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Opponent-colour characteristics of chromatic aftereffects by long-term
adaptation in a higher integrating information process
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Abstract

The interocular transfer of aftereffects caused by long-term chromatic adaptation was measured. A uniform
chromatic adapting field was presented to one eye, and aftereffects of the adaptations were obtained from each eye
by using high-, middle-, and low-contrast test stimuli. Results revealed that all the subjects showed interocular
transfer of chromatic adaptation; this suggests the important role of a higher cortical process in achieving chromatic
adaptation. Further, the adaptation measured in the adapted eye exhibited aftereffects of the same colour as that of
the adaptation stimulus. However, the data measured in the non-adapted eye exhibited not only the same hue as the
adaptation stimuli but also a direction opposite to the adaptation stimuli, suggesting the important roles of the
opponent-colour mechanism. Since the aftereffects of the opponent colour were not obtained in the adapted eye,
these aftereffects might be produced in the higher cortical processing as the visual cortical area V1. These opponent-
colour aftereffects were poorly described using the differences in stimulus contrast.
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1. Fil
BEDMEIEYoung-HelmholtzDIEX fefEiE_E(C
FEITLHRENKR), REKG), FBXABITHRT
HNNREZDHDOIBOMEMICKD, FEETOEZ
HNRETEDETH=EHE, BORAIGHKR/G&, &/F
[CH/BZNMASHEORMBZAND CEICRDET
DBENKRIROTRETH D & T DHering DR BERDESE
DIE2DDERER(ICITONTEZ. OBICEENICK
MNEBEODFEDHAINS EEBIC(Jameson &
Hurvich, 1955, 1956-a, 1956-b, Hurvich &
Jameson, 1955)" 239 LIEYPEFHIIFFE (von
Kries, 1905, Walraven & Bouman, 1966)5 9,
EEZLAE (Svaetichin, 1956, De Valois,
Smith & Kitai, 1958)7® Z&(C, COMmERZHH
BDBREZRESRMRIBES N, £ UTHRLTAIED
SESMNNCINERERDSARIFFFECTIN UEDET
BRMIETILDBEL EEIN, REOBREERORE
EFOTWVD. CNSDEFIVICEDE, AgEUe
BEXICINET HEMIEDME>ZDEEREEEDEF
MICERBRSINDDHD.
FIcBIBERNDZHIRTHDRMEBOELITIKEZELT
ST DESIE, ZORUNEBELD. HETIEW
<ODDMEDBFINTH O, #HEREICIFEHEZED
HFONDABEMEDNREINTULS (De Valois & De
Valois, 1993)?. COREREE UTIFLH#EEICIFRY
BN2EEFT IO ENERIND EEDICME#ENR
[CH2ROBYEDEFAENHERINTDD, JOHEY
BOZRUEDHAREDOEGRELSF> CTBHRICER
EEELCTITTVSHAREE (Neitz, Neitz & Jacobs,
1991)'0 BERETNTLD.
=HAEANDIHDASICKD LR S MEEARB DB
BEDSEFL/(L+M) RN BIBHRNED, SR ELHE
E+MEEARRE DEEERIEFHRD B1ES/ (L+M) I B IEHR
£U%. HAEDERTERZR TS KEMAE
(Svaetichin, 1956)7 WIIEMHRICEWV TR BN
ENEFRINTWVWS T & (Shimbo, Toyoda &
Kondo, 2000)'", B&XtICLDEBDREADE(EHE
MEOREZ(N(LICLADHEBEARECHD I &
(Shepherd, 1999)@ (&, FRBMEZDHDBDREA
DEALD R LIEDWE LD L ANJLICENT, 3T
[CEUTLDTEEMEZRULTVDEEZSBND. N
SRNEBERIE, & O(CHRETHRRO/INHRRONIEZ
R THMAIRRIRIK (Lateral Geniculate Nucleus : LGN)
D/IHRREIC, FIC=HADHIMTHDIEEIERIE

I EME DO ER CLGNOXMEIREICTZ 51
5. MEOL/(L+M) k&g UL MR, S/
(L+M) @Bl DA REB(C DN, BEDEE
BRELCADN T /REEFEEDBEEICK>TLGN
DOBREE CIEEFICERIMESNDEEZDS
NTWan(Chatterjee & Callaway, 2003,
Mullen, Dumoulin & McMahon, 2007)@ %, TN
[CIEEHmD DD (De Valois, Cottaris & Elfar,
2000, Drum & Sternheim, 2005) 159,
RHBIERMEETNDE—RREREFICBWVTIE,
J UL Z R L/ (L+M) KD HIRES (FACTE
[C, FICOZARBERICS/(L+M)BIRESDS S
blue-ONHERIDKROMHRES IFEED4ARE, 2 - 3
&, blue-OFFfREDRVEERESIF4AEICTR
512 (Chatterjee et al., 2003)'®. ZUTV 1D
F5FVe, VIEREHEICHZDVULRREY =4
BEICKDIEESNCHANEFNEO RN EREIC
W BDINEE, IMRIZAWVWEHEICKDIRETINTL
% (Mullen et al., 2007)'9. DO EHDShVALIE
DOEETC2DDORNBIEREFHMAEL, BLOHEDE
BBROBLLOEREREZ TR IT RINEVAICEWNWT
(FUSHTEUSD(Drum et al, 2005)® E&ZX 5N
5. BEBRIUZEOHEBICKD, =Z@BEDOKINZERT
FREBEDANZXAIF=H#EICH D T EHREBEIN
eht, RNezErRT OEYENT —5 (FHEL L
WO BRDUNIVE TORLITEIECIEKNE U SHT
BEMN DD EZRULTWVD.
RENEEBRKRO—DOTHHBIERICBNTIE3
BIEOBRMEN SDEAHICE DV TIRFOEHEREH R H+
SNz, BlEREDERFEMEEDEY ICRZERTY D
EEZAONECED L =#ADENZERE U
von KriesDFR¥HAZEICBIBHETILHBEIN
(Hunt, 1982, Nayatani, Takahama & Sobagaki
1986)17 ', ERBHAZER(CIB)ICLD8EIClS
ERAEDITONTVD. tORBIRKRNDENICEE
UTIE, #AEDEIEICKDEUDBHIBERRAEDORE
[CRDERTDEIBRDRD ICHRBEL NIV TEUDIR
KOS NTWVS. —FH CEBEREGER (Favreau
& Cavanagh, 1984)' PaEfl#EZE AW CERK
(Smith, 1983)2», McCollough %1% (Kaufman,
198120 DX DICHETEUD T EDERINTL
HREFRHHOD, INSEMERASEDRZEERAHER
BDERZEENICRIET 2 T EICKDETINTL
4 (Hajos & Ritter, 1965, Ebenholtz, 1966,
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Favreau & Cavanagh, 1983, 1984)e2 282419
BIERICEVWTEREMEOH LS TaEREEZZ02
BEODVATLCKDEUDCERREINTSD
(Walraven et al., 1966, Shevell, 1979, Shevell
& Wesner, 1989, Pugh, 1976, Pugh & Mollon,
1979)s 25 26.27.28)  EEFITFN7 TO—F - RE
EZHNMEICKD, BRMNDADINCBEHRIEES
N5 5ERDUNIVDESHERSN TS (Neitz,
Carroll & Yamauchi, 2002, Wade & Wandell,
2002)2e. %0 FIEMOMIREEZE NS IN TV
B ENHH(Eisner & Enoch, 1982, Neitz et al,,
2002)%" 20 @lEROERICERXEIZEOESHRE
NCTVWBDHEEZBND.
BIERCBIFTDRNEFHICDWNTIE, B tZE—
FICUTCREDENL DT A MIBZRWVWSZ &ICK
D, IESIRDT A MO REX MEBE(CHKTE U TR
FHEDEHRICEA DT EMHunt, 1950)% v, |BELE
ET A NEEDENEER L AN)LDEWDIC K DB
RICKHBOERDHPELUD T E (Shevell et al.,
1989)20 RN TS . BRIBSIC K DIEIEIER
DAIFEICBSVTRFIENE S RNEHE(De Valois &
Walraven, 1967)%, [Eih&& R (Neitz et al.,
2002)2 OEADERHNRTN TS . CNHDHE
REBALUERKEUTE, Helson-Juddzp®
(Helson, 1938)% BFE(FoNd. ZOMRIZIER
KEZEE UCBHEORAICELNEUDN, &
EEAEETAMBEELEDIY M SR MEVDERIE
BWORREGD, HERKBEBOWVLWITFNHDBRICHITD
RARBINEDEEICEIDEUDIRRTHDIEDHERDS
Ngd. COCEEFBBEROFEST, BEBEBRDEBA
BOERFREBERELO>TVNDCEZRELTND.
AKMFTIFEREDR D (CHREO—BRICRESNS
ERRL, BHEEICOE > THERINHFSNDBIEILR
L (Eisner et al., 1982, Shevell et al., 1989,
Neitz et al., 2002)2" 2529 ZZ ULV CEIRIENEC
ROEDZBELICAELE. CTNICKDBREREED
(CEXBETEUDIELDENS EEZ SNDIEGER
&, BRBREICBITDIBERDHZERIRT HEEZ BN
DIEERBEZHRT D ENAREELDEREL,
EREETE USBIEROFEICDVWTIEET LT,

2. =R
2.1. BN
BIEIRICBVT, BRBETEUDEMDRNEM
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DRESOEEEEDIC, CORNBMENHER DR
REDICERTDDOHERDIY S A NEFTICKD
BHDTHDDDZZASMNCT D .

2.2. H&
2.2.1. #HRE

WBRETORRNBEREICKD, BRIEREZEDS
NIc20m DL M6R2TH olc. ARRIENILY 2+
ESCRID, BaEREDIOCRETHIUREFCD
WCTDFREEHRADDE, SHEDOBFENEHNID S
A TITHnre.

2.22. ¥E

PCTEREIENSDE-4(Nanao FlexScan T561.
1024pixel X 768pixel 120Hz) _EICREEDRREN
o, HBREBOERESEHTEICKI > TUEZBRE SN,
MRERESIBER2MmMOALEASABLSNE. £
CTORERIFIEEANICEHEESN, EBRHMTHONC.

2.2.3. BRI

STMRTOBIEGRE—52/8, 4558, 18-
(Hunt, 1950, Neitz et al., 2002, Eisner et al.,
1982)%2 2930 ZHSE(CFRHERBOBMTONC. 1708
W ORLICIEGBEELER UTCER, ARBREHICH
[FT2REZIEREFEN207E TH D T ENHEFEIN
fe(p<.01).

EOICTFHATICRDARERICH D UCHEREDEL
AEROBORAICERENTVCELRO SN2
(p>.10), FZERHIFIEDEBE SN, FEERIE, £
HHRTEZDLHELEFTHEHLZRE T H52DDHKE
KZAV, MEPREL >TEADLIBELUICEED

R r N 0
Tab.] ERABOEESSUEE
Adaptation stimulus White
Luminance 123 cd/m” 176 cd/m’
'y Chromaticity (w'v') =(0.12,0.56) | (v’ )=(0.19,0.47)
Test Stimuli (Average )
High Contrast Middle Contrast Low Contrast
(Low Luminance) (Middle Luminance) (High Luminance)
Max to Min || 34- 18 cd/m” 49 - 33 cd/m’ 76 - 49 cd/m’
Luminance A B 2 2
(Red to Green) verage 26 cd/m 41 ¢d/m’ 63 cd/m’
Steps 56 steps 56 steps 56 steps
Yellow
(Reference of no perceptible 27 cd/m2 39 cd/m” 63 cd/m”
redness or greenness)
RED (v’ )=(028,048) | (v )=(027,047) | (u'v' )=(027,048)
w'v'Chromaticity | GREEN (u'v')=(0.16,0.50) | (u'v')=(0.16,0.50) | (u’v')=(0.16,0.50)
YELLOW || (u'v')=(022,0.50) | (u'v’')=(0.23,0.50) | (' )=(023,0.50)
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BRPEFTRETDO— 2/ W/ A (Rosenbach's
method : Schiefer, Strasburger & Becker, 2001)%®
[CKD, ELDENREZEFREBDIECRT Z&ICKD
RESNTC. IEIRRIRIF 1 BETHD, FHaEiTICK
hHo>EBaVEIRIRHROSNIZ, CIE19318
EEZEN(0.291, 0.608)DirEN(123cd/m2) HiE
“HLERAE47EXB2E) [CH—(TRRENc. £
BRICAVWCRIBOEESIUEBEZTab. 11IRT .

2.2.4. X NR#

BHHEBORAIEICE, 1976UCS uvEENRELL,
IBEMNERDIEEDT X MIBRIIDBEWLW SN,
CORBFIRA2EDHEETHD, FHETICKIDIE
JEIRNAVAIEEHEMICED K D HEMICEHRIEIREN
EREBHIEDNBESIN, COBESORBTZEEUTE.
REXD UL IERENXE, TOBICHFET DEREIC
KD FHRODOSNICEEBAE TRIBEZETDOEICK
b, INoDOIENFIFHERE CEDFEHNEEEIC
RSN, EROFEICKD, IBRREEE T M
BEICEWNWTCIEEDEE I S X h(Michelson
Contrast) MEUD K DTBES NI, T X MRIBDA
HAMEE (IR EDEHRNEEECRIDEL DY,

CNS3EEADIY RS2 MFRREBICBN TS

DEDEU.

FATRRICBWVT, JERRIEE RNBHEDEMHE
UleT EPRETINTULS (Hunt, 1950, Shevell et
al., 1989, De Valois et al., 1967) %2283 i1 {7
SODERERT(FT R MR E & B ITIERFIBDIEESRL
EHEIETULD. INTldvon KriesDFREAID
SFTRAESNDEPENELD s, EIRICKDIRNE
BMHD=#HEDOREZ(LICER T 2D ERIEE
BRL TV DO RIS D ERTELL. FCIER
RIBOIEEFRERE S L TOREED DI, TN
ZEEESRIEEE, BRREHNELLUTUXRDAIEEME
hpd. T TARMKR TIFZIERICATIT D NEILHE
DIEEZ—TEE LT, TAMIBOEEDHZ31ERE
Z{hS Bz, INITKD, Helson (Helson, 1938) 3
DOREWIBERXET A NBEEDE R LD AZEER T
(FHRBPE IS, HelsonBWed L—A T —ILhE -
- ROSFEREDT A MIHICHEZ T ERELTE.

2.3. RIEITE
2R BUR B E RN RIS DR E RN DIEFEC
B HMABB/REZEIC, INSOEIMDERICERD

MERMBEENES T ERET DESIE, BERIEGRS
Bc & EICIBGER TRIE S N/EFRR I F R M BIE & M@
REBEOmMENESULTHD, FEEDRTAESIN
RS MBIEDHIRESND EWLVDONTULS
(Blake, Overton & Lema, 1981)%®. DI &EH
5, KERICBWCHERRIEMEICHEHEREE SDIICHE
BREOEREBEDIENTDIENEZIBND. €I T
METCEUDIERZDBET /O MR R E A
(haploscopic method) BAAWVSz. RO
UTWEWIEIBRERZRE T 2 &ICkD, ExiEizE
THEUIBRDOHFDMENTTEES 5D . EIRDE, IE
IERRIEFE PR RS CEDENK DELKTED
NeOB, BRICKDEES N, RIRBDELICK
SEREREZRG T DIcsH, ALEALAAL SN .

WREBIRIEERSICEBUTCHAEIDLSER
INDEEDIC, EBICHEDEL DT A MIHZRAEET
DDTIFFEL, FRPEIFEPDMEIG 2R UIEWVER (R
FDRIDBREINc. TNFEBERLMHOBHDFAESE
DERAICEDEEIEWVWDSEBATIUCHD, EREL
BTN DRAEZHIF D ENTFVNKLDBER LT
Toholc.

2.4. FHE

BIEGEIOSHBEDEBDRA ZSDICED, WERE
(F157EULEDEIRIMAEZRE UCDE, B8
RECRREINCT X MR ZEAR 1 20 FDiRG
BHRRSBDRUEVBICHARBUZ. 1280ORAIEICAWV
SNjc, BEDOELDIEEDT X ~MIEETab. 1(C
MIEBDTHD. 12EDREICIEFIEDERZ S £
F - FPERIDEZEN, INSHS VY AITERSIN
Jo. CORAERROFHENZHBREOBIRLRICS
FHEBDRIESIN, BHNEZRET DEROEELS
Niz. COFRTICKRD T A MRIHDZ GO EICE R
L., #EREDRFLOEDRNQTESICTODEDIE/E
IRDDE, slESEERAFRI NIz, TR MIICK
DEMDAER, JBEIEKICKD200BDBRIERN, %
BROFEZTHHDICHD 1 GMEDIERBERBZER D
BlZiTnnic. 1EOBIERNC EISFRERIRDEME
HEH 2EIAIES N, SIEHRENRNRIBZEHRE UICIE
JGIRDIFEFHEDREDE 1 2B TDONC. REXND
B IEERER, BROEARD12BFDOORIEZ
tyyarvelL, INEREEICKIDBED UL
BiEORUE. T3 VORAEICEFNODEZE
U, B 1202EH 51400 BOERIBRIC KD 5%
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DINEEZDHBOVRIESNIE.

3. &R
AIET—4FStockman 5 K DI SN #HEAR
E (Stockman, MaclLeod & Johnson, 1993,
Stockman & Sharpe, 2000)%7 & [ZZEE N,
L/(L+M), S/(L+M)BEEZ E(Macleod &
Boynton, 1979)% O&JEREH#EOL/ (L+M)DED
BOHELSINIC. 6BROWEREDDS, MEREBITH
EEDEEREDLLERII/NETWV(SD<0.006) #HEaE
a, B, v. 0DARDERZFIg. 1-ahSFig. 1-dIC
Y. EEFIENEE(5), fEEEMWE THh, &8
BROREXNDESTHELREORE (N T D NERR &
FEIBIRERDIRNEDHE ZR L TWLD. Y VRILDE
WET X MRBOREIIBEEDEZEREZXRLTHD, Z
NS0T X MAIEIERFIE K D BDEEIMELZD,
MDY SR M(EEERE: RO, 3

0.03

0.01 2 _-3 o B o

the strength of adaptation

0.00 0
0noa Adapted Eye
-0.01 mea —=== Non-Adapted Eye —
om High Contrast
-0.02 e 2 Middle Contrast -
Ss: A A Low Contrast
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cumulative adaptation time (min)

Fig.1-a Subject

0.03 N
kel A
g 0® <o n] a o
o
R e
Ly
£ 0.00 S SR, S Sy S
2 A
£ -0.01
<
< -0.02
Ss: 7
-0.03 x
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cumulative adaptation time (min)

Fig.1-c Subject y

Fig.1 IRRBSEOREIC K DMEERDIZINEDHERE
Fig.1-ap*SFig. 1-dI3RERE C L DERZERT .

SR N(FEENH €0), 53V M SX MIRIEE
R AN)ETED . RIRFIEDIROEIEDHRE, ]
RIEFFIBDERDFENEOHER ZRL TS, I TlE
B & B UBEAmOKMZIERS, REEEDRK
MEEEMLE UL,
REANDIELFFEORBE EDIC, 2WEBREICH
WCHRBPBBRFDRUEVNBDRARENBIEGFIDE
ENSIERREOBESEDW\W eI ENDS, BT
FEBXICHUIERDZRLUTCHD, [BELREORES
EHEERPBES/BIMUIC EPERIN/Z(p<.01).
O EIFFEITHERRR, KERFHICSVLTHIER
FBOEBEPIEE, BRFEZ—EICRTELZETE,
BB DB T 2 IC DN TIBIRERDERMENEN U
el EZERLTWVWD.
IEGRICHWNTCHERELR. v, 0, e, (DEME
[SEEDY MDA MEOERENHFSN(p<.01), FF
JEERDAERBRD O IEWERE L, CICERFONIC

& 8
<

0.01

0.00

n
-0.01 oo == X3

the strength of adaptation

-0.02

-0.03

0 20 40 60 80 100 120 140
cumulative adaptation time (min)

Fig.1-b Subject B

0.03
0.02 B

L - 4
0.01 /A/ )
0.00

o
¥

-0.01 g\*“~ -
=

-0.02

the strength of adaptation

-0.03 . . : ;
0 20 40 60 80 100 120 140

cumulative adaptation time (min)

Fig.1-d Subject &

O EEEIVNSAS - SEETAME, O € PRIV RS - PEETA MR, 2 A SEEIVRFSR
b - EEES X MRIE, CO3BLO,ARKIERMIER, e ALEIRCIROAMERRTHD, RRSIBDRICHITSD, BWIRIFIE
IEERICSEIF 3T M5 A COFIFRIEDRLERZERLTVD. +REHR, —FReE~ORBEOR(LERT .
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(p<.O1)H, IV ESRAMDBRICEKDEMDEIC—E
UfetE@EHongEn ofc. E£BREDIENEGIROA
TERERDS, EIRRDIENEFE OB ICHEWVFEIEMER
DEMEBHEILT ST ENHERINIA(p<01), |
BEICLODZOEMEIEELD, EEO@EMNRENT.
MIEDEPEZLE UCER, BREa L e UNHICH
WTIEIRFIE S T A RRIBOEBEE D> bS5 A MMIEED
5 FIEHR DR EDIEIBREBOENEZ O > fc
(p<.01).

0.025

0.020
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non-adapted eve

0005 b = = s e e e e e o

Ss:a
04000 i L 1 i H
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Fig.2 IBISEREFEIERERICHIT DIEMEDIEREE
Fig.2-ah'5Fig.2-d31EERE C L DERZERT .

FIABROEDCHBOREZSZHEEZAS5ND
SXBEREOBEZRANDCEH, BWEDRHEHE(ICD
WCIERER & SEIBICERDE TR D Z1T o/, €D
R, H#BEa, 6, e, CICBVTHEICHEENLH
SNfeh(a: r=.93, p<.01; &: r=-78, p<.01;
er=72, p<01; ¢: =74, p<01), #E&EER, v
DRERIEIFIEDDHOAREL, HELRHFSNED D
f=(B: =56, p<05; y: =21, p>.10). Fig.2-ap
SFig.2-dF#EaEe2t, HBEDH SNIC4RDBER

0010 F =~ —— = — - — e e e e m - ————
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b
>
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w
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f=n
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o
3
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e
-0.012
Ss: & *
0.016 . L L L i

-0.016 -0.012 -0.008 -0.004 0.000 0.004
adapted eye

Fig.2-d Subject ¢

ZRIFERED 1 2008H UL IF 1400 BDIERIC K BEMEZRLTWVS. JERR, JEIRISEROZEDICEUVERELH SN
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0.021 0.025
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Fig.3 FEDIY M5 MOERICKDIRIIREFFIETERDOEMNE LR

Fig.3-ah' SFig. 3-fl3kERE C L DFERZ KT .

L1 MERSER, W SEBGERDZEMNE, BFLDFREREZRY. IBRRIHEIY FSR MIEZRWCEEEFEESDEBEDH
5nre.
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ToHd.

FIEIERBOATEDRER, SWBREICSBVTHEYE
(FF 2 NRBOEBE Y S MMIKEL, IBIGHEEE
COEBEERE > EBMBVEIY FSR MEEERD
ENE<<EFBEE(p<O)HERN/C. TBICOV NS
A RDEWVICKDERN ERNEBIEDZRRDH SN
fo. Fig.3-ah'oFig 3-fICHRECRDERZRT .

4. ER

BIENE [F—EDBZ Bt & & T=#HFRBDRK
EBINSVABELEL, BORALTDEDDRERTHS
EVWVDONTER. AR TEERIBTODS, MWIRO
BIMDMERICRIES NI, BT K o TTDRERHMRE
ULfcc &g, BORAICHTDRERED—EAMETUL
TBREDIN\S VAR UECEZRTEEZ SN
3. IERRICBWVTIERFEORBICEBEVEME
MBMUECEE, JERATHHRBICHTHERY
AT LDOREMERUIcfchEEZ S5ND. FIZIEE
JISEIROAREDNIRLIFBEOREE EBICEELIZC &
&, BRI ZEZRRRELUTOLEVCEED ST, 3
IESERICK o TAIESNIERE Y X T LDBICHT D
REICEEPELCEZRLTHBD, TNICKDE
BN DOmREEZ DR SNV D . BmED
BEELITULHBIBTDEUD UNIVZERES 2BD
TI>EVD, —ROBIEROMBRICEERFZEZSA D
EVDMEIFINFETICF EAEHFONIFWL. LIZH
D CIERER DI D ZRIBISIRDIER [CREZES X e
ClE, Hfifes SBICHRMESROEREEDEHED
BIERICFELTWS CEZRERLTVS.
FHREROBRDLS, BYERIRTEEEEL SN
DRIBOEE, KES, BINFHEECEKEFIT DI EN
BREINTHD, AERICBVLTH—EMU LDREZ
BOERHANDIERICKD, MR EBICHENDERERY
MENEUD CENREINIZ. KEBHOWEHREICHN
CiRAEERE(C K o TE UTSSRIERIR D E DB
Rz EZRHER UIERRDOZEDERD BAEh o
Z&lE, IBIGIRDERE D R IR ERE & MR EED
WEDRESZRITHLZETERUTHD, DRI
BIBROEEA N ZXLD_EREINF TICHRS
TNCTLS (Blake et al., 1981)%®. KIRICHITD
BHRMEBELE, RHERDOHES FHEREERICED
WHEROZTOLNIL, BRULGN, VIDOKXRERZH
SENBHEEXSND. BIERDERLTHERD—D
THHDZHEI AT A, COBERMEREO—EZ1E

W9 d. CNUTHUZEBRREGEN CERRICSIT
HEROVIEBEEE(F, REBEUNILVZETEEZ SN
THb(Blake & Overton, 1979, O'shea &
Crassini, 1981)44»  ZHN(FMiRMEEREICHDEWN
DNTWVD. FHAHPEBRIEICL>TELLT DA
BOBORZ FRENTRERICKDFEONSENE
RENDEEDIT, TOKEEFRIMEEBICHD N
HEINTULD(Neitz et al., 2002)22, NSO
EDH, AARICHIFDMBHEERES IFRINEZERE
FIEFLIEOEEZRI CEETD.

HIEMHBRIFHICHT DY —ICREEDE
U, FIBGREICRODBRYEBICHENRHFOHNDENE
ABND. —HFTREEEIESEIHOEEZZ T T,
BIRMEENSEONTLSBRICHLUTRRTDE
HEERTN, AERMEREBDOLUANIVICKDEEZSTD
CEDREINTULIS (Shevell et al.,, 1989)2,
Helson-Judd®hED LSS, JEGEDFEERED 3
VRSARIEKOTELDENAZTDESIE, A
WICBIFDIERREE T A MRBE DAERBE L)L
ZICBEVTH, B—RENDIBERICH T D% DF
ZIZETDEEZOND. KERICOWLWTIBITERD
BUMEMEE IV M SANIKDEERES T &
&, CDHelson-Judd#REBEHRDFERDENTH
HEWETED. ESROUIBBIZICHUVNTIFERM
BERREEMREBEOWEIEL TWVcEEZ S5ND
B, B—ODIERRESBLSNcCENDBE Y M
A MDEEFHEREBIECBVNWTEUEBD EHR
TED. —HEERRICBITDHEMDATEZRICIET
DX OEEDEHONT, EEIAV S AMIHUTHR
R Z{EIFERD B NED DI,

FIBRRICHOSND K DIFEFEE, sHRDEDL
HADEYBENEREFEL, TNHEGREZEUS
B5EDHmEL DD EHHB(Neitz et al., 1991)2,
IEIEREICBITDREDEENRRATH D ENEX
5ND. FYPENICE—DREADIERICIDED
EEMIE, SHEREBICHUTHRATBEZRUE. Z
NICHEH ST, Fig2llH5NdEBD L DuER
BBV TIEIRERDIER) & FENBIDERDE IR (AR A
MENfeC &IF, FENERBRDERDONESERDIER TR
ESNDAEEMZRLTVSD. TDTEHS, JEIER
BROAEERFEEZECEACEICEDHEEIN &
WDEDH, IBRERDIERNC K > THARMICEUfc&
EZZA5ND. UDUIBERE FFIRIGER D% ED D E
hREVWCEDL S, BRIEMICKDIEBRERICAE UL
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ik, IERERDRMEIRIERO I D S5 E USHIRENIR
KTEFIFNCEZRLCVDEEZBND.
BENICIER U EICKDIFIBREEDIRRNEE
DREAFBICEALTE, wEBREICLD2BEOBMEICD
Pz, SO BIEIERORENIEIRICK D, FEIER
R CDRREFICH T DRRENENHIIE T T HIEFERRD
EEBIT, BICFIBRERDIREIEITH T DRRENK T
THERINEREL, 6, e DERICENZ. BIE
BERNERDOEDNENTHIEE  (FTEVHNLKD
PRESINTSD, BREBROAERR(Hunt, 1950,
Shevell et al.,, 1989)%2 20 { U < [FFFIEHERDRIE
&R (De Valois et al.,, 1967, Eisner et al.,
1982)3%.30 KDREINTWVD. INHSDHKETIHE
NblERLIceasBaDRENERD ULIETET D
CEDRESNTWVDD, BIER&FFNEERDMm 5 %2
AIE U CHBIRFT T DAMERDR DIFHIEFFHRSEIN
TUVELY,
BHUINBIERESDOR S BENBHIE DR N X
HDZXLDBEETDIRRTHDIEMET DEHIE, ]’
ROANZALZEZDEZTICBRIBEDODANZXLALIC
BT DMEMRIIANVICSEICED. ABDODREXS
ZALCBWVWT, BAREEBIERICIRT U8
BBV TWS EER DI PHREEEL, BIEILD
BAREREKO—AE CHDEEZDESIE, HBEDX
NZALZETIVEUTREITDADNELETHSD.
HARINEENEOR N BRI T D INEDHERD N
MR S ERDVIE TILLBHEIN TS &I,
BIENEOEAZEE RS B DI NETICH DD
W 7ZEEX DRICHRLE TR ZRET CEHNTED.
FFERDOBEEEDREEDHAE L ANILTELTWVND
ERETDHIENTESD. U UELRFILENMREIC
KO, EARODEYEHDR—DEGFICKID TRES
N EREINTVD T E S (Neitz et al.,
2002, Wade et al., 2002)ze 20 MDY E (L=
R(3H <, IERREIEBDEROERNHAEBHENICELD
EFEBZICLKV, ZCTEMFERBRICIENERIDR
TEEN=#HAELUNILLEDERDRTEBIEDRES(C
KDEUTVNBDEEZDHESIE, MELENSREIER
WEBOBFUANIVICBEWCHERSIN TV S RNYBIRE
(Chatterjee & Callaway, 2003)'® D5B5DEDL
NILDBEEICLD DD THDIDOHHEREES 5D .
AR TIECDOR[EFRMDERLL NV 7ZBIRME
EEMmEREEED2 DD UANIVICHEE U TiRETZ1T D
. CCTEE2DDRERZEZERDCENTE, UED

(FRIERIC KD BEBMEBREZED L ANIVICBWVWT RN EK
MHEUCDCENBIEREORENMETL, INHS
ROMmBMHEEICER BN, FRIEOERKESDERE
THIBSIRORNEDREN LR ITHENDDHDTH
5. #ELUNIVTOREZLICEDVWC=#ED/\S
VADSEAURERZEZNEHBNAZITED,
L/(L+M), S/(L+M)DEIBEIERE UTEREEIC
T TEHEINDH, COBRTRICBWVTCEUBSKICIER
UCHIRCEEEE - RNBHEDOESS5DBODETR
NEXERECLEESNDONFBEALCLEO>TELEDE
EZA5ND.

HOIVEDDEERIF, BRORNEBIECBWVNTE
UlcglER DR EEh IEIERRICIRN & T5 D
DTHD. =#HAEICKDIBRERIIESCKD/\1 7
AEFZZ(FENOEXRBIEICET SN, WRMHEE
[CBVWCIERNBRILNDEUSD CEICKDIEIEMERD
DB YEER T HEWVNDIEZTHD.

2DDRERIFVTNHERIEIGEREICS VT, FEIE
IRRICIENE S RNEBOMEFBORIDELDEWVNDIR
RZHIATED. 1 DR CIIRNBINEIIHEIET
FUTWWSTcs, FEREDRMIFRIEICEKEFU,
B E DR DERICIBND CERFRIESND.
—HIE2DEEE TIFREN S DIBERMNANFRBIEX TR
FINBcH, RNBRENRENDSEEASNS. U
e > THRENEERNHBORFMICEESNS LD K
DH, TUAEXBEOETICKDERENKE K
HENTFREINS.

AR CTIFNEERIC K D HIE SNSRI D 2R E
[CHVWTIERRIFHEEaRAEICIRN TS DICH
L. ZEIESIRD 57 O NICRIFHEREICL >TIER
3, BFOMA[ICIENTVNS. CDTEFET1DR
SCITHANRETHSD. WELOREME, IHEHH
RLUANIVICIEWS OMEFZEIC DV TORENH DD
(Neitz et al.,, 1991, De Valois et al., 1993)0®,
CNBIEREICATDIEDNETHD, BORIDE
HABEHYE T B (FEDEAEEDRSIFBD TR
LY. UIehi> TIRELAILICH IS DR E R ESDEE
ENSHOERERZEUSBIERERTHDEEZD
KDOBH, BREREICHITESRNEEZEDETDEEE
[CEERTDEBACANEHTHD. CNICKD, &
MAEDBRIIFEL2DRFHZERELTWVND EBEIRT
T, FICIEMEREFFIENBRDER (CHERENH 5 NI
CENHSB, FIERRICIENSEM ENBRERDIERIC
(FHBEDANZZALDHERELUTWVWD EEZ DT ENT
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T, MRMEEREICHOVTBERLESNIRRE L TE
UBDIRRTHDEEBADCENTESD. IMRIZEBULE
AIERBRICEVTV I D ShVAZX CTEWVHAEINE TR
ADRNBRFCT T DRNEZERT CEHMESNT
WasZE5SHMullen et al., 2007)'», &z
SVINBRNMEESNDBREICSVWTIBELEDOEE
BRSNS ENZFEINTWVD. UEDIED B,
JEERIFIERERICHTDREMETIHIEICKDIE
BB, COBHROAV 1 LIEOESXRDIERE TR
BCEBEINICC EICKDIFBERRICEERINE U
EEZAOND.

AEBRCIFEMEVLEMEICH T HRAHDOEBEDT
S NDEELBEINE. TRRICBVLTERE
B CTOIBRCIEEDFENFL (Timney, Symons &
Wilcox, 1996)4?, HRAFIERRRICBVLWCIEED
VESAREITRMRZEDIENATRENTWLD
(Favreau et al., 1983, Aslin, Blake & Chun,
2002, Chung, Levi & Li, 2006)2+4344 L L=
KERICEWVWTHERMOBEMEEIY h DX MIKEFEL
o fcl &0, VIICBITDDEEE (L DIEYE
WERERD BDEENTEEE(CKL > TEVTAIRE
EHNRESNdZEDMRI DRIERRICKIDIRESTN
TWa(Mullen et al., 2007)'» T&EDS, KDE
HREICHET HERIFEEIY S MDHTIFF
W EREZIBNS.

AERRERNS, SIEROERCEFREREEBIC
MIRMEOEXBEDRESIT DI EHREN, IBRED
BEOREADBIENGEE({LZRET 2DIEERD LA
THBHTENHRTE. BIERDRIBROES Dd*
[CEETDDTHNE, EOmIREFRE P EEEE
IRICRBDENDER, MEFNEIERC KDTEMDINE
FEDRERFMNFET D EEFEZADSL. L
> CHATIRZE (Eisner et al., 1982, Shevell et al.,
1989, Neitz et al., 2002)2" 2829 [C KD IRE TN
EEANELUEERDD, SXBEOESICRIDEU
BRCHDCEDHETE, IBINIRTOAERBRICE
BREEEDHEHST, miRMOERARE CEUKIE
RSN TS EEZ 5N, TUTCBEREIC
BVWTCLEHICDEARMBINEDFTH, BRI
PICFERBRECBITDRNEBMENETST & EHR
Banjc.

Ef
LFERMAZAE B, IWLRARRTLE, RIEERSL
EDTEE(CRHE LU LITFT.
KFE(F2005FENU2006FE L FEMAZE
NEEMFRBREDRNZERZ(TTC.
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