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Factors determining the brain morphology of birds
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Abstract
Although many studies on Aves have uncovered the relationships between brain morphology
and biological characteristics, such as intelligence, integration ability, functional ability, studies thus
far have often focused on volumetric analyses of avian brain or brain regions. Because volumetric

analyses only capture one of the multiple aspects of the structure, three-dimensional (3D)

exploration of brain shape in Aves is necessary for a better understanding of avian brain
morphology. Recently, the study treating brain configuration three-dimensionally is becoming
increasingly common, and those studies have revealed the relationship between brain morphology of

birds and many factors affecting the brain morphology. Multiple factors such as size, skull

components, ecology, and phylogeny have influenced the diversification of brain morphology in Aves.
In order to acquire novel information, we have to identify and quantify the relationships among these
factors in extant species. Additionally, using the knowledge obtained from analyses of extant species,

considerable morphological information can be obtained from the brain of extinct species.
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FU®HIC

BOMEREDIRES LAY, ZLTRHEBEREY %
259 AT, WEBIIFEFICEE 2GR L TL
N5 (Jerison, 1973 ; Iwaniuk er al., 2004a, 2004b,
2005, 2006, 2007 ; Butler and Hodos, 2005 ; Striedter,
2005 ; Iwaniuk and Wylie, 2006 ;, Macrini et al .,
2007 ; Walsh and Knoll, 2011). L# L, HH@it
ADIREALREE LTROPYMEZOE FHAS
NBHZLIFMmTHSD (BIFHYIZ Pradel e al., 20097235
%). ZODHBEI ORI EEBETLILIET
ERVH, HEE ROIFE > T 2 HZFNOZER)
OME LB LT, BERHIEZETIEHLHEIL
TEWCNEREZIBIBT S 2 TR TH S (Jerison,
1973 ; Iwaniuk and Nelson, 2002 ; Witmer et al .,
2003 ; Ashwell and Scofield, 2008). 4§12 CT A ¥ ¥
FrRHAWZMRICE D, ML B OO
L IEMAEFERBEAIZI 2 T & 72 (Dominguez e al .,

2004 ; Witmer et al., 2008). —}5 T, BADEY DK
TEREICRIS PR3 & D e v, e tkd B Wik
DH 5 FIROEFEILAHS, AR LB, R
BB EDERIZE > TED L HIZED L DOMMGEEL 72
78 (Portman, 1946, 1947a, 1947b, Jerison, 1955,
1973 ; Butler and Hodos, 2005) % \wd o0, K
&V EMUSMC NI RE % = ISR 5 % il i
EAELREIN TV R, JEDKREAOFIEI R~ 22
FRICL o TELTHEV) T EBED X IZEEL
S bhoTETVERY, TOL)LAEBOEIZLY
BIIRBED L HITEAT L2002 LNIITHI L
i, BREBHRLI»02 5 2nilikWolzms LTl
VERNRTHLEFZ 5.

AR, AERENY O T b AR R OB 5 B
FeHB 2 CTETwb (Sampson and Witmer, 2007 ;
Saveliev and Alifanov, 2007 ; Witmer er al., 2008 ;
Witmer and Ridgely, 2008, 2009). Z#H OO
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EEERD THLBHOMEELZHBTLZ L1E, ik
DX BRI 2z O0H 2 REHOMILEL S 5
WCHYRS 212572 ) IEWICEETH S (Bhullar e al.,
2012 ; Balanoff et al., 2013). Mz C, BFHIIBED
WER AR T 2 EY o b TSR T 5,
LV ENEBZ 513 A ERILS & TE Bt
T & % (Reiner et al., 2004 ; Jarvis ef al., 2005). T
HLEDBRWELOBRT, RELRMEEZEMHLTE
B THHICHHD LT, BH & MRBFIIRECH A
W2 4 OREALZ Y I, 2 RAEDLE I D
E k7N 2 # L X ¥ T & 72 (Rehkidmper and Zilles,
1991 ; Reiner et al., 2004 ; Walsh and Milner, 2011).
KE L& SRR AR 2 5 L C & - Bl % B+
5 ki, FRICHERAREZ MR - R4 EREB S
EEDELAMS ) ZCHEFICEREVESZS. UL
DT Ehs, BEOMIZEZ L T LA
AFHOW L BT 5 Z L1, ¥4 LB oML E % 2
BIHIYRLZLDTERVEELFHTH 5.
Lk ) A SEHOWMLEO MBI EETH S 2
LEIRLD, AWmTIIHASEHORMEEZFEL CH
NBHZET, EDL) RIEREZTIEMELZ L3R
LD, FLTENELEDLHICLTHEY~NSHT
ELoxflihoo, BEORIGEL TERT 5 ERIZ
EDXIBRLDOVHDDNE 2. WEEEZIED
T A4 RERBERE LT, EIXWHENERICL S
BOVEZHNL. FCHWOTRE %+ 5 B
AXEWETHILENTERVD, H1IHTIIRME
REFAXITEHTE. W WHMHEHERE LT,
R2BHIFONE., L) DL EOMBEHZFIZIZEAL
HEMTHDOEND EES>THB/ETIE L W2D, 2
NOOHEREOZEMHKIIECOREY ITKE L
WErHZ5b0THA9H. LoT, 2 HTIIME
REREBERIROBRIZOVWT T LDV EE)., Lhe
L, Bih3 22WBNHK & ZRUNORFEE2D
SUFBZEREELY. Z9 Vo Zah, BRI 2
HIFNT L > CHIHTE 2D HWOBMEY OFHIAH %
CEDbhoTEI, HIWTHE, TOILITONVT
il s, ZLTHEAETIE, Shd FBEEET
HREGERTHDRHEICOVWTEZ 2w, Lo

<INEVRE>
/ !
N -
e o4
~ |
7
7

DIy 7 AZEH LGNS, WMERBONZEOE L
CNDHDRBEHEICOVWTHHLAL I EIZT .

1. BRIR ERY 1 X & DR

B DRk~ RIALIE Y A XIZ & o TEDORIRDLEAL
THIEFRMONTEBY (7u A MY —: Gould,
1966), ZTHIIERELZERT S LTRPLTILEDOTE
HTWERTH L., 7aX M) =T H2HMAI R TR
X, »5EMHEOTCIRBIIKEZIT O BRC, EREEL
Z#EAS L MGG L CTLE ) RS 5720
7. 0%, H2EWOMMOEL T 5B
X, A RCEBBIRE L ZZR LTI LHTIELL
B ROBEIZET L IELWHRPELNLDTH
% (Jungers et al., 1995). L 2> L, BHEO KK IR
B A4 DR LT ED & 9 BT B D0 DFEMMIE
BITE THILON TV RD o7
EEMICEHOMEENPES CFMI N TS
72 H o 721, Marugin-Lobén & & #4727 1) 72 HE il
% (Geometric Morphometrics : Rohlf and Slice,
1990 ; Bookstein, 1991) 12 & o THEEMRICBIT S
BHEDB L OHREROEBEALZHL ML &9 LR R
72 (Marugén-Lobén and Buscalioni, 2006, 2009 ;
Marugén-Lobén, 2010). 5 & RITIC & % M %
T 727200 TlEd 578, BHZIRIK & REFEILHTEZE Y
ARZEYRELSEBILTHIEEZHSNIILE. bR
HIZ Marugan-Lobén & OFFZELIEIIZH, TH DD
BB BETIIRECEILLTEIIEEELRL TV
(Duijm, 1951). L& L, ZT® X9 %o EAbss
EOREN A ZELITKFE L TV E0h, TOERK
FEMD 2 MEGEIE S L2z A2 o 72, Marugén-Lobén 5 D FE
HEglx, BEERICBI2HBEEONN) - a v
EBLEREHLNZT AT ETH Y, MIEREE M
WZIRHT S 2 £V ) DT B ho 7z, EENICHK
BROT— 5 2O TEIB 5T, M5 ROH
MORELT> T2 DS, WEEE YA ZOBKR%
IR T S e TE Lo EHINEF 2 5.
Marugin-Lobén 5 i3I RE L L 720F%E % 17 >
TeblF Tk, FZREMEBNI2IT-oCZ &
Mozl kb, Kawabe SHIEBOAICEHL, €0

<KEWVR>

1. Y1 IBEICFE I RROELER L 242X E (Kawabe et al,, 2013a % & & (ZEX).
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JEEEZ ZRITWICEHET 52 & T, BEHOMNEEDT
TX M) —ZEZPL2ICL L) ERA (Kawabe
et al., 2013a). Kawabe 5%, CTHETHONT—
Zh D LIHER L 72O =Kot CG EF V% ZKoe#
AR B 2 W CT L, A BB ORIZIR
A A XML & HITED X HIZELT B DONH
N7z B A REACTK T B EIRD AL 8y — 2 & A
5L, B A XM & IR ARATRT I T n
L, S5IITETPEEN AR % 2 & Thies
WRELBATEZ b7z (K1), F/22h
R, BERA ORI BN E 2D, BiEAek
MICHECHEBIZICELTS (K1), 2FD0, IS
ZRIEHC, RELMIMEL 22600555 &)
CEDPHLNIC R o, Lk Lz# ), BETIEA
WP EWREH L 2 XIS hTBY, =
IV o MV RIZHEBRREBEIEKEIH L L
2o TWwW5b (Duijm, 1951 ; Dullemeijer, 1960 ;
Marugin-Lobén and Buscalioni, 2006). & - T, &
DX B A RN IR OZEAL Xy — > b HHZE
WOEALS Y =V LR T DOV T DB EERD
N5, FEB, HBZERIIPA L EHIIBLTHI L
235 N Tw b (Kulemeyer et al., 2009 ; Marugan-
Lobén and Buscalioni, 2009). SR BHEHO A&
WX EELFE T OV T VB I EREZ NI LD,
Kawabe 523 & 22 L2z DB L3 5 — 11,
TH L S DEFHEREE LDV TV B D E <
SR FEEINIRGE L T DD 5.

I Vo2 ERRomgE T, A4 XISk AIRE L
DOHREWYMLZFNEZFFMEL IO E LD TH 5.
7ol ZRATHENIT YA ZEROAE RBL TS X
ICRZTYH, FIFRBEICL HEEDL ZORIRELIC
ENTVBIEENDH D, WRIBREREDIT 5%
HEZY Y 53T T D, Y15 TERZLUEND
LD LT LERHLLEEZ .

2. BB EREBRIROLZEL

BRIZBFICBWCERELREKERTH Y, BEFILHE
EVoFVITRELLBEREND TS, 202
EPHINSOHEIZHBRIRIIKELEREL5.2C

WwWrynE#Ez 515 (Jerison, 1973 ; Dubbeldam,
1998 ; Bhullar et al., 2012). & 512, BB 2 M
P A XERY A XL IERCHERS 2 Z RS
THB Y (Garamszegi et al., 2002 ; Burton, 2008), H¥
JER EHIREER D B WIS EEZ RIFLA->TWVWS T
HrHyLEZONL. KNI, BMrELBHYORE
B ZE g3 2 YRR EERIERIE T /- X 91
P A XTHBEN, YA XLV EREZRVZE LT
b, Lo k) ICBEHOREREEL% x5 LClUIIEE
KCEERDOTHLEEZD. LaL, WA LR
H A ZOBBRIZOVTHRHREMEIZVL 52 H b

(Garamszegi et al., 2002 ; Thomas et al., 2006 ;
Burton, 2008) b ®®, ERMIZHIZIR & IRE K
EDOBBRES LB R h o 7.

BIR & IEEROBBREH O 22T 28, B
HORRIR, HEOREOLA S RMEILE HFT 2 L
THWICEBERTHDLELEE RS, £ T, Kawabe
LIMERBEREBEDL I ICEELRIZLES
TWVEONHELPITT S0, MEO=XICCGE
7 )V % H \» 2 Block Partial Least Squares #: (Rohlf
and Corti, 2000%° Marugan-Lobén, 2010% % Hf) 12
X0, TNSOIENY — VIO WTHITEAT- 72

(Kawabe er al., 2013a). ZOHEH, HREAHI#£ K 0
NMEOKEL 2 BIZONT, KIKORTERASEH 0 M5
K%Y, BEAFBIEEUAFINEET 5 L2
Mol MAT, L) EVIREZEBETIHREI X
DHIAN, FITHVIRFEO D O TR L ) B~
MiETLEV)IZEDDbh o7 (K2  Kawabe er
al., 2013a). FHEB)W ORI FEA 29I R AU D
—EBTH D, HMEIIINOMBEIE & HEE T S R &
W32 &M TE&S (Johnston, 1902). £» T, =
DR OHHEANOMNEZ LIRSS, HEHVIE
IRERDOALE DOEAL LT S DOMREH L EEZOLND

(Kawabe er al., 2013a). F 7z, IREEHIRZEILIZEED
IR DZEAL X & — VIFRTETH S 72 4 A2k
P RO ZE L/ 7 — v & =T % (Kawabe et
al., 2013a). 2% YRR & IREBIRIETE IR E L
TERHLEWEILTEY, E29 4 XLBHECEDY
BB HBEN)ZETHAS.

2. BREREFVROBRERHLSHEDLTVWEIRE (A1 FH 21>/ TE) OEFEE.
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WBEMICEZDE, A XONEREBORE IR
HICH L B Vol IEFISEL, — 4 AokE
BB AN E IREIIAE <, IR~ E L
TWAEEZL. BEDIA TOEDHEDL, HIHD
bOLIRDE X DEWEIARSNED, RO
B EHFOESOMBIZOWTIE Duijm (1951) 18
fMLTwA. Duijmid 72, MEVEEIIHEOLE -
WKHEHSESMBETLEVW) T EIRLTBY, HLIS
WD TO—HOWE L F 0 BOEER L ORR
IZOWTHEZEL TS, Kulemeyer er al.(2009) (&
KBEFILE HOLBIIIME»H 5 2 & 2R L, &)
Rl & AR RE & ICIXBR VRS 5 2 & 2RI LT
W5, ZOXHIZ, IREENIIZBNETOENH 5
ZEWbRED, L LEOWEIRIE EDRE SR
WEOHK WENHEIK) 250 THBY, Fdbdrwid
AR E KWL LTV 5 D% O »BIFEICY ) 450 T
EZAHIELIEBBEBTIEITE R,

3. B{RTE & BN DIEDEI R

INFEFTHERTELLIIC, WEELZREDTLHE
WAz A8, WHHKNICE2 020, H1LL
FZOBOTHHNITEEINTWEO, TOWE
FUREICOMELERZ DALV EERRL L
L, HIECHHEEEN G Lo THHT A2 &
BTEDWMORNEY DB H L. AEHTIEIZOH %
Wy LiFs.

Kawabe er al.(2009, 2013b) &, % - B % Z\F
TV LR S THIEMEL AT 2 H NS 5 Tk
RS AR HIBL, WMOMR L & DML HE
B DB DREE & ATz TR & BB 2 R
BeRorszedcaiu, ToZEHOAEH T
AR Z T A LR THL LEZX272OTH
5. TOKE, B, EE, &3IIBofHs on
WD 5 Z & 2R L7 FRICNOIRIZFR T
MBS E o 72 (K3 R RERK =0.972). F
72, Independent Contrasts i (Felsenstein, 1985)
W& ) RAEBIRE EE LA LR, 2
Lo MWHBEEZ R TR E R o7 2D, 2O
MHBEERIIEHOP TR RFEEBRICI D ELASNE
WweF 2%, Kawabe 5 DHICTlE, HEORE S RIE
PO EIEE L X 5 LRSI VL D9 dH o
72 (Martin, 1990 ; Elton er al., 2001 ; Finarelli,
2006 ; Bales, 2009). Kawabe 5AVR L72FE TR WIZ
LTh, MHHIFHT DR S RMEILAN L w2 S
LT ERWLNMIL, ThoDZ a2 BT LhE,
WOBREDONY T — 3 VIZHEROE, £, B3k
Vo 72BRIZI S THIRENTWE Z b Rb. £
L CHRICHR M OIEE, Moz kEol) 5 LTk

35
: ! TAZ/YIIVA
251 aumakvreoLR 4 e
o 2IVRY IV R
1S
E
w15 1 N=EANV] |
:i% nves7 vl
=
) \\\
= 05 BEBEICHITD
B {ATE L IBDEIIRER
R !‘, y=2.80x-044
-05 '

-0.1 03 07 11 15
log A{DtE (cm)

H3. REBHICH T IROEICH T B MATEDORMR (Kawabe
etal, 2013b & ® &ICfFR). A4S, FAYIFH I
A bOFRCE, T/ YVRE, AHOR
AT ZEDER, ThELA, A, EF, =4
TRLTWS.

DEELIDTHLLEEZONS.

2 F ) oM L IROMERIE, FOMOTER (Fx
EAEEREEEE) X TB LT LI b DTIE
%, LALRBEIZBVWTL—ETHY, Hofkfe
ZOROMBREIIEEN R LD THLEELL. L
L, WEPICEEE V) GEBEOH T OBERMED
NBZEFRVD, FHMACHABEI Y HERVEE
3L, ZOMBEERPEBERTHEVn) b
7z (Kawabe et al., 2013b). B4 BB AL &
bz, ZolAkR L IERRCEVHBEERT 00,
x5 2 A oniEERz s L, W7 V—7T
FZF oMt (v) YH OMEA 7% 5 (Kawabe et al.,
2013b). 2O kiF, WiER & IE O BRI RS
IoTRLZDEVHIZTEZRLTEY, RIETYRHY
FRISIEREZ A2 ) Z TR ZEDTERVWEERE
ETHDI LB bRS.

4. REGEAR TR | KBEOAI

BIEREIZIES  ORBHEHRARM I N T VB L
ek S b T&7 (Johnson eral., 1982a, b; Kirsch,
1983 ; Kirsch and Johnson, 1983 ; Kirsch et al.,
1983 ; Northcutt, 1984, 1985 ; Rowe, 1988 ; Johnson
et al., 1994 ; Luo et al., 2001a, 2001b, 2002, 2003 ;
Iwaniuk and Hurd, 2005 ; Luo and Wible, 2005 ;
Iwaniuk et al., 2006 ; Macrini et al., 2007 ; Walsh and
Knoll, 2011 ; Walsh and Milner, 2011). Z®Z & &
5, METOMEEDON) - 3 v 25liT5Z L
&, HEIRENY ORI 2 & LA AR 2 T i A fe it
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T550LHETES.  LARRITICHVWSZ LD
TEL I RIETRET S I ETEIL, HIRE
WORFIIBWCIFEFEICHYN R L LE R 5.

% Z CKawabe 5, BAKE O % W12
N, RHEBBRED Y Z ) RO EE RO
& &R A7z (Kawabe er al., 2014). BEAREHA R £ 25
W 72 &R AT o 7oRER, RSB 2 REE O
fEHRI2SH & 2212 & vz (Kawabe et al ., 2014) %%, 4F
RIS 2 /N G /i) R/ ik 32 5
(RN ZER) ASHHREIC X o THFIC N2 5 2
LR bh o7z (Kawabe eral., 2014). I XA FF K
H+XRUFVHTIEINSOMENFEL, —Haw /b
YH+RY B VH+ I FY BIMEWEZ R L7720
2. 2o ERD, TN SHHE/IMEIER /M BRI
INLTIIN—T X3 AIEOBEME LTHNT
HHERwRNTO N ZoZkEREER, hET
FA YA PYEICEHKEEZEZ bR TEHERERE T 0
b 77V 43 (Olson and Hasegawa, 1985 ; Goedert,
1988 ; Olson and Hasegawa, 1996 ;, Sakurai er al .,
2008) D/ /N BEEZFHI LBIAKED T — 5 &
gLz zsh, 7u b 7FFvafiday / bUHA+
YA YH+AYFF)HEHTIERL, IAFFFVH
+RYFVHOMIENZ Ebh o7 (Kawabe et
al,2014). %72, ZoOMD% { OFFHFE0 2 5
5H 70 M7 TV AEHORIIHL NIRRT FVHOD
DIZE (4) LWL, Kawabe HiE7 0 b
TTNVLERR Y F VL )R TH LR E R
L7.

L7 L7%&A5, Kawabe 52358 OIRHL L 3 5 /M

EEARAXNUAY

HYFRY

DI A4 X%, EEEEDOENII > TRES AR D L
WA ZELIELHMSENT WS, FH/MNEA I, #iE
FRRE, HOmMERERIEDLIIMTHE I LhD,
KEHDHLWIEZRFDOT 7 UNTF 4 v 7 RATH~NO IS
KLY Rk&L B EbNTWA (Witmer et al.,
2003 ; Ksepka et al., 2012). — J5 C, Iwaniuk & I,
NFICEE D IR, SFISNRO YT 0% 4 kR E
MY 5 Ll RT w3 (Iwaniuk et al., 2006).
AR TR/ 39 4 ZIRATRED & I3 ERRTH 5
LWV BloRER L 72 (Walsh eral, 2013). 2 ® &
I, MERFEL VI ETHNELREFE DL Th
Th, TRHIBEEICL OV RESBEZLZ 0D, b
LIERBMBERICER SN DOPHL ISR TV
WDTH5A.

ORIz, [HERE2JHEAL] oI T A2 8
FHICEHZODLZETEH L. LiL, EWoBEE
RO ST A2ZERTERVWES D L,
THIRW B EZEIAREWTIZRWES S REWIC
1, MBEYY D EEWENLRERED S &
FEZ RV, RV BEEFLIMELTHLHT
COHERIHIT A EITERY. BEKRIE, XD
BT LA LR ETH 5 7-0WIRIC L 23U 2470
RFVAS, IEFI) TIREVDICIOMELY L) —
BEREEZDDIZLTWS, 512, BEOMEZZL 5
& ZOREE - RMOXBIBEIZRAHE L. £nv )
Db, BEOSEHIIZEZFOEOEREL-HL TS
PO TH5E. Thbh, EHEBIIPIAEERE (B
) ZLTWVWAHEVHIZETHLE. IhDlaeE )T
S ORZREICB T A6 - RFERMEZ KR b DI

v

4.

O bFTFIVLEE

N |

ey
3
Cs

TOMTFIVLEDOR (BT) EBEEKEOMDILE (Kawabe et al., 2014% b & (Z1EE).
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LCTWa, [\ UAEEEO T H B~ 2 A BRE IS
L7zHS WS, 2R 5 DOHEIC & o TRt & B
MY AIER2 XG0T HIENELTH LY, BEHTIE
—HRBTIEVD . 20 XIS, BEOMEREIZN
ST ENT VAR WER, BEESTELRIRT
WHDTHA.

Bbhi)ic
MASK & BT &, MRREHZE N TO AR — AR
D7 DICHB LKL HMEAZENG 2 5 BN KREL &
L1EIN A% 5 (Lieberman er al., 2008). % L CEIHE
IFFEE RIS LTHO SO 2 A5 DIEFITRKE W,
ZRTIMZ, ROLFLAREWZ LERICHRT, =
D& SR RO BEOMNE BT 5720121, R
LNPBEANR—ZIIYHE LR ohTED L 51
Bl & Vo 2B E 2D TV B IS DWW THES 2
VENDH L (WMEREOMIPHIRRAVER 61, 2, 3
H)., F72, EFEEHOTEIETTHRLHMEATO
FERLGTHDLI LMD, BYOEELR EOREDL N
BB ERTWEHDEEZ LN, DD IEZH
Vo 7 EREOE W EOSRIE RIS N TV B R DS
BWEEZDLDIZAREZ LS (LRERVIERE | 4
23H). BKICIEEE 2T TR ESOMA 235 E
LRI ZEOHTALZAHEDOMHAEELEZH L 2
THELENHLESAH., SHICENMETHNLE XS
2, EEMRE R OBEXELTEBY, Lo
&9 BIBEREOBRITNZ, RERENLIER (B4
H) dLEET L. MAT, A4 X EBIROBEHRAH
LM o722 h b (B 13H), BRIEAIHEVK
BEPLEALTHTHAI L REDICHETE 5.
L oT, EARRENLERIATRTHS. i HhE
& > THRIBEIBES R TWD LEZ 5575,
WICEZRINZTEHREERNIEZ ONEHT, B
MEZZOBRBIIZOERICE > THREDIT STV
EEVIINRVOBFENTH D, FNDRIBENED
ETHLEDBERD. HEBEIIA X TR
30, THABRERRRCL > THREN TSR TY
AT liEbhb., LIL, TNE2BRODLERT—
FLLTHRL, ZLCHMT L2012, 72
Fx ORI T2 HRIEZ  ER I TRV,
INETHRRTELLIE, BAEBHTTISIAE
WO LTV REBEDS V. T o OBRE
WHEDF SIS TTCICHER, 3 E5AHAD
BHEOBIIHT 2HMITRET > T A9, Th
PP TIRAR ENIE TN X 52, BASw» S5
SNHRZHWAZ L2, MBEEHOMD S S
R BERANE DL 5TV ES . LEDEYED
WFETid, XD IzuifiNE Y7 b LT LM

CH DD, FFFEEE~ 70 bBlEIrS R THME
RSN TWEREVEREIIZ VWO TH S, v 7 BRI
FR% & FTAHEWEETLPEAMN S T LMK R
WITED S, 2 LUTRIFRICH L Thx 5 &, 4k
WA IERIZE S & A RE M Ol % FI2T 5
ENTELRV. BOWIEL T 2D, BEv) Wk
BEPRD ZENTELRVEWI ISR D B 05
ZE, HEVMFHETLIAMN S ZEOHERWEIND
ZVDTRZVESID. TIVoI s Lk
W S BB ICHATWOMELHED TV RE
T, THUTE D AEYOIAEY I 2 ARIZIA A5 T
Ww{EAr9,

5| A3k

Ashwell, K. W. S. and Scofield, R. P.(2008) Big birds
and their brains : paleoneurology of the New
Zealand Moa. Brain, Behav. Evol. 71, 151-166.

Balanoff, A. M., Bever, G. S,, Rowe, T. B. and Norell,
M. (2013) Evolutionary origins of the avian brain.
Nature 501, 93-97.

Bales, G.(2009) An approach to brain sizes in the
Rhinocerotoidea : use and problems of endocranial
length as a proxy for brain size. J. Vertebr.
Paleontol. 29 (Suppl 3), 58A.

Bhullar, B. A. S., Marugédn-Lobén, J., Racimo, F.,
Bever, G. S., Rowe, T. B., Norell, M. A. and
Abzhanov, A.(2012) Birds have paedomorphic
dinosaur skulls. Nature 487, 223-226.

Bookstein, F. L.(1991) Morphometric Tools for
Landmark Data. Cambridge University Press,
Cambridge.

Burton, R. F.(2008) The scaling of eye size in adult
birds : Relationship to brain, head and body sizes.
Vision. Res. 48, 2345-2351.

Butler, A. B. and Hodos, W.(2005) Comparative
Vertebrate Neuroanatomy : Evolution and Adaptation,
Second edtition. Wiley-Intersience, Hoboken, pp
744.

Dominguez Alonso, P., Milner, A. C., Ketcham,
R. A., Cookson, M. J. and Rowe, T. B.(2004)
The avian nature of the brain and inner ear of
Archaeopteryx. Nature 430, 666-669.

Dubbeldam, J. L.(1998) Birds. In: Nieuwenhuys R.,
Ten Donkelaar H. J. and Nicholson C, eds. The
Central Nervous System of Vertebrates, Vol. 3.
Springer, Berlin, 1525-1636.

Duijm, M.(1951) On the head posture in birds and
its relation to some anatomical features. II. Proc. K.

777



N. A. W. Ser C 54, 260-271.

Dullemeijer, P.(1960) Shape and size of brain parts
as architectonic factors in the skull of birds. Acra.
Morph. Neerl. -Scand. 4, 96.

Elton, S., Bishop, L. C. and Wood, B. (2001)
Comparative context of Plio-Pleistocene hominin
brain evolution. J. Human. Evol. 41, 1-27.

Felsenstein, J.(1985) Phylogenies and the comparative
method. Am. Nat. 125, 1-15.

Finarelli, J. A.(2006) Estimation of endocranial volume
through the use of external skull measures in the
Carnivora (Mammalia). J. Mammal . 87, 1027-1036.

Garamszegi, L. Z., Moller, A. P. and Erritzee, J.

(2002) Coevolving avian eye size and brain size
in relation to prey capture and nocturnality. Proc.
R. Soc. Lond. B 269, 961-967.

Goedert, J. L.(1988) A new late Eocene species of
Plotopteridae (Aves: Pelecaniformes) from
enorthwestern Oregon. Proc. Cal. Acad. Sci. 45, 97-
102.

Gould, S. J.(1966) Allometry and size in ontogeny
and phylogeny. Biol. Rev. 41, 587-640.

Iwaniuk, A. N, Dean, K. M. and Nelson, J. E.(2004a)
A mosaic pattern characterizes the evolution of
the avian brain. Proc. R. Soc. Lond. B 271 (Suppl.),
S148-S151.

Twaniuk, A. N., Dean, K. M. and Nelson, J. E.(2005)
Interspecific allometry of the brain and brain
regions in parrots (psittaciformes) : comparisons
with other birds and primates. Brain, Behav. Evol.
65, 40-59.

Iwaniuk, A. N., Hurd, P. L. and Wylie, D. R. W.

(2006) Comparative morphology of the avian
cerebellum : I. Degree of foliation. Brain, Behav.
Evol. 68, 45-62.

Iwaniuk, A. N., Hurd, P. L. and Wylie, D. R. W.

(2007) Comparative morphology of the avian
cerebellum : II. size of folia. Brain, Behav. Evol. 69,
196-219.

Iwaniuk, A. N. and Nelson, J. E.(2002) Can
endocranial volume be used as an estimate of
brain size in birds? Can. J. Zool. 80, 16-23.

Iwaniuk, A. N., Nelson, J. E., James, H. F. and Olson,
S. L.(2004b) A comparative test of the correlated
evolution of flightlessness and relative brain size
in birds. J. Zool. 263, 317-327.

Iwaniuk, A. N. and Wylie, D. R. W.(2006) The evolution
of stereopsis and the Wulst in caprimulgiform birds :

a comparative analysis. J. Comput. Phys. A 192, 1313-
1326.

Jarvis, E. D., Giintiirkiin, O., Bruce, L., Csillag, A.,
Karten, H., Kuenzel, W., Medina, L., Paxinos, G.,
Perkel, D. J., Shimizu, T., Striedter, G., Wild, J. M.,
Ball, G. F., Dugas-Ford, ]., Durand, S. E., Hough, G.
E. Husband, S., Kubikova, L., Lee, D. W., Mello, C.
V., Powers, A, Siang, C., Smulders, T. V., Wada, K.,
White, S. A., Yamamoto, K., Yu, J., Reiner, A. and
Butler, A. B.(2005) Avian brains and a new
understanding of vertebrate brain evolution. Nar.
Rev. Neurosci. 6, 151-159.

Jerison, H. J.(1955) Brain to body ratios and the
evolution of intelligence. Science 121, 447-449.

Jerison, H. J.(1973) Evolution of the Brain and
Intelligence. Academic Press, New York, pp. 482.

Johnson, J. I., Switzer, R. C. and Kirsch, J. A.
W.(1982a) Phylogeny through brain traits:
Fifteen characters which adumbrate mammalian
genealogy. Brain, Behav. Evol. 20, 72-83.

Johnson, J. I., Switzer, R. C. and Kirsch, J. A.
W.(1982b) Phylogeny through brain traits:
The distribution of categorizing characters in
contemporary mammals. Brain, Behav. Evol. 20, 97-
117.

Johnson, J. I, Kirsch, J. A. W., Reep, R. L. and Switzer,
R. C.(1994) Phylogeny through brain traits:
More characters for the analysis of mammalian
evolution. Brain, Behav. Evol. 43, 319-347.

Johnston, J. B.(1902) An attempt to define the
primitive functional divisions of the central
nervous system. J. Comp. Neurol. 12, 87-106.

Jungers, W., Falsetti, A. B. and Wall, C.(1995)
Shape, relative size, and size-adjustments in
morphometrics. Yerb. Phys. Anthropol. 38, 137-161.

Kawabe, S., Ando, T. and Endo, H.(2014) Enigmatic
affinity in the brain morphology between plotopterids
and penguins, with a comprehensive comparison
among water birds. Zool. J. Linn. Soc. 170, 467-493.

Kawabe, S., Shimokawa, T., Miki, H., Matsuda, S. and
Endo, H.(2013a) Variation in avian brain shape :
relationship with size and orbital shape. J. Anat.
223, 495-508.

Kawabe, S., Shimokawa, T., Miki, H., Okamoto, T.
and Matsuda, S.(2009). A simple and accurate
method for estimating the brain volume of birds :
possible application in paleoneurology. Brain,
Behav. Evol. 74, 295-301.

787



Kawabe, S., Shimokawa, T., Miki, H., Okamoto,
T., Matsuda, S., Itou, T., Koie, H., Kitagawa, M.,
Sakai, T., Hosojima, M. and Endo, H.(2013Db)
Relationship between brain volume and brain
width in mammals and birds. Paleontol. Res. 17,
282-293.

Kirsch, J. A. W.(1983) Phylogeny through brain
traits : Objectives and method. Brain, Behav. Evol.
22, 53-59.

Kirsch, J. A. W. and Johnson, J. 1.(1983) Phylogeny
through brain traits: Trees generated by neural
characters. Brain, Behav. Evol. 22, 60-69.

Kirsch, J. A. W., Johnson, J. I. and Switzer, R. C.

(1983) Phylogeny through brain traits : The
mammalian family tree. Brain, Behav. Evol. 22, 70-
74.

Ksepka, D. T., Balanoff, A. M., Walsh, S., Revan, A.
and Ho, A.(2012) Evolution of the brain and
sensory organs in Sphenisciformes : new data
from the stem penguin Praptenodytes antarcticus .
Zool. J. Linn. Soc. 166, 202-219.

Kulemeyer, C.,, Asbahr, K., Gunz, P., Frahnert, S. and
Bairlein, F.(2009) Functional morphology and
integration of corvid skulls - a 3D geometric
morphometric approach. Front. Zool. 6, 2.

Lieberman, P., Hallgrimsson, B., Liu, W., Parsons, T.
E. and Jamniczky, H. A.(2008) Spatial packing,
cranial base angulation, and craniofacial shape
variation in the mammalian skull : testing a new
model using mice. J. Anat. 212, 720-735.

Luo, Z.-X., Cifelli, R. L. and Kielan-Jaworowska, Z.

(2001a) Dual origin of tribosphenic mammals.
Nature 409, 53-57.

Luo, Z-X., Crompton, A. W. and Sun, A.-L.(2001b) A
new mammaliaform from the early Jurassic and
evolution of mammalian characteristics. Science
292, 1535-1540.

Luo, Z-X., Ji, Q., Wible, J. R. and Yuan, C.-X.(2003)
An early Cretaceous tribosphenic mammal and
metatherian evolution. Science 302, 1934-1940.

Luo, Z.-X., Kielan-Jaworowska, Z. and Cifelli, R. L.

(2002) In quest for a phylogeny of Mesozoic
mammals. Acta. Palaeontol. Pol. 47, 1-78.

Luo, Z.-X. and Wible, J. R.(2005) A late Jurassic
digging mammal and early mammalian diversity.
Science 308, 103-107.

Macrini, T. E., Rowe, T. and VandeBerg, J. L.

(2007) Cranial endocasts from a growth series of

Monodelphis domestica (Didelphidae, Marsupialia) :
a study of individual and ontogenetic variation. J.
Morphol . 268, 844-865.

Martin, R. D.(1990) Primates Origins and Evolution : A
Phylogenetic Reconstruction . Princeton University
Press, New Jersey, pp. 828.

Marugédn-Lobén, J.(2010) Combining shape data
and traditional measurements with the 2B-
PLS: testing the covariation between avian
brain size and cranial shape variation as an
example. In: Elewa AMT (ed) Morphometrics for
Nonmorphometricians. Springer, Berlin, 179-190.

Marugén-Lobén, J. and Buscalioni, A.(2006) Avian
skull morphological evolution : exploring exo- and
endo-cranial covariation with two-block partial
least squares. Zoology (Jena) 109, 217-230.

Marugén-Lobén, J. and Buscalioni, A.(2009) New
insight on the anatomy and architecture of the
avian neurocranium. Anat. Rec. 292, 364-370.

Northcutt, R. G.(1984) Evolution of the vertebrate
central nervous system : Patterns and processes.
Am. Zool. 24, 701-716.

Northcutt, R. G.(1985) The brain and sense organs
of the earliest vertebrates : Reconstruction of a
morphotype. In: Foreman RE, Gorbman A, Dodd
JM, Olsson R (eds) Evolutionary Biology of
Primitive Fishes. Plenum, New York, 81-112.

Olson, S. L. and Hasegawa, Y.(1985) A femur of
Plotopterum from the early middle Miocene of
Japan (Pelecaniformes: Plotopteridae). Bull. Nats.
Sci. Mus. Tokyo Ser. C 11, 137-140.

Olson, S. L. and Hasegawa, Y.(1996) A new genus
and two new species of gigantic Plotopteridae
from Japan (Aves: Pelecaniformes). J. Vertebr.
Paleontol . 16, 742-751.

Portmann, A.(1946) Etudes sur la cérébralisation
chez les oiseaux. I. Alauda 14, 2-20.

Portmann, A.(1947a) Etude sur la cérébralisation
chez les oiseaux. II. Les indices intracérébraux.
Alauda 15, 1-15.

Portmann, A.(1947b) Etude sur la cérébralisation
chez les oiseaux. III. Cérébralisation et mode
ontogénétique. Alauda 15, 161-171.

Pradel, A., Langer, M., Maisey, J. G., Geffard-
Kuriyama, D., Cloetens, P., Janvier, P. and
Tafforeau, P.(2009) Skull and brain of a 300-
million-year-old chimaeroid fish revealed by
synchrotron holotomography. P. Natl. Acad. Sci.

797



USA 106, 5224-5228.

Rehkimper, G. and Zilles, K.(1991) Parallel evolution
in mammalian and avian brains : comparative
cytoarchitectonic and cytochemical analysis. Cell
Tissue Res. 263, 3-28.

Reiner, A. D., Perkel, J., Bruce, L., Butler, A.,
Csillag, A., Kuenzel, W., Medina, L., Paxinos, G.,
Shimizu, T., Striedter, G., Wild, M., Ball, G. F.,
Durand, S., Giintiirkiin, O., Lee, D. W., Mello, C. V.,
Powers, A., White, S. A., Hough, G., Kubikova, L.,
Smulders, T. V., Wada, K., Dugas-Ford, J.,
Husband, S., Yamamoto, K., Yu, J., Siang, C. and
Jarvis, E. D.(2004) Revised nomenclature for
avian telencephalon and some related brainstem
nuclei. J. Comp. Neurol. 473, 377-414.

Rohlf, F. J. and Corti, M.(2000) The use of two-block
partial least-squares to study covariation in shape.
Syst. Biol. 49, 740-753.

Rohlf, F. J. and Slice, D.(1990) Extensions of the
Procrustes method for the optimal superimposition
of landmarks. Syst. Zool. 29, 40-59.

Rowe, T.(1988) Definition, diagnosis, and origin of
Mammalia. J. Vertebr. Paleontol. 8, 241-264.

Sakurai, K., Kimura, M. and Katoh, T.(2008) A new
penguin - like ( pelecaniformes : Plotopteridae )
from the Late Oligocene Tokoro Formation,
northeastern Hokkaido, Japan. Oryctos 7, 83-94.

Sampson, S. D. and Witmer, L. M.(2007) Craniofacial
anatomy of Majungasaurus crenatissimus (Theropoda:
Abelisauridae) from the Late Cretaceous of
Madagascar. Society of Vertebrate Paleontology
Memoir 8. J. Vertebr. Paleontol. 27 (Suppl. 2), 32-
102.

Saveliev, S. V. and Alifanov, V. R.(2007) A new
study of the brain of the predatory dinosaur
Tarbosaurus bataar (Theropoda, Tyrannosauridae).
Paleontol. J. 41, 281-289.

Striedter, G. (2005) Principles of brain evolution .

Sinauer Associates, Sunderland, pp436.

Thomas, R. J., Székely, T., Powell, R. F. and Cuthill, I.
C.(2006) Eye size, foraging methods and the
timing of foraging in shorebirds. Funct. Ecol. 20,
157-165.

Walsh, S. A. W. and Knoll, M. A.(2011) Directions in
palaeoneurology. Spec. Pap. Palaeontol. 86, 262-279.
Walsh, S. A. and Milner, A. C.(2011) Evolution of
the avian brain and senses. In: Dyke G, Kaiser G
(eds) Living Dinodaurs. John Wiley & Sons Ltd,

Oxford, 282-305.

Walsh, S. A., Iwaniuk, A. N., Knoll, M. A., Bourdeon,
E., Barrette, P. M., Milner, A. C., Nudds, R. L.,
Abel., R. L. and Sterpaio, P. D.(2013) Avian
cerebellar floccular fossa size is not a proxy for
flying ability in birds. Plos One 8, e67176.

Witmer, L. M. and Ridgely, R. C.(2008) The paranasal
air sinuses of predatory and armored dinosaurs
(Archosauria : Theropoda and Ankylosauria)
and their contribution to cephalic architecture.

Anat. Rec. 291, 1362-1388.

Witmer, L. M. and Ridgely, C. R.(2009) New insights
into the brain, braincase, and ear region of
tyrannosaurs (Dinosauria, Theropoda), with
implications for sensory organization and behavior.
Anat. Rec. 292, 1266-1296.

Witmer, L. M., Chatterjee, S., Franzosa, J. and Rowe,
T.(2003) Neuroanatomy of flying reptiles and
implications for flight, posture and behavior. Nature
425, 950-953.

Witmer, L. M., Ridgely, R. C., Dufeau, D. L. and
Semones, M. C.(2008) Using CT to peer into the
past : 3D visualization of the brain and ear regions
of birds, crocodiles, and nonavian dinosaurs. In :
Endo H, Frey R (eds) Anatomical Imaging :
Towards a New Morphology. Springer-Verlag, Tokyo,
67-87.



