Ta nodla
aroteAouvtal aro 10.000 KUTTAPA. TN PACN TNG LETAUOPPWONG TA
KUTTOPA auTda dlagoporolouvTtal WOTE va TIPOKUYPOUV Ol avAAOYEQ
OOUEG TOU gNAiKoU.

Larva # Metamorphosis # Adult fly
salivary Imaginal discs for:
glands m 1?5@ mouth parts
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2.6 Ta yovidia pntpikng eniépaaong.

21n OpoooOPAa €Xouv aroupovwBel oplopéveg PETAAAGEELG
TIOU XwpIG va eurodifouv TNV OAOKARPWON TNG WOYEVEODNG, TIPOKA-
AoUv oTtnv opoluyn KAtAoTtaon oTelpoTnTa ota BnAukd dtopa. XTI
TIEPUTTWOELC AUTEG TIAPAYOVTAL HOPPOAOYIKA (PUCIOAOYIKA wdpla, N
avarrtugn éuwg Tou epuPpuou dev eEeAiooeTal opaid (Ewkova 2.21). Ta
yovidla Twv oroiwv oL HETAAAGEELG TIPOKAAOUV TOV TIapanavw (awvo-
TUro ovopddovtal yovidla pnTpIKAG emidpaong (maternal effect ge-
nes). Oplopéva anod Ta yovidla UNTPIKNG emMidpaong HeTaypagovtal
oTa BondnTkG KUTTAPA KAl Ta mpolovta toug (rmpwteiveg /1 mMRNA)
METAPEPOVTAL KATA TN SLAPKELD TNG WOYEVECNG OTO WOKUTTAPO, OTIOU
XPNOLUOTIooUVTAL KATA TNV avarttuén Tou euppuou. AANAa ekppalovTal
O0TA WOBUAAKIKA KUTTAPA KAl pUBUICoUV TIG AAANAETIIOPACELG TOUG e
TO avarrtuooduevo wokUTTapo. Exel Bpebei wg otov kaBoplopd Twv
BaOK®WV OUVTETAYUEVWY TOU OPXITEKTOVIKOU oxediou (pattern) tng
OpoCOPIAaG, evexovtal 50 mepimou yovidla untpkng emidpaong.Ta
yovidla autd ovouadovtal yovidia moAIKOTNTAg TOU wapiou (egg po-
larity genes) kat puBuiCouv amo MoLEG TTEPLOXEG TOU eUfpUoU Ba MPOKU-
Yel To eunpodoblo (anterior), To omioBlo (posterior), To payiaio (dorsal)
Kal TO KOWALOKO (ventral) TuApa Tou {wou. Ta yovidla MoAKOTNTAG ToU
wapiou dlakpivovTal oe TEcoePIg katnyopieg (Ewova 2. 22):
- >1a yovidla tng eumpodobiag opddag (anterior set of egg polarity
genes) TIouU EUMAEKOVTAL OTOV KABOPLOUO TOU EUMMPOCBIOU TUAATOG
TOU elBpUOU (Ue eEQipeon TO UMNPOOBLO AKPO TOU).
- 2Ta yovidla tng orioBiag opddag (posterior set of egg polarity genes)
TIOU EUMAEKOVTAL OTOV KABOPLoPO TOU OTTHoBI0U TUAKATOG TOU £UfpuUou
(ue €€aipeon TO omioBlo dkpo Tou).
- 210 yovidla Tng akpaiag opddag (terminal set of egg polarity genes)
TIOU EPTAEKOVTAL OTOV KaBoplopd Twv OUO0 akpaiwv TUNUATWY Tou
euBpuou, and ta oroia Ba MPoéABouv TO AKPOV Kal TO TEACOV OTO
OTAdI0 TNG TIPOVUUPNG (BAETE Kal oeA. 15).
- 21a Yovidla Tng paxlaiag / KolAlokng ouadag (dorsoventral set of egg
polarity genes) rou eumAéKovTal 0Tov KaBopLoud Tou paxlaiou Kat Tou
KOIALOKOU TURUATOG TOU EUPRPUOU.

: -
m/+ ‘ ‘ m/+ ‘ ()
3 EY ) ; ®

‘ i) ‘ | N ) ‘ m ‘

0GOLO Cuywto OTLEQUAL
m/m
‘ DUOLOAOYIXY AVATTTUEN ‘ N
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AVOUOAN 0VATTTUEN

Exova 2.21: Zymuatinn otetrdvion Tov 1Q0-
OV XANQOVOUNONG TV YOVLOIWV UNTOLXHG
emidQuoNng. AVo UUyes €TeQOCUYES YLO. L0
UETAMAOEN €VOG YOVLOLOU UNTQUXNG €TTLOQOL-
ong (Yovotumog m/+, GIrov m 10 UETOANOLY-
WEvo aAMAOUQE@O AL + TO GYQLOV TVITOV)
OLAOTOVQMVOVTAL UETAEV Tovs. Kobwg to
OAuxrd drono eivar eteQdtuyo, Ao TOV TO
YOVLULOTTONUEVOL WAQLOL (OXOUOL HOL OUTE UE
yovoturto m /m) Ba JTeQLéYouv TO TTQOLOV
TOV YOVLOLOU UNTQUANG Em{OQAONG, (CUUBOAL-
Cetal ue nomuwvo yowuo). Etol, Oho to
EuPoua (OMOUO ®OL QLVTA e YOVOTUTTO  m/
m) o avamTuyBoUv @uotoloyrd. ATO To
GTOUO. TNG ETOUEVNG YEVLOG, OO0 Omhuxd
€XOUVV YOVOTUTTO M /M JTQOQOVADS OEV UTTO-
QOVV V0. TQOPOIOTHOOVV TO. WAQLHL TOVS WUE
TO TTROTHV CLVTOV TOV YOVLOLOU UNTQUXNG ETTi-
daons. Etot, axoua xot av dLotouombovy
ue €va aQoeVInd OUOLUYO YL TO GYQLOU TV-
7OV AAANAOUOQEWO (+/+), T YOVLLOTTOWMULE-
vo. wdoLd Tovg dev Bal avartTuyBovv uoLo-
AOYIXA, TTOQA TO YEYOVOS OTL Bar péQovv éval
GyQLOV TUITOV OAMAOUOQEO (BaL ExOouV YOVO-
TUTTO M/+).
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Ewova 2.22: X0QorTNQLOTIXA TAQOOElyUO--
TOL YOVIOLWV TTOMAKOTNTAS TOV WaQiov. ZTnv
TeQIIT™OoN TV bicoid ®oL TOV nanos VITodEL-
UVOOVTOL UE KORULVO %Ol YOAALLO KQMUQ Ol
TEQLOYES TOV WOQLOV OTLS OTTOlES eVTOTiLe-
ToL T0 MRNA tovg. Ommg Bo dovue 0QyOTE-
Qa, oL twtetveg Bicoid naw Nanos ouvtiBe-
VIOL 0TO €UTEO0OL0 ®OL 0TioBLO0 GXQO TOU
EUPQUOV OVTIOTOLYO ROL OTN GUVEXELDL OLOLXE-
oVTaL OYNUoTiCoviag OVo %AOELG Ovyxé-
VIQWONG UE avTioTeogn od. H #Ahion tng
Bicoid eugaviter uéyroto oto eumdobLo
TURUOL TOV UPEVOL eV NG Nanos 0To oTti-
0010. TV TEQLITTWON TV YOVIOLWV torso
noL toll, ou droueupoovinol virodoyeic yia
TOVG OTTOLOVS HWOLXOTTOLOVV KATAVEUOVTOL
OUOLOUOQMU OTNV ETTLPAVELDL TOV EUPQUOV.
EveQyomolovial OUmS 0 GUYXEXQLUEVES
TEQLOYES TTOV VITOOELXVVOVTUL WUE %({TQLVO
xowua (Torso) now Edowvo xomua (Toll).

Dorsal
Terminal Terminal
(acron) (telson)
Anterior <& & Posterior
Ventral

Posterior group: Evtomiouog tou
RNA tov yoviwodlov nanos.

Anterior group: EvViomouog Tov
RNA tov yovidiov bicoid.

Dorsoventral group: ALo.qoQurt
eveQYoroinom Tov vrodoyéa Toll.

Terminal group: AL0oQLr1| £veQ-
Yoroinon Tov vrodoyéa Torso.

2.7 Ta zuywTtik@ yovidia.

2Ta TéAn g dOekaetiag tou 1970 n Christiane Nusslein-
Volhard kat o Eric Wieschaus Eekivnoav otn XaldeABEpyn pa oelpa
CUVAPTIAOTIKDV TIEIPAUATWY E OKOTIO TNV avaKAAuUYn yovidiwv rou
ernpealouv TNV avarntuén g 0pocOPIAAG. Zav TPWTO PriNa mpog
TNV KateuBuvon auTtr anopacloav va AropovVMOOoUV PETAAAAGEELQ
TIou 0dnyouv 0NV €UPAVION avarttuElakmy avwpaAlav (BAEne Evbe-
T0 2.3). Katd 1o oxedlaoud Twv TEPapatwy Toug EAapav uroynv
TOUG Mla oelpd TApapeTpwy. Mvopllav Mwe Ta Mp®Ta oTadla g
avantuéng tou euPpulou (rou eival Wlaitepa onuaAvTika KoBwg oe
auTta kaBopiCeTtal 1o PAOCIKO OXEOLO0 AVATTUENG TOU CMMUATOG TOU
C¢wou), pubuiCovtal T6CO arod Ta yovidla UNTPLKAG eMidpacng 600 Kal
aro yovidla Tou guBpuou Ta oroia avapEpovTal wg {UYWTIKA yovi-
81a (zygotic genes). EméAe€av 6uwg va €0TIACOUV TNV TIPOCOXT| TOUG
oTa CuywTika yovidla. lMpogRAeav emiong MwG OTN CUVTPLUTTIKN
Toug MAeloyneia ol LeETAAAGEELG TToU eMmBuUOUCAV VA ATTOUOVHOOOUV
Ba \Tav Bvnolydveg Kal UTIOAETOUEVEG. Ovnolyoveg yiati ta {wa
Oev Ba uropoucav va OAOKANP®MOOUV TO avamtu§lakd Toug Tpo-
YPAUUA Kal UTTOAelrOpeveg ylati Kata kavéva, eva pévo ayplou
TUMOU OAANAOUOPPO eival ApKETO yla TN (PUOLOAOYIKA AElToupyia
TWV KUTTAPWV TwV OIMAOEIO®V OPpYAVIOU®WV OTIWG N dpocoPIAa. 2Ta
nAaiola Aourév evog melpduatoq petaAAagoyéveong KaTtéoTpwoav
Hla OElpa SlaocTAUPWOEWV OXESIAOUEVWV UE TETOLO TPOTIO, WOTE vVa
TeAIKA va TIPOKUTITOUV arto auTeG EPPpua opdluya yla Tig TIpog eEe-
Taon UETAAAGEELG.

Mpwv meptypaPouue avaAuTIKA TNV TELPAUATIKA TIPOCEYYLON
rou akoAouBnoav ot C. Nusslein - Volhard kat o E. Wieschaus, eival
OKOTILO VA TOVICOUNE OPLOPEVA YEVIKA OTOLXEIO TIOU ApopouyV TETOL-
OU TUTIOU YEVETIKEG HeBodoAoYieq (St Johnston 2002):

a) Kabwg n ouxvétnta eppaviong aubBopuntwv PeTaAAGEewyY eival
WOlaitepa XaunAn, MPOKEMEVOU VA ATIOUOVMOEL KAVEIG UETAAAAGEELG
EeKlva ekBETOVTAG TIG HUYEG O€ KATOLo UETAAAAEoyOvo apdyovTa.
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EvOeto 2.3: H Tovtomoinon Tov HETAREQOV THS TQO-
vopegng.

To. UeTaUeQN TG TQOVIPNG WTOQEL VO TOTO-
omBovv xGQN TNV LOLOLTEQN LOQYOAOYID TOVG. ZTNV
HOLAMOKY TTAEVQEL TNG TTEOVUUGNG QITOVTOUV OQLOUEVOL
KLTLVOON EEAQTANOTA. GOV ULXQOol YaTlol, o Aeyoueva
denticles, OV TNG ETLTQETOVV VO, OLYALOTQMVETOL TTOVW
0T0 VITOOTQMUO. OLEVXOALVOVTAG €TOL TNV %ivnon ng.
Kd0e puetoueés tng veaong Qoviuugng ooTeAelTol oo
12 meQlmov oeLpég ®UTTAQWY. OL 5 TEWTES KA 1 TENEV-
Tolo 0t avtég @éoovv  denticles evid oL GANeES 6 elvol
“youvég”. H magovoia Twv denticles fonbd otnv tavto-
olnom Twv ueTaueQmv e teovougns. H C. Niisslein-
Volhard xouL o E. Wieschaus y0QoxtioLoay TG WETOAA-
EELG TTOV aTOUOVWOOV Ue BAON TLS OUVETTELEG TOVS OTN
UOQQOAOYLO. TNG TQOVUUEPNG, CELOTOLOVIAS YLO. TO
oxomd ot To denticles TNG KOLALOKTG ETTLPAVELOG.

elofelelelolelelelelelelelefelefelele)e)e)
| =

1 segment sl
9 - FlyMove

To YETAUEQN TNG TTQOVIUENG TNG OQOCOPLAAS, UITOQOVV Va.
TAVTOTONOOVV Ue FAON TN LOQEPOAOYIC TMV YLTLVWOMYV TTQO-
enPOMDV TLG OTTOLES PEQOVV, GE LOOOYLLES OELQES TV HVTTA-
QWV TNG KOLALAKNG TOVG ETTLPAVELOGS.

8) OTav KAroLog BEAEL va ATTIOOVAOOEL UTIOAEITIONEVEG UETAAANGEELG,
€ival UroXPeWTIKO va aOKOAOUBAOEL Ula Oelpd KATAAANAwY dlaotau-
PWOEWV TIoU Tou eEacpaAifouv nwg Ba rapel atopa opdluya yia Tig
METAAAGEELG auTEG. Emeldr| ta opoduya atopa spgpavidovral oty Fj
Yevid, TETOOU TUTIOU YEVETIKEG peBodoAoyieg otnv AyyAdpwvn Bi-
BAloypagia avapepovtal ouxva wg “F3 genetic screens”.

Y) Ot dlaotaupwoelg eival oxeSLAOUEVEG KATA TETOLO TPOTIO, WOTE vVa
eoTialetal Kaveig oe HETAAAAGEELG YOVISIWY EVOG CUYKEKPLLEVOU XPW-
poowpatog. Me anAd Adyla, av KArolog BEAEL va AMOUOVMOEL JETAA-
A&Eelg og yovidla m.X. Tou OeUTEPOU XPWHOOMMUATOG, Ba Eekivnoel
ETIAEYOVTAG amd TNV apxr Ta KATAAAnAa oTteAéxn, Tou Ba Tou e&a-
OQPaAifouv TIWG OAeg oL LeTAAAGEELG oL ortoieg Ba €xouv TIPOKANOEL
o€ yovidla Tou deUTEPOU XPWHOOoMUATOG, Ba Bpebouv oe opoluywTia
0€ £va TI0000TO ATOUWV NG F3. PUOKA, KaTA TNV €KBeon OTO UETAA-
Aagoyovo mapayovta Ba mMpokAnBouv peTaAAAGEEIG Kal og yovidla
AAAWV XpWHOOWHATWYV. Ol TIEPLocOTEPEG OUWS artd TIG HETAAAAEELQ
auTég Ba mepdoouv arapathpnTeG, KABWG TO YEVETIKO OXAUaA Eival
TETOIO WOTE YOVO CUUMTWUATIKA, Ba TIPoKUYouv otnv F3 dtopa ouo-
Cuya yia PETAAAGEEIG 0 AAAQ XpwHOCWUATA.

To oxAua Twv dlaocTaupwoewv Tou katéotpwoav ot C.
Nusslein-Volhard kat E. Wieschaus yia tnv armopovwon JeTaAAGEewyV
01O JeUTEPO XpwHOOoWHa Tapoucidletal otnv Eikéva 2.23 evm oto
EvBeto 2.4 (ogA. 20) divovTal MANPopopieq OXETIKA e TNV OpOAoYia
TIOU XPnOolJoTIole{Tal Katd TNV rneptypadn SlacTaupWoewy oTn 0poCo-
@Aa. OL dUo EMOTNAOVEG TIPOCEBECAV OTNV TPOPN APCEVIKDV ATOUWYV
Tou tav opoduya yia TG HeETAAAAGEELS cn Kal bw, Tov ueTaAAa&oyovo
rnapayovta EMS (Ethyl Methane Sulfonate) mpokaAwvtag €10l UETAA-
Na&elg ota ornepuarolwdpid toug. Ta yovidla cn (cinnabar) kat bw
(brown) BpiokovTal 0TO SeUTEPO XPWHOOWUA KAl ATOUA TIOU ival OUO-
Cuya ywa petaAlayuéva aAAnAopoppd kat Twv dUo, €xouv aotipa
MATIa avTi yia Ta KOKKIva Tou ayplou Turou. Ta maparndavew apoevIKA
dlaoTaupwBnkav he BNAUKA Twv oroiwv To éva ard 1a dUo oudAoya
TOU OeUTepOoU CeUyouG XPWHOOWUATWY, EPEPE €va ETIKPATES KATA
OUVBNKN Bvnotyovo aAANAOLOPPO, EVW TO AAAO £QEPE €vA UTTOAELTO-
pevo Bvnotyovo aAANASuop®o. To EMIKPATEG KATA CUVBARKN Bvnolyo-
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Ewova 2.23: TTaQovoioomn Tmv dLo0TauQmoe-
Vv oV ®0TéoTwoav ou C. Niisslein-Volhard
xo E. Wieschaus mwQoxeLuévou va. amouovem-
OOVV UETOANGEELS 08 TuywTLrd Yovidl Tov
OEVTEQOV YQWUOCMUATOS TTOV EAEYXOUV TNV
OVATTTUEN TOV eufovov. H dadiraoio meQu-
YOAPETOL AVOAVTIXG O0TO %VQIWS %ElUEVO.
Emdvo deELd delyvetan To 100 TOV TTEQLO-
ooV Nature 010 Omol0 OMuooLeVOxe 1
€0Y0.0L0. TOVG,.

EvOzeto 2.4: H 0go)loyic TV d1a6T0vQ0-
GEOV TG H00GOPLANG.

MeQurol aItd TOUS XAUVOVES TTOV YQNOL-
UOTTOLOVVTOL YLOL TNV TTEQLYQUPT) OLOLOTOV-
QMOEWY 0QOTOPLAAG, elval axdAovBoL:
) T #dBe yoviolLo vTdQyeL W ouvTo-
uoyoapia. T Tor yovidla m.y. cinnabar
0L brown mou eAEYXOVV TO QMU0 TOU
UOTLOU, OL OVTIOTOLYXES OCUVTOUOYQOPIES
elval cn nau bw.

B) Otav %ATOLOG OVAPEQETOL OF UETOA-
AYUEVE OAANAOUOQQOL YOVLOLWY, XONOL-
uosolel évor exBETN yLoL vou VITOOELEEL TO
OUYREXQLUEVO OAANAOUOQEPO YLOL TO OTTOLO
moonertaL: .y, cn'SP givow éva amd Ta
OAMMAOUOQ@a TOV cinnabar. T v oup-
BoAioovue TO GyQLOV TUITOV YOVIOLO ¥QN-
OLUOTTOLOVUE G exBETN TO “+7: cn*. Otov
%QNOLUOTTOLOVUE TN GUVTOUOYQUMIO TOV
YOVLOLOV YWQIg HAVEVOL OELXTT, EVVOOVUE
OTL TTQOXELTAL YLOL TO TTQWTO KOTOYEYQOL-
UEVO UETAANOYUEVO OAMANAOUOQEPO TOV YO-
vidiov: wg cn M cnl ovuPoriletan To TEMm-
TO YVWOTO AAMNAOUOQYO TOV cinnabar.

y) Otav 10 HeTAALAYUEVO OAMNAOUOQEPO
EEXLVAL UE HEPOAALO YQAUUO ONUOLLVEL TG
€0VOLL ETTLHQATEG EVM OTOV EEXLVAL LE LXQO
YOAUUOL, ONUALVEL TS ELVOL VITOAEWTOUE-
VO (0¢ oy€omn mAVTO Pe TO ayQlov THIOU
OAMANAOUOQYO).

8) OTOV ROVELS TEQLYQAPEL £VaL YOVOTUITO
AVOpEQETAL CUVHOWS UOVO 0E GO0 YOVIOLOL
PEQOVV RATTOLO. UETAMAAEY, XWQILOVTOS TOL
OAMANAOUOQPO. TV OUOAOYWV XQWUOOM-
udtwv pe /7. ILy. o yovotumog sp /cn bw
onuaiver 6t To €va oUOMOYO @PEQEL €VaL
UETOAAAYUEVO OAANAOUOQEPO TOV YOVLOL-
oV sp (speck - emnEEGCEL TO YQWUATLOUO
TOV 0DOUATOC) EVA TO GAAO OUOLOYO (PEQEL
UETOAAOYUEVO, OAANAOUOQQO. TV YOVL-
olwv cinnabar wauv brown. Ta dyQLov T0-
OV OAANAOUOQQO. CVVIBWS OEV VITOOEL-
®VOOVTOL, OV %Ol UITTOQEL TOV TTAQUITAV®
YOVOTUITO VO TO PREITE YQUUUEVO WG EENG
sp + +/+cn bw sp cnt bw* /sp* cn bw.
g) Otav Vo yovidlo dLoyxwiCovtol ue
“5 7 onuaivel Tog PEIloxovIaL og dLopOoQE-
o Ceyog OUOAOY™V XQWUOOOUATWV.

AV %0l Ol ROVOVEG QUTOL ELVOL YEVLXA
aTodextol, o émeL va YvwItete roL
TTOTE Vo unv Egyvdte, Tov ordrlovbo ao-
owoud Tov Jr. M. M. Cohen: “Ov axaodn-
uatrol, elvol o evrOAO VA LOLQOOTOVV
™V 0L 000VTOPOVETON, TTOQA O £vag TNV
0QOAOY{0 TTOV XONOLUOTTOLEL O GAAOGC.”.

M‘,\\ )

—
cn
Mia amd Tig 5.800
] OLUOTOVQMOELS
\ ' = Py

GENES CONTROLLING
SEGMENTATION

b b cn bw

— —_—
—
b cn bw cn bw

VO AAANAGUOP®O, CUPPBOAICeTaL oTnV Ekova 2.23 wg DTS (Dominant
Temperature Sensitive) kat TIPOKAAEL TO BAVATO TWV UYWLV OE OXETIKA
UPnAEQ Beppokpacieg (29 °C)*. To UMOAETOUEVO BYNOLYOVO AAANAG-
Hoppo cupBoAieTal wg b. Atoua pe yovoturo b/ b neBaivouv (ave-
EQpTNTWG OUVBNKWV) OTO OTABLO TNG TIPOVUUEPNG, OLWG N LopPoAoYia
TOU OWMPATOG TOUG eival PUCLOAOYIKY). EKBETOVTAG oL SUO ETIOTHOVESG
Ta atopa Tng F4 og Beppokpaoia 29 °C, MpokaAeoav T0 BAvVATO 60wV
ard autd €pepav To aAAnAopppo DTS. ETtol, enefiwoav pévo ta
daropa pe yovoturio b/cn bw. Mpopavag, kabéva and autd Ba uro-
pouce va eival eTepoOCuyo Yla pia HeTAAANAEN OTO SEUTEPO XPWHOOW-
Ma. Aro autd emnéAe€av 5.800 apoevika Kat Ta dlactaupwoay e BnAu-
KA TToU gixav Kat aAL yovoturio DTS/ b. EKBéTovtag ta dtopa g Fo
Tou TpoékuPav and TIq 5.800 diaotaupwoelg oe Bepuokpacia 29 °C,
pokaAeocav Eava Tov Bavato 6cwv arod auta Epepav To AAANAOUPPO
DTS. Atopa pe yovoturio b/b énwg eiraue dev ¢pBAvVOUV Kav PEXPL
v evnAkiworn. Etot Aorody, ta atopa mg Fo Tou TEAKA eneBiwoav
£PEPAV UTIOXPEWTIKA €va eV duvAEL LETAAAAYUEVO SEUTEPO XPWHO-
OWMA HE TA AAANASPOPPA cn Kal bw KAB®E Kal To OeUTEPO XPWHOOW-
pa pe To Bvnotydvo aAAnAduop®o b. NpooéETe, wg 1600 otny F4 600
kat omv Fp yevid, ermA€yovtal yia TG TEPAITEPW OlLACTAUPWOELS,
atopa pe yovoturo b/cn bw. Ta peTaAAaypéva Opwg atopa g Fy
TIoU €XOUV aUTO TO YOVOTUTIO, PEPOUV TO KABEVA SLAPOPETIKESG UETAA-
AAEeLG. AvtiBeTa, Ta petaAAaypeva atopa g Fo Tou £xouv YovoTu-
mo b/cn bw, epdoov eivar adEAPLa Ta ornoia £Xouv MPOoKUYeL anod tnv
idla dlactaupwaorn, PEPOUV TIPOPAVMG OAA TNV idla PeTAAAAEN.

*To aAAnAopop@o DTS xapaktnpiletal wg “Bvnolydvo” yiati mpokahei To Bdvarto otnv
Beppokpacia Twv 29 °C Tou PUGCLOAOYIKA Ol Ayplou TUTIOU PUYEG ETIRIOVOUV XWPIG
MPOBANua. Xapaktnpidetal wg “katad ouvenkn” ylati o mapardvw Bvnolyovog gawvo-
TUTIOG €KONAWVETAL OE OUYKEPLMEVEG MOVO CUVONKEG, OTNV TIPOKEIMEVN TIEPITITWON
otoug 29 °C. >toug 25 °C n BlwodtnTa TwV YUYV dev ennpeadetat. TEAog, To DTS
XAPAKTNPICETAL WG ETUKPATEG, YIATI AKOUA KAl OTNV £TEPOLUYN KaTdoTaon, étav dnAa-
On uUMApxeL Og €va HOVO aVTiypapo, EKINAMVETAL O XAPAKTNELOTIKOG, “KATA CUVONKN
Bvnolyovog” eatvoTurog Tou.



I'. £kdB86ng & M. I'pnyopiov - 2003

2TV TeAK @Aaon oL dUo gpeuvnTéG dlactaupwoav UeTagu
Toug adeApla ard v F, mpokeipevou oty F3 va gpépouv og ologu-
ywTtia TI¢ HETAAAGEEIG TTOU gixav dnuloupynoel. And tn dlaoctaupwon
QUTT) TIPOKUTITOUV TPEIG TUTOL aTOpWY (Elkdva 2.23):

- Atopa pe yovoturio b/ b ta oroia reBaivouv 0To OTAdLO TNG TIPO-
VUPPNG XWPIG OUWG va eupavifouv LOPPOAOYIKEG AVWHAAIEG.

- ATopa TIOU £XOUV TOV (010 YOVOTUTIO [e TOUG Yoveig Toug (b/cn bw).
- Atopa opoCuya yla To €v OUVAUEL LETAANAYHEVO OEUTEPO XPWUO-
ocwpua (cn bw/cn bw). Av Ta dtopa autd dgv PEPOUV KATOLA PETAAAA-
&n n oroia ta gurodiel va OAOKANPWOOUV TO avartuglakd Toug mpo-
YPaupa, 8a rpénet otV F3 va eppaviotolv puyeg pe aorpa paria. Ot
dlacTaupwaoelg Aowrdv and TIG Ortoieg TIPOEKUTITAV EVIAIKA ATOUA e
dorpa pdTtia evrortifovrtav eUKOAA Kal dev avaAluovTtav TEPATEPW.
271G dlaoTAUPWOELG OPWG OTIG OTIolEG OAa Ta evhAKa gixav aypiou
TUTIOU PATLA, Ba ETIPETIE TIPOPAVQG Va gixe Bpebei oe opoluywTia pia
UTTOAELTIOEVT BVnoLyovog HETAAAAEN, TTou Ba gixe TpokAnBei and v
€kBeon oto EMS. O dlactaupmwoelg auTég eEeTAlovVTAV TIPOCEKTIKA
E OKOTIO TOV EVTOTIOUO VEKPWV TIPOVUUPWV UE ePgaveic avarTuéla-
KEQ avwpaAieg. Me Tov TpOTo autd oL SUO EPEUVNTEG ATIOUOVWOAV
METAAAGEELG 0 15 CUYWTIKA Yovidla TTou eAEyXOUV TNV avartugn g
D. melanogaster (NUsslein-Volhard and Wieschaus 1980).

MeTd arno Tov evToTiouo UIag oelpas CUYWTIKWY YOVISiwV TIou
evéxovtal otnv avartuén g 6pocdPpiAag, n C. Nusslein-Volhard kat
o E. Wieschaus ue tnv cuvépyaola kat AAAWV EMOTNPOVWY, OTwg N
Trudi Schupbach, &ekivnoav tnv mpoondbela yia Tov eVIOTIUOUS VEWV
YOVIOiWV UNTPIKNG £TIdPAONG. ZNUEPA YVWEICOUE TIWG N avaruén g
OpOoCOPIAQG puBpuifeTal ard Tn CUVTOVICPEVT dPAOoT TWV YOVISIWY [n-
TPLKNAG enidpaong kat Twv CUYWTIKWV Yovidiwv. Yridpyxouv repirou 50
yovidla unTpIkng emidpaong mou kabopifouv To BAaCIKO APXLITEKTOVIKO
OXEDL0 TOU EUPPUOU arto Tn Ao aKOWA TNG WOYEVEDNG. 21T PUBJLON
Mg Spaong Twv Yovidiwv auTwv Taifouv KaBoploTiké POAO oL aA-
ANAETUSPACELG TOU WOKUTTAPOU, TOOO HE TA BondnTika 600 Kal e Ta
woBuAakika kuttapa (Eikéva 2.24). Etol, .X. Ta mRBRNA twv bicoid kat
nanos cuvBETovTal and Ta BonénTika KUTTAPA Kal HETAPEPOVTAL OTO
WOKUTTAPO, OTIOU CUYKEVTPWVOVTAL OE CUYKEKPLUEVEG TIEPLOXEG TOU.
MNa tov evrtoriouo Toug amatteitatl n aAAnAemidpacn Tou WOKUTTAPOU
ME OplOMEVA WOBUAAKIKA KUTTApa. MExpL kal Tnv evogkatn Tepirou
dlaipeon, n avantugn Tou eUPPUOU EAEYXETAL ATIOKAEIOTIKA ard arod
npwteiveg kat MRNA rou €xouv evarotebei oe auto anod KUTTapa Tng
MNTEPAG (BAETE KAl OEA. 7). 3Tn OUVEXELD TA YOVIOla UNTPLKAG eMidpa-
ong apxifouv va evepyorolouv CUYMTIKA yovidla, Ta oroia kat ava-
AappBavouv Tov €AeyX0 TOU avarttu&lakou TPoYPAUUATog Tou {mou.
Bondntuxd xvtraga: Svvhétovv QoBuviaxixd

HOL UETOPEQOVV OTO WORVTTUQO — AVTTEQ Qoxvtragoe
10 RNA 10V bicoid nou Tov nanos

Qobvhaxrirnd rHTTAQM
TTOV TTOQELOVV TO ONULaL
YLOL TOV EVTOTTLOUO TOU
RNA tov bicoid nar Tov
nanos 0to €WroOoLo
%ol OTioOL0 AxQO OVTi-
OTOLY 0L TOU (DOXVTTAQOV

QOOVAIAIKNA RVTTAQO TTOV TTO-
QOOVAUKLKE RVTTOQU TTOV TTUQEYOVV TO O1)-  QEXOVV TO ONUAL VLU TNV €VEQ-
LLOL YLOL TNV EVEQYOTTOINON TOV Witodoyéa Toll  yomoinom tov vodoya Torso

Ewova 2.24: XaQoxtnoLlotnd maQadelyuo-
T TOV QOAOV TV FONINTIUDV HUTTAQWV HOL
TV WOOVAIKIXDV ®UTTAQWV OTN QUOULON
™G 0QAONG TWV YOVIOIWV UNTQWXNG ETTOQOL-
ong. ZYETRA Ue T0 QOAO TV YOVIOLWV TTOV
avagégovtal 0to oyfua PAéme ror Ewdva
2.22.
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Ewova 2.25: X0QaxtnoLotind ToQadeiyuo-
T TOV QOLVOTUITOV TMV UETOAAGEEWDV YOVL-
Olwv uUNTOWNg €midQaong, To. ool eAEy-
XOUV TNV OVATTTVEN XATA WHXKOG TOV EUTTQO-
oBLov - omtioBlov dEova. Katm amod 1o oxn-
UOTOL OE(YVETOL 1) POTOYQAPLO. ULOG TTQOVINL-
PN OV TTQOEQYETOL GTTd UNTEQU OUOTLYN
Yo xAmmoLo. LETAALOEN Tov bicoid. TIQo0¢ETE
WS OTLS TTEQUTTWOELS UETOAMAEEWV TOV
bicoid, méQo. atd TNV ATMOAELN TV EUTQO-
oOuwv douwy, ToQoTneeltal exiong N avtL-
ROTAOTAON TOV (XQOV ATTO EVOL ATEAMS OYN-
uatiopévo téhoo. To yeyovog outd VITOOEL-
®VVEL TG TO bicoid evéyetol xat 0Tov x00o-
QOO Tov dxov. TTéga amd v eEaigeon
oUTY, TO CVOTNUA OLOLPOQOTTOINONG TWV dVO
oxQAimV TUNUATWVY AELTOVQYElL €V TTOALOIC
OVEEAQTNTA OTTO T CUOTHUATO OLOLPOQOTTOL-
NONG TOV EUTQOCOLOV KOl TOV OTTLoBLOV TUN-
uotog (ap: anal plates, fk: filzkorper, xau Ta
V0 YOQUXTNQLOTLXES DOUES TOV TENCOV.

2.8 O kadopiopdg tng diapoponoincng Tou euBpu-
OoU Katd pnkog tou epnpoéacdiou - onicdiou aSova I:
O poAog Twv PNTPIKWV YoVIdiwv.

A. Eicaywyn.

Ta yovidla UNTpPIKAG eMidpacng TIoU EAEYXOUV TNV avArtTuén
KATA PNKOG Tou eumpodoblou - oricBlou d&ova, dlakpivovtal onwg
€XOUUE NON avapEPEL OE TPELG KATNYOPIEG:

-2Ta yovidla tng eunpoéodlag ouddag e XAPAKTINPLOTIKOTEPO EKTIPO-
owrto To bicoid.

-2Ta yovidla g omnioblag opddag Pe XapaKTNPLOTIKOTEPO EKMPOOW-
TI0 TO nanos.

.-2Ta Yovidla TNG akpaiag opuadag Ye XapaKTNPLOTIKOTEPO EKMPOOW-
o TO torso.

H maparavw katata&n yivetal ye faon to QAVOTUTIO TWV
peTaAAaywV Toug (Elkova 2.25). MeTtaAAdEelg og yovidla NG eumnpod-
06lag ouddag €xouv WG ArMoTEAEOUA TN PEIWOoN 1) TNV anwA&la Twv
TEPLOXWV TNG TIPOVUUPNG TIOU AVTIOTOLXOUV OTO KEPAAL KAl TOV
Bwpaka Kal 0 UEPLKEG TIEPUTTWOELG TNV AVIIKATACTAON TOUug arod
orioBleq douéG. MeTaAAGEelg oe yovidla Tng orioBilag ouddag €xouv
WG ATTOTEAECUA TNV ATIWAELA KOIWAIAKOV TUNPATWY NG TIPOVUUPNG.
TeAog, peTAAAGEEIG o€ yovidla TNG akpaiag opddag £€xouv wg aro-
TEAECOUA TNV ATIWAELD TWV AKPAIWV TUNUATWY TNG TPOVUUPNG dnAa-
On Tou GKPOU Kal TOU TEACOU.

Wild-type egg fate map Wild-type larva
: L
At
I telson
abdomen
thorax
Mutant eggs Mutant embryos Regions affected
bicoid mutant
Sy B
‘{ /,* . Anterior
nanos mutant
‘ Posterior
I¥
torso mutant
Terminal
1 a

Normal larva bicoid mutant

A7 A6

A7 A8
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B. O p6Aog ToU bicoid 6TO GXNUATIOMO TWV EUTTPOCGOIWV SopWYV.

M oelpd nepaudtwyv tTa oroia eixav yivel ue okord Tov
EVTOTIIOUO KUTTAPOTIAACUATIKWY TIApAYOVTWY TIou pubBuifouv Tnv ava-
mtuEn TG SpocoOPIAag, eixav deiel WG OTO EUMNMPOOBIO TUrUa TOU
EUPPUOU UTIAPXEL €vaG KUTTAPOTIAQCOMATIKOG KABOPLOTAG Tou eival
arnapaitnTog yla To OXNUATIONO TNG KEPAANG Kal Tou Bwpaka. Otav
KArolog Tpurouoe pe pa BeAdva 1o eunpdoblo akpo evog eufpuou
KAl ArMOPAKPUVE UIa JIKET TTIOOOTNTA KUTTAPOTNAAOUATOG, TOTE N TIPO-
VUUQN TIOU EKKOAATTOVTAV arod TO £UBPUO AUTO OTEPEITO TwV OOUWV
NG KEPAANG Kat Tou Bwpaka. KaBwg o mapardvw ¢avoturog BuuLle
£VTOVA TA €UPpua TIOU yeviouvTal aro PNTEPES OUOCUYEG YIA UETAA-
AGEELG Tou bicoid, Atav Aoyikd va uroTebel Mwg 0 AyVwoTOoG KUTTAPO-
TAQCOMATIKOG KaBoploTng eival n mpwteivn Bicoid. Mpayuatl, sival
duvato va PETPLAOTOUV OE ONUAvTIKO Babuod ol avanTuElakeS avwua-
Aleg TnG TPOVUUPNG TIOU EKKOAAMTETAL arid €va YOVIUOTIOINUEVO
waplo 1o oroio otepeital Bicoid, av otnv eurnpoobia repLoxr Tou eve-
Bel Alyo KUTTapOTIAQoUA Ao TNV EUMNMPOCOLA TIEPLOXT) EVOG PUCLOAOYIL-
koU wapiou (Ewkova 2.26). AKOUA TILO EVTUTIWOLAKT ATAV 1 dlanioTwon,
WG PE Eveon eUMPOOBIOU aypiou TUTOU KUTTAPOTAACUATOG, OTO UE-
00 evOG CuywTou Tou otepeital Bicoid, avarrtucoovtav pia rmpovuugn
ToU E€PPAVI(E XAPAKTINPELOTIKEG SOPEG TNG KEPAAAG OTO UECO TOU
OWUATOG TNG KAl EKATEPWOEY auTwV BwpakikoUu TUrou uetauepn! O
armAoUoTEPOG TPOTIOG YA VA EPPNVEUBOUV AuTA Ta TEIPAUATIKA arto-
TeAEopaTa, eival va urnotebel mwg n Bicoid Aettoupyel wg poppoyovo
TO oroio kaBopilel TO OXNUATIONO TWV EUTIPOOBLWYV SOUWY TNG TPO-
vUUPNG: 0 UPNAEQ ouyKevTpwoelg Bicoid oxnuati¢etal To KEQAAL, O€
XauNAOTEPEG 0 Bwpakag kat aroucia Bicoid n KolAlakn meploxr. H
mapandvw autn uroBeon €xel onuepa sruBeBalwbel pe wa oslpd mel-
paupatwv Moplakng BloAoyiag. Kat' apxiv yvwpifoupe iwg to mRNA

Wild-type larva

bicoid mutant larva

Some anterior structures develop

Wild-type egg bicoid mutant egg

- _—7
bicoid bicoid Thoracic Thoracic
protein protein segments segments

A P A P

Ewova 2.26: Ou 0vOITTUELOXES OVOUOALES
WLOLG TTQOVULGNG TTOV TTQOEQYETOL OTTO UNTE-
Q0. ouOTUYN YLo ®ATTOLO. UETAANOEM TOV
bicoid, WtoQovv Vo UETQLAOTOVV v evebel
010 Quywtd amd to omoto Aelmer m Bicoid,
Ayo ®uttOQOTAOOUC OO TNV EUTTQOCOLA
TTEQLOYT EVOS (PUOLOAOYLXOV maQiov. Mg é-
veon euteooblov, ayolov TUTOV KVTTAQO-
TTAAOWUOTOS, OTO UEDO EVOS CUYMTOV TTOV OTE-
oeltol Bicoid, avasttooetal pio tooviouegn
TTOV EUQPAVICEL YOQAKTNQLOTLXES DOUES TNG
UEQPAANG OTO UECO TOV ODMUATOS TNG KOL EXOL-
TéQOEV AVTOV BWEAXIXOV TUTTOV UETOUEQ).
O TAOVOTEQOS TQOTTOG YLAL VO, EQUNVEVOBOVV
QUTA TO TTELQUUOTLXG astoTeEAéoUOTA, ELVOL
va. vtotebel Twg n Bicoid Aettovoyel wg
UOQYOYOVO TO 07T0L0 KOBOQICEL TO TYMUOTL-
oud TV EUTEOCOLWV dOUMV NG TQOVUU-
@PNG: 0e VYNAES ovyxreviowoelg Bicoid oyn-
uatiCetor 10 %ePAAL, O YOUNAOTEQES O
Boanog nov amovoio Bicoid m xouhiomn)
TTEQLOYY).
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Maternal bicoid mRNA

bicoid protein

maternal bicoid mRNA

bicoid protein

A P

Ewova 2.27: 210 mtdvm TUWHo ToV OYRUTos
Oelyvetal pe in situ vPELOOTOINOT, O EVIOTL-
OUOg 1oV bicoid-mRNA 010 gutdobio tun-
ua ToV ooV (0%OVQO WITAE XQMU). ZT0
UEOOLO TUWUA TOV OYNUOTOG OELYVETOL O EV-
TOTLOUOG TG TtRwTetvng Bicoid we tn Pon-
BeL0 HATAAANAOV AVILOMUATOS, OTO EUITTQO-
00L0 TUNUA VEAQOV EUPBQUOV (HAPE KOWWAL).
210 #ATW TURUOL TOV OXUATOS OTTELXOVICE-
ToL M ®otovoury Tov mMRNA xoL Tng Tew-
telvng tov bicoid, #aTG UNKOG TOV EUITQO-
00Lov - oioBLov GEova oTa veaQd £uBoua.

Ewodva 2.28: A. MetagoQd eutQoodiov, d-
YQLOV TUITOV XUTTOQOTAGOUATOS, OTO EUTTQO-
oo Tuuo Quywtov mov oteQeital Bicoid,
oTorafLoTd 08 ONUOVTLIXG BaOUO TV avAa-
TTTVEN TOV eufEUov. B. 210 (010 omoTéheoua
0OMYOVUAOTE, OV AVTE YL (YQLOV TUITOV HUT-
TAQOTTAAOU, eveDel 0TO TuYWTO OV TTQOEQ-
YETOL OITd UNTEQOL OUOTUYN YLOL RATTOLAL Ue-
TAANOEN TOV bicoid, naBaQd bicoid-mRNA.
I'. Ze éufoua oItd YEVETLXG TQOTOTOLNUEVAL
ONAurd dTona TaL 0TTO 0L PEQOVV TTEQLOOOTEQ.
a7t OVO aVTiYQOpa. TOV bicoid, TOQATNQELTOL
Bobuaio peyébuvon g meQuoyig amd TV
omota Ba. TEORMPEL TO KePAL, €IS PAQOS TV
VITOAO(TTWV  TUNUATWV TOV gupQUoV. AUTO
OLOTTILOTMVETOL OTTO TN OTOOLOKY UeTAXiVNON
7TQOG TO OTTLoBLO GO TOV euPQuov, Tng Bé-
ong OTNV OMOL0. OYNUATICETOL M KEPUALXN
ovhana, (BAéme ol Ewova 2.15 ot ogh. 12).

TOU bicoid evTortieTal OTO EUMPOOBI0 AKPO TOU WOKUTTAPOU KATA TNV
woyéveon. Metda tn yoviuortoinon apxicel va petappaletal kat 1 mpw-
teivn Tou dlaxéeTal MPog To onicblo TUAUA Tou ePPpuou. ETol onui-
oupyeital pla KAion cuykévipwong (concentration gradient) tTng Bicoid
KATA WrKoG Tou eurpooblou - oricBlou agova (Ewkova 2.27). Emopé-
VWG, N katavour tng Bicoid oto €uBpuo eival andAuta cupBatr e Tnv
umoBeomn Nwg AELlToupyel weg poppoyoévo 1o oroio kabopilel To oxn-
MaTIONS TwV ePmpocbiwy dopwv. EmmAéov, av kaBapd mRNA Ttou
yYovidiou bicoid eveBel 0TO eUMPOOBI0 AKPOo CUYWTWV UNTEPAS OPOLU-
YNG Yla YETAAAGEELG TOU bicoid, TOTE kel OTIOU €YIVE N EVEOT OXNUA-
TiCovtal dopEG TNG KEPAANG, KAl KABWG Aropakpuvouacte ard To
onueio ™g éveong, oxnuaticovrtal apxXtké Bwpakikd Kal oTn cuveXela
KOIAloKA peTapepr| (Ewkova 2.28). TEAOG, o £Bpua arnod YEVETIKA TPO-
roronueEva BNAUKAG ATopa TA OTToia £X0UV TIEPLO0OTEPA arto dUO avTi-
Ypapa Tou bicoid, mapatnpeital fabuiaia peyebuvon tng reploxng aroéd
Tnv oroia 6a MPoKUYEL TO KEPAAL, €i¢ BAPOG TWV UTIOAOIMWY TUNUATWV
Tou guPpuou (Ewkdva 2.28).

Me dedouévo Aoumdv nMwg Ta napandvw Tepduata arnodel-
KvUOUV TO pOAo NG Bicoid wg poppoyovo, tibetal To EMOPEVO AOYIKO
EPWTNUA: HECA AMO TIOO UNXAVIOUO ETITUYXAvVEL 1 Bicoid Tn dpaon
mgG; ZAuepa yvwpifouue Twg n Bicoid Aettoupyei 1600 wg petaypa-
PLKOG TIapayovTag 600 Kal WG PETAPPAOTIKOG kataotoAéaq (Wilki-
nson and Shyu 2001). Onwg Ba douue otnv enduevn evotnta, n Bicoid
EL0EPXETAL OTOUG TIUPAVEG TOU EUPRPUOU Kal EMAYEL TN LETAYPAPT) TOU
CuywTLKoU Yovidiou hunchback. ETol e§aogpalidetal nwg To hunchback
(to oroio Taifel KABOPLOTIKO POAO OTN dLAPOPOTIOINOT TNG KEPAANG
Kal TOU Bwpaka), Ba eKPPACTEL LOVO OTO EUTTPOOBLO ALOT TOU eUPPU-
ou. Emiong, n Bicoid AelToupy®vtag WG HETAPPAOTIKOG KATAOTOAEQG
KataoTéAel TN peTaPpaon tou mMRNA evog dAAou yovidiou UNTPIKAG
enidpaong, Tou caudal. To mRNA Tou caudal eival opolopopPa Kata-
VEUNMEVO og 6A0 TO £uPpuo (Ekova 2.29). H mpwTeivn Caudal maidet
TIOAU ONUAVTIKO POAO OTOV KABOPLOWO TWV KOIAIOKQWV OOUWV TOU
eUPBpUOU, peTtalu AAAWV Kal ylati evepyorolel Ta yovidla mou eival
urelBbuva yla TNV €YKOATIWOT) TOU OTioBlou TUAMATOG TOU EVIEPOU
(BAéme kal ogA. 10). H Bicoid avayvwpilel éva tunpa g 3 auetd-
®ppaotng reploxng Tou mRNA Tou caudal kal TipoodEveTal EMAVW TOU
KaTaoTEAAOVTAG £TOL TN PeTappaon Tou. Autd eival wlaitepa onua-
VTIKO, KaBwG €xel delxBel mwg oe mepintwon nou n npwteivn Caudal
ouvteBel O0TO eumpPOoblo TUAUA Tou euPBpuou, dev avarrtuooovTal
OMAAQ OL TIEPLOXEG TNG KEPAANG KAl TOU Bwpaka.

‘o b pogt  TMmouei Tounemblcold  Kegahuui ahana
MRNA odom bed S YWl }
bed”  bed bed 1X
|
2X
A A |
He He -
Th Th
Ab Ab |
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Onwg €xoupe avagpepel, KaBoploTikd poAo otn dnuioupyia
™G KAIoNg ouykévTtpwong g Bicoid mailel o evtoruoudg tou bicoid-
MRNA oTtov eurnpdobio dAo Tou euppuou. O unxaviouds Pe Tov oroio
eEaopaAiCeTal auto, amotelei €va e€alpeTikod apadelypya 1600 NG
onuaciog Twv aAANAeTIOPAcCWV PETAEU WOKUTTAPOU KAl WOBUAAKIKWV
KUTTAPWYV, 000 Kal TOU POAOU TOU KUTTAPOOKEAETOU OTOV EVTOTIOUO
oplopévv MRNASs 0g CUYKEKPLUEVEG TIEPLOXEG TOU KUTTAPOU (Jansen
1999 - EvBeto 2.5 0Tn oeA. 26). 210 NMPAOTA OTAdIA TNG WOYEVEDNG N
rnapoucia evog MTOC (BAemne EvBeto 2.4) oto orioBlo Turua tou
WOKUTTAPOU, €XEL OAV ATIOTEAECNA TO APVNTIKO AKPO TWV UKPOCWAN-
ViOKwV va BpiokeTal oTov orioBlo TOA0 eV TO BETIKO OTOV eUMNPOcBLo
(Elkova 2.30A). 3tnv mopeia OUWG TNG WOYEVEONG TO WOKUTTAPO
EKKpIveL Tormka, oTtnv orioBla Teploxr) Tou BaAduou Tou wapiou, TNV
npwTteivn Gurken n omoia aAANAemudpa pe Tov dlapePBPaviko Umodo-
xéa Torpedo Twv WOBUAGKIKOV KUTTApwWV. Ta woBUuAakikd KUTTapa
mou ektiBevtal otnv Gurken oTEAVOUV OTO WOKUTTAPO £va AYVWOTO
OTa TO OTIoI0 £XEL WG CUVETELA TN YeTatorion Tou MTOC oto eumnpo-
0010 dKpo Tou woKuTTApou. ETol, 0 TpocavatoAlopog TwWV [HIKPOOO-
Anviokwv avTiotpépeTal. Autrh n avadlataén Twv PIKPOOWANVIOKwV
£XEL Bpebei mwg eival anapaitntn yia Tov eVvIoTiIoUo Tou bicoid-mRNA
OTO eUMPOCBI0 AKPO TOU WoKUTTApoU. MNpdopata paiiota deixbnke
nwg to bicoid-mRNA aAAnAemudpd pe Tnv npwteivn Swallow, n omoia
ME TN oelpd NG ouvoeeTal YE Mia TpwTEiv TNG OLKOYEVEIQG TWV
ouveivav (Schnorrer et al 2000, Hays and Karess 2000). KaBwg ol
Ouveiveq HETAKLVOUVTAL TIPOG TO APVNTIKO AKPO TWV UKPOCWANVIOKWY,
ME TOV UNXaviopo auto eEaocpalifetal evepynTikd, N CUCCMPEUCT) TOU
bicoid-mRNA oT10 gunpooblo Akpo Tou wokuTTApou (Eikdva 2.30B).

To WOXVTTUQO OTENVEL
o uEow Tov gurken.

@ @
o o
@ O @
® +\_
° ° ~ —>d— >
® © v S Ta wobvhaxird ®VTTOQO
® (@) (@) ® Aappavouy To oNua WE TOV
e > S ® OLOUEUPQAVLXG TOVS VITO-
@ @

ooyta Torpedo.

Ta 0OOVAURLRA RVTTAQO
OTEAVOUV 0TO WORVTTUQO
€va. AyveaTo oMU Tov O-
omyel 0TV ®ATAQYNON TOV
ortioflov ®€vTQov 0QYa-
VOONS WXQOOWANVIORWY
2©OL TN ONUOVQYia. evog Véou
otV eutEOoiLa. / QaryLaio.
TTEQLOYT| TOU MORVTTAQOV.

bicoid mRNA

Putative additicnal
regulator of

Swallow localization

Microfubuls

e BB DREREDERERDEDEDDD DL

Ewova 2.29: 210 edvon TUiuo ToV oyfiuo-
TOG OelyveTaL €V WAQLO 0TO OTTOLO VLY VEV-
etal t0 caudal-mRNA (LOQO YOMUQ), %ol
AW elvol QOvEQH KATUVEUETOL OUOLONOQ-
@a. ZTO XATO TWUL TOV OYNUOTOG OVLYVEV-
etal M Tewtetvn Caudal, oe ¢upouo oto otd-
OLO TOV OUYRVUTLAXOV BAAOTOOEQUOTOS (ULO-
00 yomwua). Kabwg n Bicoid nataotédler ™
UETApQEOON TOV caudal-mRNA, 1 mewtelvn
Caudal amrovoldel artd o eutedoo TUqma
TOV WO.QLOV.

Ewova 2.30: A. ZyMUOTIXT 0VOITAQAOoTO.0N
™G OAMANAETIOQOONS UETAEY TOV WOXVTTA-
QOV %Ol TOV WOBVAIKIXDV HVTTEQWYV, TOV
€YeL G OTOTENEOUA TNV OVOOLATAEN TV
wrQoowAnvioxwv. H avadldtoEn vty elvol
OITOQALTNTN YLOL TOV EVTOMLOWS TOV bicoid-
MRNA 070 eutQO00L0 TUHUO TOV WOXVTTA-
00V. B. MOVTELO TTOV OTTELXOVICEL TOV €VEQ-
YNTO UNYXAVLOUO UETATOTTLONG TOV bicoid-
MRNA 070 €utQO00L0 TUHUO TOV WOXVTTA-
Q0V. Ztn duvelvn, M ooia £xeL TNV LOLOTNTA
VO OUVOEETAL TTAV® OTOVS UWAQOCMANVIOROVS
0L VO UETOALVE(TOL TTQOG TO 0QVNTIXO TOVG
ano, ouvvoteTal M TEwTelvn Swallow %o
uéow ovmig to bicoid-mRNA. TTHovwg 01O
OMO OUUITAOXO VO CUUUETEXEL HOL HOTTOLOL
oxOUa GyvwoTn TEWTELYN, N OTOlo. VoL €7TN-
ediel v oAMnhemidogaon tng Swallow ue
™v OuveLv.
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EvOeto 2.5: O xutT0.000%ELETOG

O ®UTT0QO0%EAETOS OTToTENETOL 0TTO dLPO-
QOVG TUITOVG LVLOLWV TTOV ELVOL YVIWOTE (DS XUTTALQOOE-
Aetwwa widwa (cytoskeletal filaments). ZTo eUxaQUOTIHAG
KOTTOQM OL ONUAVTIXOTEQOL TUITOL XVUTTOQOOKELETLRWDV
widlmv elvar ov axdhovdol:
- To. evowdpesa wvidwa (intermediate filaments), o foot-
10 QOMOG TV OTTOlWV elval va eEaopaliovv unyove-
%N VIO 0TO RKVTTOQO.
- To widwe axtivng (actin filaments) wov ovogéQovial
%Ol G mx@otvide (microfilaments) ta omolo astavtovv
0€ UEYORUTEQYN OUYAEVTOMWON KATW AITO TNV TTAAOUOTIAT
UEUPQAEVN, 1AL EVEXOVTOL TOCO OF TTEQLITTMOELS UETAXIVN-
ONG ®VTTAQWV OTTMGS TT.). OVUPBAIVEL XOTE TN LETOVAOTED-
01 TV XVTTAQWYV TNG VEVQLANG OXQOAOPLAC, OO0 %L €
TTEQLITTMOELS EVOOXRVTTOQIXNG UETARIVINONG LOQLWV.
- OL pegoowMviexor (microtubules) oL oo{oL evéyo-
VIOL 0€ SLAPOQOVS TUITOVS EVOORVTTOQLUMV UETOPOQWV
(intracellular transport) xoL TeEAA 0ToV evtomiouod (lo-
calization), 1600 TV UEUPQOVOIDV COUATLOLWY TOV
HUTTAQOV OO0 %L OLAPOQWYV TTOWTELVMV ®oL MRNAS.

OL WxQOOWANVIOROL OITTOTEAOVVTOL OITO ETTOL-
VOAAUPBAVOUEVES VITOUOVADES TovpmovAivig (Ewdva A).
Kd&0e viropovado Touvutoviivng etvol £vo eTeQOOLUEQES
OITOTEAOVUEVO OTO ATTO €VaL UOQLO C-TOVIITOVALIVIG KL
éva. LWOQLo B-tovumoviiving. TooUULKE ETTAVOLOUBOVO-
WEVES VITOUOVAOES TOVUWTOVALYNG oynmuaTiCouv ta Aeyod-

o-Tubulin | | 3-Tubulin

8nm
s

o, o, oot o, g,

Protofilament + } #24nm

L

nucleating sites
(y-tubulin)

minus
end

pair of
centrioles

i
microtubules growing from nucle-
ating centers of the centrosome

uevo meototvidte (protofilaments). Ol UHQOOWANVI-
OXOL ELVOL HUMVOQLRES QOUES TWV OTTOLWV N ETTLPAVELDL
artoteheitol amd 13 madAnio tomobeTnuéva TEMTOL-
vioLa, eV TO €0MTEQLXO TOVS elval xevd. AOYw TOU
TQOTTOV ROTOOKREVNG TOVG Ol ULLQOCWANVIOROL EUPOIVE-
Covv molMxrdTNTa. ZT0 £V GO TOVS EXTIBEVTAL LOQLOL
O-TOVUTTOVALVNG VM 0TO GALO exTiBEVTOL LOQLO B-TOV-
wtovhivng. To dxQo 010 Omoio extibeviaL oL a-TOV-
WITOVALVES OVOUALCETAL 0QVNTIXO EV QUTO O0TO OTOLO
extiBevtaL oL B-tovustoviiveg ovoudtetor OeTLxo.

O TOAVUEQLOUOS TMWV VITOUOVAIMWY TOVUITOVAL-
VNG UE OXOTTO TO TYNUOTLOUO WHQOTWANVIORMY, YIVETOL
aItd OUYREXQLUEVES DOUES TOV KVTTAQOU OL OTTOLES OVO-
udCovror Kévroa Ogyavoons MixQocoivioxmv
(Microtubule Organizing Centers - 610 €€11¢ 0ol axolov-
Bovue TV AyyAinn ovviopoyopio “MTOC”). To meQLo-
061eQa Cowxd ®UTTOQ0. dLadétovy évo uovo MTOC mov
ovoudletol xevrgoomua (Centrosome) KoL oITavTd
©ovid otov mugnva. (Ewova B). To ®eviodomuo. omoTe-
Aeltan amrd OV0 HVALVOQLHOVS OYNUATLOUOVS TTOV OVOUG-
Covtol »evreiha (centrioles) ot oo 10 AeYOUEVO TeEQL-
®nevroLMxz0 vhxo (pericentriolar material / centrosome
matrix) sov to TeQURAMAEL. TO TEQLHEVTQLAKO VALK El-
VoL TAOVOL0 0¢ LOQLOL EVOS TEITOV TUITOV TOVUTTOVALVNG,
™G y-tovumoviivng. H y-tovwtouviivn dnuioveyel otnv
ETLPAVELDL TOV HEVIQOOWMUNTOS €0TIES ITTOAVUEQLOUOV
TOVUTTOVALYNG, OTLS OTTOLES EEXLVAL 1) TTALQOLYWYY) TMV UL~
©QOOWAMVIorWV. KabBmg yuomw atd To ®eVIQOOomUa, ETTE-
nTElVOVTOL TTQOS ®AOE ®OTEVOVVON ULXQOOWANVIOKOL, TO
OO OVOTNUA ATTOXTA LLOL {OQUKTNQLOTLAY “0LOTEQOELON”
oLouoeemon. Eival onuoviikd vo Tovioouue mTwg o
TTOAVUEQLOUOS TNG TOVWTOVALYNG YIVETAL HOTE TETOLO
TQOTTO, MOTE TO OQVNTIXO GXQO TMWV ULLQOCWANVIORWV
Vo BOLoXETOL OTO KEVIQOOWUO EVD TO DETHO (XQO VO
elval eAeBEQO 0TO XVTTAQOTAAOUOL.

YaQYouv OV0 ROTNYOQLES TQWTEIVHMV OL OTTO(-
€G UITOQOVV VOQOAVOVTOS ATP va xivnfovv xotd wirog
TOV WXQOOWANVIOnWV: oL xiveoiveg (kinesins) %ol oL
duvveiveg (dyneins). Ou xLveo(veg ®LVOUVTOL TTQOS TO
OeTInd GO eV oL duveTveg TEOG TO aEVNTIXO (ELrdva
). Ou dLdpoQeg dUVETVES KoL KLVEGTVES WITOQOVV UECM
AAAWV TTQMTELVOV - TTQOCAQUOOTMV (adaptors) va. cuv-
OLOVTAL UE OLAPOQO. “POQTLO” %Ol €(TE VO TOL UETOPE-
Qouv 11eog T0 MTOC (oL duvelves) elte va To QITOUOL-
nolvouvv artd avtd (ov nuveoives). Ta “@poQtia” avtd
WIToQEl vau elval LEUPBOOVDON COUOTIOLO TOV XVTTAQOV,
UOQLAL TTEWTELVAOV 1| LOQLoe MRNA.

A, Zymuatiy ostetnovion g Ooung
1 TOV WXQOOWANVioxwyv. TIQooéETe Vv

X, -

MINUS
END

RINESING . mroludtna Tov eugoviCouy.
B. Zymuotiny ometwovion g 0oung evog
PLUS HEVTQOOMUOTOS. ATTO TO CLQLOTEQD O

| EMD

microtubule

4 0L TTOQUAELTTOVTOL OL WXQOCWANVIGHOL.
I'. Amhomounuévo UOVIELO OTO OTTolo
OTTEWOVICETOL O QOMOG TWV KLVECLVMV
HOL TV QUVETVOV OTNV EVOOXVTTOQLXT
ueTaxivnom “@oQtiwv”.
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. O p6Aog TOU Nanos 0TO CXNUATIOHO TWV EUTPOGOIWV SONWV.

2TO OXNUATIONO TWV KOIALOKWV LETAUEPWV KABOPLOTIKO pdAO
mnaifel kKal apoucia oTo orioBlo TUAKA Tou ePBpuou TnG NpwTteivng
ou Kwodlkorolei To yovidlo nanos. To mRNA tou nanos evtomniletal
OTO orioBlo AKpo wapiou. H petaepaoct Tou apxi¢el HETA TNV Yovl-
portoinon Kat n mpwTeivn Tou dlaxéetal Tpog To eUNMPOoBlo TUnua
Tou elPpuou. ETol, KATA PAKOG TOU gUrpPooblou - ortioBlou GEova
onuloupyeital yia kAion ocuykévipwong mg Nanos, pue HEyloTo OTO
orioBLo AKPo Kal EAAXLOTO OTO eUMPOOBLIO TUAUA Tou ePPpuou. (Eiko-
va 2.31). O unxaviopog Yéow Tou oroiou e§aopaAifeTal n CUYKE-
vTpwon Tou nanos-mRNA oTnyv ortioBia reploxr) Tou wapiou dev gival
aroéAuTa Katavontdg. Eival mavtwg yvwotd nwg arnatteitat n ouvto-
VIoUEVN Opdon ulag oelpdg AAAwv yovidiwv tng oriobiag ouddag
OMwg ToU oskar, Tou tudor kaL Tou vasa. To evOeXOUEVO TO nanos -
MRNA va petagpepetal 0To Orioblo TUAKA TOU WOKUTTAPOU UE KATIOLO
EVEPYNTIKO UNXAVIOMO avAAoyo Ue autodv Tou eidape otnv mepintw-
on Ttou bicoid-mRNA &ev umopei va anokAelotei. Oewpeital oUW
TBavOTEPO va TIPOKELTAL YA €vAV UNXAVIOPO TadnTIKAg dldxuong, oe
ouvOUAOUO UE EKAEKTIKN KaTtakpAatnon tou nanos-mRNA, ano karola
ayvwoTtn npwteivn 1ou evrtornideTal oTov omioblo TOAO TOU WOKUTTA-
pou (Palacios and St Johnston 2001).

H Baowikdtepn Aettoupyia Tou nanos €ykeltal otnv pubulon
Mg €KPppaong Tou UNTpKou hunchback. Exouue Hdn avapepel Mwg
10 hunchback Tou CUYWTIKOU YOVIOIWPATOG €vEPYOTIOLEiTAL QMO TO
bicoid. Mepa 6pwg and to CUYWTIKG hunchback, 0TO WOKUTTAPO UETA-
PépeTal kal UNTPlkAG TpogAeuong mMRNA Ttou yovidiou autou. To
UNTEKS autdé mMRNA arnavtd cuvoedeUEVO UE TNV TIPWTEIVN TOU YOVI-
olou Pumilio otnv 3" auetappaotn ePLOXT) TOU KAl KATAVEUETAL OOL-
ouoppa oto £uppuo. H Nanos cuvdéetal mavw otnv Pumilio kal kata-
OTEAAEL TN YHETAPPAOT TOU UNTPKoU hunchback-mRNA (Ewkova 2.31).
KaBwg n ouykevtpwon g Nanos petwvetal poodeUTIKA EVW KIVOU-
pHaoTe and To Orioblo TPOG TO eUMPOCBIo AKPo Tou ePPpuou, HECW
NG KATAOTOANG TOU UNTplkoU hunchback-mRNA aré tn Nanos, dnut-
oupyeital pia KAion ouykEVTPwOonG TNG UNTPIKAC Hunchback, pe peyi-
OTO OTO €UMPOCHBIO Kal EAAXLOTO OTO OmicOlo Turua Tou eufBpuou.
Eival xapaktnploTiko, WG €av Ue KATAAANAOUG XELPIOMOUG aroua-

® ®)

Maternal mRNA expression Protein expression

- —

hunchback

hunchback nanos
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4{NRE } AAAAAA 14‘
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Ewodva 2.31: A. 2t @wtoyQapio delyveTal
ue in situ vPEidoToinom, 0 EVIOMOUOS TOV
nanos-mRNA 010 omi{oBLo TUUe TOV WaQl-
0V (LOQO XQWUA). ZTO OYNUCL TTOV OXONOV-
Bel, ue %ITOLVO KOMUO VITOIELKVVETAL 1 KO-
Tavour) Tov nanos-mRNA v (e TaoLvo N
norovou Tov hunchback-mRNA. Ontwg @oi-
VETOL TO TTQMTO €VIONMILETOL 0TO 0mioBLo
G7QO TOV MOQLOV EV(M TO JEVTEQO HATOVENE-
TAL OuoLonoQEa. B. Ztn @wtoyQopia Otl-
YVETOL O €VIONMLOWOS TS Nanos ue t on-
BeL0 XATAMANAOV OVTLODUATOC, 0TO 0TTL00L0
TUNUO VEAQOV EUPQUOV (HAME YQWUA). ZTO
oYU TTOU 0xOAOVDEL, Ue HITQLVO YQmDU
VITOOELKVVETOL 1) ROTAVOUY| tNg Nanos eva Ue
TTQAOLVO YU 1 ®otavour) g Hunchback.
H Nanos oymuotiCer po ®hion ovyréviow-
ONG UE UEYLOTO OTO OTTLOOLO %L EACYLOTO OTO
eumdobo Tunua Tov eufouov. H Hunc-
hback emiong oymuotiCer wa xhion ovyné-
VTQWONG XATE WHOG TOV ELITQO0OLOV OTTio0L-
oV GEOVA, OUMWS UE UEYLOTO OTO EUTTQO0OLO
%o ehdyLoto oto omiobo Tunua. T. Zym-
UOTLXY OTTELROVLON TOU UNYOVLOUOU UE TOV
omoto 1 Nanos #oTa0TEMAEL TN UETAPQO.ON
tov hunchback-mRNA. H Pumilio wQoodéve-
TAL O ULOL HOLQOATNQLOTIXY OAANAOVYXIO TNS
37 QUETAPQOOTNG TTEQLOYNS TOV hunchback-
mRNA, 1 omoio. Ovoudletal otoLyelo amd-
®noLong oty Nanos (Nanos response element:
NRE). H Nanos ovvdéetal oty Pumilio »au
TTQOXOAEL TNV 0TT0adeEVUAALWON Tov hunch-
back-mRNA, ®0ta0TEMAOVTIOG €TOL TN UETA-
@oon} Tov. (H ueownn 0mroadevulhimon tov
hunchback-mRNA osté ™ Nanos dgev qoive-
TAL VO €YEL RATTOLDL LOLALiTEQN ETTIOQOIOT OTN
0100eQOTNTA TOV. Lol TEQLOGOTEQES AETTTO-
uéeteg PAéme Wreden et al 1997 »av John-
stone O. and Lasko P. 2001).
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Ewova 2.32: EufSQuo. 1o T1QoéQyovTal amo
UNTEQES OUOLVYES YLaL XATTOLO, UETAAMAET TOV
nanos, OTwg £YOVUE TTEL OEV AVATTTVO0OVTOL
@uotohoywd (PAéme now Ewdva 2.25). Eu-
Bova OUmWS TA OO0 OTEQOVVTAL TAUTOYQO-
Vo TO00 TO UNTELXG nanos-mRNA 600 %L T0
untQuxd hunchback-mRNA, dev eugaviCovv
OVOTTTVELOXES avwpalies. Eupova ta omoio
0TEQOVVTOL WOVO TOV untowov hunchback-
MRNA avostti000VToL ETLONG PUOLOAOYLXAL,
xdon otV moovota Tov Luywtino hunch-
back (to oevdQLo 0vTO OV OTTELXOVILETOL
070 OYNUA). ATTO TO. TO.QOTAV® TTQOKVITTEL
WG O OVOTTTVELOROS QOMOG TOU UNTQLXOV
nanos, TeQLOQILETOL OTNV ROTAUOTOA) TNG €X-
(PQO.ONG TOV UNTEWoV hunchback oto osi-
0010 Tuua Tov eupeuov. To nanos enpQAle-
TOL %O 0Tt TO QUYOTIXO YOVIOIWWOL, TLOOVO-
ToTa Oyl VoIiTeQX atd TO 0TAOLO TNG TTQO-
vougns. O twymtirdg duwg QOLOS TOV nanos
€lVOL TTOAUTTAOXOG %L OYL ETTOQXRMS KOTO-
vontog (Verrotti and Wharton 2000).

Ewova 2.33: 210 00101600 TUUOL TOV 0N~
UoTog astelxoviCetal n xotovour) Twv mRNASs
070 WAQLO %Al TWV TQWTEIVOV 0TO VENQO
£UBQLO, TV ONUOVTIXOTEQWV OTTO TA YOVI-
OL0L UNTOWHNG ETTLOQOONG TNG EUTTQO0OLOG HOL
™G omioBLog opdoac. 1o SeELO TUNUC TOV
OYNUOTOS, OITELXOVICOVTOL Ol UETAED TOUG
oMNAemdQdoels (wg hunchback - 7 ovopé-
QeTalL To Quywtwo hunchback.)

Maternal
genatype

Larva

Fertilized egg

Early embrye

) g 1

KpuvBouv tautoxpova 16co To UNTPKO hunchback-mRNA 600 kat 1o
UNTPekd nanos-mRNA, T0TE Ta €UBpua avarntuooovTal pUOLOAOYIKA.
To yeyovog autd deixvel, WG O HOovadlkog POAOG TOU HUNTPLKOU
nanos oT1n PUBUION NG avanTuéng Tou euPpuou, EYKELTAL OTNV KATA-
OTOAR TNG €KPPAONG TOU UNTPKOU hunchback oTo omicBlo TuAua Tou
euBpuou (Elkova 2.32).

Av OUYKpivel KaVeEIg TOUG PnXaviopoug Pe ToU OToioug To
bicoid kKal TO nanos €AEYXOUV TOV OXNUATIONO TOU gUNPOOBlou Kal
TOUu oricBlou TUAUATOG, Ba TAPATNPENOEL ONUAVTIKEG OUOLOTNTEG
aAAaG Kal agloonueiwteg dlapopéq (Ewkova 2.33). H Bicoid mipémnel va
KataoteiAAel Tn petagppaon Tou caudal-mRNA evw n Nanos npérel
va KataoTelAAel Tn petappaon tTou hunchback-mRNA. Eved 6uwg n
Bicoid avayvwpiCel n idla v 3 apetdPppaoTtn TEPLOXT Tou caudal-
mRNA, n Nanos cuvdéetal oto hunchback-mRNA ue tn pecoAdpnon
™G Pumilio. Mia GAAN onuavTikA dlapopd EYKELTAL OTO YEYOVOG TTWG
0 POAOG TOU MUNTPWKOU hnanos eival KaBapa “eTiuTpeTTIKOG” (per-
missive): 0 LOVAdIKOG TPOTIOG |E TOV OTIOI0 EVEXETAL OTN PUBULON TNG
avdantuéng tou gPPpUoU eival HECW TNG KATAOTOANG TNG HETAPPA-
ong tou hunchback-mRNA. lMpénel dnAadr] va KATtaoTeiAAel Tnv
€kppaon tou hunchback oto orioBlo Tunua Tou euPpUoU, WOTE va
kataoTel duvatn (va “erutpanel”’) n avartuén TwV KOALOK®OV JETALE-
pwv. AvTiBeTa, o unxaviopég 6pdong Tou bicoid €XeL Kal Eva evepyn-
TIKO OKEAOG, TIOU apopd TN PETAYPAPIKT evepyortoinon Tou JUYwWTL-
KoU hunchback.

mRNAs 6710 odgto. ALMiemdQao el neTaEL Yovidimy.
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A. O p6Aog Tou torso 6To GXNHATICHO TWV AKPWV TOU EUBpUouU.
To yovidlo torso kwdlkorolel yla pia dlapepuBpavikn Kivaon
TUPOGIVNG, TIOU KATAVEUETAL OPOLOMOP(PA OTNV MAACUATIKY PEUPRPA-
VN ToU ePPpuou, evepyoroleital Opwg HOVo oTa dUo dkpa Tou (Eko-
va 2.34A). Onwg €xouue mel €UPpua amod PnTEPEG OPOLUYES Yla
MeETAAAGEELG Tou torso, eEeNicoovTal o€ TIPOVUUYEG TIOU OTEPOUVTAL
TWV XAPAKTNPLOTIKOV AKPAiwY dOU®V TOUG, TOU AKPOU KAl TOU TEA-
oou. Avtiotpoga, og £uBpua amod PnTEPEG TIOU PEPOUV Eva ETIKPA-
TEQ HETAAAQYHEVO AAANAOLOPPO TOU torso TO oT0io KWOLKOTIOLEL Yia
pia dlapk®g evepyn dlaueupBpavikn Kivaon tupoaoivng (constitutevelly
active), 1o pod eunpodoblo TUnUa dlapoporoleiTal e AKPO VW TO
Moo ormioBlo oe t€Aco. O urodoxeag Torso gvepyoroleital arno Ka-
Tola TPWTEivn Tou eKKpivouv Ta woBuAakikd kKuTtapa. Ma oeipa
evdeiEewv UMOdEIKVUOUV TIWG O gvepyoToiNTAG Tou Torso eival n
pwTeivn Tou KwdlKoTIoLlEl TO Yovidlo torso-like:
-MeTaAAG&elg ToU torso-like €xouv Tov iOl0 PAVOTUTO UE HETAAAG-
&elq Tou torso.
-To torso-like ekppaletal HOVO OTA WOBUAAKIKA KUTTAPA TIoU Bpioko-
VTal OTO eUMPOoBblo Kal To orioBlo dkpo Tou BaAduou Tou wapiou,
akpRmG dNAAdN OTIG TIEPLOXEG TIOU EVEPYOTIOLE{TAL KAL O UTTOO0XEAG
Torso.
-EkTomikh €kppaon Tng torso-like €xel WG ATIOTEAECUA TNV EKTOTILKA
gvepyoroinon Tou forso.

To ofjua rou petaBBaleTtal 0To WOKUTTAPO UEOW NG Torso
Bewpeital 611 adpavoriolei TV npwTteivn Groucho 1 omoia Asttoupyei
WG UETAYPAPIKOG KATAOTOAEQG TwV YovIdiwv huckebein kau tailless
(Ewova 2.34B). ETol kaBiotatat duvatr n €kppact) Toug ota dUo
Aakpa Tou euPpuou. H dlakplon avaueoa oTo eUPOoBlo kal TO Orti-
0Blo akpo opeileTal otnv mapoucia g Bicoid. Otav ol pwteiveg
Huckebein kau Tailless dpouv péveg toug (Mpayua mou cupBaivel
oTov oTtioBlo TOAO), KaBodnyouv Tnv OlapOPOTIoiNcn Tou TEACOU.
Otav dpouv oe ouvduaoud pe Tnv Bicoid (mpdyupa mou cuppaivel
OTOV eUNMPO0BLO TIOAO), KaBOdNYOUV TNV dLAPOPOTIoINOCT TOU AKPOU.
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Ewova 2.34: A. H dwaueufoaviry xnivaon
TVQOGIVNG TTOV RWOXOTOLEL TO OISO KATO-
VEUETOL OUOLOUOQEPA. OTNV TTAACUATLXY UEU-
Bodvn tov euPoBiov, EVEQYOTTOLELTOL OUMC
UOVO 070 OVO (XQOL TOV OTTO TNV TQWTETVT
OV ®WOLXOTIOLEL TO Yyovidlo torso-like. H
Torso-like exxgivetor amd to. woBvhoxind
®OTTAQO TTOV BRLO%OVTOL 0TO EWITEO0OLO KOl
10 07ioBLo GxEo TOV BaAGUOV TOV WaAQLOV,
AOL UEYXQL TNV YOVLUOTTOLNOT) TTOQUUEVEL GUV-
OedeEVN 0T AextBuxn neufdvn. Movo petd
™ YOVLUOTTOiNoM ehevBeQVETAL Qo TN
AextOun nepPoavn omdTeE TQOOOEVETAL UE
™V TOrso TQOXOAMVTOS TNV EVEQYOTOINON
ne. B. H evegyomoinon g Torso ota Ovo
GNQOL TTQOXOAEL TNV 0OQUVOTTOINON TOV UETO-
YOPLXoV ®0T0.0TOME. Groucho we amoTéhe-
oua TNV €XQQAON TWV Yovidlwv huckebein
xo tailless otovg TOAOVS TOV eupouov. Ta
0o outd yovidlo matfovv xaBoQLoTLHO
QOAO 0TN OLOPOQOTTOLNOT) TOV (IXQOV KL TOV
téhoov. I'. To groucho enQdletor 1600 0TO
EUPQUO OO0 KOl OTNV TEOVVUUEN. MECw TG
NOTOOTAATIXNG TOV 0QAoNg QUONICEL TNV €x-
@QAON eVOS UEYAAOV 0QLOUOY, ONUOVTIXMV
YOVLOLWV Lol TNV OVAITTUEN TG wiyos. OQL-
OUEVaL OITO TOL UETOAAAYUEVO. OAMANAOUOQpAL
oV groucho, TEOXAAOVV TNV EUPAVLON TQL-
WOtV yOiow amd 1o udtL g wvyags. To -
VOULO. TOV YOVLOLOV TTQOEQYETAL OTTO TOV AlE-
Quravo xwutrd Julius Marx (1895 - 1977). O
Julius Marx ov oTtn @mTOoYQUMi CUTY EU-
@aviCetor vo xnamviCer movo, Nrav évag
atd TOVg OLAONUOVS 0OEAPOVS Marx xou
EUELVE OTNV LOTOQLO. TOU KLVNUOTOYQAQOU
TEQLOOATEQO YVWoTd g Groucho. H ovvw-
VUULLOL TOV UE TO YOVIOLO TTOV TOV €E0OQAAL-
og noL wa Béon oty Lotogio g Bloloyiag,
OEIAETAL OTA TTOMD £VTOVA (PQUOLAL TOV.
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Ewova 2.35: Zynuotix ometrdvion g oo
QOYLXNC EVEQYOTIOINONG OVYXREXQLUEVWV OUGL-
dwVv Yovidiwy, Tov QUBKIZouv T dLapoQo-
TOINoN ®OTA UHKOS TOV EUTEOOOLOV - OTti-
000V dEova. Me TOEQ VITOOELXVVIOVTAL OL
ONUAVTIXOTEQES OO TLG OAMANAETLOQAOELS
UETOEY YOVLOLMV OLOPOQETIXMV OUAOMWV.
AelyVveTOL T.%. OTL TO YOVIOLOL UNTQUXNC €TTi-
0Q0LONG EMEYXOVV TNV EXPQOLOT TWV YAOUOTL-
%OV YOVIOIwV (gap genes) IOV Ue TN 0elQd
TOVG EAEYYOUV TNV E€X(PQUON TWV YOVIOIWV
evaAlaooouevov Covav (pair-rule genes).

2.9 O kadopicpog tng diaqpoponoincng tou epBpu-
OU Katd pnkog tou eunpécdiou - onicdiou afova II:
O pOAOG TWV ZUYWTIKWV yovidiwv.

A. Eicaywyn.

Méxpl Topa €xoupe deL e TIOLO TPOTIO TA Yovidla UNTPLKNG
enidpaong pubuifouv to avarrtuélakd mpdypapua Tou euppuou, Ka-
BopifovTag TIq TIEPLOXEG TIoU Ba eEeAlxBouv o eunpdoblo, ortioblo i
akpaio TuAua. H dpdon toug BETEL TIG BACIKEG ApXEQ TOU APXITEKTO-
VIKOU 0XedloU TOU oWwPaTog Tou {wou, TIPOKEIPEVOU OUWG VA OXNUa-
TIOTOUV OTNn OUVEXELA TA OlAPOPA UETAUEPN KAl va TIPOCOLOPIOTEL e
akpiBela n avartu€lakn TautoTNINTA KaBevog arnod autd, anatteital n
Opdon Twv CUYWTIK®OV Yovidiwv. Ta yovidla Aourmdv UnTpLlkng emnidpa-
ong evepyorolouv oplopéva CUYWTIKA yovidla, TIou e Tn oelpd Toug
evepyorolouv AAAa CuywTika yovidla (Elkéva 2.35).

Ta CuywTIKA Yovidla TTou EAEYXOUV TNV avartuén Tou euppu-
ou OlakpivovTtal avaioya e To pOAO TOUG OTIC AKOAOUBEG TEOOEPIQ
KaTtnyopieg:

a) Ta xaopaTtika yovidia (gap genes) LeTaAAGEELG oTa omoia odn-
YoUV 0 amWAEeld PEYAAWV TUNUATWV TOU guPpuou, dnuloupyouv
OnAadn “xaopata” oto cwua Tou (Eikova 2.36A). OAa Ta xaouatika
yovidla KwdIKOTIooUV yla JETAaypaglkoug apayovteq. Apxifouv va
ekPpAalovtal 0To 0TASIO TOU CUYKUTIOKOU BAAOCTOSEPUATOG O Mia 1

Maternal genes
9 ;,gﬁi Examples of regions of gene activity Efmp?;
B -
bicoid (bcd)
= =
Zygotic genes
Gap
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= &g
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OUO TIEPLOXEG OXETIKA UEYAAOU €UPOUG (AVTLOTOLXOUV OE TIEPLOOOTE-
pa TOU evOG METAUEPN), KATA PAKOG TOU eUmpooblou - orioBlou
atova. H ekppaon Toug pubuiceTal arod Ta yovidla unTpLlkng emidpa-
ong aAAd kat aro TG PETAEU Toug aAANAEMIOPACELS.
B) Ta yovidia evaAAaccopevwv {wvav (pair-rule genes) PeTaAANAEELGQ
oTa oroia odnyouv OTnV anMwAEld EVAAAACCOUEVWY TUNUATWY TOU
euBpuou (Eikova 2.36B). OAa ta yovidla evaAAQCCOUEVWY (WVOV
KWOLKOTIOIOUV YIa UETAYPAPIKOUG TIapAyovTeg. Apxiouv va ekppa-
ovtal 0To OTAdLO0 TOU CUYKUTIOKOU BAAOTOSEPUATOG (Alyo petd ta
XQOUATIKA Yovidla) og emTd AwpIideq Moy, 0TNV MEPITITWON OPLOUEVWV
arod autd, avTlioTolXouv o KABe deUTEPO TIAPAUETAUEPESG. H EKppa-
01 Toug pubuidetal arnd Ta yovidla UnNTpKAG emidpaong, arnd Ta xa-
OMATIKA YoVvidla aAAG kal arod TIG JeTAEU Toug aAANAETIIOPACELG.
Y) Ta yovidia mMOAIKOTNTAG TWV HETAPEPWV (Segment-polarity genes)
METAAAGEEIG oTa omoia TPOoKAAoUV TNV avTIKAtAoTaon €vog TUNUa-
TOG KABE peTaUEPOUG, Ard TO AVTIKATOMTPIKO £I0WAO TOU UTIOAOLTTOU,
N TUAMATOG Tou umoAolrou petauepouq (Ewkova 2.36IN). Ta yovidia
TIOAIKOTNTAG TWV HETAUEPWYV KWOIKOTIOOUV Yia dlaPpopoug TUTIOUG
TIPWTEWVOV OTIWG YA LETAYPAPLKOUG TIApAyovTeG, SlauEUBpavikoug
UTIOO0XEIG Kal eKKpLVOUEVEG TpwTeiveg. ApxiCouv va ekppalovTal
0Tn PAonN Tou oxnuati¢eTal To KUTTAPIKO BAaoTtodepua. Kabéva ard
auTd ekppdletal oe 14 Cwveg, WLia oe kABe MAPAPETAUEPEG. H EKppa-
o1 Touq puBuiCetal and ta yovidla evaAAacoopevwy wvav aAAd Kal
TIG HeTAEU Toug aAANAemdpacelg. Ta yovidla MoAIKOTNTAG TwV PETA-
MEPWV (ard Kowvou pe Ta yovidla evaAAaocoouevwyv {wvav) oplobe-
ToUv Ta mapapetauepn. EmmnAéov, kabopiCouv oe kdBe MapapeTape-
PEG TNV TIOPEia dlapopOTIoiNoNG TWV KUTTAPWY TOU. 2 avTiBeon He
Ta yovidla evaAAaooouevwy (wvoVv Kal Ta Xaouatikd yovidla mou
otn dlapKela Tou oTadiou NG eMmunKuvong tng BAACTIKAG {wvng
navouv va ekppalovtal, Ta MeploocoTePa Yovidla ToAKOTNTAG TwV
MeTapepwy ouvexiCouv va ekppalovtal KaBoAn tnv uroAolrn didp-
Kela TG ¢wrng Tou {wou.
0) Ta opoloTika yovidia (homeotic genes) petaAAa&elg ota oroia
TIPOKAAOUV TNV HETATPOTIN EVOG TUNMATOG TOU OWMPATOG 0 €va AAAO
TUAMA Tou owpatog (Elkéva 2.37). Ta opoloTikd yovidia ekppdalovtal
arnd To O0TAdL0 TOU KUTTAPIKOU BAACTOSEPUATOG KAl KABOAN TNV UTIO-
Aourn dudpketa g (wng Tou {Wwou, O€ TUAUATA KATA WUKOG TOU EUTTO-
oblou - omiocBlou a€ova. O pOAOG Toug EYKELTE OTOV KABOPIOUO TNG
avarnrtuélakAg TauToTNTag TwV TIAPAPETAUEPWY. H €KPPAoT TOUg
pubuiCeTal and Ta xaouatika yovidla, aro ta yovidla evaAAaooOE-
vV (wvoVv aAAd kat aro TIG PeTa&u Toug aAANAETIOPACELS.

271ov Mivaka 2.1 Tng enodpevng oeAidag, cuvoyifetal o poAoG
TV TE004PWV TIAPATAvw OpAdwVY YOVIdiwV.

Early Later
embryo
(mormal )

Larva
(normal)

embryo

{normal)

Area of Denticle

wction bands

[B) Pair rule: fushi ta

() Segment polarity: engrailed (as an example)

Ewova 2.36: To yaouoTind yovioLa, To YOVi-
L eVOAMILOOOUEVOV TWOVMOV KOL TO YOVIOLOL
TOMKOTNTOG TWV UETAUEQWDV ELVOL OTTO KOL-
VOU YVOOTE ROL G UETOUEQUHAL YOVIOLXL (BAE-
te naL o€, 13). 210 oxiuo auTtd £X0oVV ETLAE-
Vel XOQUHTNOLOTIXG TTOQUOELYUOTO TV TTOL-
QUITAVM OUAOWV YOVIOIWV Rl AT 0LQLOTEQC.
TQOS TO. OEELAL QUTOOLOOVTOL OYNUATIXG OL
andhovBeg TANQOQOQIES:

- H meouoxn tg énpeaong Tovg 0Ta. JTQMTO
OTAOLOL TNG OVATTTVENS TOV U0V,

- OL avtioTolyeg meQLoXEg oe £UPfQuo oV
UOALG €xeL OMOXANQMOEL TNV OVUTTTUEN TNG
PraoTXNg COVNS. SNUELMOTE TWS OTO OTA-
OLO QVTO TO YOOUATIXA YOVIOLOL ROL TOL YOV{-
AL EVOAAAOOOUEVWV COVMV £x0VV 7O TTAPEL
VoL EXPQACOVTAL. ETOUEVIS, VITOOELXVVIOVTOL
Gyl OL TTEQLOYES TNG EXPQOA.ONS TOVS, GAAG TAL
TUNUOTO. TOV €USQVOV, TTOV OVTLOTOLYOVV
OTLG TTEQLOYES OTTOV EXPQAOTNXALY.

- OL OVTLOTOLYES TTEQLOYES OTNV TTQOVIWLGN
TOWTOV OTAdOV.

- O @avOTVITOC TV UETOAAMGEEWY TOVG OTO
O0TAOLO TNG TTEOVUUPNG TTEMTOV OTADLOV.

Ewova 2.37: X0QortnQLOTIXA TTaQOOElyUo-
TO. OUOLOTIXMV UETUANAEEWVY. ATTO AQLOTEQN
OGS TOL OLELA auteLxoviCovTal:

- Kegdht dyolov Timov.

- Kegdhl woyog mov éQel T UETAAAOEN
antennapedia. OL ®eQUIES £XOUV UETOTQUITEL
og¢ TOOLAL.

- Kegdh wiryag mov éQel TLg UETAMMOEELS
antennapedia wo\ proboscipedia. T60o oL
%eQAEG OO0 KOl 1) TTEOPOOKRIOA EXOVV UETO-
TQAIEL O TOALAL.
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Mivaxag 2.1: SUVOTTLXY OVAQOQE TOU
QOAOV ®OBEULAS OO TLS TEOOEQLS OUAOES
QUYOTROV YOVIOLmV Tov Quiwitouv ™ dLa-
(POQOTTOINON KOTA UNKOG TOV EUITEOOOLOV -
omioBov GEova.

Ewova 2.38: Zymuoatixy oTewovion twv
TTEQLOY MV EXPQUONS OQLOUEVV YUOUOLTIXMV
YoVLOLwV.

Gap gene expression

hunchback

tailless

Zygotic Gene Systems Influencing Segmentation

Gene system Action Examples
Gap genes Establish basic outline of |Hunchback-z
body plan Krupple
Pair-rule genes Establish parasegment fushi tarazu
number, position, width even-skipped
Segment- Reinforce parasegmental |wingless
Polarity genes periodicity and establish engrailed
cell fates within each patched
parasegment
Selector Genes Specify segment identity antennapedia
(Homeotic) (the characteristic stru- bithorax

cture of each segment)

B. Ta xaopaTtika yovidia.

To xaopatika yovidla eivat Ta mpoTta CUYWTIKA yovidla Tou
ekPppdadovtal KaTd UAKOG Tou eurpdaoBlou - ortioBlou d&ova. Amo autd
TIPWTO eKPPACETAL TO hunchback Tou eTAysTAL OTO PETAYPAPLKS ETTi-
nedo and 1o bicoid. AKOAOUBEL 1 Ekppacn plag oslpdg AAAWY Xaoua-
TIKWV YoVIdiwv OMnwg Tou giant, Tou Kriippel, Tou knirps kat Tou failless.
Ta yovidla autd ekppadovTal o€ pia 1) U0 PEYAAEG OXETIKA TIEPLOXES
TOU guPpuou arod To oTASIO TOU OUYKUTIAKOU BAacTtodEpuatog (Ewko-
va 2.38). KaBwg dev £xouv oxXnUATIOTEl KO KUTTAPA, Ol TIPWTEIVEG
TOUG UIopouv va dlaxubouv yUpw arto Tnv TEPLOXT) oTnV oroia rapa-
yovTtal. Emedr] opwg ol MpwTeiveg TwV XAOUATIKWV YOVISIiwV £XOUV
TIOAU HIKPO XPOVO nuwng (uroAoyidetatr oe Alya WOAG Aemtd), n
TiepLOXT) OTNV oroia avixveuovTal dev gival TIOAU YeyaAUTepn aro Tnv
TePLOXN OTnv oroia rmapayovtal. AGyw naviwg g WdTnTag Toug va
OlaxEovTal O€ HIKPEG AMOOTACELG, OUVNBWG N KAUMUAN TNG OUYKE-
VIPWONG TOUG €XEL KWOOVOEIDEG OXNUA. 2& WA KEVTIPIKA TIEPLOXN
orou TpdyovTal ol TPWTEIVEG, TapaTnPEeiTal HEYLOTN CUYKEVTPWOT).
MAgUPLKA TNG TIEPLOXNG QUTAG, OTNV KPR ardéoTaon otnv oroia dla-
XE€ovTal, OTAOLAKA N CUYKEVTPWOT TOUG PELWVETAL .

E€aipeon otov kavova TG Kwdovoeldouq KAUMUANG OUYKE-

vIpwong aroTteAel n mepintwon Tou hunchback. 2to oTtAd0 TOU
OUYKUTIaKOU BAaoTod€puatog n pwTeivn Tou Bpioketal oe oTabepa
uPnAa ertineda, O0TO €UNMPOCOI0 TUAUA TOU €UPBpUoU. ATO €va OUWG
onueio Kat PeTd, Kabwg KIVoUaoTe TPOG TO OTioBlo Akpo, 1 T0CO-
NTA NG MewwveTal Babundoév oxnuatiCovtag pia KAIoT CUYKEVTPW-
ong (Ewkéva 2.39A). AuTo TO TIPOTUTO EKPPAONG Tou hunchback, Tipo-
KUTITEL A0 TN CUVIOTAPEVT TWV AKOAOUBWYV TTAPAUETPWYV TIOU EMNPE-
Aafouv TNV TEAIKI) KATAVOT] NG TPwTeivng Tou oTo €URpPUO:
- Katad v woyéveon evamnoTifetal 0TO WOKUTTAPO MIKPT TIocOTNTA
hunchback-mRNA, ToO Oroio KATAVEUETAL UEV OUOLOUOPXPA, T META-
(PPACN TOU OUWG KATAOTEAAETAL OTO OTTioBlo TUAKA Tou guppuou. O
BaBuOG TNG KATAOTOANG AUTAG €ival avAAOyog TnG TOTIKNG CUYKE-
vTpwong g Nanos, n oroia 6nwg yvwpifoupe oxnuatifel uia kKAion
OUYKEVTPWONG UE PHEYLOTO OTO OTTioBLo AKPO.
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- 2NV noodTINTa TNG UNTPKAG Hunchback mpooTtiBetal kat autr rou
napayetal arod 1o idlo To EPPpuo. To CUYWTIKO hunchback emayetal
a6 1o bicoid péoa and €vav TIOAUTAOKO UETAYPAPIKO UNXAVIOUO
(Ewova 2.39). Exel Bpebel nwg ota cis - pUBUIOTIKA OTOlXEIQ TOU
hunchback neplhauBavovtatl duo turnol BEcewyv Tpdodeong Tng Bicoid:
B€oelg uPnAng ouyyévelag (high affinity sites) kat B€oelg xaunAng
ouyyévelag (low affinity sites). H Bicoid cuvdéetal oTiq 8€0e1g xaun-
AAG ouyyévelag pévo o6tav armavtd o€ UYPnAnR CUYKEVTIPWON, EVW
propel va ipoodebei oTIq BEoEIG UPNANG OUYYEVELAG AKOUA KAl OTO
TUA-MA TOU €UBPUOU TIOU N CUYKEVTPWON NG eivat pelwpévn (St.
Johnston and Nusslein-Volhard 1992).

To hunchback eival To TIPOTO XAOUATIKO YOVIOlO TIOU UETA-
ypageTal kal n rpwTteivn Tou pubuifel oTo petaypagikd erinedo v
EKPPAOT AAAWV XAOUATIKGOV YoVIdiwv. [a tTnv evepyorioinon 1.x. Tou
Kriippel xpeldletal Bicoid kat xaunAd enirneda Hunchback. YynAa erti-
neda Hunchback kataotéAAouv TNV petaypagn tou Krippel. daivetal
Aowrtdv TG UTIApXEL €va OUYKEKPIUEVO “TTapdBupo” CUYKEVTPWONG
™G Hunchback p€oa oto ormoio petaypagetal 1o Kriippel (Eikdva 2.40
- Schulz and Tautz 1994). Mepika ané ta mepduara rnou odriynoav oe
auTd TO CUUMEPAOUA, £ylvav EMAYOVTAG TEXVNTA AAAQYEG OTNV KAioN
OUYKEVTPpWONG TNG Hunchback. Otav pe kKatdAANAoug TEpaATIKoUG
XEPLOPOUG dlaTtneneénke n KAion otnv ouykEvTpwon tng Hunchback,
OUWG UETATOTIIOTNKE TIPOG TO OO0 AKPO Tou ePPpUoU, TTapatnen-
Bnke avrtioTolxn ormiocBla petatorion G Cwvng €Kppaong Tou
Kriippel. Me avAAoyoug unxaviopoug to hunchback eAEyxel v
€KPPAOT Kal AAAWV XAOUATIKGOV YoVISiwv OTIwG Twv giant kAl knirps.

{

Ewova 2.39: A. Zymuotixy omewmovion g rotavouns ts Hunchback oe
€UBQUO 0TO OTAOLO TOV HUTTOQLHOV PAO0TOdEQUOTOS. B. Ze dtoryovidland.
€upoua Tov @éQovv ToAOTTAG avtiyQapa Tov bicoid, n Bicoid ovvey(Cel va.
oYMUOTICEL ®ALOM OVYREVTQWONG, TTOQATNQEEITAL OUMS “OUOLOUOQEPYN” AVENON
OTNV TOOOTNTA TNG KOTE UNKOS TOV EUTTRO0OLOV - omioBlov GEova. TToQdA-
AMMAa, TAQOTNEELTOL OLEVQUVOT TNG TTEQLOYNG éxpoaons Tov hunchback. To
YEYOVOS QUTO VITOJELXVVEL TG TO bicoid emdyel To hunchback nal mwg yua
™V ETAYWYN aUTH, N ovyxEéviowon tng Bicoid moémer va vmepPaiver éva
OUYReEXQUUEVO naTm@AL (threshold). T. Ze duaryovidraxd éufoua ota omoia To
lacZ ¢yeL tomoBetnOel wg yovidlo udotuog (reporter gene), VIO TOV ENEYYO
TOV VItoxvNT Tov hunchback, 10 TEOTLVIO €xpEaong Tov lacZ eival (0o ue

UE TO TTQOTUTO EXPQAONG TOV CLYWTLXOV
hunchback wou €£0QTdtaL amd TOV 0QLOUO
Twv d0oewv 1OV bicoid. To yeyovog avtd
VITOOEWVVEL TTWG O €AEYXOG TTOV OOXEL TO
bicoid oto hunchback AertovQyel otO Ue-
TayQapwd emimedo. A. H petoyoopuxn Qub-
wwon tov hunchback omd 1o bicoid yivetan
UEOW TV TOMATAMY BE0EWV avayvVOOLONG
artd v Bicoid mov @éet To hunchback. A\-
AEC OTTO QUTES EUPAVICOVV YAUNAT) OVYYEVELQL
oUVOEONS (RLTQLVOL RURAOL) KO GANES VYNAT)
OUYYEVELDL OUVOEONS (HOXALVOL HUXAOL) WUE
v Bicoid. Z10 dvo TURUC TOV OXNUOTOS
OElYVETOL O QUOLOAOYLHOS VITOXLVNTHG TOV
hunchback nov T0 TEOTVITO £€X(PQOONG TOV
yovioiov avtov. H dLogoQd avAauesa oTLg
B¢oeLg VYMAIG ®OL YOUNAIG OVYYEVELOG, £XEL
OelyBel 0e OLOYOVOOLOKES UVYEG OL OTTOLES
¢peav 10 lacZ v Tov €AeYXO TEOOHQWYV
oUVOETIXWV BE0EV OvayvmLONG amtd TNV
Bicoid (uecoio xnau ®dtw tpuiuo Tov oyxfiuo-
10g) . Ot 10 lacZ PoloneTol vitd ToV €AeY-
%0 TV BEoEWV YOUNMG OUYYEVELOC, 1) TTEQLO-
) NG EXPQOONG TOV €lVOL TTEQLOQLOUEV).
Otav Poloxetal v Tov Meyyo Twv Béoewv
VYMAIG OUYYEVELOGS, M TTEQLOYN TNG EXPQA.ONG
TOV OLEVQUVETOLL.
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Kriippel gene expression in wild type

Kriippel

h Concentration of
hunchback protein

Repression

© Activation

A P

Ewova 2.40: YdQyel €vo OUYREXQLUEVO “TTOl-
066v0” ovyréviQwong g Hunchback péoa
010 omoilo petayQapetol To Kriippel . TIavw
artd €vo ®ATOEAL ovyréviomwong, 1 Hunch-
back AettovQyel wg xata.otoréas. Iave amd
€val GALO ROTOEAL YAUNAOTEONS OVYREVTQW-
oNg AELTOVQYEL g eveQyorontns (Schulz and
Tautz 1994).

Ewovo 2.41: ®d0T0oyQ0@pio. QUOLOAOYLXOU
eUPQVOV %ol ®AT® amd ovTy €UPQUo Ao
UnTéQA OUOTUYN YL XATTOLO. UETAANAEN TOV
fushi tarazu (oto. Tomwvixd onuaiver “Aiyo
TURUOTA). YITOOEVUOVTOL Ol OVTIOTOLYES
TEQLOYES TMWV OVO EUSQUMV. ZTO OYHUAL HATW
amd TN QUOTOYQOMLE., ETLONUALLIVOVTOL OL JTe-
QLOYES €xpQAONG TOV fushi tarazu. OV €lvolL
VTG OL 0TToleg AelTovv artd TO OeVTEQO EU-
Bovo. To fushi tarazu exgodletol ot Luyd
TTOQUUETOUEQN].

Clypo- Labial

labrum
Mandibulum

TEAOG OTNnV akpPBn oploBETNOoN NG (VNG EKPPAONG TWV XACUATIKWV
yovidiwv, onuavtikd poAo naifel kal To Yeyovog, Tiwg To €va Kata-
OTEAAEL TNV EKPpacn Tou AGAAou. (Rivera-Pomar and Jackle 1996)
ET0L, n 0ploBETNON TNG {vNng EKPPAcNG Tou Krippel yivetal Kat HECW
G aAAnAenidpaong Tou pe TG Giant kat Knirps, oL oroieg To kata-
OTEANOUV. H pm TN eunodidel Tnv €MEKTAON TNG TEPLOXNG EKPPAONG
ToU Krippel Tipog Ta eUrpog evm n deUTEPN TIPOG TA TTIOW.

I. Ta yovidia evaAAaoccopevwv {uvav.

To pdTUTo EKPPAONG TWV YOVIOIWV EVAAAACCOUEVWV (VLY
arnoteAel TNV MPWTN EVOELEN LETAUEPIKNG OPYAVWONG TOU eUfpuou. H
HETaypa®r) Toug apxifel Atyo HeTA TNV €vapén NG HETAYPAPNG TWV
XAOUATIKOV YOVISiwV, 0TO O0TASI0 TOU CUYKUTIOKOU BAQCTOSEQUATOG.
KaBéva amnod autd ek@paletal oe TTA IOOUEYEBEIG (WVEG. 2€ OPLOLE-
VEQ TIEPUTTWOELG OTIWG OTNV TIEPITITWON ToU YovIdiou even-skipped kal
ToU Yovidiou fushi tarazu, n TeploxXh TG EKPPAOTIG TOUG AVTIOTOLXEL
oe evaAAacodueva napapetapepn (BAEne kau Ewova 2.17), ou oe
QuTr T @Aaon Tng avartugng anoteAouvtal ard 3-4 SLIadOXIKEG Oel-
PECQ KUTTAPWYV. 2€ AAAEG OUWG TIEPUTTWOELG, Ol (WVES TNG EKPPAONQ
TOUG TEPIAAUPBAVOUV TUNUATA YEITOVIKQWV TapapeTapepwyv. MetaAAad-
&elg ota yovidla evaAAACOOUEVWV (WVMV TIPOKAAOUV TNV anwAela
TWV EVOANQOOOUEVWV TIEPIOXWV TOU €UPRPUOU OTIG oTtoieg ekppalo-
vtal (Eikéva 2.41). MéxplL ofjuepa €XoUV XapaKTNPLoTel OKTW yovidla
ToU avrhkouv o€ autr Tnv opada. Ta tpia and autd (even-skipped,
hairy kai runt) xapaktnpi¢oval wg MPwTapxIKa yovidla evaAhaoooue-
vwv Cwvwv (primary pair-rule genes) ylati ekppalovTal pwTa, KAl n
HETAYPAQPT) TOUG EAEYXETAL arteuBeiag arod ta xaouatika yovida. H
EKPPAOT TWV UTIOAOINWYV TIEVTE pubuideTal og Peyaio Babud ard ta
MPWTAPXIKA Yovidla evaAAacoduevwv (wvaov Kal TiBavwg dev eAEY-
XeTalL dueca and Ta XaoUaTIKA yovidla. Me Tnv €kepacn TwV OKTW
Yovidiwv evaAhaoobuevwyv (wvayv, KABe oelpd KUTTApWY TwV Tapa-
METAUEPWV ATTOKTA TNV OIKIA TNG “HOPLAKN” TAUTOTNTA, KABWS EKPPA-
(el £va OUYKEKPLUEVO KAl XAPAKTNPLOTIKO cuvouaoud Toug.

Qg éva mapddelypa TWV PNXAVIOPWOV TIOU €AEYXOUV TNV
EKPPAoN TwV Yovidiwv evaAlaccouevwv (wvmv Ba peAeTHoouue
TOUG UNXAvIopoUg pUBULONG ToU even-skipped. 2Tnv TepInTwon Tou
even-skipped (Tou eival TUTILKA KAl YLa Ta UTIOAOLTA Yovidla autng g
Katnyopiag), oL enta {Wveg TNG EKPPAONG TOU pubuifovTal ava pia nf
ava duo, aveEdptnTta anod TI§ urtdAotrneq. H pubuion yivetal oto peta-
YPAPIKS €TMEdO HECW OLAPOPETIKWV KAl AUTOVOUWYV PUBULOTIKDV
TIEPLOXWV TOU even-skipped, OTIG oroieg anavtouv BECELG avayvmpl-
ong, TOOO Yla yovidla PnTplkAG emidpacng 000 Kal yla XAOUATIKA
vovidla (Ewkéva 2.42A). To yeyovog nwg oL {Wveg €kppaong Tou
even-skipped puBuifovtal autovoua, €xel delxBel pe didpopa nelpad-
pata. ETol, Y. LETAAAAGEELG OE KATIOLD PUBULOTLKY) TIEPLOXT) TOU YOVI-
Olou TIoU EAEYXEL TNV EKPPAOT) Hiag LOVO CUYKEKPLUEVNG Cwvng, odNn-
YoUV O€ anmAela TNG EKPpaong Tou even-skipped poévo and tn (wvn
auTtn, Xwpig va emnpeadeTal 1 €KPPACT Tou OTIG urdAotreq. Emiong,
av €va yovidlo paptupag Omnwg m.x. To lacZ tebei umd Tov petaypa-
QIO €Aeyxo Miag amd TG aveEApTNTEG PUBLLOTIKEG TIEPLOXEG TOU
Yovidiou, TOTE N €KPPAOT) TOU TEPLOPICETAL OTN CUYKEKPLUEVN {Ovn
TIOU EAEYXETAL ATO TN PUBULOTIKY auTr rieploxn (Ewkova 2.42B).
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Binding of gap gene proteins to one of the regulatory regions in the promoter of even-skipped
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Ol unxaviopoi puBuiong Tng METAYPAPNG TOoU even-skipped oe
KaBeuid and TIg entd wveg OTIG oroieq ekPppdaleTal eival onuepa os
YEVIKEG YPAUUEG YVwoTol. ETol Y. 0otn deUtepn {wvn 1 oroia avTl-
oToLXel OTO TPITO TMIAPAUETAUEPEG, OL TIpwTELVEG Bicoid kat Hunchback
EVEPYOTIOLOUV TO even-skipped Xwpig Ouwg va kabopifouv Ta 0pla tng
EKPPaong Tou (Ewkova 2.42T7). lMNMpokeévou va TePLoPLoTEL N EkPpa-
on Tou even-skipped ue akpiBela otnv TIEPLOXN TIOU AVTIOTOLXEL OTN
oeuTepn Cwvn, XPELAZeTaL va KATAOTAAAEL N peTAYpPa®PT Tou Yovidiou,
OTO Mev eumnpdoblo 6plo ard tnv Giant de omicblo 6plo and v
Kruppel.

O1 unxaviopoi puBuiong tou even-skipped anoteAouv evoel-
KTIKO TTapAdelya g puBUIoNG OAWY Twv YoVISiwV EVAAAACCOUEVWV
Cwvmv. Qg YEVIKOG KAvOvag LoXUEL, TIWG 1 TIEPLOSLIKOTNTA TNG EKPPa-
0ONG Toug eEacpaAifeTal Ue TNV TIAPOUCIA PUBUIOTIKWY OTOLXEIWY, TIOU
Aettoupyouv ave€dptnta yia kabe Cwvn EkPPAoNG (1 Yla HKpd aple-
MO Cwvv). Ta PUMLIOTIKA auTA OToLXeia evepyorolouvTal Kal Kata-
oTéAAovTal arnd SAPpopous PETAYPAPLIKOUG TTAPAYOVTEG.

Ewova 2.42: A. Evo amtd to cis Quipuotind
otolyela Tov even-skipped. (AVTO TOV €AEY-
YEL TNV €X@QaoN Tov 0Tn devTeEn Cavn).
YmodewviovTal oL BE0ELS 0voryvaQLONG TV
UETOYQOPLXMDV TtaoryOvIwy Bicoid, Hunch-
back, Kriippel »otr Giant. Ot OV0 TEMTOL €-
VEQYOTTOLOVV UECM OLUTOV TOV OTOLYEIOV TNV
€npoom Tov even-skipped v oL OO TeEAeV-
Taol TV XOTAOTEMAOVY. B. ZTO V™ TUHUA
TOV OYNUOTOS OVOITAQIOTOTOL 1| 0QYAVWON
TV QUOULOTIXOV OTOoLXelwV TOv even-
skipped. YmdQyouv aveEGQTNTo QUOULOTLIRA
OTOLYELO TTOV EAEYYOVV QUTOVOU, OVA UiaL 1
avd 00, TLg eTTA CHVES OTLS OTTOLES EXPQA-
Cetal to yoviolo. To. otouyela awTtd emion-
uaivovtal pe faom tov avgovia aobud Tmv
Cowvav TIg omoieg eAEYXOVV (0L Cveg aQLb-
UOVVTOL EEXLVOVTAS OTO TO eUTTQO00L0
TURUO. TOV €UPQUOV). Ze OLoYOVIOLOXEL €U-
Bova ota omoio to lacZ éxeL tomoBeTnOel
WS YOVIOLO UAQTVEAS VTG TOV EAEYXO TV
TAQUITAV®D OTOLXELY, M €XpQaoN ™G -
YOAOXTOLLOGONS TTEQLOQILETAL AVOTNQE OTLS
OVYXEXQUUEVES TMVES TTOV EAEYYEL TO XODEVAL
a7t oTd. To YeYOVOS VTS VITOOELKVVEL TS
AELTOVQYOVV OVEEAQTNTO TO €Val atd TO GA-
A0. E0® moQovolalovTol tota oyeTind o~
QOOELYULOLTOL TTOV QPOQOVV TNV £XPQA.ON OTLS
Coveg 1 xow 5 (Fujioka et al 1999). Ztic
PWTOYQUUPLES el VOVTOL VEOQA UPQual oTa
OO0l OVLYVEVETOL TTUQAAANAC, M E€XQPQO.ON
Tov even-skipped (TOQTOXOAL YQMUA) KO
™mg P-yohoxtoliddong (01oVQO WITAE TTQOC
oo yowua). . Zymuotixy oavostaQaoTo-
01 TOV UNYAVLOUOU TTOV QUOUIZEL TNV €xpQal-
on tov even-skipped otn OgvteQn Ldvn M
ool AvTLOTOLXEL OTO TOITO TTAQUUETOUE-
o¢c. To even-skipped eveQyomoleital oo TIg
Bicoid xow Hunchback evid notootéhieton
artd tig Kriippel xou Giant.
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Ewova 2.43: A. Evtomouodg tov engrailed-
mRNA ue in situ vpoudomoinon, oe €upQuo
TTOV UOALG €XEL OLOXANQWOEL TNV ETTLUNXVVON
g Praotirig Cwvne. To engrailed engpQdile-
TAL 0TO EUTQOOOLO TUNUA HADE TTAUQUUETOUE-
Qovg. Emlonuaivovtol oL avhoxeg Tov ot
@AON AUTH AVOTTVO0OVTOL UETOEY) TWV TTO--
QUUETAUEQWV. XOQUKTNQILOVTOL UAAOTA WS
TOQOOLrES (transitory grooves) ywati otn
oVvE el OANACOVV BEom. MeTd T uetaxivn-
01 TOVG, 0QLODETOVV TO. TTOQOUETAUEQY) (PAE-
mte wou Ewova 2.13). B, Zynuatixy avomo-
QAOTOON TEGOAQWV OLUOOY XMV TTUQUUETO-
UEQMV OTO OTAOLO TOV XVTTAQLXOV BAAOTO-
OtQUOTOS. ME OLOPOQETLXA YQWUATO VITO-
OEUVIOVTOL OL TTEQLOYES €XPQO.ONG OQLOUE-
VOV YOVIOIWV TTOMHOTNTAS TWV UETOUEQMV.
Onwg QOLVETAL EXPQACOVTAL OF OLUOOYLAES
Cwveg, who avd ®aBe UETAUEQES.

. Ta yovidia MOAIKOTNTAG TWV HETAHEPWV.

Ta yovidla TMOAIKKOTNTAG TwV HETAUEPWV EVEPYOTIOLOUVTAL
arnod ta yovidla evaAdacocouevwyv (wvav Kal apxiouv va petaypa-
@ovtal oTn ¢acn 1ou oxnuarifovrtat kKuttapa. KaBéva and auta
ekppaletal oe 14 wveg, pia oe KGBe apauetTapepeg (Eikova 2.43).
O poAog Toug cuvoyiCeTal ota akdAouba:

- Ta yovidia moAIkOTNTAG TwV UETAUEPWV BETOUV UE akpiBela Ta opla
UETAEU TwV UETAUEPWY. TN PAON TOU KUTTAPIKOU BAACTOOEPUATOG,
npwTa Ta yovidla evaAhaocoouevwv (wvav Xxwpifouv adpda tn BAa-
OTIKN {wvn og enavaiauBavopeva TUAUATA. 2T0 oTAdlo autd KABe
MapapeTapepEG anoteAeital anod 3 - 4 oelpEG KUTTAPWY Kal apXLka ta
peTa&U Toug Opla dev eival auotnpa kaboplopeva (Ewkova 2.44). Me
™ Spaon TwV YOVIOIwV TIOAIKOTNTAG TWV UETAUEPWV OTIWG TL.X. TO
engrailed, 10 hedgehog, 10 wingless, To patched K.A. Ta 6pla LETAEU
TWV TIAPAPETANEPWV YivovTal anmoAUTwg oadn. IN.x. To engrailed (BA€-
ne Kal Ewkoveg 2.17A kat 2.36) ekppdleTtal oTnv eumpoobla ospda
KUTTApwV KABe mapapetapepouq (Eikdva 2.43). Xdpn otnv napoucia
TOU, 1N EUMPOCBLa OELPA KUTTAPWY TWV TIAPAUETAPEPOV ATTIOKTA TNV
1O10TNTA VA AELTOUPYEL OQV TTEPIOPIOTIKO OUVOPO KUTTAPIKWV CEIPWV
(boundary of cell lineage restriction). Auté onuaivel wg dev eMTPETIEL
0Ta KUTTapAa KABE TApAPETAUEPOUG, VA HETAKIVOUVTAL OTNV TIEPLOXN
TWV YELTOVIKOV TIPOG AUTA TIAPAUETAUEPWV.

- Ta yovidia nmoAlkoTnTag Twv uETauUEPWY ouuPBdAAouv uali ue ta
yovidla evaAlacoduevwy {wvwv otn dtlapoporoinon uetaéu twv dia-
OOXIKWV OEIPWV KUTTAPWV KABE LUETAUEPOUG. Z€ TIEPUTTWOELG ATIWAEL-
ag NG Aettoupyiag Toug n dlagoporioinon PeTa&u Twv dlapopwyV oEl-
PWV KUTTAPWV KABE peTapepPOUq dev eEeNicoeTal OUMAAQ, Kal akPIB®OG
Yl autd TO AGYO oL JETAAAAEELG TOUG, TIPOKAAOUV TNV avTikataoTa-
On €VOG TUNUATOG KABE UETAUEPOUG ATO TO AVTIKATOTTIPKO €i0WAO
TOU UMOAOLMOU 1) TUAUATOG TOU UTtOAoLou petauepouq (Ewkova 2.45).

transitory grooves

parasegment boundaries

®

Anterior | | Posterior
[ | [ | [ |
[ | [ | [ | [}
hedgehog M
[ | [ | [ |
[ | [ | >_< [ | [ ]
[ ] [ ] [ ] [ ]

segment boundaries
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Posterior

Parasegment

boundaries fushi tarazu [_] even-skipped ® engrailed

- TéAog, Ta yovidla MOAIKOTNTAG TWV UETAUEPWV OUUBAAAouV OTn
dlatnpnon, kaBoAn tn diapketla e (wng Tou {Wou, ToU UETAUEPIKOU
TPOTUITOU TO OTTOI0 TOOO AUTA 000 Kal Ol IMPONYOUUEVEG OUADES YOVI-
Olwv gxouv eykabidpuoel. Ta MeplocOTEPA Yovidla MOAKOTNTAG TWV
METaUEPWV ekPpalovTal ard 1o oTAdI0 TOU KUTTAPIKOU BAACTOOEP-
MOTOG Kal KaBOAn Tnv umoAoun didpkela g (wng tou {wou, oe
avtibeon e Ta Xaopatika yovidla Kal Ta yovidla evaAAaCCOUEVWV
Cwvwyv, TV oToiwv N dpAaon eival TIapodLKr.
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Ewova 2.44:ZyMU0Tint ovostoQdotoon oLo-
QOYLAMDV TTAQUUETOUEQMV TTQLV KL UETE TNV
EVEQYOTTOINON TV YOVIOLWV TOMXOTNTAS
TV UETOUEQWYV. ZTN PAOT TTOV EXPQALOVTOL
Uovo ta YovioLo. eVOALAOOOUEVOV CwVHDV
(fushi tarazu - yoAGCLO YQMUO. XOL even-
skipped - QOC yomua) Ta OQLa UETOED TV
TTAQUUETOUEQWMV OEV E{VOL AVOTNQA KABOQL-
ouéva. T'ivovtor OUme atoAVTwS ooy UETA
™V EXPQOLOT TV YOVLOIMVY TTOMXATNTAG TWV
UETAUEQWYV, OTIWGS TO engrailed, TO OTOLO €%~
POALETOL OTNV EUTEOOOLN OELQE KVTTAQWV
10 TAQUUETAUEQOVS (LOOELS KVKAOL).

Ewova 2.45: A. PmToyQopiot (UOLOAOYLXNG
TEOVUUGNG  TTEMTOV OTOOLOV O0TNV OOl
@aivovtal oL dLadoyLrég Laveg Twv denticles
otV xoLhoxy g emupavela (BAéme EvBeto
2.3). B. AQLoteQd detyvovtal OVo dLadoynd
HOLMOKG UETOUEQY (PUOLOAOYLXNG TTQOVUU-
NS TEWTOV 0TAd0V. AEELG delyyvovTaLl To
OVTLOTOLY0. UETOUEQN, TTQOVUUEPNS OUOTVYNG
yud ®Aastora ueTdAAOEN Tov wingless. To omti-
0010 TUNUO ®AOE NETAUEQOVG £XEL AVTLXOTO-
0100el 0O TO AVTLROTOTTTOXO €LOONO TOV
ewtoobov (A: Anterior, P: Posterior).
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Ewoéva 2.46: Zynuatixy omewmovion g oQ-
YAvVMONS ToU CUWTAOXOV Tov Antennapedia
%O TOV OUWTAEYUOTOS TOL bithorax ta. ool
€0QACOVTaL 0TO TQITO YOWUOTWUCL.

Ewova 2.47: Zynuotixn ametxdvnon g oh-
MnAemiogaong tov homeodomain pe 1o DNA.
AETTOUEQELES OLVOVTUL OTO KEIUEVO.

38

3'em fab e pb —— Dfd = Ser s Anfp mw s Ubx s gbd-A | Abd-Bmmm 5

Antennapedia complex bithorax complex

lab labial Ubx  Ultrabithorax
pb  proboscidea abd-A abdominal-A
Dfd  Deformed Abd-B Abdominal-B
Scr - Sex combs reduced
Antp Antennapedia

A. Ta opoloTika yovidia.

Ta opolotikd yovidla evepyorolouvTtal arnd Ta XAOUATIKA
yovidla kat and T1a yovidla evaAhacoopevwv (wvov. OpyavaovovTal
og OUO TIEPLOXEG TOU XPWHOOMUATOG 3 TIou ovoudlovTal OUOLOTIKA
ouurAéypata (homeotic complexes). To éva and autd ovopddetal
ouummAéyua Tou Antennapedia kal arnoteAeital ano mévie yovidla
eV TO GAAO ovopaletalr ocupmAéypa Tou bithorax kal aroteAeital
arno tpia yovidla (Eikova 2.46). OAa Ta OUOLOTIKA YOVidla KwdIKOoTIoL-
oUV Yla HETAYPAPIKOUG TIAPAYOVTEG TIOU SLABETOUV [Ia CUVTNPENUEVN
neploxn 180 Ceuywv Bacewv, To Aeyouevo homeobox. H aAAnAouxia
Twv 60 auwvo&ewv yla tnv oroia Kwdlkoriolel To homeobox ovoudale-
Tal ho-meodomain. To homeodomain opyavveTtal o€ TPEIG A - ENIKEG
mou aplBuouvtal ard 1 ewg 3 Eekivwvtag and autr mou Bpioketal
TANCLECTEPA OTO AULVOTEAKO AKPO (Elkdva 2.47). O éAikeg 2 kat 3
AQuBAavouv TN XApOKTNPELOTIKY Jlaudppwon €AKA - OTPOPN - EAKA
(helix-turn-helix) ou xapakInpiel P PeYAAN TIOKIAIQ LETAYPAPIKDV
napayoviwv. To homeodomain cuvdéeTal oe cuvtnpEnUEVES aAAnAou-
XleQ TwV YOoVISIWV - OTOXWV, KUPIWG PEOW EMAPWV TNG EAKAG 3 01N
peiCova aulaka tou DNA (major groove) aAAG Kal LECW EMAPOV TIOU
npaypatorolel otnv eAdcoova auiaka tou DNA (minor groove) €vag
€UAUYLOTOG Bpaxiovag o oroiog PpiokeTal 0TO AUVOTEAIKO AKPO TOU
homeodomain, akplBwg Tptv ard Tnv €Aka 1.

Ta opoloTika yovidla ekppalovTtal arod To OTAdI0 TOU KUTTA-
PIKOU BAAOCTOOEPUATOG Kal KABOAN Tnv undAotrn diapkela g Cwng
Tou {wou, 0& TUNUATA KATA UAKOG Tou eumndoblou - ortioblou aEova
(Ewova 2.48A). Evw Ta yovidla evaANaooOuEVWV (WV®V KAl TA YOVi-
Ola TIOAIKOTNTAG TWV YETAUEPQY, £ival UTelBuva yla TNV eUPAVION
TWV XOPOKTNPLOTIKWV TIoU eival Kowva avaueca ota OlapopeTika
napauetapepn (.x. Twv denticles oto oTAdl0 TNG MPEOVUUEPNG), TA
OMOLOTIKA Yovidla eival autd mou dnuioupyouv Tn dlagopd petagu
TWV TIAPAPETAUEPWDYV, ATTOdIdOVTAC 0€ KaBEva aro auTd Tn XapaKTn-
PLOTIKA avartu§lakn Tou Tautdétnta. ETol, petaAld&elg ota ololoTl-
KA yovidla pokaAouV T JETATPOTT £VOG TUNHATOG TOU CWUATOG OE
€va GAAO Tunua Tou owpatog (Ewkéva 2.37).

Onwg éxoupe avagépel (oeh. 13) Ta OUOLOTIKA Yovidla
aoKoUV TOV PUBULOTIKO Toug pOAo og eminedo TapaueTauepwy. To
YEYOVOG auTd £XeL anodelyBel pe dLAPOPEG TIELPAUATIKEG TIPOOEYYI-
O€1G, METAEU TWV OTIOIWV KAl 1 CUCTNMUATIKA LEAETN OPICUEVWV UETAA-
Aaywv Toug. EToL X, av Kal n anwAela oOAOKANPOU TOU CUUTTAOKOU
Tou bithorax eival Bvnotydvog, £xouv peAeTnBEel OL VEKPER TIPOVUUPEG
TIoU PEPOUV TETOLOU €idoug eAAeipelg. Amo tn peAETN Twv denticles
OTO XLTIVWOEG TEPIBANUA TOUg, €XEL dlammoTwhel Mwg Ta MapapeTa-
pepn 5 - 13 éxouv petaoxnuatiotel oe mapapeTapepeg 4 (Eikova
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Antennapedia complex
[
_ lab* pb _qu Ser Antp

Bithorax complex
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Ubx abd-A Abd-B
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i ooy Antennapedia  Ultrabithorax
reduced (Scr) (Anip) (Ubx)

2.48B). To mapapetapepes 14 avarrtuooeTal kat autd avouaia, arno-
KTOWVTAG Ml Blaitepn HopPOAoYia. 3e eminmedo WETAUEPWV AUTO
ONuaivel Twg KATd PrKog TOU OCWPATOG TWV VEKPWV TIPOVUUP®YV, ETIA-
vaAaupavetat 10 popég 1o TuAua T1p/T2a, dnAadn To oriocbilo TuAua
TOU TIPWTOU BWPAKIKOU HETANEPOUG KAl TO EUMPOCOLO TUH A TOU OeU-
TEPOU BwpPAKIKoU peTapepous (Yia Tnv avtiotolxia petagu mapape-
TAUEPWY - HETAPEPWY, BAETE ElkOva 2.17A).

2.10 O kadopicpodg tng diapoponoineng tou euBpu-
OU KAatd MPNAKOG TOU KOIAIQKOU - paxiaiou aSova I:
O poAog Twv UNTPIKWV yovidiwv.

Exoupue d¢l e 1olo TpdTIo TO YOVidlo gurken eveXeTal OTOV
KaBoplopuod NG dlagoportoinong KaTa HAKOG TOU EUMNMPOCBIOU - OTTioBL-
ou d&ova (oeA. 25). To idlo autod yovidlo, he avaAoyo TPOTo evexXeTal
Kal OToV KaBoplopod tng dlapoporioinong KaTtd Prjkog Tou paxlaiou -
KOIWAlakoU a&ova. Aiyo petd tnv eAeuBépwon tng npwteivng Gurken
oTnVv oriodla meploxn Tou BaAduou Tou wapiou, O TUPNVAG TOU
WOKUTTAPOU HETAKLVEITAL TIPOG TNV ePmpoobla paxlaia reploxr) (Eko-
va 2.49). Ekel petaypdpetal ek VEOU TO gurken Kat 1 mpwTeivn Tou
TeAIKA ouvTiBeTal, EKKpiveTAL KAl TIAAL TOTTIKA, QUTY) TN POpA OTn paxl-
aia meploxn Tou wokuttapou. H Gurken aAAnAemidpa pe Tov dlauep-
Bpaviké urodoxea Torpedo, TV WOBUAAKIKMOV KUTTAPWY NG paxlai-
ag meploxng. To Povoratt petapopag onpatog tou Torpedo (signal
transduction pathway), mpokaAei TEAIKA TNV KATAOTOAY TNG €KPPAONG
Tou Yovidiou pipe. KaBwg o urodoxeag Torpedo dev evepyoroleital
0Ta WOBUAAGKIKA KUTTAPA TNG KOIALOKAG TIEPLOXNG, AUTA UIopouv va
eKPPACOUV TO pipe (BAETEe kal Eikova 2.24). H €kppaon Tou pipe péoa
and éva unxaviopo mou dev eival akopa andAuta Katavontog, EXEL
WG arnotéAeoua TNV SLadoXIKT) EVEQYOTIOINOT HIAG OELPAG TIPWTEACWLV
OTOV TIEPIAEKIBIKO XWPO TNG KOIAIOKAG TIEPLOXNG TOU WOKUTTAPOU
(Eeden and St Johnston 1999, LeMosy and Hashimoto 2001). TeAka
KArola aro TIG EVEPYOTIOMUEVEG TIPWTEACEG KOBEL o€ dUO TETTidLq,

Wild type larva.

Parasegments

i 78 9101123y,

4
3

abdominal-A
Ultrabithorax

44444414

bithorax complex deleted

Ewova 2.48: A. Zynuotixy atetndvion Tov
TTQOTUITOV €X(MQAONG TWV OUOLOTIXMDV YOVL-
Olwv 010 0TAdLO ™G ETEXTAONS NG PAAOTL-
whg Chvng xat 0to evijlro dtouo. B. Amm-
AL OAOXANQOV TOV CUUTAEYWATOG TOV
bithorax £yeL wg OVVETELD TO UETAOYNUOTL-
OO TV TOQUUETAUEQWDV 5-13 € TOQUUETA-
UeQéc 4.

Ewova 2.49: A. Zynuotivy ovoraQdotoon
™G CAANAETTLOQO.ONG UETAED TOV (WOXVTTAQOV
OL TOV WODVAAKIXDV HUTTAQWYV TNG QULOL-
0g eQLOoyNS. Alyo uetd v eAevBéQmon g
mowtelvng Gurken otnv omioBia TeQLOoYY) TOV
BoAGUOV TOV WAQIOV, O TTVRNVAS TOV WOXVT-
TAQOV UETAXLVELTAL TTQOG TNV EUTTQOCOLAL QoI L-
ato weQuoym. Exel ovvtiBeton ex véou gurken-
MRNA (VITOOEWVIETOL UE LDOES YOMWUOL) KO
TEMKA EXUQIVETOL TOTILHA OTOV TTEQLAEXLOLKO
XMQO, 1 AvTioToLyn TEWTELVN. MEow NG 0N~
MAemidogaong Gurken - Torpedo xoTooTéAAE-
TOL 1) €XPQO.OT TOV pipe 0T WOBVAUXILG KVT-
TOQO TNG QayLalog TteQLoyns. B. dwtoyQopia
Bohduov wagiov otov omolo ue tn Pondera
KOTAAMANAOV OVTLOMUOTOS OVLYVEVETAL 1) JTOL-
ovota tng Gurken (#{TQLVO XOMU).
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Ewéva 2.50: A. Zynuoten astetrdvion tov
UNXavopov  netapods g Dorsal otov
voiva. To xoupdre Spétzle evegyormolel Tov
vrtodoyéa Toll Tov pe T oeLRd. Tov eveQyo-
motel v wwvdon Pelle. H mowtetvn Tube
TLOTEVTAL TS Fondd ot petagod g Pelle
0N PePPOavn wOTE VoL eveQYOTTOBEl atd TNV
Toll. H evegyomoinon tng Pelle odnyel (0L
OTOQAlTNTA. GUECH) OTNY  PWOPOQUAAIWON
g Cactus. H gpwogpoouihwuévn Cactus o-
TTOLROOOUELTOL, Ue OTOTELEOUA VO ENeEVDEQM-
vetal N Dorsal mote vo. wtoet vo. eLoébeL
0TOVG TTUQNVEG TNG KOLALOKNG TTEQLOYNG TOV
eufovov. B. Méow TOU LOQLOKOV UMY AVLOUOV
TTOV TTEQLYQAPONKE OTO TTQONYOUUEVO TYNUCL,
1N Dorsal JeTapEQeTal 0TOVG TTUQNVES TNG KOL-
MOXNG TTEQLOYNG, EVA) OTN QULYLOLLOL TTEQLOYN
TTOQUUEVEL OTO KVTTOQOTACOUC. ETol omut-
OVQYELTAL XOTA UKOG TOV QULALLOV - XOLALOL-
®oU dEOVO o ®Alom, ™G EVOOTTUQNVIXNG
OUYXEVIQWONG TOV LOQpoYdvou Dorsal.

JLla TipwTteivn n oroia armavta otov TEPIAEKIBIKO XWPo kal ovoudleTal
Spatzle. To éva and autd ta MemTiola, TIoU CUXVa aVapEPETAL KAl WG
“KoupatL Spatzle” (Spatzle fragment), evepyorolel Tov dlauepBpavikod
urtodoxea Toll. To kopudTt Spatzle napayetat Alyo pgetd tn yovido-
rnoinon, HOvVo oTNV KOWALAKN TiEpLoxT). Mia PiKpr Ouwg roodTnTa anod
auTo dlaxéeTal EAaPP®G TIAEUPIKA TIPOG TN paxlaia reploxn, Ye aro-
TEAEOUA VA OXNUATICETAL TEAIKA LA KAIOT) OUYKEVTPWONG TOU KOWUUA-
TIOU Spatzle, kaTd urKog Tou paxlaiou - kolklakou agova. ETtol, av kal
0 urodoxéag Toll katavéueTal ogolopoppa oTnyV ermPavela Tou vea-
pou guBpuou, N evepyoroinon Tou yivetal TOTIKA, Kal N €vTaon Tou
oNuartog rou petapBadel, sival HEYLOTN OTNV KOLALOKY) TIEPLOXT EVW
MelwveTaL Babuiaia Katd PHKoG Tou paxlaiou - KoWAlakou agova.

Otav evepyoroleital o urntodoxeag Toll To EPPpuUo £xel akoOUa
™ popPr) ouykutiou. O Toll evepyoriolei pia kivaon, v Pelle yeyo-
VOG TIou 0dnyel 0Tn PWOPOPUAAIWOT ULAG KUTTAPOTIAQCUATIKAG TTPW-
teivng g Cactus. H Cactus aravtd ouvdedeuevn Mavw otV Tpw-
teivn Dorsal n oroia eival To HOPPOYOVO TIOU EAEYXEL TN SLAPOPO-
roinon Katd PfkKog Tou paxlaiou - KolAlakou d&ova. Méow NG ouv-
deong autng, n Cactus eumnodilel Tnv Dorsal va prei otoug Mupnveg
Tou guBpuou. H pwopopuArAiwon tTng Cactus odnyel otnv anokodo-
MIO") TNG Me amoTéAeopa n eAeuBepn mAéov Dorsal va propei va
€L0ENBEL OTOUG TUPTIVEG TNG KOLALAKNG TIEPLOXNG ToU epfpuou (EKo-
va 2.50A). Me Tov moparavw Unxaviouo, n apXtkn KAlon ouykevTpw-
ONG KAtd UAKOG TOU paxlaiou - KOIWALAKOU GEova, TOU KOWPATIOU
Spatzle otov TEPIAEKIBIKO XWPO, PETATPETETAL OE WA AVTIOTOLXN
KAlOT, TNG €VOOTIUPNVIKAG CUYKEVTPWONG ToUu pop@oyoévou Dorsal
OTO ECWTEPIKO TOU eUBpuou (Eikdva 2.50B).
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2.11 O kadopiopdg tng Slagoponoinong Tou epBpPU-
OU Katd HAKOG TOU KOIAlakoU - paxiaiou aSova II:
O pOoA0g TWV ZUYWTIKWV yovidiwv.

KALOT, TNG €vOOTMUPNVIKAC OUYKEVTPWONG TOU poppoyovou Dorsal
OTO E0WTEPLIKO ToU guPpuou (Ekdva 2.50B).

2tnv Ewova 2.13 ¢aivetal n diagpoporioinon tou guppuou
™G OPOCOPIAAG, OTN PACT TOU KUTTAPLKOU BAAOTOSEPUATOG, KATA
WrKOG TOU paxlaiou - KOIALAKOU A&ova. 2TnV KOWALOKTY) TIEPLOXT anavta
TO HECOOePUA. TAEUPO-KOIALOKA CUVAVTAUE TO AEYOUEVO VEUPOEEW-
deppa (neurectoderm) mou eival To TUAMA Tou eEwdEpUATOg amnd To
or10io Ba TPOKUYPEL N KOIALOKA €TIIOEPUIOA KAl TO VEUPIKO oUCTNUA.
MAgupo-paxlaia edpdaletal TO TUAMA TOU EEWOEPPATOS ATIO TO OTIOIO
Ba mpokuYel n paxlaia ermdepuida Kat TEAOG OTNV paxlaia mepLoxn
ouvavTtdape Ta KUTTapa mou Ba dmwoouv Tnv amnioserosa®. Exel Bpebei
WG N EKPPAON TWV YoVIdiwv TIou KaBopifouv TIG TIaparnavw mepLo-
X€G, OUVOEETAL AUEDA |UE TN OUYKEVTPWOT) OTNV ortoia aravtd n Dorsal
OTOUG TUPTveS Tou eufpuou (Eikova 2.51A). ZTnv Lo KOLALOKA TIEPLO-
X1 OTI0U N OUYKEVTPWOT) TNG Dorsal otoug ruprjveqg eivat ubnAn, evep-
yorolouvtal ta yovidla twist kat snail. H gvepyoroinon twv dUo
AUTWV YoVIdiwV gival arapaitnTn yia Tov KaBoploud Tou PecodEPUa-
TOG aAAd Kal yla Tn dladikaoia g yaotpdiwong (BAEme kat Eikova
2.11). 210 veupoe&wdeppa OmoU n CcuykévIpwon tng Dorsal otoug
TIUPTVEG €lval OXETIKA XAUNAT, evepyoroleital To yovidlo rhomboid.
2TV TEPLOXT TOU UECODEPATOG TO rhomboid dev ekppaleTal yLaTi
kataoTEAAeTaL arnd To snail. Ta yovidla decapentaplegic, tolloid kat
zerknullt kataotéA\ovtal and tnv Dorsal. ETol ekppalovtal otnv
TIEPLOXT TOU EUPRPUOU OTIOU N eVTOC TWV TIUPHIVWV CUYKEVTPWON TNG
Dorsal gival undevikn 1 oAU pelwpevn. To decapentaplegic KwdlKo-
TIOLEL V1A LA EKKPLVOUEVT TIPWTEIVN 1) ortoia Taifel KaBoPLOTIKO POAO
oTn dlagoporioinon Tou paxlaiou TUAWATOS TOU EUPRPUOU OAAG Kal
apyoTepa, otn dlapoporioinon Twv diokwv Tou evnAikou. H Decape-
ntaplegic oxnuartidel pla KAON CUYKEVTPWONG, HE UEYLOTO OTNV TILO
paxlaia mepLoxn Kat EAAXLOTO OTn KEOT YPAWUT Tou eufpuou (Eikova
2.51B). OL unxaviouoi péoa amod Toug oroioug £3paAl®VETAL N KAIoN
autr dev eival Wlaitepa kKatavonToi, Bewpeital OUwg OTL KABOPLOTIKO
POAO OTn dlAPOPPWON TG, Taiel n aAAnAenidpaon Tou decape-
ntaplegic e éva yovidlo Tou ekpPAleTAL OTO VEUPOEEWEPUA, TO
short gastrulation (sog). H Sog oxnuartiel emiong pa KAion Cuykeé-
VIpwong otnv idla rieploxn ue tnv Decapentaplegic e avtiBetn Opwg
PopA. TNV TIo paxlaia TEPLOXT) ToU EUPPUOU OTIOU N CUYKEVTPWON
™ng Decapentaplegic sivat ugnAr kat ekppaletal To zerkniillt, oxnua-
TiCetal n amnioserosa. H TAgupo-paxlaia mepLoXn OTOU 1 CUYKE-
vTpwon tTng Decapentaplegic eivat xapunAotepn, dlapopoTioleital 0To
TUNUA Tou eEwdépuatog amnd 1o oroio Ba TpokuYel 1 paxlaia eri-
Oeppuida.

*O poAog TNG amnioserosa OTnV avamtuén tou epppuou dev eival Wbaitepa katavon-
T6GQ. XapaktnpifeTal wg eEWEUBPUIKA HEUPBPAVN YlaTi OEV CUPHPETEXEL OTNV KATAOKEUN
Karolag doung NG MPEOVURENG TNG VUU®NG 1) ToU evnAikou. 21o otadlo 13 Tng euppuo-
Yéveong Eekiva pia dtadikaoia mou ovopadetal paxlaio kAeiowo (dorsal closure) kata
TNV oroia n amnioserosa KAAUMTETAL AMO EMSEPUIKA KUTTAPA TIOU UETAVACTEUOUV
navw and autryv Kat TEAIKA arnoppo@aTtal aro Tn AEKLBO.

®

Dorsal patterning
(absence of dorsal)

tolloid  decapeniaplegic  zerknillt
T T T

zerknullt
decapentaplegic

Ventral

i_ dorsal ﬁ
rhomboid ﬁr’sr ] snail
T | —

Ventral patterning
(activation by dorsal)

‘ e Activation ‘

\ ] Rapression |

Mid blastoderm

amnioserosa

o
N

dorsal
ectoderm

Ewodva 2.51: A. ZyMUOTLXY OITELROVLON TOV
OMMAETLOQAOEMY, UETAEV TOV dorsal ®oL TwV
QuywTR®OV YOVIdLwV 710V ®aBoiCouv T OLo-
(POQOTTO{NOT ROTE UNHOG TOV QUYLOLLOV - HOL-
MaxoV dEova. To single-minded expQdiCetan
0g (Lol eLOWN OUAd0 RVTTAQWV OTTO TO. OTTO(0!
00 TQOXMPOVV OTOLYELD TOV VEVQLLOV OVOTH-
UATOG. AETTOUEQELES YLOL TA VITOAOLTTO. YOVi-
oLl OLVOVTAL 0TO RELUEVO. B. ZyMUOTLIAY) OITEL-
HOVLON TV OVTIOTQOPWV %ALOEWV OVYKE-
vromwong Twv Dorsal ®au Sog.
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3 ,,w,‘ Eric Wieschaus .

Ewova 2.52: H Christiane Niisslein-Volhard
xoL o Eric Wieschaus otig 0Qyég g denoe-
TLag Tov 1990.

2.12 Enidoyog

To 1995 arnoveundnke 10 Bpapeio NoureA g ducioloyiag
kal latpikng otnv Christiane Nusslein-Volhard kat Tov Eric Wieschaus
(Ewova 2.52) yia Tnv MpwTOTIOPLAKY) TOUG £pyacia mavw otnv KAw-
vorioinon yovidiwv 1ou eAEyxouv Tnv avamtuén tng SpocOPIAAG.
Motpaotnkav to BpaBeio padi pe Tov Ed Lewis 0 o oroiog gpyado-
vtav and 1o 1946 navw otn BloAoyia Tou cUPnAEYUaToq Tou bithorax.
H Nisslein-Volhard kat o Eric Wieschaus, dnuocicucav Ta anoTteAe-
ouata Twv Nelpaudtwy peTaAAagoyéveong 1ou eixav dleEdyel, oTIq
30 OktwRpiou Tou 1980 oTo TEPLOdIKO Nature (BAETE kal Eikova 20).
EVOEIKTIKN NG emMidpaong 1ou €ixe 1 dNUOOCLEUOT TOUG auTh, €ival
Mia apatrpnon tou Peter Lawrence (“The making of a fly” - oeA. 203).
O Lawrence avagépel Twg 0EKa Xpovia HETA, OTO CUVEDPLO TIOU Yive-
TaL ava dletia otnv Kpritn Kat eival To onUAvTIKOTEPO OTO XWPEO NG
OpoCOPINAG, Ol UIOEG TIEPITIOU OMIAIEG apopoucav Ta yovidla Tou N
Nusslein-Volhard kat o0 Wieschaus eixav mpwtol avakaAuyel! Tnv ida
ETOXN, OlLAPOPOL AAAOL EPEUVNTEG AVAKAAUTITAV TIG EVTUTIWOLIAKEG
OMOLOTNTEG, AVAEDQ OTOUG UNXAVIOUOUG TIOU EAEYXOUV TNV avartu-
&N NG dpOoCOPIAAG KAl AUTOUG TIOU €AEYXOUV TNV avAartuén Twv
BnNAQOCTIKWV.

©a KAEIOOUE TIG ONUEIWOELG AUTEG ME £va TIOAU evilapEPoOV
LOTOPLKOU TIEPLEXOMEVOU EPWTNA, TIOU £€B8e0e 0 Michael Ashburner To
1993. ZUpopwva pe tov Ashburner, Ta mepdpata mou dlegnyayav n
Nusslein-Volhard kat o Wieschaus, aro TeXVIKAG anoyewg dev Xpela-
CovTouoay Tapa Hovo “AlYEQ YVWOELG YEVETIKNG, €va JETAAAAEOYO-
VO TIapdyovTta Kal Eéva otepeookormio”. OAa Ta maparndvw Atav dla-
B£01ua OTNV ETIOTNUOVLIKY KolvoTnTa arod 1n dekaetia tou 1930. MNari
Kavévag AAAog dev enexeipnoe va Wakel vwpitepa, yia HeTaANAEELG
OTO YOVIOIwPa TNG dp0COPIAQG TTIOU VA dlaTapAdcoouV TNV eURPUIKA
™G avanTtugn; Ma KATwe KOVWVIOAOYIKOU TIEPLEXOUEVOU TIPOCEYYL-
on otnv eVAoyn arnopia Tou Ashburner, propeite va Bpeite otn dleu-
Buvon http.//www.devbio.com/chap09/link0905.shtml. NMépa ouwg and
TI¢ Olaitepeg andYelg ou uropei va €xel o kaBévag yupw ard To
nopanavw epwtnua, To rapddetypa tng Nisslein-Volhard kat tou
Wieschaus, pag deixvel g ol EYAAEG ETIIOTNHUOVIKEG AVAKAAUYELG,
ouxva dev xpeladovTal TIOAU TEPLOCOTEPA TIPAYHATA Artd TNV KOLVY
AOYIKT).
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The main genes involved in specifying pattern in the early Drosophila embryo

Gene Maternal/ Nature Transcription Function (where known)
zygotic of protein factor (T), receptor (R),
or signal protein (S)
Antero-posterior bicoid M Homeodomain T Morphogen, provides positional information along AP axis
System hunchback MZ Zinc fingers Marphogen, provides positional information along AP axis
nanos M RNA-binding protein Helps to estalish AP gradient of hunchback protein
caudal M Homeodomain T Involved in specifying posterior region
gurken M Secreted protein S Posterior oocyte—follicle cell signaling
of TGF- family
oskar M Pole-cell determination
. torso M Receptor tyrosine R Terminal specification
Terminal system kinase
trunk M S Ligand for torso
Gap genes hunchback z Zinc fingers T
Krippel Z Zinc fingers T
knirps z Zinc fingers T Localize pair-rule gene expression
giant z Leucine zipper T
failless z Zinc fingers T
Pair-rule genes even-skipped z Homeodomain T Delimits odd-numbered parasegments
fushi tarazu z Homeodomain T Delimits even-numbered parasegments
hairy z Helix-loop-helix T
Segment polarity engrailed Z Homeodomain T Defines anterior region of parasegment and posterior
genes region of segment
hedgehog z Membrane or secreted S
wingless z Secreted S L
gooseberry z Homeodomain T Components of signaling pathways that pattern
patched 7 Membrane R segments and stabilize compartment boundaries
smoothened z G-protein coupled R
Selector genes
bithorax complex Ultrabithorax z Homeodomain T
abdominal-A Z Homeodomain T Combinatorial activity confers identity on parasegments 5-13
Abdominal-B z Homeodomain T
Antennapedia complex Deformed z Homeodomain T
Sex combs z Homeodomain T
reduced . Combinatorial activity confers identity on parasegments
Antennapedia Z Homeodomain T anteriorto 5
labial z Homeodomain T
Maintenance genes Polycomb group  Z T Maintain state of homeotic genes
Tithorax Z T
Dorso-ventral System
Maternal genes Toll M Membrane R Activation results in dorsal protein entering nucleus
spétzle M Extracellular S Ligand for Toll protein
dorsal M T Morphogen, sets dorso-ventral polarity
cactus M Binds dorsal protein and prevents it entering nucleus
gurken M Secreted protein S Specifies oocyte axis
of TGF-c family
pipe M Sulfotransferase Enzyme Part of pathway leading to
spatzle processing
Zygotic genes twist z Helix-loop-helix T .
snail z Zinc finger T Define mesoderm
rhomboid Z Membrane protein S
single- zZ
minded
zerkndllt z Homeodomain T
decapenta- z Secreted protein S +—  Confer regional identity on dorso-ventral axis
plegic of TGF-f3 family
tolloid z BMP-2 family S
short gastru- z S
lation
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