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Evolution of the developmental program to pattern turtle shells

Shigeru Kuratani*

Abstract
Turtles are characterized by possession of the shell, which has been obtained through modification

of the thoracic ribs and vertebrae. This structure has been regarded as an example of evolutionary

novelty for its unusual anatomical pattern, the reversed positions of the scapula and the ribcage. This

review deals with this modification from paleontological and developmental biological perspectives.
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AABNZE ST, HEZDOT V=T R EHRDIT DI
W, PO RETHY, OO
wMAHZ I, BEELOREZHM RS Z L0k
Bh. Lbly, HoOERIIwo7, BETur s
LOEEE L TCINEHFET L LIE, 7/ 2 Mo
LS E D X HICEBB OMALICEED D % BfET 5 1
TOREE LR VRS,

B ADOPOHFHE, $THabBIHIE, B AEME
WELTOBRR, SERPFBELZDDOTIERL
NEHOERTH 5 ME LB E R — 22 L2 KBS
ZIRE RIS L o Tk Tws (K1), 2L
T, ZZICIEHEE O A E RO Z L HENT
Wa, BIzIE, BT T (DTl
FK7288) OIMNITE LI TORFEH, » AHTIE
— . BEoRIc SR TW A, 191 g o el
¥H, Yazuu=%rFL—nPk #H#E - B0
MEELE T, MERPHAFEICL Y ERTE L L
ERTwend, EoX) aiEORLERBE LA
ADFHRERE, MOBHEWO DO LT, HE
AR OB EE R b DL o Tz, 20k
IS, BTN RIETE Oy — 2L, MEM%
ERLDTLNVOEALZ W72 DE LT, A AD
HIE, W% ERCOMILNFHIEE (Evolutionary
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ZRPZyRCOBROERTE A EROGAIE. B. B
flEm. C. EEHRIEAIE. cos, Btk dr, BB ent, AEE
B4R ; epi, LEEER:hyo, FEEER; hyp, FTEER;
neu, HEEHR ; nf, IBFL;nu, EBEWR ; T, BOHE xip, &R
FEER. [$7hR - B LR ] (B8R 2017) L YEdH
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2. ZHRIGRYRCGEDOFREBIE (b)) &, REHXEICHTIMBEHRICAD [EEEALAD]. coe, A (B8
BERR) s or, BB#% ot MfE BI#%  da, HUAENAR : dr, BHBEE ; my, FEEIR N, BRna, RS
nt, M ; sc, FETDIEE.

Novelty) (A3 20 HeE0H 5.

SO L) L EIIT AT, FAEMBEICAT
T S P DOHARN AL EEZE Z T E % 5 v,
Z 2 THOMIEE TIE, I ZRI0 % 2858 55 H
BATTHIEDTEL KRV Ry R (Pelodiscus
sinensis) W& MW, WEEEFENRELIT-72. %
T, A AFOMEE, Mo BB O Z L Rk

(axial part) 1259 525, MMOBHWIIBIT L LI
W B A Ml BE  (lateral body wall) (ZIRAT S
Zridhw (KM2). o%h, A AHONEIEZEFRIC
MEoTIMETIOTHSL (ZOBL% [HIERE
UiA — axial arrest] EIEE-X2). EOHEHE, 1K
BEDHFRAFEA: ENANCHT AR, OB CH P a8
DVIWEOHFINALE TS 2 D0 holz. ZOBETH

(B 2\ XHISE) OB EICE LIRSS, G0
MEDY 7 MBS 2ORTH L. Thbh, HidE
M ORI ROAL E BIFRIC I, AREWE IR L, HICh
AREED [HFIAA ] 1CE > THEFHRTWSE I &
2% ([¥riuA#iSi] = folding theory; Nagashima

et al. 2009). 2% b, HFigkEH &g, BEHE ORI
L oMFMERRIE, A ATBWTRELBILLT
WA EIICHZ A, INSREEDOBOKAE DONET X
ZlLTWwRWw, 2F), Yarzuyo [#HEE—%o0
B 2L Twb 2 ek,

BREWC &1, BUERIICER SN2 b, 7 2D
MM RMICMET 2 EHENEF Y T Y R

(Odontochelys) 1%, FEHBPBRO=ZFL Ay R
M EEEIIKTE S L) RSNy — V2 HF LT
W7z Z e h o7z (Liet al 2008; Nagashima et al.
2009; 3). Tk, MEMEFEAARIEEZ D R
LTWRZeD—BlE AT ENTED. I XDHY
MHE R C ik, AR oM, i s AR o 8 5 -
ZRIRE SISO S 5 F AR, ChE g
(carapacial ridge = CR) & M5, ##& 2% 12 CR
BRELZEKEE, ZOBETOREOEELN L X2
D, =7 MYBEFIIBIT S, MIEZEMETHLE (apical
ectodermal ridge = AER) Zlb¥ 5.

AER X, WHOFAEIZBWTHEEE VY — VB
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3. AR MTUREAADEL AR MU RICEWNTIEHBZ S5 LT T axial arrest BEL THY),
ZhICHFEVRRLHIBEERELTCVWAEEEDNS (BHR). », BEBICSV TREOEEE L
KELEL, ZOLEOIBIBREEBEEIICIEVESEVL. HAOBREEB3I2IE, REBRBOBRED
HEENDATHY), ThHF R M) AW GEBEBLEICSWT, BEHABORFKICHAESEN
AN ARETOVILDERTCHDEEZDND. ZTD®H, F K2 M) ROREE|IFH /N5 —
LE, BEOH ABOBHEEDOZNIBZDTHS 5. (Nagashima et al. 20094 V) %)

WZHERET 2720, ZOFHED S CR ICH FAAEORFEDS
RESNTE HEPICAY RO CRIZBWTIE,
FRMISE O 2O ARIHBEFARIL, 2hs
Wnt 7+ VIO VR PRI L
ooz (Kuraku et al 2005). FE2BS, Zodo
EOLefl IR TOREEZHET 2L, MiFoMi
THHEOREH ENLICESL. TNd T4 R
V) ADONE ERIBEDONY — 2 B T ERTE
A, O0F), FRY MY R, BHAEOH AFHOMH
WEEBINEST 2 Th] BZRIFTBY, Zhds
CR OBNFEAEBBICBIIAEETHLL LY. OF
0, BlUEAN AERINOBIETHEEOHEN A F ¥ b
T AORRBEG L 25 THBY, HEShEET
075 A0 F K b ZARERE LR AL B AR 12
BOWTHEMSNZHENELICHY T 55, LI
ZOELNEOLHO—EEBET 5 &) e %

HBCRLTWA, Tabh, AERMCmZ ShE
B2, A AOHOEREE N2 LIZ%hb. T,
ANy TFIVOFS, [#EAM] (KEHEEH7267)
ARG T 5.

X512, =R VAR DOF ) ARERTL, 38
BICBIL NS VA2 YT M=% EE, <A,
SN R EERBELEZA, A AERNE T O
77 AN, FHEEIW A QLT A RERETH B
774U T4 Yy 2 AT—VET, iEHIHED
55, BERIZZOBIAMEN TS Z E5h o7z
(Wang et al. 2013). 2% 0, # 2Dk i, HHED)
WOIREAMZHERF LoD, IWHRAIZBIT B EOWALO
HEITHMEHOERZBIMT A LICL-THAELEN
5. FD7=DIZ, HENEY L L2 &, ERH
BREhRZRDZENTEDLEEZLNLDTH 5.
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