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The origin and body plan evolution of brachiopods
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Abstract. Recent hypotheses regarding the origin and body plan evolution of brachiopods are
reviewed. Brachiopods are firmly placed within the lophotrochozoa, one of three major bilaterian
lineages revealed by molecular phylogeny. Comparisons of mitochondrial gene arrangements further

suggest that brachiopods are closer to annelids than to molluscs, a scheme supported by morphological
comparisons of Cambrian fossils, including those of halkieriids and wiwaxiids. Any scenario explaining
the brachiopod origin may involve curling of the dorso-ventral axis along the anterior-posterior axis.
This hypothesis could partly be tested by methods of molecular developmental biology. Some potential
pitfalls of this approach are discussed with reference to the deuterostome-like features of brachiopods
and to the ubiquity of co-option of developmentally important genes.
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FLC®IC

eI A B E T s n3e < BloMmE 7z, ZoqE
iz, Bl E TR OBOEDLEDPEOLEL D
SIARETH D (ZHOFIIERO LM & Hlicdh ) Dlcxt
U, Mof$E Tieh O FRm T =i koAbt BICEE
WZigo T2 (CHOZIEOENLEMCHD) Lino
T AHEAEMFEOREE LT B L THALNT
WHZ LRSS, THALILESMEEZE LT, TiEv-o
VMO D725 5 . Eie, W OSSR, &E
W OBPERE WO 2 (K1), FHEBYS =50, &
DWEE VT HA e L OB EEDMAICH D &, R
WSR2 B & L3 L V. e g oS IEEh I
o OB EE L & o REST b, E5#ELL Iz
A9 A/NGRTIE, EBYORIRERT « 77 Vi
BT 2 BB OGRIZOWT, 5F, EBEF LV OFEL
IR Z OO LT,

iR EMILIRT B CREBY L AR TH S

i 2 B 25 BRTE B S0 8RR BN 72 & & & b I AR
B D =ZRKFH D —2 Td 2 dinE (Lophotrochozoa ;
HLOZORNEEY & BAEY) 2K T2 2 LT
BEL S ZIF AN LN T WD (GFiE, 2007). Rig@Ey
DROBYOMEZ L VS FREIASTLRENATND
25 (Nielsen, 2001), RHR 23 =D ORPEREIKIC X5 S D

ERISNE

HIER il T S R AR AR
(H&HTE)

X1. Beghy (FEEE ok o>< Y L EHKHENL
Williams et al. (1997) % & Z2.

2 E DB OERFHICE S LD TH Y, 18STDNA,
28S rDNA, B-thymosin 15 ¥, Na'/K* ATPase &z ¥,
Myosin class I1 i#{5f, Hox Bz I ha>v KU 77
J A EDB R ERET 7Y OSE  OFFE R
2 eumE IR (R, 2007) 1L T, X D ERVARILAS
HDHLITR L7200,
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RIREIE, T L AEWREMAN T OB B O REERNE
255, BRI DB & WL T 2 & TP O Rt
BRICOWTED L ZAEERZ L1 272V . 18SDNA
BHO LT D EDONT~— I —DOWEES & LEE L Th,
R RGO T, SETOGERZ & D LR
Y OEMIIHEREZHIEIC>TLEI BT (L 2k
Abouheif ef al., 1998 Z/). ZHiL [H o 7Y THR OB
B W TE BT O SE N2 I L 72 2372 01T, 3l
B A2 HEE T B I 50 e RErE . (B 8R) PEM
ENRDPoTZDRELEZDDN—DDHRBREIRES 5
(Philippe et al., 1994). Philippe et al.(1994) @ &% 12 X %
L, &FEA 2000 HEX O 5 bEMM TER AR (2
FVRERICHEX D) X7 VAT N 708 B 18S rDNA
ORI RREIL 4 THERETH 5. RIT 100 54 DR
DIREEE R D D DO THILIE, FIKTH 2R 80000 st
53 0 18S rDNA (TARY § 2 MR IEELS & bl 3~ 2 LB &
L0,

Flz, 72& ZIEF UL 18SDNA THH A~ (FX7 L
FFR) TLICELEE (BROERMTLEE) PERRD
ZEBIMBNTND, —ICHERERYICEE 2 A b idiE(k
B <, HWREMHIKOITNY A N IR 2= .
AT 2T A T IREAIRAT O S35 O HEE I T H A
EAID, HVWRIEOHE CIIZEBROFEICLY /
ARELTEHL LEZOND., FITELELT SV 1 MT
TV OHEENITHAZ A 50, Tl D3I OHEEITIE
FRITERPZERE L TORW D 2 2 X7, Rtk
SR D DV, THHEEEO RSV 1 N &k
T L TWEHEL H D ITE VRV (Abouheif et al.,
1998). L 7=mo T, S%EREES O WiIC X 5 dinghiy
N O ZHHEE 21D 5 e DI ITHEIC I H W B HEED
BAEHTENCTHES T TR L, #LHEEICRT TY A b
TEZH)ELARMITEITO (b2 VITHELHE DET
EHHA Mo ELSBRETD) BB EICRD LB
5.

ZIZTROLENTWD DI, S5EATHERD D WIT
FNELVENICEEALZZR T, Z0%O5E4THELE
OHMICES ThrEBINTLEbRPoERE, »
EWEENRNTZDITE, FICLPEZIHRWERT, —
EELELHEELIZLS WD THDLZERNEE LY. &
DX 5 R BEREITIEREINCT 2 BB O RIERER T
b pPPhEEDOOENDREAH. R, HicLriEsd
BaETEENKDL L NS Z LTI, 7/ A LETODNA
Wih oA, EE BE, RRZED, LD RKEHERE
BOHFEDPFHPL LR, 72 & 2 iE, & F S E2mLE,
B, 7 & ORI THEO 2 FHE L T 5 SINE
(Short INterspersed repetitive Element) 5 (77 AH T
HbHOa b —zfFo THIET 2 & %O K1E DNA Off
AZIRAEEE & U THIAH 3 % ik ¢ Nikaido et al., 2006
7E) OIGHS, SESERY A7 v RNA Gl %H
HIENZ BI 59 % 4V RNA 43 1) O RMFEII5A6 O fFHT

T

(Sempere ef al., 2006) 72 12, SHOMED S 72 5k
BRI, 22T, IS R KHRL R SR
X TRMEHT LBl & LT, T TIlzn < Do Bk
BOWHABELNTWE I hay RY 757/ AOBGEBT
FBIZOWTHRATS.

oI ha KUY 77 A0, —&I2K 17000 =
3000 HHExt @ Bk DNA (mtDNA) 2 5 72 0, MR i
BRI 25 13Oy v RV BEEEFRBIOI b R 7
ME OFFRICEE 3 25 280 rRNABEET & 2280
tRNA #fa 1 O A5 37 H O EF N a— KIS Twnd,
ZIDDBETIET_TDNA DR UHEICT— REATH
DAL B LM, —HOBETAIMIOHICa— R &4
TW3EELH 5. DNA O ZAOEITETOERICH
0T, KAUOHEICT— RSN TWHBEEBETOME
T E T B,

IS 3T EDEET D7/ I T ORI 227 & B R
F—RICEDLD TEILMEEIN TS, L2, 7=nT
WOFMHEMW O I b2 R T4 7 A0 37 EOBEE AL
B, BETomEbEDTEa</—-Ths. b
mtDNA OBEFEEITAOEBLETEELFLCE. &
7 B iE{5F & rRNA EEF DA 16 H 0BG+ DR E %
WEHTELUTOEIICELZENTED 11,2,3,4,5,6,
7,8,9, —10,11,12,13, 14,15 (HFiEx T —oDiERE
Tk, AT RATBETOMENRYTHDL Z & E2RT).
FIEICH R Thb AT L T ERF—DBRETFRE TH
D, tRNA BEFZERITIEZDMZE < o b & o Ei R E)
WIILLF OF—0i&E%7m% 1 1,2,3,4,5,6, —9, —8, —7,
10,11, —14, —13, —12, 15 (B T HHEY) O BisT & %t
IHT5). Zhb OBEETEE (b5 VWITEETFHK) &
a5 &, SO SEOBLET vy 7 (7—-8—9
E—-10 212 -13 —14) ZxhETh#icd 2 LEEEmo
B fREERICICTES Z 8315, AR, 2
DL RBEUMERZFIEEICHEZZ) THDLZLITHR
DLTIEAH.

EEE, I har Y TH ) AOBGTFEEREY O &K
SHERMORMEEEICHEZZ 1L N T EiE, W2
D& O mtDNA 23EIELS D 7 — & 53 Hih 8 7o B 5>
HEDHLNTE7 (Brown, 1985; Jacobs et al., 1988; Sankoff
etal., 1992 ; Boore and Brown, 1998). % 7z, U] & i B
% (Blanchette ef al., 1999), 7315 73 #7 % (Gallut e al.,
2000), A Rk (Larget etal., 2004) 72 ¥ & £ & £ 72 fif
MREPHEBEINTE L, LrL, WERIRRETTNRL,
AHIZI Ny NI TH ) ADTF—F Tz 505 51T
L L, BETEREIC X D ZMIREY 2RO Rk
FEHEZD > THBHBHTICE > Thigu.

s 1B O fENT S R 72 01X, FTHE 72 s TECE
DEMBERTHDLZEN—20HEHATHD. e 2id
37 EH D EART DA & Z2 KL TERRICIER D ~T5 1%
36! X 2% (=2.6 X 10™) @BV & 5. BT % 15 BT
HLTH 14! X 2%(=14 X 10%) @Y 72, Zhaidinbid
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FEEREBOKTH Y, BETFHKERIT BT DHEE
FEV. 20 TERKEFH~—I—L LTEATWD
2, Tl ZIIWEREH OB MELZX 7 LAF N (WE
Reg4) 7 /8 (20 © X9 RERETRET D
LI THEHLY. ZhuL, X7 LAFROTERO
Bl DMBIEF B OFE Th 2 Dlext L, EE 7R E 2IEF
BOWE TH DTS 0o 6T, JEERERM OIERF % 5
D ENRICEFICRETHD Z LTk D, BIETE
EOZEIX, WAL (inversion : EDHFTTOEBE T vy
7 DA E OfiER) LEAAL (transposition : B OEHT~DIE
faf7 vy 7 OFATHBE) OZOOHERITHITTEXLZ
EMTED. HDHBEMETHID S B OBME T ~DZEL
WAL D WITHRL DO AT v TOEAERELTE D %,
RANAT v T TRETFHN 2R 2 &K 2 Lo T
ZemTENE, BETFEEOENLET VHIED T
BRDIENR. LALARYRL, 20X 9 R FHK
M D fe/ NERVERRBE (edit distance) & Z DORREEIZ DWW T,
FTRXTDORT y TP DG E T IRERICEETE S
TNAR) ZADBEFEIN TS S DO (Hannenhalli and
Pevzner, 1995; Kececioglu and Sankoff, 1995; Setubal and
Meidanis, 2001), X T D A T v 7 DBEANL D AT,
FEERRER SRR 7 ) X b (BRI 2 ZE T 5 (RAET
RS, R & RO A T TH O A & % i I I
EDLTEPRFEESNTWDHEE) b5 ICiEE T (Bafna
and Pevzner, 1998; Labarre, 2006), # b BZE T & &
DB WL & R A LA T f MEERERE I 2 o TS
BELRAE D 7R W RERZRI 72 T NV T Y ZLRNH DDA TH
% (Sankoff et al., 1992; Blanchette et al., 1999). &fx#
MM O F/ MEIEIEREZ RO 5 Z L1k, T OR%Oif5EE O
RRTOETHLP, 2oLicikzsiz, =220 Eo#ERx
FHIK OIS 2RO D Z L3 NP 228 (GERR R
BTNV A ) RADFERPROHELWE) THo L
WO EEREDE X2 T D (Pe’er and Shamir, 1998).

TiE, E9 LBV DEA S . BAEFHRIYICHER S
TVITIRIEIS 72N TN A, IO RS S Z2H/hL TLE X
X, BAONOIRERKE TR TINETHILENTEDIE
5 9. bEiRowHEEY) L HRBY O 15 8 OBIETF 67
LHBEFHMOLE TIE, 3EOBLET T vy 7 OWALT
AR T HX OB TTREL DS, Z OWifr % L DJEFITIE 2
THATRARARERKII6BVELZLND (WTF L 3
ATy ). Fle, 107 ey 7 A SE, 2@OE
fBF7my 7O TN IELFEELELLNLD (BX
DOBETTry 7 OMIEED T3 ATy ). wWith
WCH X, BEF IS ETERAT Yy TRE DL 6 XA
BT _NTHA BT 5 Z EATRER. b LEIEEY L5
HES)) 53 SLTBALE 2> & IREIHIRY I B8 T 2 ik S &
TEeET 5725, THHOREREONTIADREZ
Lol btz s, ZH T, dElwihi OB X i
SR FHEENY) O BETHK E LD XS RBERICH D
DIEH DDA,
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BB O b2 RY 7Y AOELBETFHIEI,
HEE TILH 2 < L LRKEY © 25 F (Akasaki e al,
2006; Boore, 2006; Bandyopadhyay et al., 2006, Table 1
Z ), Y © 4% (Jennings and Halanych, 2005;
Bleidorn et al., 2006 Z /), = & ¥ (HEH) &Y (Boore,
2004), B #¥ (Helfenbein and Boore, 2004), & H &)
%) (Waeschenbach et al., 2006) ® 4 1FE, & L CTHELH)
Yio 47 (Endo et al., 2005 Z2) THLMIZEHATND.
NG OBETHE O, FL EETREEIEIL
TelediE e o Loy & B ORE 2K L TWRnd
Db &5 (SR, BERESERE, £ <ok~ l).
—%, MY OLF T HA, TUE, Fanlokoic,
HDLWIIEREEY OLEHEBAEHEO LS Tz 2 T
BIATFRESZEALFELT (O tRNABETF 2RV
TREC—HTD) bDbdHDH. £ITIITEINLM
LAV D HBITIEE Z 2V b ORF— 0 b O 2R 728k
kB, SmEy, BREY), BREEY, =L@ eR
T 565 S EOBLTHIK Z i 28, FHBIO L O
LTI LicT 5. £FTIEIFL LA (RNA #Bix
F 2RI 15 OB FOREZILKL, T XTOEE
FHIRDSLTITONT, Wifiz, EALEHEI 1 ROEREZ
127y 7 &L TH—OMMITER T D KEORE %27
RTHEAx LT 2.

COEETH DBEIIMEPETITO LR TE IR
(Endo, 2001 ; 7, 2004), I Z T RERMRT VD
U X A ® Derange2 (Sankoff etal., 1992) # R L 7= 7
v 77 A (U, 2004) ZHWICREREZRT. WEAZ
FIL=oh D, —DOFARRAREETXTHATL L9
It L7 Z &. Derange 2 TRREREIERHL2HHTH
—ODEH LI LR, b H—2i%, Yl (break
point) DEMRHORNWAT Yy T HIBETH L HIcL 2T
Lo TEIWT R &= O OIBR T M & LB U 72 RE 1B R
FOWOF PR LG 2T, F—oBisFHXE+IC
WU R, £, IR W E EEE TR SR 0
HBEBHR PPN LICRD. B HBETHIN Z B O
THIKCEW T2 L5 2Lk, T7hbb, YR OE
O L TREIZ0IZT S Z L THSD. Derange 2 TlEb]
WS OB BT D ATy T2 RERTH X5 1Cko
TS, LaL, RO GRnAT v 7 aE iR ns
BRI SR D ATREME D B 5. 7o & 243 1 BIOERAL Tidf
KTUMRZ 3B DT Z LN TE D0, UNEEE s
SIRWEEAL A 1 AT 5 2 & THIO TR % 3 5 3
BRALSFTREIC 2 2| A D D D72, T UIETE % 1 fE
LI Z 2RIV IRT LD RN TH D, ZOUEK
Derange 2 # VT, T X TOBETHIKOMEEIT DN
T/ MEEIEBEZ SR D TG R 2R 1 IR,

FTHEASIND O, HEEY (M) &FEREWY (P)
L THREEN) LR (B) B"ENENL ATy T T
S, FREWLBEEYN 2 ATy T THRIND
L. 2o e, BRFHIKIEL 2 AR TS L,



b 81 =

#1. FEYM OEARFHIR O e MR RERE.

\% Ar M P B An E

EHTY (V) 0 3 4 5 4 5 6

B2 B% (Ar) 0 2 3 3 5 6
gEsH M) 0 1 1 4 6
EREY(P) 0 2 4 6
e = B ¥ (B) 0 3 4
BER#% (An) 0 3
ALTE Y (E) 0

P-M-B &\ 9 JE 5 RENY & i B o R i sk R iy &
BT/ D 2 L B EWT . WAE L5 HEWIE 1A
DBBF ORNL T, WEEWY & BR B 1 Mok 8
f5t7my 7 O CEHEHRINDG, ChBEFLU1 ATy
TELTHI ZEDOEFITELNL, 26 OB
THDHDOT, fLEhy L & hEhy) 2kt SRR ORI IC
i, EEERBETILDL, b Y —D0InbDEESE
HMONEFTIT 2 I (TabbEhEio 1 EodEaT 7
a7 B, H5WEREEYO 1 EOBET %
AL S TR 2R 5 b D) 35D Z L350k
5. ZOPHMRBEETFRE X 2R 26 OR RS0
P-X-B EWHRKEDLEZ D DM, X 2R OEWBROh->
TWRNWILR TIHEETERE X P-M-B ORK 272 £ - T
AL LEZDODREHMTHS. IEL, T TR
ErRHbomEFMbZRV. D%V, POBHEELL LR
WL, B2 LWL, MOBSEELD L.
WFRICE L. Zh b =ZF0WnFRarnMHlEem Tho—=>
X DML BIRE LD DREESH ZENTE
5.

WIT, ZD P-M-B DFRIGEWOIIEEE TH D (E1).
HRBWIL 2 B DA T T CHRIKEIINC D723 % . i E)
W ZmE~ O IEEE L B LB D LB £ TO
BRI TS 3 TH DA, Thid, IEEW 2Rm LTz
EBEZDEOULOERES. OFED, WKL, HiEH)
Yy, FHREW), BB D= 2o SRR RRLE & FF
DEEAD. FKICLT, FHEEYIIHZEHMITI AT v
TTORMNBY, BREYIBEIWIC3I ATy S THOR
DY, SLICEEHMICZ LTINS ATy S THOR
BDZ W5, LikoBETFHKEOHABERZ R
L7ZoOBRK2THD., ZHiFFEEE &K (minimum
spanning tree : T X TOHE 222 AKRT, HOES D
MEzf/MNCT5b0) MEERNZ LIcBE 5. [
NTOHE] BNERER L7 EOBEEFHKTRETH
L0 ThIE, THTHEBRE TS, 725, RIS
TR ORI RBETES X O X5, BEELERD
2o TWRWEEFEES, #EIE L 7ZHEOBRBEO X 51

T

2. BETFHMEOMARR. FEETFHE P IoBM 4 Ok
FIFE 1SR ThZhoFiE—o0BEFICEL, 7o
FEORINTBETOME Zmd. BaT4 (05 Lo RiELl
T D@ Y i1 coxl, 2. cox2, 3. atp8, 4. atp6, 5. cox3, 6. nad3, 7. nad4L,
8. nadd, 9. nads, 10. nadé, 11. cob, 12. rruS, 13. rraL, 14. nadl, 15. nad2,
KWEHIOIIFBE TR EZ DR SR/INAT v T AR, Bk
Y B), FHEW P), AT EW) (E) OELEFEEICOWT
I%, Stechmann and Schlegel (1999), Helfenbein and Boore (2004),
Boore (2004) % ZHENEH. ZNLS OB TEEICOWTIX
Boore (1999) Z:f.
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vV BHEY

Ar i EENY)

M E{XENY

P ZFRBY (5
8 mzE |
An IRFENYD i
E 2L 8

3. BT OIS EEMBY O RFERIR. AR,

AR 7 (A7) BETEE L&D TE X
RITHURTR D 72NIEA S (DF Vi < REIBEM ORLE R
+ & EHEE SRR Tt Ze <, HRIAY 22 R A 72 Bl A
ELED TRERKZES Va4 F—MERDR). L
Tz, HEREW, )BT, FhE), BEE kL
D12V L 2 ATy 7 TORN5ES TR O
AR/, E, 3ATFT Y X TORNDES
CEHETM), BRIETY, <A B ORKEEW) iR
AL CHET 2 EE TN (2 & 2 XTSI 054,
A AT v S TORMBOLMEEYOH L EY) IHEEL, &
FooESEEITHIZELBETE 2Ty, L
L, HHEEW) — e B, MW — ks, =L
THHEBY — o 2 BT O F~ = T D RIEE 72 SR BRI o
& s L CA TS, HEBET2HEAE R 257220,
IR, 2L BYREUORKTHRETH 5.
DFEVY X2 TRULBERIT, BEICTNTORK L~
bIFTiERWCE X, b 7 EOEE T XM % fEiE
HETORWIELDIZRY 2 <ENWEEZ DT LN TE S,

Z ORI O BRIT WD IR ER R TH D, 2
NWE S L ICEWMME ORI 2 HE T 2 2D I IE /MR I
WEDTDMEND D, FHEW L &R 2T 7 ) 4
VICHABEE L TIRZDIT A Z &b TX 5205, Hllashiy & i
WMEMW AL LTERIET 2L, 20 0B FHIK O
S LFEMEEN & R O L DOIET R, cox2-atp§-atp6-cox
& S ilfaEhy (Endo, 2001 28R < WEREY (Lavrov
etal.,2005) LILBEOBETFEIELROI LG, HHEH)
W) L BRI O BT HIE DS FRER 72 b D TH D EHEE
TE5., ZOXHICL TR E DT IR 2K 3 1T,
WEREW DB RMEE TH D 2 L, BULEWDHEE L Y
SLREHYL 2 AT TYER TH D Z LRBIND.
F 7z, FHEY I3 18S rRNA O TR R TIX, Bt ®w
DY ¥ I BT A O & REEC /2 D 2 LD BIEH)
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4. V=25 ROTEDL TV 7216 ER U Halkieria
evangelista DI IEX. Conway Morris and Peel (1995) X ¥ tiZ.
®BEs CHAD OBOEINBXZ lem ITHYT 5.

MEDDLRETZLDEZ L H o7 (Cohen, 2000), H
EDORMMNTDHD 2 ENRLRIEEND.

NLET Y THRIIBEEBYDHEEN?

o S B D3RR TN K 0 Lo L A BRIZENY) IO SRS IC
NI &, THIVT I TRPELELI N LT
U 7 # (halkieriids) @ ZE&EADWHIED b b HR S
T\ % (Conway Morris and Peel, 1995; Conway Morris,
1998). NAF Y THIITHA 7V 7RO FEHNLL %
OIS 2 W ITBRIR OTE L (sclerites) DILANLFET S
ZE DB, Poulsen(1967) 1€ X D BANCREMTITE A
V72O E Sz, T 0%, NUEREY O CUE
WERE DR EDFIRG B o7, L KREOEYOEH D
—HThDLBEZLND LR, FFIC, TTICHEY
VTV TRON—T 2 AFER EPLESEAR (Conway
Morris, 1985) 23 B TWe Y 4 U 7> 7 (Wiwaxia) O
MR &, th2g TR RITHKER T H 25 5 TRIER I
L2 2 E D OREFMITGENEEZ DI, ZOEZICHE
SWTTFEHRNALFTY T OEEEDOE LRSI
(Bengtson and Conway Morris, 1984). Z @ TEH & b
FALETIFIBIFICT Y —> T v NILE O T D 7
) 7% Eax @ (Buen Formation) D> ) 7 &« /Xt v
~ B 2> b WL & VT2 Halkieria evangelista O 588854
WX TIRIFES T b M (Conway Morris and
Peel, 1990; 1995), Z DO/ F U 7 OSESEARITITA <
FHIL20nb Db Rohic. (KORTR & #iic—H>->R
BT THD (K4).

ZHDOEBD O BREICHEO S DL, BT ) THREETH
D &b SO B ORISR 5. £z, Bk
i) O RR D BLTRITIT ¥ TV EOMIE (setae) 23E %
ThY, ThWPERVEWELEE FRIMZL TasE)
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5. B2 Neocrania anomala DAz, A, FEEEERT: B, & EH.
WAL S S Z R D R THMAEML. R — =%
100ym %79 Nielsen (1991) X Y k%,

W72 E ORI (chaetae) L MAIMEE2NIZL A LEFEL TH
52 LRI ML T W, ZRFEORIBIXY 4 U
JT OMEICHFK LIz EE XD Z & TE (Butterfield,
1990), ¥z kB XS5y 497 T EAVFZY T L
kR T, WEOEBIIMRILE B2 b5, S HICHA
JEe #4277 =7 (Neocrania anomala) O %A TIZ,
SKDOMENDH TS ZEHOMED L5 1THz72 L T
W5 (Nielsen, 1991). L22%b, TOXA 7 7 =7 D4
IFEE L TR DI, BRIZAAC L TERZ®R< I —
JVEHES (M5; Nielsen, 1991). T4 5 OFELAE % & 1T S.
arvvzA - TYRE, LY THRBREOMET
bHEEZ, MBEOE T MO e F ) 7HH %R
TH D Ll ENTHEDOKEEY IR oTc L v T
A%~ LTz (K6 Conway Morris, 1995; Conway Morris
and Peel, 1995; Conway Morris, 1998 ; [6 U & 2 12 # D <
Cohen and Liiter, 2003 ). £L T, "IV 7L
IR 4T 7T PLRIBEYPIRAELIZZ &6, B
EEPNIRFEY) & k2 2T LR SN0 TH 5.
ZoFEZE, AU THEI LTI TROZ =4 ) F
¥ (tannuolinids) DHFFED B b LR S TS (Williams
and Holmer, 2002; Holmer et al., 2002; Ushatinskaya,
2002). Z==A4 ) FHEEINVETY THERE Wb
% SSF (small shelly fossils) & L T# Oz Hig i 53
b LTEIT 2, ~vdx ) THO S REE D )V
VULETHLOICHL, ¥=aF ) FHOHRTY L
HNT T NETHD. Williams and Holmer (2002) 1%, #
=aAFVFEI 2 Y F (Micrina) @ RO~V *
T TR REY O BT 528, LTI
FTOEBREEDR BRI & T XE A N BERICE VIR L 72
HAEVY I v TA Wingula: )V VFEI VYD ADFE
Ffo) OHBGE LEFICILPUTWDE Z s, 27
Vo ZfEO B (A O sellate sclerite & 45 £ 4R
@ mitral sclerite) 23 FENEILF Y T ORI & ZE

T

BRamiEE  EBOBRLSAHOR
OTFIZEY AL

=
f ->
53

RIGHIENILFT Y 7HE

K6. "x =) 720 EESHY~OELBRE O FEAX.
Conway Morris (1998) & ¥ thZ.

OHEBUCHFEIT, 7 U F O 5B i) o &
(Linguliformea : $EHEED 2N VBRI NV T L DR E
FFOfff]) kL e BEZX . 2EL, 27V F0%se
BEIZELE ROP>TWARWDO T Z Y F 0 BBORE
IIFRHTH 5.

TV —=r TV KRB ROPoTeAVFT Y T O5EEE
ol & BT W3 00 b Flg O A T ERSLYAER X
o TWRWA, Wo L XICHEH T 2 HEEICIRIEN VY
TANEKEAEL TN EEZ bNL MM (ZFERENY
T A bWITEBIMEIT TR TRS2 5 2L b,
NExT Y T OBRHBOARIIRBAINS T APET
T T LR =iz (Conway Morris and Peel, 1995) .
HYULAVFZY T OHBBREI NS T LA TE T
lelkdHL, AVXRZVTHRLY VALY Y NEOHE
BROX =aFd )V FEIZ Y FBIRELRE EIFE 2T
W, ZV =V Z Y RONLFTY T ORISR BS
HBEE TR SN TV R WO EE D EIL T X 2023,
Williams and Holmer (2002) %, 7/~ V¥ U 7 Ofif i3k
Behne o NERZoTTE L, B3 Vg L
Tholcl LTHELLIEFRNE WS MIRZRL 2.

—7, NIRRT TREREEY (HD5WEEoHgE) T
HDEVH PGV (Bengtson, 1992; Runnegar, 1996;
Vinther and Nielsen, 2005). /L& = U 7 & #R{EEY &
DFARRNEL, FTEREAROTEGR TRV TH B2 28
Mz B, FEEREORILE LT, 7270 X9 25,
BREDR, HICHD ZROAIKEDR, HHOBOT
ORI Y B2 2, 880 X oA 2 EnbiT
53 TW 5 (Conway Morris and Peel, 1995). 7 O 17
EEELLELE 2RV, UL, SH3EE oI
DONTH, N FE Y THOBABHETHL DKL,
SHRBEAD T — RV DA EN TS FITH E THENT &,
SHCEDBIRB M TH D DIZRIL, ~"AF ) 70 HE
deKThorZ L, TLTVFTY 7TOHBOBENSE
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WO EOFMRE GETN RN LR EPRLRES N,
FE7e, PREOHE 2RO S WD EERE & OFELIEICD
WTIE, 2~ xR ) 7 O R ZEDESITITREERICE) < W
FARE 3 o Te DTt L. BAFAD RZE DT 7 T D
HoRV I Lo THEWNICERI N D THL L LT,
VLY B E iz (Conway Morris and Peel, 1995). —7,
VIR -NEy N (V=T R) ORUEREZRH
#af L 7z Vinther and Nielsen (2005) 1%, Z 45 ofER D
PERGEICET A IR nEE, EhbhEE R
IR LIie vx ) 7RI Th S LIEL, Hi
[—##H] (Diplacophora) Z#E L TW5 L 9 I RZITH
N, ZOEETE VT Y TICBET 2 @3 T iR
WieoTLEIREASS. A4, BRMEZERL Iz V¥
V7 O5ERfEERR ERFO BRI REAPR S DIZER S
B REROTbNDE Z LIRS,

foe B BN DA% 8 & H RS

AVEZY T RBRE O TH A D LA H L,
figs 2 B D LS DN ARG A BIR L 72 Z & ITREV, RIS
A <, SO XBIDSEHFETE - TR H1 2 S BAED X 5 728
BAEIE O R R EHNICKEIT L e 2 L IXIREME N 2.
@i, ¥ 2B A OMENET D o HFR
(VX =27) @Y, mifi CHAIERE Z I L 72 Neocrania
DR T 58 (7 7 =7) HY (Craniiformea * A
EDRNRE I VST KOs EROME), L TAEY
Tr—RBRTRXFaTF AR EDET DA
M (Rhynchonelliformea : BEEARE TO 722307 fRFE A )V
U LDOBERFOMME ) OZHEM IS (Williams
etal.,2000). ZALH D5 B, FEZFE O NLFT X ARAHE G 1<
B <23, W LA HEETIIHEE D U SRICHiR 5.
TR ONT MR O/ EREICB &, HRSEOMEE X
BimLesd (K1), WIS ORIEEIE, 1O R
BN B 25 5 U TR RS SIS b DD, BEIIEH
HOFALIT B THIER D 180 BRI & W H 721 D Z & T,
AT ICHREIL 2 BB RF 2R ¥ I A (Savazz,
1991) %G I 2R BRI S TR &, HRHEIHIC
BOWTIRAEARBEKRZ L 2, EEEL FET, Do
SHHMRMENLLPA S LT, WHIEZAANICEEO
KBIR2UF B2 il X 72w, EBICH A o F BT,
HE TR TS L ZA0BE M TIE R LA
JERIZ Bl L TAEL THnD ZERZWw. Oz kicl T
Y RFESTLDDEF-TNWDLEEZDH MR LD
WA D020 LW, EBRIIE I TS 5~ v
ha v xX7RITGEEIND 728, OB LEERWVWTWSEZ L0
BRiZbE 0 2 Bbh s, BEEHITE®Z LIl TK
BICEET 5.

b L, BTl T2 T Y 7272 43 (Brachiopod
fold hypothesis: Cohen and Liiter, 2003) 22 IEL W& $5 &,
ST Al 7 P A v A QY e T Jne A R AN A
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Mz v, (ZRENERETES, SAEEICHEYE T %), &
BRI D TeleER TV Z L icke s, RiFEB~k
XA 7 T =T OLETITEBITHEDIERN BT IclcEh
TWDZEPBEINTVWDR, X427 T7=T OHHDE
C % #5313t o 5@ 8B ) O HRFHBI S L T2 D75
S ETERDA U D E S At o SR ENY) O B RIRER I
72 L THIGEL TWDDTEA S . ZIb D Z &Rt
E, D e le B3l BEEO—BhTRB725 9.

RORTEENCE LTI, Hox T2, HEAMICT T
O EAFARRENY) 1 36V TRIZE TR > 72 (R O I O A2 &
DIREZET>TNWD LEZHNLD (EBWICB T 5%
HIZOWTIEHI 2 1E Hinman et al., 2003 /R). £ 7=, K
D ISHEES B LTI, chordin BT [= EiE B D short
gastrulation (sog) BaT 1 B L ORZEN L4 5 BMP2-4
Bint [ =828 D decapentaplegic (dpp) &+ 112 X
LB EHE S D < LR REW, R, Sk
ORI THREFESNTNEZ LM b5 (Arendt and
Nibler-Jung, 1994; de Robertis and Sasai, 1996; Ferguson,
1996; Lowe et al., 2006). F 7z, EEMMMELZRT A V¥
VFx 772 X OMENCI T b Hox, chording BMP2-4 73 A
TR D (Hox) & 2 WIEIERFRD (chording BMP2-4) ¥§
B — 2 2 d 2 2025 (Finnery et al., 2004; Rentzsch et dl.,
2006; Matus et al., 2006), Z V5 OEfETIC X 5 ik,
NG o I 13 A AR SN & RIBL B O S3I8: AR I
LRREMENRSH D, DFEY, b OEEFIIERBICE
WTh N ERTREN, FEEENCR - 7o OB I
BELTnWa &FRSh, BWMETOEOSEI DR
DOHBITEZ DAIREMEREVWEE 2 D,

L, BEEIREI LR 255, —2iL, [EHH%E
W 2 n T X A ZRD SBIETF] 2LV B
DIFEFTRNE NS Z &, 25 OBEFIEFHIFAE
TOEOFEESS T (FHAT) 15555, ZhE2ho
T2 T OB & > TOHFRNT /2 2 DNERNT 72 D 20,
S OIZHEDES, AOAKMEBRESTH D THRE
0. bHALHAPEDEL GANCH < 23%, 22780
—EL TRV, k&xiZFHEyTit, JRD (blastopore)
O M 12338 <. Z AR A I BMP2-4 O F83 H3 58
Dol lickE 35, LaL, HEEW e & onindhy
TRIEAPEREOEEREO OIS, T4 BMP2-4
(dpp) DFRBLOFHNAl, 725 chordin (sog) DIEIL DR
WHNZHE 375, D E D ERFRE DN F — 0 2
Fx DL, FHEY L EREY TIREE YR L Ty
% (Arendt and Niubler-Jung, 1994; de Robertis and Sasai,
1996; Ferguson, 1996). % 7z, Ri&HNCEI L CTb, Hliu®)
Mo Fed T, ELAHEFREO (b5 ERE RIS
VoA Y X F ¥ 7 THIEBED) WbwwD THIF O] Hox
BGF2, SIAEOHE THRIL TR Y, #itRirixl T
W5 R BN TR ERDSSER L TV D TR IR e
EEoTVWNEA IR, BEEENIMY TH L. 2R/
FICRTABIICE EN D 2 L AN HREEIC o7z &1
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R, AR EROXA T Z =T ORETIIRAIZZD
FEREOD (RILM) 12257, AL OBH<OTH
L. vy I A HFMEEOME TS R,
DFEY, BiEEBH B M AERFOZ LICED Y
v, 2o Z & IFEEEOREICE 3 2 BETFRED
INE— B fRIRT D BRI 2 T AE 0y h LavZau.,
HEESOZ2OHIX, B 2IE Uils T OBESTHEY &
R TRTFENTNEDDH Lo T, LT L bR E)
PRoEIRE Y TSN TV D LR bR, HD0iE%
b b HHE D O PLE RS ST & R B TRTE S
NTNDEFTZDDE I DPLEVRZRWDIT TR
LS Z e ERR A BT DR O LB SR 233
i oh, ZLOBEBTNRL LS & OBEE & 1TH O &
i MEWED L] (co-opt) SNTWNDZ EBHL NI
T&T. ek 213, sogldpp DBV AT MF AT DA
RIERRIC HBIH- L TWa Z &R mbis. b L sogldpp D
MHEER R B 20 v 7 WARERK & L TR < Ky
DEPLHFELNTE TR0, TRREHEEY & H
SEEMW OYREITE RIS (FLTHEmEIR) FIHSH
X510t (DF Y ZOMTIFEEIFERICES L T
W) ELTHRELL 2V b Livayy (Bang eral.,
2000). F 7z, EEEYICIBVTIE, dop 25 BRER O
& D IO S & O BIREWHEBICEVWE DL S
TS PR ENTVWS (Nederbragt et al., 2002).

L, 7=k z sogldpp ¥ AT HIT X 5 5 HERHIE AR A3
WEDLLORERTHoTELTYH, & xix, BFHEMW,
BREY L EREY O E R DR, TRBERRFIC
EETWD EIFRE X (Lowe et al., 2006). FH[F 728 s
TR ORI TRWEGERAEL 28I&%IC>WT, S.]. 7/—
NRF 7o rvrHealy b orE] o ZfFE
ZEHILTWD (Gould, 2002). (77 Z4 DL 77 17,
TR T N EDRHICOL bETO, 71y K
LA N A LT T2 D B iR L T To — i —{E X
DO U HZIRL, BT ENRE—DRETD
EnEDbL gD #E%T S, —FHoal »r hXokEid,
tTRe—<~ThbHRO~ Ny Z o THL—HTHITE
LMEEDT H Y ADFEOHIHEZ N 2IE>2 ) LTk
ZIRL, HHETHRERHKO R R R &2 2 1 T i o
M T HEEROE N Eb L CFTH#(L) 28k T 5.
sogldpp ¥ AT KT X DA A T & 2 ENEDL T
Hotlel LTh, vk T2V v btk o X5 IckrR
RIS D Z DR Z T 85 Z LN TEX 5D TN
A9 WTHICE X, BRI OREBEEITIESHD
BBRRWNE T —~ Th 5.

T

HEERE S GRAL KRS ARSI EOH S 2 5 2T
WZE, BRI EZ2 -7, B ohigt GRS
WITHRBEZFHATWERE, BERI AV NE2NTZEN

T

ﬂly

AR EBELE FEHAY) LEBEAEEREL GRIESE)
WITEREDEF 2 L TWeEE, Hx o BRI/
WA, ThoDFAICELSEHILBEL BT 5.

SRk

Abouheif, E., Zardoya, R. and Meyer, A., 1998. Limitation
of metazoan 18S rRNA sequence data: implications for
reconstructing a phylogeny of the animal kingdom and inferring
the reality of the Cambrian explosion. Journal of Molecular
Evolution, 47, 394-405.

Akasaki, T., Nikaido, M., Tsuchiya, K., Segawa, S., Hasegawa,
M. and Okada, N., 2006. Extensive mitochondrial gene
arrangements in coleoid Cephalopoda and their phylogenetic
implications. Molecular Phylogenetics and Evolution, 38, 648-658.

Arendt, D. and Nibler-Jung, K., 1994. Inversion of dorsoventral
axis? Nature, 371, 26.

Bafna, V. and Pevzner, P. A., 1998. Sorting by transpositions. SIAM
Journal of Discrete Mathematics, 11, 224-240.

Bandyopadhyay, P. K., Stevenson, B. J., Cady, M. T., Olivera,
B. M. and Wolstenholme, D. R., 2006. Complete mitochondrial
DNA sequence of a conoidean gastropod, Lophiotoma
(Xenuroturris) cerithiformis: gene order and gastropod phylogeny.
Toxicon, 48, 29-43.

Bang, R., DeSalle, R. and Wheeler, W., 2000. Transformationalism,
taxism, and developmental biology in systematics. Systematic
Biology, 49, 19-27.

Bengtson, S., 1992. The cap-shaped Cambrian fossil Maikhanella
and the relationship between coeloscleritophorans and molluscs.
Lethaia, 25, 401-420.

Bengtson, S. and Conway Morris, S., 1984. A comparative study
of Lower Cambrian Halkieria and Middle Cambrian Wiwaxia.
Lethaia, 17, 307-329.

Blanchette, M., Kunisawa, T. and Sankoff, D., 1999. Gene order
breakpoint evidence in animal mitochondrial phylogeny. Journal
of Molecular Evolution, 49, 193-203.

Bleidorn, C., Podsiadlowski, L. and Bartolomaeus, T., 2006. The
complete mitochondrial genome of the orbiniid polychaete
Orbinia latreillii (Annelida, Orbiniidae) - a novel gene order for
Annelida and implications for annelid phylogeny. Gene, 370,
96-103.

Boore, J. L., 1999. Animal mitochondrial genomes. Nucleic Acids
Research, 27, 1767-1780.

Boore, J. L., 2004. Complete mitochondrial genome sequence of
Urechis caupo, a representative of the phylum Echiura. BMC
Genomics, 5, 67.

Boore, J. L., 2006. The complete sequence of the mitochondrial
genome of Nautilus macromphalus (Mollusca: Cephalopoda). BMC
Genomics, 7, 182.

Boore, J. L. and Brown, W. M., 1998. Big trees from little genomes:
mitochondrial gene order as a phylogenetic tool. Current Opinion
in Genetics & Development, 8, 668-674.

Brown, W. M., 1985. The mitochondrial genome of animals. In
Maclntyre, R. J., ed., Molecular Evolutionary Genetics, 95-130.
Plenum Press, New York.

Butterfield, N. J., 1990. A reassessment of the enigmatic Burgess
Shale fossil Wiwaxia corrugata (Matthew) and its relationship to
the polychaete Canadia spinosa Walcott. Paleobiology, 16, 287-303.

Cohen, B. L., 2000. Monophyly of brachiopods and phoronids:
reconciliation of molecular evidence with Linnaean classification
(the subphylum Phoroniformea nov.). Proceedings of the Royal
Society of London, Series B, 267, 225-231.

Cohen, B. L. and Liter, C., 2003. The brachiopod fold: a neglected
body plan hypothesis. Palaeontology, 46, 59-65.



BB OREIR & RT 1 77 (L

Conway Morris, S., 1985. The Middle Cambrian metazoan Wiwaxia
corrugata (Matthew) from the Burgess Shale and Ogygopsis
Shale, British Columbia, Canada. Philosophical Transactions of the
Royal Society of London, Series B, 307, 507-586.

Conway Morris, S., 1995. Nailing the lophophorates. Nature, 375,
365-366.

Conway Morris, S., 1998. The crucible of creation. The Burgess Shale
and the rise of animals. 242p., Oxford University Press, Oxford.[ #
RevATYy - avy=d )2 BIFFMER, 1997. B
VT THRORY S, 301p., A#ARAEIHTE

Conway Morris, S. and Peel, J. S., 1990. Articulated halkieriids
from the Lower Cambrian of north Greenland. Nature, 345,
802-805.

Conway Morris, S. and Peel, J. S., 1995. Articulated halkieriids
from the Lower Cambrian of North Greenland and their role in
early protostome evolution. Philosophical Transactions of the Royal
Society of London, Series B, 347, 305-358.

De Robertis, E. M. and Sasai, Y., 1996. A common plan for
dorsoventral patterning in Bilateria. Nature, 380, 37-40.

Endo, K., 2001. The phylogenetic position of brachiopods inferred
from mitochondrial gene orders. /n Brunton, C. H. C., Cocks,
L. R. M. and Long, S. L., eds., Brachiopods: past and present (The
Systematic Association Special volume), 142-149. Taylor & Francis,
London.

LR, 2004, EEE ST L B . NS4 A zE] - R
KK, HAEMOREA . I AEYOEL, 111-138, A S,

Endo, K., Noguchi, Y., Rei Ueshima, R. and Jacobs, H. T., 2005.
Novel repetitive structures, deviant protein-encoding sequences
and unidentified ORFs in the mitochondrial genome of the
brachiopod Lingula anatina. Journal of Molecular Evolution, 61,
36-53.

Ferguson, E. L., 1996. Conservation of dorsal-ventral patterning
in arthropods and chordates. Current Opinion in Genetics &
Development, 6, 424-431.

Finnerty, F. R., Pang, K., Burton, P., Paulson, D. and Martindale,
M. Q., 2004. Origins of bilateral symmetry: Hox and dpp
expression in a sea anemone. Science, 304, 1335-1337.

Gallut, C., Barriel, V. and Vignes, R., 2000. Gene order and
phylogenetic information. /n Sankoff, D. and Nadeau, J. H., eds.,
Comparative Genomics, 123-132. Kluwer Academic Publishers,
Dordrecht.

Gould, S. J., 2002. The structure of evolutionary theory. 1433p.,
The Belknap Press of Harvard University Press, Cambridge,
Massachusetts.

Hannenhalli, S. and Pevzner, P., 1995. Transforming cabbage into
turnip (polynomial algorithm for sorting signed permutations
by reversals). Proceedings of the 27th Annual ACM symposium on the
Theory of Computing, 178-187. ACM Press, New York.

Helfenbein, K. G. and Boore, J. L., 2004. The mitochondrial
genome of Phoronis architecta - comparisons demonstrate that
phoronids are lophotrochozoan protostomes. Molecular Biology
and Evolution, 21, 153-157.

Hinman, V. F., O'Brien, E. K., Richards, G. S. and Degnan,
B. M., 2003. Expression of anterior Hox genes during larval
development of the gastropod Haliotis asinina. Evolution &
Development, 5, 508-521.

Holmer, L. E., Skovsted, C. B. and Williams, A., 2002. A stem
group brachiopod from the Lower Cambrian: support for a
Micrina (halkieriid) ancestry. Palaeontology, 45, 875-832.

Jacobs, H. T., Balfe, P., Cohen, B. L., Farquharson, A. and Comito,
L., 1988. Phylogenetic implications of genome rearrangement
and sequence evolution in echinoderm mitochondrial DNA. In
Paul, C. R. C. and Smith, A. B., eds., Echinoderm Phylogeny and
Evolutionary Biology, 121-137. Clarendon Press, Oxford.

Jennings, R. M. and Halanych, K. M., 2005. Mitochondrial
genomes of Clymenella torquata (Maldanidae) and Riftia pachyptila
(Siboglinidae): evidence for conserved gene order in Annelida.

2007 43 H

Molecular Biology and Evolution, 22, 210-222.

Kececioglu, J. and Sankoff, D., 1995. Exact and approximation
algorithms for sorting by reversals, with application to genome
rearrangement. Algorithmica, 13, 180-210.

Labarre, A., 2006. New bounds and tractable instances for the
transposition distance. IEEE/ACM Transactions on Computational
Biology and Bioinformatics, 3, 380-394.

Larget, B., Simon, D. L., Kadane, J. B. and Sweet, D., 2004.
A Bayesian analysis of metazoan mitochondrial genome
arrangements. Molecular Biology and Evolution, 22, 486-495.

Lowe, C. J. et al. (12 others), 2006. Dorsoventral patterning in
hemichordates: insight into early chordate evolution. PLoS
Biology, 4, 1603-1619.

Lavrov, D. V., Forget, L., Kelly, M. and Lang B. F., 2005.
Mitochondrial genomes of two demosponges provide insights
into an early stage of animal evolution. Molecular Biology and
Evolution, 22, 1231-1239.

Matus, D. Q., Pang, K., Marlow, H., Dunn, C. W., Thomsen,
G. H. and Martindale, M. Q., 2006. Molecular evidence for
deep evolutionary roots of bilaterality in animal development.
Proceedings of the National Academy of Sciences, USA, 103,
11195-11200.

Nederbragt, A. J., van Loon, A. E. and Dictus, W., A. G., 2002.
Expression of Patella vulgata orhologs of engrailed and dpp-BMP
2/4 in adjacent domains during molluscan shell development
suggests a conserved compartment boundary mechanism.
Developmental Biology, 246, 341-355.

Nielsen, C., 1991. The development of the brachiopod Crania
(Neocrania) anomala (O. F. Miiller) and its phylogenetic
significance. Acta Zoologica (Stockholm), 72, 7-28.

Nielsen, C., 2001. Animal Evolution: interrelationships of the living
phyla. Second edition. 563p., Oxford University Press, Oxford.

Nikaido, M., Hamilton, H., Makino, H., Sasaki, T., Takahashi, K.,
Goto, M., Kanda, N., Pastene, L. A. and Okada, N., 2006. Baleen
whale phylogeny and a past extensive radiation event revealed
by SINE insertion analysis. Molecular Biology and Evolution, 23,
866-872.

Pe’er, I. and Shamir, R., 1998. The median problems for
breakpoints are NP-complete. Electronic Colloquim on
Computational Complexity, Report (71), 1-16.

Philippe, H., Chyenuil, A. and Adoutte, A., 1994. Can the
Cambrian explosion be inferred through molecular phylogeny?
Development, 120 (Supplement), 15-25.

Poulsen, C., 1967. Fossils from the Lower Cambrian of Bornholm.
Danske Videnskabernes Selskab, Matematisk-Fysiske Meddelelser, 36,
1-48.

Rentzsch, F., Anton, R., Saina, M., Hammerschmidt, M., Holstein,
T. W. and Technau, U., 2006. Asymmetric expression of
the BMP antagonists chordin and gremlin in the sea anemone
Nematostella vectensis: implications for the evolution of axial
patterning. Developmental Biology, 296, 375-387.

Runnegar, B., 1996. Early evolution of the Mollusca: the fossil
record. In Taylor, J., ed., Origin and Evolutionary Radiation of the
Mollusca, 77-87. Oxford University Press, Oxford.

THEET, 2007. flFEBY ORIR & BB (L. THHEER,
MEEMRD I AT I AL ) —AF 1 & L BEO LML — A
FETE SELL e, BB RS, (BRI

Sankoft, D., Leduc, G., Antoine, N., Paquin, B., Lang, B. F. and
Cedergren, R. J., 1992. Gene order comparisons for phylogenetic
inference: evolution of the mitochondrial genome. Proceedings of
the National Academy of Sciences, USA, 89, 6575-6579.

Savazzi, E., 1991. Burrowing in the inarticulate brachiopod Lingula
anatina. Palaaeogeography, Palaeoclimatology, Palaeoecology, 85,
101-106.

Sempere, L. F., Cole, C. N., McPeek, M. A. and Peterson, K. J.,
2006. The phylogenetic distribution of metazoan microRNAs:
insight into evolutionary complexity and constraint. Journal of



b 81 =

Experimental Zoology (Mol. Dev. Evol.), 306B, 575-578.

Setubal, J. C. and Meidanis, J., 2001. 53 F-4F D 7z D D/SA A A
VI x=T 47 AAM (AR ERERERER). 263p.,
AT HIAR.

Stechmann, A. and Schlegel, M., 1999. Analysis of the complete
mitochondrial DNA sequence of the brachiopod Terebratulina
retusa places Brachiopoda within the protostomes. Proceedings of
the Royal Society of London, Series B, 266, 2043-2052.

Ushatinskaya, G. T., 2002. Genus Micrina (small shelly fossils)
from the Lower Cambrian of South Australia: morphology,
microstructures, and possible relation to halkieriids.
Paleontological Journal, 36, 9-19.

Vinther, J. and Nielsen, C., 2005. The early Cambrian Halkieria is a
mollusc. Zoologica Scripta, 34, 81-89.

Waeschenbach, A., Telford, M. J., Porter, J. S. and Littlewood, D.
T. J., 2006. The complete mitochondrial genome of Flustrellidra
hispida and the phylogenetic position of Bryozoa among the

T

Metazoa. Molecular Phylogenetics and Evolution, 40, 195-207.

Williams, A. et al. (14 others), 1997. Brachiopoda (Introduction).
In Kaesler, R. L., ed., Treatise on Invertebrate Paleontology, Part H,
revised, Volume 1, 1-539. Geological Society of America, Boulder,
and University of Kansas Press, Lawrence.

Williams, A. et al. (17 others), 2000. Brachiopoda Linguliformea,
Craniiformea, and Rhynchonelliformea (part). /n Kaesler, R. L.,
ed., Treatise on Invertebrate Paleontology, Part H, revised, Volume 2,
1-423. Geological Society of America, Boulder, and University of
Kansas Press, Lawrence.

Williams, A. and Holmer, L. E., 2002. Shell structure and inferred
growth, functions and affinities of the sclerites of the problematic
Micrina. Palaeontology, 45, 845-873.

LR s, 2004. 2 h 2> KU 7 DNA OB HESNCHES <%
LB O RIS, SRS BRI O K 16 4
FEFL, 1-22.




