6 XEWARRAE

Tk £ B AT E5 69 £ B4H5 K Thomas Morgan 5236 'F, A 1910 SFA2 & 2 &F 50 1L A2 W 5
RILTH R FHERRE, 1930 FKE 1970 5K R LHEARL T AR FA L, Hfb—id
Y (Geire@meE,. ER, @B, BERKF) SREFATHK. 1950 £ 1970 SFKX, AT
%49 Edward Lewis i@l i i £ FAT @0 AT R A B R L, KA EF LR GHE,

KB AP % —A 5% £ 44 E Wilhelm Roux ¥ 41 I AEfs 569+ Lo 680, %A
& 7 1920 /X A% B Hans Spemann X & 694 2 K R G LA RIEIEEF. H =N % n i
fEE: 1980 SFaT/5, 45 E&EE T2 E 4445 K Christiane Niisslein-Volhard #= £ B 4}
% Eric Wieschaus AR F R L 2 G A5 R A B RMA R, ERWALALBLAT. B A=
HARS D FAMFERMANRBHL, HORNELERT . AREFEHATFLERREST
o ke, 1984 SRk FHE (homeobox) AN, BABAMFEL,FAMFANFAHNGE
BAURANE LG AL ATEREFTUEH LS.

R R RILARS A MERER, KAKREHOLAE R L5, W —% 254 FE8%,
FNFEFALARBMERATER, AR WAEZBARGERHEHIRASRRERHEGAR)
EaEHHhbER/ER, FMUALRLALMEGEAEIHE (FHREGARTEHR) , A5 T
ZidAL, OF—RIFBHRE, AERBRSZEHMRTORFTRAEFZIE, 25 G AT LE
fRay, RBARERRTHRBALAARNFES T, LSRRG ESFHMFTER, S TERL,

6.1 Mty G Hfedin: KFEWEL

—ANEIRE R%, ARFmE BRI ER T — @ AR, © 25 E T AT R
%mip, XM de T TR AR M, BIFRE G F 1 (identity) . A KRR 64 iE (cell fate) ?
TREBAMFH—ABOFE AT AR IWesmit, TH R IR EM, ZEARRE G
mER R A, SR, A mb R Eg.

HRABHEEZ —REES, AIARTARARENER, L XARTA S, WITAE AR
Fo ARRETUARN AT, MBLOTURELEMEIAT., IEKT . XETLTAA LI
B, AT AR LB, e TURRINWAFTFFTIELARDGAEERN., MALLR
REEREHINGEARAZANAREFATNRSAREFGHEATHREARRAEREERA EXLH
12 B

RBIRRIANBYTIL, ZHRG—FENT KRG —FLH. 32 EHH Bateson (1894)
# 5 homeosis #9#EA (“RlRFAH L") , A TFRE—MLEMTHEF SF—#4EM (homeo 7
MR BT AR “4aL”) . Bateson 7] @36 MR B H B L A, MAEMOEEKHHRA,
WiEhBRE UB) TRTEEERET (BRA) . A@EKFE, ARFHBE—FrmBTm G —FFmit,
ARRTLRERRBRANEE, RARNBRFHRTE., A ZTOEARIARANRE R A AR (homeotic
genes) o

AR h, A —kE E A 4ARH Bithorax Complex (BX-C, ¥ Z A44K) , & DNA F7 %
TETHARRAMRE, ERAANTEROGTIHDERG —TEWH . F—A bithorax (bx)
R E A& RARE 5 £ Calvin Bridges T 1915 5 X L. & Bridges #= Morgan (1923) iRif, X%
AR F T (T3) RME R ET RBHE AT (T2) A AWK, & bhx REMA R
AT, E R F A Alfred Sturtevant #9232 4 Ed Lewis 3 BX-C #95F 50 A 1940 SF4X K 3
1970 KB H, T—FA4R.

Be-1 REAMEaWhLE. £, HEE; £, REEaET —MRE, W=FTEXAHF

102



Balkashina (1929) &L aristopedia KL, R¥&fk A 69 K% A Moy K3 8K  Bridges #»
Dobzhansky (1933) 4ki& 1931 % Bridges X .49 proboscipedia X%, © % 693045 4EH) AR R
MR 1940 FREANLESMALTAMRHRE, REARDREWGRE, QEHKA
Antennapedia (Antp, “AM”) 89AEH. 1980 4, % B % %44 K589 Thomas C Kaufman 42 5
Antennapedia ¥./& — AN R LK, &5 AR A, 9.4 antennapedia . proboscipedia (pb) - sex comb
reduced (Scr) %, ARAAM E A4 (ANT-C) , EERA AR KAPAT RGO KR, HZ Xk
AR, MoFK (T2) =5 (T3) sAM—FH& (TD .

Antonio, Gareia Bellido
11936~ |

th

Bl 6-2  Garcia-Bellido X £ H #9 4 & compartment

1960 F K £ 1970 K, BHA RWA LA F LA &I F 49 Antonio Garcia-Bellido
(1936-) . #5+4y Walter Gehring (1939-2014) . % & &) Postlethwait #= Schneiderman (1969, 1971)
% . Ecker (1929) &3 engrailed ¥ % . 1972 5, Garcia-Bellido #=#F % £ Ri8 , engrailed R %
12 T2 TG E F3 T AT £ 36, 4S04 H K F 89 compartment 4, REEWE 2B E
MR, MARF Nz, NAREFIRFHERRAT T LMK (Garcia-Bellido and
Santamaria, 1972) . Garcia-Bellido (1975) # — ¥ #: activator % B 44 & selector # B & ik 49
S8, selector A [ 42 %) realizator & [, & & ELARH € tafld &y i5 o £ HAERA T Bithorax #= engrailed
#: 2 selector £ B . Garcia-Bellido #9285 % Crick #= Lawrence (1975) P4 H4E A

6.2 NEEEKFH: Lewis KT R B

JERARASN R F IR, WA AT TR E o’ Slivard B Jouois |
A, 1897 SRR H — B A (BIH AT KRBT FR) . SIS

1901 ik (ALY o RNFCBHFXF, 1926 Fdm (EE 5
HERFALE) . 1929 ik (FRAME) o 1934 F H R B —
PR AERBFEFEE)  RARIAZESHATLWTAEL,
JERARAANR RBUA T AE ., TR Lk E I,

£ 1950 2] 1970 SFREG=+F 1], A RBAHTA LKA O FEA
A 32 T 52 1% 69 Ed Lewis (1918-2004). Lewis /28 .71 35 K 5 A A4}
B 3% 4% 52 % )% CP Oliver & Hermann Joseph Muller #952 £, @ Muller
A Morgan 495 4 . Lewis #|4u 1| 32 T 3% Morgan 49 % —4{% 52 4 Sturtevant
WA A, T 1942 F3HRMGE, A RBALTT ZAFM, mRAAF
Jn b R RIBRH o

E— R THRMARRNFLLE, mAMIEGEH TN 1939 5 | B 63 Lewis
F A 50 A B Af 4 B % (fine mapping). AR (cis-trans) 4] & T4, AT A
H % A B Z F (gene duplication) = £ #7 £ B | Sturtevant A % & B 4942 F K&, #vh Lewis 895F %o
B FEN T AN AR SAAAAR ZAER AT, AR T bx RE. RBOMIA =
TH, T2 A=) THEKEK. T3 A=) FHEKFH#F (LARKM, haltere) . Bridges K L
bx REFHTI FHAEART2 T4, IHFGRBAWANAE ., W2 -F#4, Bridges T 1919 5
BRI bxd RE, ARBELR T3 ERT2, bxd EARRB# LaG2E 5 bx 4810, didtF LAprbik
I bx 5 bxd 788 LAk 1934 SF Hollander & 3L Bxl B L #. % Bridges #f %0if, Bxl B %%
Lewis #& 8 Ubx. Ubx/+& A #355, Ubx/bx %A% T bx/bx, Ubx/bxd %% % T bxd/bxd. Lewis ik
AHECMTHRAEAZANAEFELLEF AR, "AMEIERAWOER, A DELLRX R

(pseudoallelism) (Lewis, 1951) « AF B #E 2z KM =AKE"F, bx mELF EARE L&,

£ 0.02 #4124 Ubx. B4 0.01 #4122 bxd. Lewis #— % K I bx 5 bxd %A B F AR ML
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ARG bx RAE T3 AT3R (anterior T3) & A% T2 AT 3K (anterior T2) , % bxd 1£ T3 /& 3 (posterior
T3) &k T2 53k (posterior T2) . f LA 1 (A1) AT AT H. Lewis 428, bx 5 bxd
b kRFABEEL (duplication) , AT2 HEALALS, Rt T3 THEMAl TEHLF.

LA, A 1951 5F Lewis ZiR 2| F &k LAnAr ey A Bt w T 4k LARAR Y305, 2] 1955 F,
REILT R 50RE, dopbx. Chx 5%, WAAX UMY ER X, EXFTFAFHR
HAAE R .

L /é’y/)l()l{/ o ((Z;(,’/Z/Z ere
11921-2007 §

El 6-4  Benzer X E & BRI AN, EH cis, TN trans

1953 4 Watson #= Crick #9 DNA SUR#AB A kG, BT XL LR BFBER AR, &
BRIERA TR EKRGEFRBERIAAGTRLAR, BREFKGTLHANRET LAH. &
T, T ARG ANRTERETEANATRLR., TR —AROEANATRLTL? At
MERERANRERATH, MEANALB., HRSENX, wRXBAANARTLETUAETA, SLACMNA
TRARHGRE, wRERNREARIETA, HACNRRA—EAEHERRANET L, 2 DNA X ULE,
H B & DNA K-FdofT 2 L, AIREE|REZ—AKE? £ E4 Seymour Benzer (1921-2007) £
FARGERSZ T L. AEAKRGER LY, TEHA DNABESHA T, BRENDE—/8
AT, KERK—EDNAWKE, RERBTAR., ERFRTEMNE, ANTET
RRAER —NEARAZ, CTREZEANTRAAR., TR FEARLORERTRGER, RiF4h
Mo 182, daf Tl B —ANFEEIR LT ENANARE, HLCNASTR—ANAR., £2 TR
A H? Benzer T 1957 FA LW L. 1959 F i X K & L F 42 IR A2 M (cis-trans test) & iE B 2 &
Bl — % B LR mA KL B R B AN TA R TRAER —AFEAROR) | feBett sy mA = E4R ()
EoaEMEAR, MALER, RXAEAAGANRLTE TR —AH, MA\Ff R X & LEA G
ANREBTANER,

Lewis /& 1951 547 88052 IR BAE M o Mo A2 1955 F 52 FR 4% B EARME N (Lewis, 1955) o
K3 : bx 5 Ubx 69)IR X bx Ubx/+ +%& A% 35, B X bx +/+ Ubx 2 A 4ik3%, Ubx 5 bxd #9)IR X
Ubx bxd/+ +7 % Ubx 22 . R X Ubx +/+ bxd % bxd 9% % (Lewis, 1951) . Lewis it & & 3f
#© bxAr Ubx MARAAMEAER, Ubx 5 bxd A EAER . & A+ F/X K G # Benzer 892 3L, IR
ALEA, RAAXABYANTERZER —NEARGBAANRE, MALAMNER, 3 Lewis
R4 R A ERER, TR AR TRASZALRE, MARBLBE N aRGEER ETR
{2 B 897 % ? STt, Lewis BBk, SR, 3 Ubx 5 bxd 8RB A M /F B 45 RHFAER B £,

1961 5, (B A 45 K Jacob #2 Monod #& i 693 4 F 53, AP —ANAFRFT A KN ME FIL
AN b (P FSUAE R A8 K09 R B T A s —NEA T, RAEZFAMIR Y RAaX ik AR
BEAE A, Blde, Lewis 15 ZEARA LG IAE hsE 2 XN Efa s /809 £ B ERIT,

—HA 2] 1950 FX, Lewis AR GEZ N LA RN LA FFE, IR EIRCEFET KB R
1963 5, Lewis AR 2 E N HABE K H . AHARABAG AN E : bx Chx Ubx bxd phx. Hei i
XK RH R —AE A4k (gene complex) , EHrimB ey FE2@mA UMM XGLR, X
s AR AR B A B AR K A9 2D A A R IR AR 69 T Bl Lewis 40 K B 69 2 8 4 B B4R H s bx. Ubx.
bxd #= pbx ¥ R L& M A R e se Kk F 8 & A (loss-of-function, HKAEKTE) , @ Chx L
R A B A8 e F B kA (gain-of-function, ¥ R L) o Chx/+/+89%k A 5 Chx/+th—#,
Py % KB R Chx 09 A . X RS H — R WAL A XA A8, VARTH A Muller 42
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& 49 hypomorph. hypermorph. neomorph % 7],

B A K I Chx +/+ Ubx A Chx 69 & & (T2 L T3) . #a Chx Ubx/++7 %R, Lewis # & Chx
Q94E AT Ubxo et — 4 32 1h bx A= Chx BAS# 2R F F (operator) , 185 Ubx. bdx #= pbx.
BT AF AR, AR ALK R R AE AR i B 269, LA BLA R EmIeh AR,
AR B AR g e (BT L, RMAAGEEL A LEE = A& R4 LR
R TR M, ARAASAZORYmIRAGRER, IAHAL2mBIEa T/E A cell
non-autonomous) o

1964 #= 1968 4, Lewis £ K & T A * L= (Lewis, 1964, 1968) , X6+ F R A Z 244
ABABRAEFRIREPFLLER, KA KMXB L,

1978 4, FZE 4489 K F iR %5 K Peter Lawrence (1941-) 3£ Nature £ % %% Lewis 1%
Lo Lewis (1978) L F 44| RV EH AN AR LR ELET AT S FHNARL, M LT ZR
%%Mﬁ%%&gﬁﬁioEﬁ%ﬁi%%%ﬁM£w&%ﬂ%%l REBSHFFHEAT, &

FRIR R, RAMARLT AR B R KRG AL—RHFHNRE, ZTAZTLRELARIR, 2HR

ﬁ%xi, FHBAIEIERS

FE 1969 5F £ 1977 F R LA R HE), Lewis 2 M50, o KIL—/N 445 K % (Df PY),
KEHMY —BEEKR, RREAEELSR, ARG LA RE RN AL A% (Bithorax
complex, BX-C) . M H Sk keI 2 AR — MM AL, 6 T3 £ A8 TR &2
TR T2 8. EERREGEERSERGEMLE Lewis BE S DB L EAR, AdmAHT R K
o MR IMANAARG /B, RFTIREAASL: R DFPY K ak L i8id Dp 100 51\ bx #=
Ubx, TUAWE T3, w=Ri@if Dp P10 5| N\ bx. Ubx. bxd #= pbx, T VAKRE Al TH. da R i
Mk B, &3 iab2. iab3. zab8 & TR EA S AT,

a b c e I g h
DP9 !Eploo mpel gmomps Dlumﬁi |DlFIO ] |_m|oor bxd [wiLo TYPE

B 6-5 DO FEER
Bk wyEah £, BHw
ENERER, MAF
BHEK, RYRERS

HEAD () MS (4

} )
. VSE
Wi

RELATIVE AMOUNT OF MYPOTHETICAL
cene pROOUCT (6)

® WiLo TYRE @ STRONGLY REDUCED
O NONE

Lewis A I VAG AR A2 & (co-linearity) @9 HLE: BT FARGATHIK TR, £ L
GARAIIER K ERELEL; RIATE WG ERATOAR, ERERERELREZ

——— Artennapedia complexe—|  |>bitrax complexe—]
dfd  scr  Antp Ubx  abAA  AbdB

l—»Heade—{I—»Tkm#—ll—) Abdomen <—
K66 HE4&MH
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Lewis (1978) ¥4 T 424] BX-C 89 6 AN, 1) AR &dpa|Fe a4 F bR X087 A2
#52) RE— RIS RABAERIFH; 3) BX-C & —ANE20ET AR Pc ¥ 77 7 A,
4) E—ATHEEWHGEARALE @O T RAETIE (LHRAKK) 5 5) BEBBOTH, &
%49 BX-C LB K494 6) BFE L SKRUumay L E, AT ELpH . L, Lewis 493 F Pam
F£ 1947 5 K3 Pc (Polycomb, “%#4:”) %, B, Lewis iEMl Pc 2 BX-C W& A HATARH, 2
1980 SR VAG , HAe 23T A (4572 lan Duncan) *t Pc #93p4|4/E FIiEH £ 2 5F K. Pc $lif
IR ANREAR, R EIZAEF ) — AR

Lewis #F 50 BX-C B, LR hAaF 8T RIS T BB H R E N : RIBE T2 DEKE —3F
B, T3 PHKEN, RAFERGATERLRSBE, T3 LKA, BAFZONERLEIRLEK
M. BX-C 6494F AR M%) T3 AR B KM, ECMNARRETF T2,

1950 2] 1960 X Lewis #F 2584 5 /& 52 69 X R By, AN AR H T UGB 8 250 5 £ B K
FFEBRTFROGKEERAEFR, BT EAE, QEAMNFRE RGO T AT, Lewis F5F
BERAER S BEIAFE o FEAFERL, RAKXKRETNLER, M TENMT. 4z
AN ALl RAA) 5 K 5 e AR A F R,

Lewis X TRBEFAREAANLIL, BEFHARLLEELEFTE, 4= Muller 94732 75 ik,
LA WE T k. Lewis #= Bacher (1968) X 3. ethyl methanesulfonate (EMS, ¥ A #58 CB5) 21k
PN FFE TR, B Rk EMS B HERBNVORTRE(FFRAERE), MRTAZESFASTIL
B, mERTRBf LB EEHR, BAT1H5 ENU (N-ethyl-N-nitrosourea) % F
R F T F

63 FEXEMAGIEIEKT
R — AT, ATERT: SHETBIEBEE, 24 )0 ETR—Msh &k, 6 RAE
ZiARAABR TR EZIM R, REZEMHIL, 4 RALENILAREK, NDIEERE, HB5TU
EILT X,

I'st InstarCid)

«—
2nd Instar CldA)

3rd Instar )

Ble6-7 RBAERAM: KB, 4k, W, K

AL ZF ALY AA SRR RRILE R E ? R E LR, © 5AELER
—HFERBE., RRIEBR TR, MBS R AR — N miakFmio R, min i
256 ANmpeAR NS, MBS B MR, %S5 H E 6000 A mAiA% £ A T R AR
SR 6000 Nmfi, AR S —AAMN DG THIF— NS E A A, BAANRAEA, 4=
WAE, WM — Ay ARG mAn . XA E K69 E R, 12 AN AT R R 5809 AR MG 5T F 32 /7
BENMERBEETELRK, FIUARZE S AREFR RIRGIEN,

106



000000 ¢
08

K68 REBREEATIH. ARXEEZ, KT VRBLT LB

BRABRARZEARKBLEA DT SHAFTOEENERIERT, MBERBREFAE
MEAREGER, FREAER, BARAENFAERTELAIES. §HANRAYFHER AT RAR
Fid, mAMEG4 KFY K, Donald Poulson 49— & 7| #F %480 T X AF 2%, Poulson /& 7=
NI AR AGIET IR AL RBIE R R, AREEHRFTEEB K FOKXF . e KF AT
R P AAEHI R G X R HF R, QIEHA R T Notch BRI R A R E R R Y . AV 2 R G m, 6%
AR AR RS, MR TR T R E 2B T RANE, L2 %K (Poulson, 1937, 1940,
1950) .

Lewis A 1950 5F4X 2] 1960 FRA X EBR R KF, 1970 FKE, e L AH £ 255
FEREEI R H o

FISAE A 8 KR M AZSEE , 2+ U 42 K A Wilhelm Roux 5F 70 AR 4 A A4 i, £ 3] A Kok,
i —+ #4244 Hans Spemann F 1924 F X 2 698 F AR L. ABR, SEELTHH4
B REAHF KRG, 1980 FRFARAANEFAHT LA F PO, AR5 —HERAZ
BEMELE, 2% . BANFH LN OHROBNBE£BEFH,

MBEFHARRRIEBEE, PRAFAMFAREZ RGN, LENZ—REHFEER
Christiane Niisslein-Volhard (1942-) . f£i2 4450 RHc#+% K49 /&£ EH, Niisslein-Volhard 9 5 7 1k
Rt BGEREEN L, AILITARE S RE, AP 455 Aok 2 B0 4
IANAR AT G RSB AETGR N, NEHEM, T TARIG ST AT KET Nature,
T 1973 Fikt L, RN TFAMFR T HAALNARIT, RRLEZL5AN, RUBRFERA X
BATAEMFERRARMBITFL X GH, WA TELK, RAK, BAREFHATLEH,
2B R4 bicaudal (“HR”) REBH#H—F BFH, ®REERZTT 1975 WX+ Gehring 49 E 12
WAL )5 52 3) A 5 R o W fAE R R B H I B Klaus Sander #9 R R R E HMT —F89
L5, FIRRMEIBFHERT &,

Niisslein-Volhard 1# & & #A8] %X K % 4 %, Rid /& Gehring 53 E 5 LA A S K BT
AR RAREAR, AdmTIAREHICE KBRS, RLFFTHE T AR FW I ERIENS,
ARG TR T TR L, # /& Gehring R T EA B SER LT Kak: R T EBAF
K Eric Wieschaus (1947-) .

AT #B#HH R IHEEN Wieschaus, ZFFH RN EHRFAELBINELTRLAE,
% —F3% Poulson 7 RWAIER R F, % _F4#4 T Y1 AIRE4EH Gehring 695 504, F
S Gehring 2|34 E R, §XERI SR BB mfo KR, VAH) 1% 5 158k AR 70 R 98 T )
A2 A G LA A F a e R R A A R A Lo

1978 F, t&EEE R AR BN ST AL F 5% 2 (EMBL) , ik Nisslein-Volhard #=
Wieschaus 4% £ & FAF R Ea) T4, MNERAERE TR FHRR, TARTAE, X
iRk RIS A F AR,

107



Glordstine Nasslear Vollhard
S 11942~} Erie Wheschaws
v 11947- §

a3 3 <

K 6-9  Niisslein-Volhard 7 Wieschaus

64 “tafeRE"FHREHNAFTHLR

1978 4F £ 1980 4 #9 =4 P, Niisslein-Volhard #= Wieschaus # TAE XM T XL H £ 45, M
R FAY T L F A (R T EAR) TR AR, —ACAN NG 6 iFkisd) % min
A hds R AR AL R Yaf R L (saturation mutagenesis) R “4af=iFik”, £Emp L
4, % B4 F K Leland Hartwell T 1970 F 2 #0d K2 fhit: BRI S min o 2R ey k&
o ABFF R % tma A M e AF 2 R A EA . RILAAE, @ Niisslein-Volhard #= Wieschaus (1980)
BiEeARERETRSZ AR,

Niisslein-Volhard #= Wieschaus TAF 69328 Al R ATACH LT N AR LR, 2 F 4
B T RAEMRS, Rk E 2R AIERETBEHRGPTA ., AKX SHAR, SEAREP—A4—
AERPANRITRE, REAZREH A THCHIE, THRRMFETE, Mo T T2
#o? —RPZASAEATEFEAAMGER, ZNE—ABRZAZATRGEL, tfilay T
VEEHEBARKER, 4o 1) WAMBEXRETA SR T R R ERRTR FEERERL, P
B Muller 69-FH R AR A AHETEER; 2) EAREIBRE, TE2HFIEZREWEEBGHE,
AR T A AN 2 Niisslein-Volhard 7218 )5 18] 69 H K, *T VALEAE NS £ F W %2 s 89 — 21 4 & i 9,
W T B AR R AR 20 (TN, EATEATRE. TEAMEBA A , RH RBAEMS
P BEATEANE; 3) MNEFEZLERARRTE, BARET—ANAR, BARAT L&), A
Lewis #= Bacher T 1968 “F & B &9 EMS #AL 5% T/ T IAiH L & K,

#& Niisslein-Volhard #= Wieschaus #9 TAFVAR], C4nRivh RWMILIB A FWEAR AR L. — £
Y= bicaudal, REFFOER Y LS, 2RRYMEEL R, REMGIESRARNEIREH, K
ERRMG, KA K. M. ARG, XA EARFTEF bicaudal & 1B 5 5 77 & h

(Anterior-Posterior Axis) @9 &; B —RAARRABEE, FR—ANATHRERG I—NTHK,
BRBAA R EAR EFIASH T TS (segment identity) o £XFAAZ I, %A i
AH,

RWBAWNBLENR, ARATHF _FFERLTTFEIANARE, P EN—LRTT
Niisslein-Volhard #= Wieschaus it #F £ F IS AT T, B2 L & R F h 40 L& T 1980 549 Nature.
HAIRE A 15 ANEE (6 MATARIL, 9 MEMTRI) , AREMT FROXBTREH=%£: 1)
RpAR (gap genes) , XA RARE FHIEM S AT HEBK, doknirps REHRK A2 EATH
B, Kriippel RZ % T1 £ A5, LA A6 858 E 8, hunchback (“3¢H”) REHK T2 4= T3;
2) RATHLN KR (pair-rule genes) , 4= odd-skipped (“Fr#k”) REH XK T2. Al. A3, A5, A7
TH, even-skipped (“1&3k”) R LH X T1. T3. A2. Ad. A6. A8 T &, paired ®EH K T1.
T3. A2, A4, A6. A8 T &, %: 3) FHMMEAE (segmentation polarity) , HAT A A AT
R, REAHRTFHPTEAMBEKREL, 4 gooseberry REFHTHAB FHK, maTF4
BEa., FEEARAERANEAE, v engrailed R LI, BRFERIMFIA, 58T B AP
A, A=A ER TS KA RETAL T RIEER

108



wild type

-

gooseberry

odd-skipped gooseberry

’ wild type H gap ‘ ’ pair-rule H segment polarity ‘

Kl 6-10 Niisslein-Volhard #7 Wieschaus ## 3t 5l 8§ % & /@ # 0 & B9 R Fh 2R %

23T %, Nisslein-Volhard A= Wieschaus A 7 B R &7 B B AT G 5o ik, # i IR A5 4K
WA EEAELARNREG e, LERBACHEAREERN, BFYRAKRG S TE, 2AA
T BENTHR—F—F o, RN ERRAZ LG R PARMER, IHF, i3 ds
HREAAGERAENT KFONIE, FRAT EKRGEAR, B —FBitffx, THRAFTRE
AT, EANAERITERRIAOELAERF .

HomeotiC 9eres

O@Qﬂw

Cytoplasmic Gap 9enes Pair-rule
materna) 9genes
effect)

Segment Polarity

-,t.l\cs

6-11 R 48 8] J5 30 & 0 3 [ 4

%ﬂ]ﬁ)ﬂ‘?i\.%——‘ﬁ‘m@ﬁ\}é , BMETRET H I FTEREKR, X Fetk (F—F) b8 F
REk, FRYUARBYRELAFTOAR, XKAT % 130 A B (Niisslein-Volhard,
Wleschaus and Kluding, 1984; Wieschaus, Niisslein-Volhard and Jiirgens, 1984) , — % 5'] LFR
R TBOKEF AWM Roux Archive of Developmental Biology, VA{EE 535 RH4 5 K Roux
Wb, BRABARE, XA EL,
)&, Wieschaus B EEERDLE, —HALHINRARREBIEIELE, FHABHiEiT
4% (gastrulation) ¥ 80694534 . Niisslein-Volhard 7~ A 32| B £ AR 69 B L 51 50T B AL, VAG —
BAEREMR,
Niisslein-Volhard #= Wieschaus /& 1980 SF4Rif 69 15 N R R THIP KB FHEB RS K F T
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2 W IR A K & 69 4 L P % 35 . Nisslein-Volhard Ao 2L 36 F BN LR ERLE T HERZ 2 AR

(maternal effect genes) « MK ARNRMAARZEFEL: HFFOARAE, A TRREBLAY
EARA, R R AR, BRR RN THIPANENSE R AEBRET KEF, PTA, KFEAIEBER
A TAk DNA, mBR T ALTT#k DNA, 24 IR0 K F 69— 9k, Xz R @ d KA B &
R AEFAR M, e %A B AT IR R B AR AT i — B, XA ey E A dd e, Mk AR P
A RERE YR E o BN, HEAIREREI RNA, RE QRN @I AE IR KT . ik
WG KA R, WX Ao AL, Wit AR ARERN LR ZRM, 240 FRELEL
toy T RBRSERRKE OHrh, TEFHRRBYAR IE. UNFRRE LRI T LAY 30
ARG R B e E R R £ B, 4 Nisslein-Volhard 23 F % €4 K T bicoid, HLhiese %
B, RBIEARNE. SHEGREM:, KA K. BLEBE, R TEMFHAR,
7 bicoid & R 38T AP #h 7 a9 KA .

6.5 & FH & (homeobox) 5 X &AL

Stanford X % 49 David Hogness (1925-2019) & %42 i LA PTIR 69K R 48047, A 1950 5F
K E] 1960 SF KA TR EARG 0 F AdhFAe AL F . 1968 5, 1% H 4R #0447 58 49 Hogness
Ho€ Bl £ B 6 Lewis. B KA ZAfE B 9 Z AN RBEI T F AR, 53] R¥A S X F 64K, 1972
F, ARG REFFIHP, RE BRI ERGITH DNA SR A EE69 K &, AERAK
Ko miA P, ZaRROAENADNA LA, BdBHEARN AR R TETOLAR (B KA
H4z & 57.[%, positional cloning) .

Hogness AN 5T R R Z RS ATRR A —4, MER 2 DNA, ey RBUR K2, B ARE
I EBA LIRS : ERAREMANRE, W DNAFTORER, MEAL @M, EHKIH
mie, mREAESmILAEY; Hogness T 1960 F KA L AINE R K DNA & R4l {X 4 77 8 1
At (bp) , M 2000 48 RIEAGKHMA 1106 77 bp, AATH W1,

DitkokA, EE@mBAEM P LEAE, RBANILEED. —ATUARTELEGLH,
A A F ek 69 R E (8.4 inversion. deletion %) , £ $ &4k LiTA (£ E3kK) (Bender, Spierer
and Hogness, 1983) , AZHWAH; wRAXAHEEZEAGLAR, LT AAEA HEER
SZRECHRYER, ARELAEATEAROKREREZES, RN TIRZREEREN T8, kB
FH—FRAGER, AN G etk DNA Rt AR, d A~
Re e AT MEIRAME N, £2 DNA G, T AH&ARITH
PRAT Ao IR % & F EAR AT RAZ 22 3, A0 € 13 %) 69 DNA &
TR DA T 69 F EARIRL, XA RIRAE R

Hogness #2 i #F 50 B9 K B 40 —F 5, 1973 SF18 4.4 4 )
K 549 Hebert Boyer #= i 324% K 529 Stanley Cohen # & P K
K% A4 E 48 DNA H K. 1974 4 Hogness %30 F A k¥ R
#.49 DNA S[£ 8| m ¥ F (Wensink et al., 1974) , 1978 F %
B Ao 32 T 49 Tom Maniatis (1943-) SR, 25K
G KA DNA 93 T B ENERAKREIR, 51& T =K
B 48 X B (Maniatis et al., 1978) . Hogness 2% 'F 1978 F %
&7 BX-C # DNA. 1979 F 4% Ubx £ B, X T 1980 F
EHIEAKFEFRALRZOF RSN EEE, 285 1983
F7F E X4RiE 5% BX-C 49 DNA (Bender et al., 1983a) , Fl
4 Hogness %3 F 5 Lewis &1F ki BX-C & % % £ DNA
L, AmFBX-CHHEEARECAAERERKALER ,

(Bender et al., 1983b) . Hogness 5 & F /2 JL b 78 & P 4R.18 4t [ 6-12 Gehring
A= T BX-C %74 Ubx mRNA #9385, #1815 Akam =
FEE 8B T 1983 FRid B R4z Ze LA 2] Ubx 89 mRNA #5% £ % = 81 4) & &8 T 7T At
89 K3k (T3 A= ML B89 ak & £, imaginal discs) (Akam, 1983a, 1983b). Ubx A B ik, # Hu
DNA At+% kb (F#43f) , m#FSA mRNA, Hogness FIE—H AKX AL BDIHE G
T3

1983 5, £ EHEF % 544 K% Kaufman o35 & E R K5 A 4%+ 889 Gehring A E 5 F IR
i 5% T ANT-C (Scott et al., 1983; Garber, Kuroiwa and Gehring, 1983) . /& o4 % F 41 DNA #9
FAEF X AANEIE FARR T Hogness R 10 E K 89§ &4k 47 & 75 5. 1984 F, William McGinnis.
Michael Levine. Ernest Hafen ., Atsushi Kuroiwa #= Walter Gehring % # 4z % F 3 A, Mathew Scott
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F= Amy Weiner {245 % F 7 A 5 H & & L, Rz KI ANT-C 5 BX-C %4549 mRNA Z 18 A
IR AP, ML B Sh— 2K F A4 X —F 7] (McGinnis et al., 1984a; Scott and Weiner,
1984) . iX — ¥ BR 7 7] 4w 75 £ 60 4~ R 2 B2 (Scott and Weiner, 1984) , # 4% A F] & 57 & (homeobox)

(McGinnis et al., 1984b) . B R #H & 456 & g i K8 Ax R B R 7+ #53% (homeodomain) .
Gehring %30 F L I RIBF R FH 809 5 7] 5B B0 LAz A W ol A2 a2 (MAT ol. a2)
484 (Shepherd et al., 1984) , € %niX &ML B 420 69 & & i 2 B A P 32 ) AL R B a9 4% %
Laughon #= Scott (1984) K IR IBF) R 7ML A0MA T @ H 49 DNA 6% G AMp4lF (o
repressor) o A% Hh K 57 Mark Ptashne A K & 69T A4 F LB L8 5 aF i Mp4l T,
Foil "¢ e AT 454 DNA mifl 1 AR B 69 45 5%, A0 4] F 5 0b & A B & AR 69 R AE LA

(Ptashne, 1986) o PR 575 34K Tt A8 0% T AP 4] F 89 ZAS Rz F 693% 5% 2 Fe ¥R 7% 3, HL ]
—~ BAEAT, T ARERA-45-2R e (helix-turn-helix) , @ a3fse 3 C4eh A4 TR 5] DNA 693
Do VB EMAEMFET X ITHP,ITR R FHIBA —A N 354 (N terminal arm) A= =/~ o2&z,
HF ¥Rk 3 HE 5 MPE T 89 ok 3 —4E4 N DNA 89 X4 (major groove) 5 &85 Fr sk A AR
HAER, i NmALh DNA A4S, =4 RRAH KR %D B R 71 B8 H AP 4] T+ 4%
LB A 44 DNA 9/77), AR ZBERTE R FHRAELES DNA, H4 L K5 (UCSF) &
Tom Kornberg #= Patrick O Farrell &-1F 5e.1% 2| engrailed # 8 (Kuner et al., 1985) , ¥4 X #L A ¢cDNA
Y2 09 & @ A Bl R 53 (Poole et al., 1985) o O’Farrell 52 32 F 69 7% % 45 K Claude Desplan
5 R IR R AR R S R AL 45 545 149 DNA 4 %] (Desplan et al., 1985) , €.4& engrailed
ARAF QG LHFRT], AfRTTAATEE AL, @ Gehring %3 F B A4+5 K Yasushi Hiromi
F T K F 6K B fushi tarazu (fiz) 89 L#5R3), F P35 T fiz AR RLF G R e300 7,
& Bl Gt lacZ #9 A B L5, #)i2ak4 A B (Hiromi and Gehring, 1985) : fiz Lif-lacZ
IR . KRG R AR S A B F AR, KA lacZ KRB %A E & @ R RIRIENE K
F R X G RN R ftz A RRAGE, ERER KT OER LR O R R G LR %R
BIEF AR QR AR KK,

6.6 XEWHHTEMFRA

1980 FRFHAG, REZBPFTREBAFTOLAS ML L%, ARG, ARMEAE, AH
8iRdE, T EWEH TE,

Lewis AN BX-C &F $ AN H, ety T 5 B At 24 BX-C T LA 9 £ (abx/bx. bxd/pbx.
iab-2. iab-3. iab-4. iab-5. iab-6. iab-7. iab-8,9) . Sanchez-Herrero % (1985) #= Tiong % (1985)
B EIA ZAN A& QR AR (Ubx. abd A Abd B) o X =A% AR # 4B R A K. &%
SR I, B R K K ZANK B 6 Rk A F R Tk A BX-Co BX-C X 3% DNA % &0l 5 5 4L
FERHX=ANRBZREOHGER, Ltk DNA A BER BT HLEGMEGERE (Martin et al., 1995;
Maeda and Karch, 2006) .

Niisslein-Volhard 52 3 £ ® KR E B 0 FH X T R R F AR AN FZ bicoid ¥ B £ IEFS
TRk AP #h X420 F AR, A BE AL ZMEQLLR R FMk. t— P 0oFF kM, &%
9 bicoid } B % F s mRNA B, #HBHEF|AFI P, RETHY T UGS AT E, &L
g AN aRELET TIEISRATH, Bicoid & @ M A IRHIRHE, AIENEF = £ AT 2] B 69K
BAhE, L EMEMAEKT AP 4, HL9 Bicoid & & R A B A 69K, & £ A T (morphogen) ,
AREMLE AT ARBIRE R Z ML B 6443,
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Bl 6-13  Bicoid & & T £ WK E # B 4 8o B

SANEHERETH AP LML R G, £ -F B &IEE T Niisslein-Volhard #= Wieschaus
f£ 1980 8948, B, REMAGRRFHERGHRAT, LRRAR TR CNERRIE
Rety P R JG K gap genes 2% B H ARG LA ELE TP &K, pairrule genes £F FH T
ey ETa— AT B &L, segmentation polarity 2 H £ L TAE 4957 B N AT G 45 < B3 & 4,

El6-14 sEmzEw G R &kMELE (gap, pairrule, segment polarity) kit R & Kl

NPTEMFEREFRERIA, £ TRKFEBAFTHONL: BEHAEERG > (Lo
Bicoid) 2= RA —A-tm ey Bf Ak st £ R AR E A, €Y BIUA& A AP #, A
T ogap ABMHFE, AR gap AR ABEAE R, # L pair-rule A F #9 4% K, 5 H AL segment
polarity & R 6945 K, £ B —ANT B A A F 49 segment polarity KR A %4, 5 A& & /£ T B HE
89 mIe N . A AP 4h 897 5 2| segment polarity # [H 89 & X 41 & # K A4E, 12 segment polarity &
B 4 B = 4, H e engrailed # % F BT, A 2de wingless (“F38) kB A= hedgehog (“#|
187) KRGS LANEO R, TUERTHEEMmIL, Pk, @it est i, minE e E
FalRfETHF, MERXBFTRAER, RARRGEMSR A FHEL MK, ATL T AR R mie
M FR T, mmilsE G AL B a e b 6945 5,

% T AT 5 AP %h, Niisslein-Volhard #= Wieschaus &7 56 i£ i K ILT %vh T H M4k (DV axis)
#93% B (Niisslein-Volhard et al., 1980) . Niisslein-Volhard 5% % 'F 49 % E 1%+ 5 Kathryn Anderson
E#H—F A T DV 475 & (Anderson and Niisslein-Volhard, 1984) . #filfe L4230 F
A — RV RLERT AL LAy . FH B 69 JUAN AR B 5 Bt 3 TR G MEAN 69 B4R sm R 43 b 85 %
Hm Tk #t Spitzle & @ i, € FENEEm fRIE G Toll Ak, kK mlei Tube & & M. #HFE
Pelle & & %A%, 1£ Cactus & & ML H Dorsal & & i, 4L AS AN 69 4 % B -F Dorsal & B4 %,
5 B A RE AN 2] & 2% i AR89 IR E A%, Dorsal & @ R B3l i R BRI AT R K R e R A,
A 5 WA 2] H AL AR ) #9208, 4 3B

LK, AP 4fe DV ST LA B R, RJGRZENMIY TR Fr. £ RBIENEA AT
K L&A AR (leftright axis) , ATd, LR #KIAK T ETM. 1990 FRUAG AR, B 7
REEGHE 5, AEFHIEM LR 4ho ZANGF T IRE 2R MO K F, A KA MM, RT5Rmp
ST, FHA—F R AR, RREEZE S AP MR, = 4695 2 B B4 & 4k dh A4 AR
FRA, AMG AR LR T IEREITRABRLIRZ, 24 ERNLY (Bryant, 1993) .

6.7 HAREBRAFNEMEFHMREESD
EIRAENE AL TOARAE X T4 R B 5 A E R EA], ARGIALLNR: FFR RIRAEN
REMNEBALERNGZF DA EXLD?
Niisslein-Volhard #= Wieschaus 89 XL Z X k)5, LA Z A LT FRA R ERGLR, T £
WAT G Hh, HMEAOER AL Z M TRAE KT, ARERGHR, RNCN=ToH, efTia
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AR, WA HBRLETHXFR, —ANRARAGEmIE, 25 ERRS TR Femia, L+
R TmRE AR EENXFR,

RBF LG RBBREHDAMNAARRERNES FHHORKREARE (homologs and
orthologs) . FlRFM & K E, Gehring FIHTRBEMR B CRRTER, WALEETOREA
AR EA A Y (McGinnis ef al., 1984b; Shepherd e al., 1984) o 1k % £ 3 T4 5% & S 44 R
RFFIREZ AR, KAEMARTH Hox LB Kk, Mo AHAER LK, @A Hox &
SRFT AR ARG E S s FHREE LA AKX, RTIEYN Lewis 9 THEARET 269 &
L, BRARASREREHERMNCEIEMT R ENENERRIE,

RMERRT LA R FOLAR, R RFHEWEAR, K_TF 52T KA LA0 69
ARERSERRE, tbde— 2% Hox AR R E FBINEAFfeF BAK AL S M%%B (d7: Muragaki
et al., 1996; Mortlock and Innis, 1997; Tischfield et al., 2005; Zhao et al., 2007; Webb et al., 2012 ;
Linetal, 2012) .

RBFARRTTALFRB T TN, BRAALEEERTRKARREWT F EK L epeless
RE, LB R AWK . LB+ £ Carnegie Institute of Washington # Rubin #= Alan Spradling (1982)
RIATP#HET, 257 R®E L RHE K, 1995 F, Gerhing 1 78 i3 45 5 B H AR eyeless
KR AKX GREEE (o, BE, AA) , KT AR R A4 690k iE (Halder, Callaerts and
Gehring,1995), %/ HAm b 6y F X E R AARS . BF 54 eyeless £ B 65 7 F & B 4R Pax6,
HEeek FHDRBRBEB D, ARGk, AR E, #@:T Pax6 98 5%, RAEEMSAT
VARTIN A BRI AR AL L9+ 0k £ AR F AL A9 28 3k, TAIR 3] & AR 2 BRI A4 5% £ Rk
RN TR, (LR ALEHATRT AR A LR S THE, Rid A p AL, Kl $ ki ik Pax6
AH. IINARFEF LS FHWORE, CHOTARTRARX—EEALIFLES .

AR — R F A, LARSHRL, o T Benzer 8 1970 K46 R A #
o R EBAREE A B A9 B, 1980 F X G M 5E 55 E #= Berkeley A= K 49 Gerald Rubin % 52 3 'F i 5 5%
RARBRE A FORRE, ERNmB-miotn ZAE RS Tamlaazey T2, LAAMBIER K
B4 5 ras. MAP %848 9% & m o635 P 49 4F . # hedgehog (Hh) R 42 54 Fil%, ALA
RWREIN, HEETHEN P HhBA»LBEQR, AL I4%, @ Hh 8 N 3536
SRR Tl R @ik, HENE T FE, ET LB RRAY, mMEeYEsI&da, BT 7T
—F A G915 5 4 FAE K,

RSB BT AR R, —2 AR HAAE R AL —k R, tbde wingless B, £ FBILIEIEH]
THEAGENE, mAERBRELLZSNMEA, A—RAEABELE.

BENmF RBAEARGR RARTRERNR—CHE TR, ARBRAFOLR, TUALT AL
TRGAER . tbde, K L5ixd R8T B A hedgehog X B, AdE sk =/ RRLR,
HEFP—AMEREEE, —/ (shh) 252 FQF XA . L5 5K G AR (K4
Fe N AG R SEARAT G #h a9 R ) o Shh@H A FH 5 — LB AR T LOLKREAZTEXR, FIA
A5 KK B 58 i 1% R ek s B K 69 P A T R MR R e JE 0G Ty ik iX 2 9 ) SRR K AR 5 R S
BIENEPT S, MALERBARLRIG, BELAZFHMOIRS B iy ROGT R, Rt
JR R B 03t B F by — 2 K a2 R 9T o

Hogness Al & AT AR R WU R EAR, KIRFE T42E &% (positional cloning) , %-F
LREILR (BHEAR) BEFFANTERR T/ HRRHRELELRG T &,

JR R RS0 A 2 KA AT e N d IR A % (Meyerowitz and Pruitt, 1985; Yanofsky et al.,
1990) , R T REBALHEE., KAMATGRRATER, S TMEFRAED LW TN E
2R —RTEZZHEM.

R EF AR, TEEF, AERAFLM, FlimEE, HaREBFMANLEE, %
THEFHAMNEBRZRBAFGRE LR, CAATHGESHFEN, AT EERRA,
TAAMAAZFNDABOERFRRE, RETHEHNLADRHNEALS TR, FohRa TE
fR— B AL RO E, KT AT TRALRG— AN T &,
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