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Morphospace: a tool for the analysis of diversity in biological form

Takao Ubukata

Department of Biology and Geosciences, Shizuoka University, 836 Oya, Shizuoka 422-8529 (sbtubuk @ipc.shizuoka.ac.jp)

Abstract. Morphospaces are geometric spaces in which a particular organic form can be plotted with reference
axes chosen to represent morphological parameters. The amount of the morphospace occupied by a taxonomic
group provides a reliable assessment of morphological diversity of the group. Two types of parametric morphospaces
have seen applications to analyses of morphological variation within a body plan; theoretical and empirical.
Theoretical morphospaces are constructed on the basis of parameters of a geometric model of form which are
a priori defined without the organisms being studied. The theoretical morphospaces have been used to document
the range of actual forms of organisms as a subset of the forms that are theoretically possible but may be
nonexistent. Empirical morphospaces, on the other hand, are produced with actual measurement data typically
using such ordination techniques as principal components analysis and canonical variates analysis.
structure lacking simple geometry such as coiling or branching can be accommodated in an empirical morphospace.
The morphospace concept has been extended to include discrete categories based on qualitative characters. The
entire set of the combinations of the characters defines a hyperspace which is depicted as a table or tree. This

A complex

type of morphospace, or design space, is applicable to a broad range of taxa with distinct body plans. There may
be a great utility in morphospace for developing comprehensive collections on morphological information such

as morphological databases.
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SH, EMEEHEORTRFIEL L TH o L bHETIAL
BAINTWA0IF, HELICE SIS FETHAS. Th
i, ENRTELDF A TRRD LB DI L > TEHHEM
ZIHET 5 HETHY, EFICESSHEESHEMEL IS L
THREBE NI LMD —FRETH D, 28 - FibE WD
T et 2T, WHEICET 2 ZmmIeE# 2 L 20
DOHRF~ERHSETLE S OT, HEROBRKRICET 2 EH
i, TERD D VIIEBELENZ B 252, LLnb,
Z < OWEIC L - THRBMIND EMSEER, ERED
FEACEHICH LMABRDEORREL L TEYHERE
bYDTHD. %5 LIRS AR 2 2 otiITilk 5 oo
DY — VBRI T HHRBZEM TH 5.

bLEYOIIEER, WEEARET DX OPOEROMA
bRt ko THRT DI, FEHEOMEE ZTHZhhicE
D, ZOHICE~A OFERRZME DT MO 2 L iRz
] (morphospace) & V9 (Savazzi, 1999). KE4 72fEdH 5
W ER &2 Z OFFREZERINIC T e v N FHUE, FOARE
FDEDAEYTBITDHENEZHEEEZRL TV EHRD D
ENRTE LS., FORZESTNEOFDIMHE « 5 EEESI
REE - B R LIk o T E->TWVB X 51T, 5
EYOREZEMPTO “9M7 1, HREAYZERS (functional

e

demand) % AEMHIK (developmental constraint) 7 £ IT
ToTHESNS., Lo T, WEZERTP ToHAm/S
B =V ERRD T EIT X o T, YT RE OREBE OB R R
B B VITRHAIRSTIED, D AEH ol D X 5 s
WEBEBZ T ODEWET S LN TE D, /MNa T, 4
2B A T ORHEZE & W TR BIRFSE 2 5B L7235, “D
b DRI 1ITFEDI< HIZ AR 92 28 5 2.
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LW RE D R BRSO TR B R M I DWW TSR &
FHE L W7 VEERPRET T L E VW, R
ET NV THO DN ERIC L > THRERIICER S LD
FEREZE [ 2 B iR L REZE /T (theoretical morphospace) & FE.5
(McGhee, 1991). HEmZAEZEM ORI, FERT—# &
MEAMRICEEI A ER L THA OEBEAMBESIT oD Z
L XN TW% (Chapman er al, 1996 ; McGhee, 1998).
SV LT, EREEEMOERART MVIEEEL 2N
FERELEARS D2OTHS. HinHEZEMP TCOERED
AR OFENTIX, Raup and Michelson (1965) 1T & - THEST
INT-HFEEE (theoretical morphology) D J7 ERHIE
FE L TEHEAIN, BRI Ot L woT.

Raup (1966) 1%, #k~ 72 B DR DS EARHE AT
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TELHZLICERAL, AROZEREE T % 3 DOBFEN
EHTEL, TNOOEKTEHRE SN DS 3 KITZEMNITH
ANARABMOIIREMIBESIT -, # LT, HHHEET
NELTHiIKZLDOTEDLHED YD, 2<DLORHERK
FRICEEL RN L L, BHL KA R EOHEREICE
ReZEMh o 5D 2N R R D 2 L AR L TaE T,
Raup 1%, B L ICABEBOSMEIME>TND I L
Z, PBRICRBWTROBE XD 2 HEIL, —HhHAICE
WTRZDOBEHE TR SOICEHANRE N LN 55
Iz, HEREREER R BLE O OHAL L5 & LTk,

Raupid 2 X 9 i, BEREHEZEM 2 “BEmnYICEZEFTEE
SHED AR "V LEZTe. LILERL, BHTS

R
2]

ASIA
EFEFADELNITES LIz “227 MV 3SRERS.
5 21X, Schindel (1990) i, Raup (1966) D E 7 /L %{£
PICH R LEET VICE S HRZEMICEBROEREZ S
oy hL, FREZERHICE® 5 EFRED DA OEE )
Raup (1966) DENLI D b RELSRBZ L EZR LT, ETz,
Ubukata (2002) /¥, “HEDOMKEICOWT, Z&alEoHE
JED R LB DILEROENNT v AT L > THREED
FEHF R E MR ET IV EE 2, BRONHEIEE
DHFRIJANT MV, BOES - BOE S 7 - SAEEEHR
RITAE T D ALE O 3 WA & 72 B IR ZE TR o dhi ki
B30T, 2L T, EBRO KA ORBIEESE O EICH
S XS IIELS AL, BRI MADIFE A EDOES
EEOTWDLILERLE., ZOETMIEYAENRZ X
5 IR EORIRIE, BEROBTEN R ERM 2 I F
KERPELTHIRT S, G2, 7H)enve syl
DINVAXVITABBT 2 KA TR, FORERIC
B o I E O R R ER Y — VR EIC L > TH D
BERE->TRY, RFEOERIIZORER Z—1D
b & TSR RE R #FANICIR 5 41TV 5 (Ubukata, 2003c).
P EDFI DT X 912, RaupEFNAD X 5 ICHHi 2% 5
RURRAIME Z24ME L TR S 2 RPN T L b BE
BICRESRTTRE /e D e b D R ML EBH LD L TWB bt
TRV, WY 7Y 7 4 —ICE DIREFED
LR > TWie e LTh, HiRERBZEMIE, HRET VT
Lo THFMICERTEOWEDAXT M2 bbb LTz
YORTET, LI U ORENTERTERFELTRTD
DEFRL R,

T, HRMICHEERTRERIEERO 2T MV, HftiZz
IR EORIKILISMNC b ik~ e iiE Eoflf 2217 5.
ZH R OBIEREEZFICTIIE, FREZERT 0546 & HIEKT
DRI 7R M E LT, “ODOBAWHE THEAND 2 L 3%
o5 (Savazzi, 1987). ZXOE O RBETE S &, #%H
R AEMICER Y ARV IRV T OB A RS
DEBILMTERLIRBEPETH D, HRIERLEDERY
BOoTZKBD I ST 4 7 ZEHL ZLIXFRERTY, Wi
BT “RIER LA EE TS LREDHVERN, T
b, FOXOREREIT “BWENICERTEIRE” T
HoTH “WEINTHEEFRERIZE” LiTnxin., Hig
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1. ZHBIERT 2 ERAREOE I E & BEgpE L ok, £
NENOHEGRIFRE 2/ (RE) , BT (FFED), BT (FE) 0& T Mh D
RicbDrarCa—F— 777 v 7 AT\, FEOH]
O, B E R RIRE T 7RIE 2R, R AR ER B+ 213 L
AR E BT S < e B 08, B RERIBE SIS IR - THil

H nbeZ
Mk 311720, WoHPIZEA LT < 2%, Ubukata (2000a,
2001b) DE T VICHEES L,

FREZEMIY, H< ETHFEMICEHREINDILOROT
OBID L 51T, FONEICHEERICFERFTRE R EE A
LZEBDHD.

b HIE I3 2 B ARZE I TIX, WEIAICHESE TR
BRIGDANRT MBMUOTEDIRBICEEIN L Z b H
5. flziE, KRBT, BEAEREEL 2N
“RERFRER” RED X7 b LI, BEROREEICL KT
L, £ DHAERITVEFHEZ IR R >TNS
(Ubukata, 2000a). Z® X 5 RO AT hIVAKD S
{bix, FAMHKIZRER L, B et b o RTREN: 4 B
<xb L, FlziE, &R oPFIicidHfEREY hIicE-
THEET L HOREBICA LMD, KICEAEIOREN
LOTIE, EDOILHEDBRWHREENRZ V., L2
b, %5 LRI, AdoREEERELZEI I L
TWEETLD Y, ZOBBICOERRXEEELTRE
nnieHs (X1)., LZANB, LVIRERNRSD 55 E DI
FREEEZRFOL O T, WEAICREEFTRRIERED A=
VA3, D DITHEE DRV TSR OEE &R
<EATWS (Ubukata, 2001b). EBZ, WIRF~DOEA
BANEWTHEIL, FXCF20&A TOWEEZEOL D
OHFICEBMICEHEINS, 2FD, 20X A4 TOFENH
WL LTI Z L2k - T, WEAYICRESEFTRE R TERE D R =
MVAEREZER R A VT R L, ZKEICE > THi R
HISDEPELC DR LFRTZ2ZL b TES, 20X
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X 2. Niklas (1997b) I & 2 HE i@ A& 2= [ T C ORI E L it
BAERBRMIOR L X, HREZEMITARO VT HE SN S . %E
IVDOHIZEPN TV DT, DR ITHIST 28O “E
ISEE” R [RITTH, 22 T OIS OBV B IR L, Bt
NVOHFTH S “EIRE” DBV (B D 2 5E 130 ) ~HE 2,
RN TRIGDIE 1Tz E N HE L EBOY I 2 L—va VT, B
FEZERIII LR ITE TR DL S,

[
»

2, BERRIRBZEIMAT TIE, BUEMIICEZEFIRE TE 2 Hiid,
YRR ISR ATRE T RE T > Th, & DHEREICBI 5
RaAT—EFITAHZENTELDOTHS, ZDZ &L, #
BEFRE L B L L AHEODIT 2 ETREARFLETH S,
BRI Ae 22 M & ML O RFFE IR L 7o RERY 72 &
LT, Niklas (& % B EHEE HHEY) O T RE 22 FIRAT 03551 F
54vX 9. Niklas and Kerchner (1984) 1%, BRR{ED 55X
S =, DIEOMBE - IS RO A E - SIEHNE
OO SFFEDOEN AR TRL, IhbDENELR A
BB RIC L S/ 5 Z Lk » THRIFREM 2/ R0t
MEHEILTz, —J7, BIGEICBRLEBEE LT, Xz
TR, BEREO MR EE, BOIHEhE, Bk
OEREMEDAS>EHEL, TNLEERNRIERTRIAL
7z BT, ZERINOZNZFIOENMIZONWTRERZ “HEhits
E” ENO400EOHAE L. £, Kbhofta
R ASBIC L TEMNICYHREDEVEED, Thvk
BLMET e AR T HWISE OftbEWEL~ELT
%, L35, L ULEETIELORTRS “WRE B
WEABEED > A ITIE, ZoN—id “orisEr”
ERIEEZT. £, BET L0V LD b EIRE”
@b L&, “WHOKE” [TEL, ToNL—LTOiE
LidfEil4% (K2). Niklas (1997a) 1%, =% %7445
HFTZoN—NicEILElLEY I 2L — L, ENE
NOFERITONWT RO O A Rb -7z, 22T
BN DI, 7o & AN EBOELOL T Z#HIEI L TH,
Bk 7e “TEIROE” OBMEEA LR Loz b
T2 (Niklas 1997b). Z DFERIRE$5 Z L1, FHE

A

g e

DAY N VEHIRET 2R AR TE SR I IR EL
RWFREETH S,

CZETR, HinREEMOMWED 5 H, YWHENICHD
VMEFEER IR AR RE R IBESRAE L e WINEB 2 5 72 O
LZEVHOMIEERBML TE, 22T, YVEioZ h
b LARWR, EETILEROESTHRNLT L bHEGIIEZE
MIZEEND LIRSV E STz TREZN, E
O TIEX, HOOLEYHEREDONY =— 3 v Ext5

LTI TR, BARRERLPD ZE,
2, 30D RLHRFEZER KT 5 Z LB TED

DTHDH., WILEZIE, HWICHHATELIHREEZE
TIEF BN DN, EFVERRETLBOEE 2T —~IC
BB ENE.

THEOBREA N — o 2iE, AR (commarginal),
IR (radial), MR (divaricate), *ff44k (diagonal),
V3R (V-shaped), #8 B (shagreen), xf.0>FI¥R (anti-
marginal) 72 EREAX RO OBH BN, ENLDIFE AL,
REMR EORA O, Fl-RRAEROMALE, Hiik
AN B OFANLE D 3 DOENER W KBTS
NI L > THBTE % (X3 ;Ubukata and Nakagawa,
2000). &AM, EMICH L THERZT S X 5 icEsx
ORREZ 2T, ZOERBET AV TREES LTHERTZ
EBTERNY, hOMREZ & RCREZNZ, & bic “%
BelR (divergent) BEZI” & L C—fEEND T L BL VD,

AR OB EE 7L T, W Z2[F CHimp Rz I E D

FHZLEIZXTERVWDOTHS, LTAHT, hLMREA
DO5H, VT RRTTAFREFINDWILZNT, 3%
KT DM OMELAMERBRL TRV, oy TO
RN — v EFRRAP R EEZEZDZLLTES
(Hayami and Okamoto, 1986 ; Ubukata, 2000b). L »>L —
T, fEOME &I S I EER AR A D E D
RonzoT, shOMRBEZOFEEZFRK A =X 5 OFF
PRIETZT THATE DL IR THD. WTNITE X,
LRG| B EARIERRZE M ATE ST X 5 L2 AT,
St PPIRICZ O B2 R R 2 H SV L, £ O
RIZOWTOERLZEL, BRDETINVOHBE~LMHNRD
Z i BiZAH.

Tz, HREERZEMIL, 12LALEDHE, SRETHH
WMIEREDOART ML EHLDLLELDOTHD, &AM,
EEOEYITIE, PlebE2RTENEBOEIRELEL
TRELETZHLORDHY, 5 LbDIFEREICHE
SHERBBRZEMICIIEEN R, “BERE” 7oEF
A b D% < Raup (1966) DIREZEMHIZE e DA
HHTHSE. ENEBOBEEP TEEILEZIONDET
NEROWNEEARBEBES AN - THHEIATE LN
(Okamoto, 1988;Ackerly, 1989), #iL 5 ZHimiaZERk]+H
WAL ST 5 2 LI L W, —0F, ENEEEOZE ot
FCHBORAIMEDS R i, KE L & bITERED
50D EMHmPERZEMPICE ST LN TE S, flx
i, ZHAOHHICRON DA 22— D% <3, B
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3. ZHAICRIT 2 HB A& — o 0GR REZERH. B AN, M OIFASHEEF, M) 0%k
U, MOFEANEBIZ Lo THRIND IR S — 0 & F R EERE IR S D300 H
B (FFEABEE fe) & DOFWIT L > TES 415 . Ubukata and Nakagawa (2000) D€ 7 /U #-3
FYVBa—F— 7774 v7 X 3D5IE Ubukata (2000a) DE 7 VI K> THINT
W%, RN 720 1% Monia macroschisma D FH) DG E TRT,

WA 288 oMk ER L, 2HEONEE
D—JEHIY DEID LREIBET DI LITL>THET
XBN, TRHA OMMEICEEN TIIFER TE RAWERER
A NE— U BHRL, FNLIEMO TERICEL., &2
B, ENEHOEEKRE L L bIC—EDEE TELEH,
FOED S EFH EIBET D ENEEIC L - THmP gL
MEHERTD L, EROFELWERD AT MV EIZIEHE
BLTE S (Ubukata, 2003b). F7z, HBMHIEGECREMR
HBNRE =2l EOWNe X — U L HRFEE T LIC
LoThobidM, ERICRONIERDOEZLN, B
B DMEZ BB S VIRBI S LWL
BTE2\V (Ubukata, 1994, 1997a, 1997b). HakZ%I0H
BEOMAIREIE 72 8 D NE — T, B ONER L LiE- T,
REREPPBROTLLHEATRWEERHY 550D T,
HAEHMEPREEZBL T—ETRWEAIEVHINS

RABFHIEREDN & S BT D O BT 2L ERH 5.
ko Xoic, HRFERZERIL, EELRZVLOLED
72T H OFTREME 2 ARABR R AR L L TRBIL 72 H D T
5. LoLans, BHFETIE, #EREET T VICRIT
DN ORE NI ER AR T A TE 2200, L
T o T, EBRANTRITN 2 ERTEREZE W o HEEEEh I A Y
EWRBRR D D &S REEITE. ZhITH LT, AR
i % 5 — A REE D S EBR RO T, FomiE
T EEBOZHEEOD R LA AmEZRKBRL TWD
EHIFFTE D24 5. 20 X5 I L TRITN S TEREZEM 2,
WHITIk % FRFEERTH S,

2RI HE 22 R
EEOFHAMERD > TELHTED

78-1=1
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RW2,
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M4, EARMEME AR Isognomon perna 0 BN ORE LR
W2 < SRR RBZE M. AREBNEEN X & 2 AU — kR 2 (RW1)
LR AR E 2 (RW2) . SR (k) 2 6 DR 21 D RS
TRIL Th 5. IMEOERFEOERND AT T A VifiEic L -
TZEMERDOELZ KD T, Ubukata (2003a) D7 —F 1TH5 <,

LHEREZERIL, FENFEAEZERH (empirical morphospace) &

MEIEA D (McGhee, 1991). HEFGTREZE R A3 M 72 26 (a2
HOFREIE 2 U Iz A EBIC L N TEX RV lckt L ¢,

FNFREMITIE D XS BERICHIBEHEHATE S, ¥
BERIES T, TR DI IEREEN N & DL EE
B X 23 MEDEZEM TR FEEFE LR > TWDHNR
(Reyment ez al., 1984), Z D X 5z L THEEMT NS
OVEJFREZMOREFN TH S, ERDDIFCERELER
DT, T— 4 OEREZRLELSPFATEL X511, 77—
B DOREERRILT D HEICHEER RS Zokbig,
H7 T — 2 BTN 2 7 T FEAEE D & 0 T IR
boTLES LW RIENH DD (McGhee, 1998), Z4
BRNTICITERRE T — & AR T — & 7 Sl A BRFEEO T —
HCHHETE D E WS IWHAERD 5.

IREES — 2 R T — 2 S I HERIFEL R E THL
BREBEO T — &2 [T S\ TERF B2 RN 247 - 72
e b 072 < 72\, Sanders and Work (1997) 1%, FiC
HERICKZZTVE/ A RO D, BRILOIT=T XA
NEI0THE L B RAP D =BT TOT L =T X
BIOEITOWT, TROIME, BEEM, HAEBRORRICET
L210EEEFHPIL, FRASATEIToT2. EORER, 7
vl h=F AL I =T XA NERENLTIIEREZER O R
RBEESAE DS Z L EHALNICL, TAERET VE A
ROMETH D T r b =T AEOEREELOMED, &
ERBIT VR ) A ROIT=T 2 A MEEIT—HREBHL T
iR, L Lans, HEES— 4 LHRpEL
B0 X5 ICR 2FEEOFHT — & O IR D

ELLRRDZILENEL, ThE 2RMAE S TEAFREZE

-0.05

-0.02 0.03

5. 4 %% HAF (Pectinidae) —# H OFREREROFEM 7 — 1 =fif
Hric D < “TRE T REZE [, SEAfE O SF- G RRIc>WT 7 —Y =
IR DTRE TOIHDRER R WD, 2ROBED 5B 22 (HH ¢,
D) B EES¥ic & E ORI 2w 7 — ) =45
X o THERK L 72. Ubukata (2004d) D 57— # 12 #£-5< .

MZBRT20LTLbEYE LIy, £z, KR
FTEBICE S HRFREEM L &Y, BT —20 X5
BRI E S o o7 — Z TSN T2 ERIEEZERI T, A
REFRE BB HBEL TR T2 2B TER.

ZHITH LT, TEOKRMFEMERERRIERTIE, RO
EREFELRELTRADIET, VA X LEHREREITS
LTI T 2 HERD D, ZOHEITE S, MEMEICE
DWTHRE L 7ok S (landmark) DEEFET —X 2 Hie b
FERICOWTHIE L, EEIRD D OGRS BN 2T DOE
FBACHES BAR L BT, ZOELREZRTE GERATZ
A BA%k : Bookstein, 1989) DREBEA LR & L - FE kD
T Ko TEAEAHT 247 S H B AT & W 5 HEETH
% (Bookstein, 1991 ; Rohlf, 1993). Ubukata (2003a) iZ,
ZKAD S bEOREAEORIICEATHETIY 74
R I A #8 (Pterioida) D — RLIERK T 727 B SRATHI R
BHDIMDE I PERFT LI, VI AHA BIZBET
2 G IRICHOWT, B P D5 PIE 72 B ITAER S 2 RE L,
TG OEEICE S M BRI 21T o7 (K4). %
DFER, SREOFERFNE RS B R EHEM TAREIC
IFZERPBED HNARVIEEEVITELL TWAR, DA
7 MNVNTEREIZEN E D EA~ EFERDE T D D h
BRICE > TERRBEZERbProTz, ZHhIT, BRELT
58 TV B FZREZER BRI ITFEM TZAUE EDEWV D 2N
b, A Xk 2 AR O 5 A 5 FE 5 105E 5 BT
borrEZLND,

—%, 4 HOFEBRESETIE, 835 (outline) F—4# I
HOBEMIT LT TWS. H b d 5 L,
FREMCIR © T2 D FERED b MBI Ak L, Tha v —
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VML TT7— ) REEHEAEEL L THWS HIETH
3. @mE A7 —) @b L L TET BT, wmEEo
JROORREEAZEIZEE D < H1ES (Kaesler and Waters, 1972), 7
BV EREICESSHEH 7 — Y =8 (elliptic Fourier
analysis : Kuhl and Giardina, 1982), & & ICI3#mER>#EHRE
¥z HE--< 5 (Haines and Crampton, 2000) 72 EAE 4 7
FERH L, ZnbDHEICL > TEHELI T — ) TRk
BEEE L TEEEMRNT 21TV, R E AR T2 ons
— &M TH B (Glassbun, 1995 ; Crampton and Maxwell,
2000). ZOHFE, T— U TREEEELTNENL D0
ML 725 (Rohlf and Archie, 1984 ; Crampton, 1995).
7 — U ZAREUT I W TR R OFREUZ SRR K E Vo
T, FOEELEEBMBTAFETT DL, RKROFKEICE -
TRINDHEF OEEIPEIRERICH L TR E 2D,
FOAWNIHU 22 EOREERNF E VBRI TLE S BT
5. bolb, TV TAHEEEMLTLES &, #
TR AN M DR K E K725 DT, BEREICEDS/
ARDOEBEZITCTLRDEVIHEHLDY, EHLLNRE
WHNT—HEICE 2720,

—7J5, Lohmann (1983) %, JEIREAE & MEidn s &b 5H&
DOEMRBIEICE S ERA T 2B LL, Tt ok
BLBROBREEROMITICISHAL 2. BERREN
(eigenshape analysis) & FRIZAL5 Z DL, el o EEFE
fPFe L TIRT7— ) = L QEHENTH Y, e R
BH A BTV S (Sampson et al., 1996; MacLeod, 1999).

AREITHI LI ERERBERMIL, X EARICKED
T IZESNTNZELTY, H<E THRRMICERS
NI EMEROGEHZ RTOO LD THY, FAEITH
RATRERTERED AT v EkH BT Z Lt

IR RE 2o R & SR RE 22 R

Al U 72 A IR T, R ORIRBEED el
AR ZFIRTX 2D Ty CEBR 0ITE TIE
BIBIITIZAIBETEAY) . ekt LT, 77— U Zf#Hr T,
7 — ) TR O AESDOEN LT — U TIHAC L THy
BE—BICHRTE 50T, BED7— ) (G 6 Mk

WREZEM Z T 5 2L b TE S, EL, ZOX5 728
PRz, Z<OHE, HENRY 7Y T —IitZL

WABTERE L & E ey, b Ritiuidgkor—Y =
B AL L e 2RO RZER L > TLESEA S, £
T, DR T7 — ) TARE R AR & T 2 R 2R I SRR
DAEYTREIC B PTARBERRZALE DT 2 7201, EHK
LD ZDMBRO T — ) TREKICEIEZ L TID D L
WS HEDH S (Waters, 1977). ZO X 512 L THERR S 1L
T TRBZERE, FERME AR T AVIRERL T X v &S Bk
TIIER L FENEREZERI T2 A, FEAZEh 2 JeBRaic@ S & v
SHmEREMoOMEL b E X TWS (K5). 25117
L OIE, R FREZER L IFIZ S 2 &b B B DS (“hybrid”
morphospace : McGhee, 1998), Z D& ERMEM S L TH

REZE IR IZ & B AW OTERER Z AR DB SE
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X 6 . Thomas et al. (2000) 1T & 2 /3— = ZEMWEED T A 22 E].
TIEED O L 2 DOWEOMAEDEDPERICALNDNE 5D
O — TR LT FIFEGERNICH 0 572 ARG, BRI AT
BERMAGHOREIS2EY © 5 b, 14618 Y 33— = AEWEEIC A
Lhb.

HMTERNDITL L AHREET LS THY, HiE
W ERITZ OHRT TV 0 DA ER S 5 B
Mo R&iEAE S,

Stone (1996) %, DB EHIZIMT a A b)Y —»
ENDXFENALTA (Cerion) OME (FRIZITTER) 1T
HL, 2509 BHMBEZR 1 FEICOWTHIAS 7 v 2
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