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Model selection of early vision system of Drosophila melanogaster
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Abstract: Several quantitative models of motion-sensitive neurons called lobula plate tangential cells (LPTCs) in the fly visual
system have been proposed: The four-detector (4D), six-detector (6D) models and the two-detector (2D) model. Here, we select
the most suitable model from the above three ones by fitting electrophysiological data of LPTCs in responses to motion stimuli.
We calculated generalization errors(GEs) of the models by cross-validation method. Due to the result of cross-validation and non-
reasonability of the 4D and 6D models fitted to the electrophysiological data, we can select the 2D model.
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BE G D MIROB)E AT D 2 & IR AL
FRORBETH Y, BT L > TUIMMOBW ORI E & D
EHOHIEICKHIETH H[1]. BHROB X BREEESITET R
DIEBLEDOREF & LTELL OBER RSN TEY,
V2T ORGSR LA OB T BAEEAN O & & ik E]
DOFFFIZLHF TR OEHERR S D RO T LVEHRE &
LCHHR SN TWD[L,2]. A ZETeEHE O RIT
FEEAL ORI TR SN TWE DI LT, ~T)
FRER T T 5 AL ORI TRERR STV B [1,2]. £
B S NS RBAOMKRY 2T MITTF ML LT, B
0= EAOTFNEAPIEINTVWS[B]. &I, »
T OMRTANRERITEFHEE ) & OBELER S D & OWMER B
v, BRSO ARNICIHGE L7 B & 3REeE 0 SR N B 5 FIHE
PEAFERE S LTV A 4]

AT HEZ BN ERERE, FTEIRTERGEE~E
BENEBEHRE~EDONDS. T avPa 7T OEFE
PRENIZES | /8 lamina, &5 2 /& medula, %5 3 E® lobula &
lobula plate THERK S5 [1,2]. FRARRENICIZ 2 O F 5
REVXEREEREDEFET D2, 2N 5B Lamina
Monopolar Cells(LMCs) T&% 2% L1 #ifd, L2 Mg HaE Y
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medulla % i#i# L, lobula plate ¥ 721 lobula ~73il3 5 Z &
PHIDILTE Y, A HIE LR, L2 #R#K & PEEN 5 (2]
D 2 DORKKIL lobula plate @ lobula prate tangential
cells(LPTCs) CHE & S5 [1, 2], LPTC (FEh & Hligizxt LT
R e BT S B 21T 2 R TRY, B
B#REa—T 47 LT0DEEZLND([L1,2]. TF, B
FEASHE N3 2 15T (ON i) & B B A3 3 5 il i
(OFF R DM AE ¥ % A= EZBR2NThbh, LPTC &
ALIEE %% ON-OFF #I# - OFF-ON filifia == —> 1t > 7' LT
WABNE D DTERN & DH[5-7].

Reichardt & Hassenstein (% 1956 (2 B O X frENHE ) %
XA OMEEHEST ST LT Y XATET HR ET /L
(X 1A)ZRE L=[1, 7, 8]. HR T /MFHE I T D LPTC
DOFEBMIGE Z LS FRLTWD I EBREREINE, 7).
HAERIZ HR €7 VI T ORE LT 5. £7, AR
TRTWA T ANEFERFMEESE, 1 DB O E
ZEDNO ORFRHIBIE L TR WME S & O E & 5. FIRRIC,
I EFWOMAE DOEDIRIE & HFRIEDE 5 ORE & Y
MHEDEZHNET DKWL TIEZIOT VY A b %
Standard Reichardt Detector unit: SRD === | L IFE5). HR
ETNDO LD IGBIEES & IERITE B O A A F1H RS
2B & BEHEIEE 7 VI correlation-type BT /L & MEXILD .
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D: 2D model
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1. AW TH#E+ % Elementary Motion Detection(EMD)E5 /LK. A: Standard Reichardt Detector(SRD)
2=y b, LLFO 3ET /NI SRD ==y M@ T 5 & L TR, B: SRD == b % 4 DK 4D €7
Jb. C:SRD ==y h% 6 D2 6D E7 /L. D: SRD ==y % 2 2Ff2 2D ET /. £ETAHIZENTM
IIRAE A SUM IINE A2 KT, HPI3NA /XA 7 4 L #(Eq. 1), LPldr—/ 327 ¢ L #(Eq.2). DCZEZ D5k
A 10%IC L CFRICEDEHEMEAGER. g MEFTOMELHMRBIE DL VT S AMEO<=g<=)%77T. KT
ISR A RS, AJIEE % ONHFRIC L 555 (R¥R), OFF FIRIC L5155 (H#) IcolEid 5. B,
C, DD 3ET /I HP ORFEH th, LP OFFES 11, v F T AME gD 3 DDO/RT XA —F &R,

512 SRD == M &HHIFD correlation-type E 7 /L
REINTHWS. ADET/(X IB)IZSRD = + % 4
FH, 6DET/(HIDNL 6D SRD == F&H 5, 2D
EF /(X 1C)ix 2 D SRD ==y &9, 10]. ==
T, 2D EF/LICIL 4D EF L, 6D BTN EREL B D
ERH 5. TNL 4D E£F L, 6D €T LIE ON-OFF i &
OFF-ON HliS a—F ¢ ' 7 STV 53, 2D €T /LI
ENA—T 4 TSN THNRONETHS.

AL, ERROIFEOETT LOHNLET —Z IThiHE
RETNERIRT H. BAEMIIIBEIT 2 Mtk 2 A
XML THRE 2 2L S S mREAIZxd 5 LPTC
NI E T — & (in-vivo) & BT VI &2 i L, £ET
VDN T A — SRR H[11]. AT, 2ZEMAEEIT
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KO FETVOPULBELEHT D, BH L ckiE T A
— 2 LIULREZEIC S L DX KET N OB P& g - BT
T5.

2. Fik
2.1 HEETL
() EETIVIZHET 28E

2D €T /L, 4D T /b, 6D ET/L{E SRD == v k&t
WO & L THEFO(X 1A). SRD 2=y D —/ 27
A VE (LPNTIFBEFIZEE CAHVL LN TV S 1 RiENRZ H
W5[9, 10]. LP OAREREEZ LI TIZRT.

LP()=17 » (1)
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X 2. FATHFZE CHEHA SN -E BRI 1.
AL BLHi

v o« KIFEEY (ie. PD £721% ND)IZ
30 FE/sec TH D, R OERIRRIZ 1M THS.

AFFROEMEL 2 2L —2 3 T INE R RO E B
6 FEDORPLDOREF Z R L TEY, KHIED SNR(Eq. 3)%& /3% /LD EFBIZR L.
27 ey b (FEE M [deg] vs KFEFAl[deg]). B: By ORZERM 7 v v MK H A [deg] vs REfE [sec]). Bl
ZHE E R T % LED 7 U — 13k 4 300 &, ETF+60 EiZ

8Hz D7 L — AL —

A: By E IO

80x16 £/ B/ DRI ERBLTE, & RFEHH
FCBEBISEDZENTE S, HEAEEET 58 ST

ZIT, nliLlP ORERTHS.
ETFNVETHRMEEZAZTHT 2720, 2 TOET L
\ZNA XA 7 ¢ L2 (HP) & B #ERE & (direct connection: DC)
ZAFNCELE TS, ZOWHIERKIZ NN FRA Ry 7T 7 41
2L LUTERT 5. HP b £ BEFEMETHO O TV 1
VGEN R Z IV 5[9, 10]. HP DK% /R

HP(s)=7"- , (2)

::f,mmHP@ﬁmﬁfké.DCin%%@ﬁE@
10% % i S/ 5[9, 11]. KL TIEa—/ "2 7 4 VX DIG
é%ﬁ INANNAT 4V E OIRERBREITIAET L THET
HHETDH. Fiz, fHE(DOTZD, KFETAFDOENA IR
AT ANBEFR—DnwEbb, £2u—/SRA7 ¢ L& L[FE—
DurFoL35.

glXSRD = v F D7 ERHER O FHICEFT DOIRE & I
BEXHB(ZL, 0<=g<=1), ZIUIMRRTF 7T ANE
3912, 13].

B2 —a OIS, BaIK/ETLVE 80x16
D2WITT7 VY v FEICRELEZ. 20720, {FET/LOF
D2 ODWLEE G E72 80x16 D2 WISV v R EICELE
S b (Fig. 2AIn[11]). 7V v REOET VO %G5
L7cb D& EKPRE N E LTRAT 5.

(2) 4D EFIL

Hassenstein » 1% HR €T /LAME S DORKEEZITH Z &1
WC, 5 0E S5 ORE 2 MEREIE CIT 5 OIXREE T
HHZLEEML, AMENREEEZE L CEAD PR
it & 4 DOSRD 2=y "L 5 4D ET LV EREL
72(K 1B) [9, 10]. L7=23-> T, 4D <5 /Li% ON-ON Hil#4,
OFF-OFF #il3#, ON-OFF #i[3#, OFF-ON HI#|ZJt% 95 SRD
2=y hR—OFTOFEET L. 2D 4D T /VIE HR T
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L EREHNCEMTH BH[9,10]. Fexix, 2D TV, 6D E
TNEFMEZEAZ THRER LT 720, £V VT LD
4D ET I ARA T 4 )L L DC A T-.

(3) 6D ETIL

Clark HIZH VT bA A= FHEBRIZEY L1, L2 &%
VT HE 7R A M & o9 & 3R L72[10]. Clark 51 L1, L2
B EZNEN 3D SRD =y FOHHDEFHTH D
L, NTOTEISE MO LT AREE BRI TE
% 6D ETIVEREE LIZ(K 1C)[10]. 6D ET /LI OET
NET A NE—DOEEN R D, BRI R
TN —RAT 4V E D FRIAFET H. DD, €T
NOMNHAD ET N E TR D . FH A1, 4D ET L,
2D BTN EEMFEEAZTHEEZRRT 2720, 4V V)
LD 6D FT /LI DC IR 7.

4) 2D ETML

Eichner 5 (3% & OEAE L7z LPTC BEBNIGNET — 4 )
5 LPTC i% ON-OFF #ilJ% & OFF-ON filii % a—7F 4 > 7/ &
NTHE ST, L1 FREEIL ON-ON HIl D A IE% 3 % ON-ON
FREE, L2 #2 & 1X OFF-OFF #lli D A 1254 % OFF-OFF #%
BThHDHEEEL, 2D EF AL L7=(X 1D)[9, 14]. 4
U YL ? 2D F 5 )L Tld OFF-OFF SR H 1719 5 el d
RO LEVMEN 0 Clx7z <, EOEEFFS. LhL, Fx
IX4D ET )L, 6D ET NN EEMhEE A X THREZ LT 5
7o, TOLEVEL 0 IZHRELE L.

2.2 LPTC [RBHEKEET—4

AWFFEIT Suzuki B OFEATHIFE[11] THRE STV D EE
NISEDOT — 2 T VRIWER L. 207 — 213w
a3 7Y URTOAEMD LPTC EELIGZE %2 whole-cell
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3. BETNDNRG A—FBERBRLEENRFTA—FZTOYIab—yalfl. A D 2DEFNDNRT X —ZERFER, B,
E: 2D EF/NDINT A —ZYEHRFER. C, F: 6D BT /NDINT A —ZYERFER. A, B, C I A 27 4 V2 OFES, #it
A e — 27 ¢ VX OWEESR. D, E, FI3HEEHA 1 > g, fHitdliX MSE. A-FIZHBWT MSE /N CThHo72/3F A —#
BT ARV AZF)TRLEZ. G2DETADOY I 2 b— 3 UREREHR).H: 4D ET VDOV 2 = b—3 3 URERFERR).T: 6D
TADYI 2 b—ra UREREER). G H, T & IR E LT, stripe(X] 2. A)D PD i & &R LI2FED, 25 1 HiED

LPTC BN IEEZ T LTI b D &R LIZ(HR). £7-,

R R 2 7 L —THRAR LTz,

patch clamp {EIZ LV PE L HDOTH S, JIE L7 LPTC
I% Horizontal System(HS)ffaTH V. Yo7V » JVEHHK
(31 kHz, FEBRICHEM LA 7 @k TH 5. AL
T- R AL HS A D B4T J5 W (preference direction, PD)
& JE3E T J5 16 (non-preferred direction, ND)ZHE) < 4 TH 5
GEt 12 f8E, %), ZoTF—ZIEERITL - SN
Lz 8 mLL L, ARF 888 RIDIEEMMER R THD.

AWGENIEEBN T — 2D N T A TNEEE L ST Lo
T, Box T 84 BEHDOBEEN DY > 7V & 157 (12 Rk
x 7 fE1A).

2.3 EhEmiE

Suzuki 578 LPTC BRENIGE T — ¥ & Bfs L =B
L7egh & i 2 X 2 (RT3 50/ 4 X&e4AHnd
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HZLiICkYy, BERIROBEES % 6 M b,
BARIZIE, f o RN L7 LED 7 ) —F o4 s
TADOHN40%E T o F BED ) A AEHBATDH. 2ok
ZFEAT D /A AOFRE % Rl(intensity of the random dot) &
L, BRENTZHDE 7 BILBTOREOE D WREICENY
BTHNTWEERRE, ZOREMNS RIZH<. ZUZxL
T, BRENTZEZ BABRKEWA—IZED Y ToN TV

AIEZOWEICRI 22T . RIOEREE LT, HHW
SN—@DFREMN 1.0 £ LT, RI:0.0,0.2, 0.4, 0.6, 0.8, 1.0 D6
FEZ HW o, & 518, B E IO BER & % & signal-noise
ratio (SNR)IZLL T DO L S ICEFRSND.

_ 1-0.4R;
SNR=10log,, === (3)
X2 DS O_EEIAE R L7 AR R k9™ 5 SNR
4
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2D 4D 6D  #p<0.05

X 4. BT NVBRODORZEREME. MSE(X 3)TE
» 515 AL FA ZE(Generalization Error, GE) D 8Uffi [X] % 7R
T &1L LOOCV 12k~ T, 7E»EEZTTHOT
— 284 VT W ERGE LT, £72, GE O K/NERIZS
VT Wilcoxon £ 51 ZNEM MR E 21T o 7. AEZENH D
Be, TAXYRAZ (R THER LT, WBEE (<, >
HHO GERFEI/NEWNDPERLTNS

T,

BAIZZOBEANY L R CEECEIERMA 7L —2 2
LT 80x16 V7 B/ EHMEY I = L— a3 UHICHERR L,
7Yy FEREICEE LT VI AN L.

24 RIA—LHELETILDRIEER
(1) BBREET—R2EETILHADR Y —LEDHE
EFNOHNTER TCOEERALTH H 720, BREAIG

BT =2 A=V EGDERITITWE Z T E 220,

2 TSR R OBREN)IGE T — % OREEY & T 1
HAOOERREEN BT 2 L5118, ETVHIODORr—1
IR L.

@ JYvyFy—7F

Fex1X 4D ®F N, 6D TF /L, 2D BT ILD/NRT A —H
77Uy R —FTHRELL. BRTHRTA—FF3D
OETFTNTHECTH, ud g ThD. BRI IHIHHAIL, wik
30msec 75 600msec F T, 1 lE 20msec 7>5 1,000msec F
T, glF002510ETTHD. ZNHDOYIalb—s
UAER L RENISE T — & & O T FREE(Mean Square
Error, MSE)4 #HHE L, £ET /N OMEEORE L L.

3) 1 AR ERERILE

AWFRITET VOWALEES I 2RO D T-DIT 1 HR & 5 E
FiGETE(Leave-One-Out Cross-Validation, LOOCV) % F\ 7=,
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LOOCV TiE 84 T nodfns 1 $ 7zl LT

A RNEFIE L, RO A LD, Z OFIEE I

LT MSE Wi/NERDBEFTNDNTA=F %Y v R

P—F TRRT L. ETVOHIET X MBI L D MSE 1

ETNDORMDOEH~OTRFLE R/ EL R DHT-D TN
% AL 3% (Generalization Error, GE)& L, E7 /LD LHE

NOREETD., SHIZIURTAMNI Y IRETHD

Wilcoxon 5§75 Z NEMLIRE 2 AV TROZKET /LD GE

DR/NERZRET D

3. #8

3.0 EREEBERTHWNRSA—2IHE

3A, DIZ2D ET/VD/RT A —HEREREZRT. &K
W8T A—H 1T 1=360ms, ©=260ms, g=0.70 TH 5. i
TG A= B LT & & OB AKX 3G ITRT.

3B, EIZ4D ET VDT A —HEHFEERZ /T, &
X7 A —H L w=120ms, 1=400ms, g=0 TH 5. Hcih/e
RIGA—=B R LTz & & OSSR 2K 3H 1R T.
3C, FIZ 6D ETINDNRT A= EREREZ /T, Ho
NT A—21F u=120ms, ©=400ms, g=0 ThH 5. Ixi/s 3
FA—REHEH LI & OIREFIZ K 31ITRT.

3.2 AERE

LOOCV (2 X W &EF /LD GE Z ik L72(X 4). 2D =5
LD GE ZDOETFT LD E O X REINCHEEI/NS V.
F72, 6DETI/LDGEIZ4D ETLDOHLD LY FHEIT/IHE
U,

4.

LOOCV DFER, 2D EFADRMID 2 SOEF AL LY & H
BIZTULBEA N BN E NG o 7.

SOIHEETNNORE AT A—XIZHERT 5. 4E, F
\RTED, 4D ET /L E 6D ET DT A Vg OHEEEIL
0 CTH5.4DET/VE 6D ETNLDOAHSIEEFRILSRD ==
v b (1A EARBERITE L. 20720, g=0 DL X, 4D
EF )L 6D EF /L ND ~Ej< kD= v /ﬁiﬂ{%l i gy
WA (ADIGE) T2 LN TERV[T]. X 5A 2 g=0
L L7z 6D ET /VDOHED T DRI~ DISEE %~

W2t LT, i3 2 fRisER O RII(1X 2) D36 1E g=0 T

&;07" ELThH, 4DEF /L L 6D EF /L1 ND HilliE~0i#
SRISENTE D, WD, PO 2 D@k 2
X % ON #li#%iz & 1§ = & OFF #li%iZ X 51§ 57 ON-OFF
R & OFF-ON R ~ATJ) S 4. JetRIZE D135 53
i LADIGE L 2505 T H(K 5B).

SFY, KEANTA—ZDAD EF /L 6D EF /L ND
~E < HRO T v DHIRICRE L &0 S BRI R
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‘ g0 spatial direction of movement
- —
’ Jlu_’limc u'u_’limc
4h bh—
left — Lby B_B_)
it — AR AR
&l
_h_) —_—

L

X 5. g=0 & L7=B®D 6D EFNDIEE. AANDDT v
FRMIZXT 2 g=0 & L72IFD 6D T /VOINE (L%
V), g=1 & LT=#ED 6D EF /L (F/$%/V). Big=0 ThH -
T % OFF-ON #8878 ND OfEhligicisE c& s 7103
AN ORI 2 Do LRI 2% OFF filfk & ON
#% % OFF-ON BRIz H- 25 &, ZORPEOFMAFESIZ
£ Y OFF-ON #2359 %, ON-OFF &8 & Rk o1k
MATIRET 5.

EHIAMHEERFOZ ENSMMND. TR LT 2D TV
X g DFGEIEA 0.70 TH 5 721X 3D), [RIAED A HFH) 72
FEKRSEZA L TR,

L7223 o> T, AT T =X IZkbEET
LZETNELT 2D ETAEIFFT S, ZORmITPIENR
HFRITIVT ON-OFF & H - OFF-ON #3845 553/ &\
ZEERBLTND.

5. &
5.1 ZEATRFZRTO 3 BF /LD LLE & 37

Joesch H{X 2D ET AB LV 6D ETF VDA L, L1 &
BELT L2 REABETERIECLIV T2y 7 Liohoo
LPTC MEEBNLIGE & OEM N /e —B & ik L, 2D T7 LN
IV —FF 2 Wi LS).

ZHUTx LT, ARBFZEIX LPTC IEAIGE T — Z (SR
BIULREZE SHEEO® T VA E RN R L2, ST
BTIHET N E T — X ZEMMICHE L TWb 2, #F3E
FHOBBYENA VAL ATREMENR B 5. AFFEITEROT —
ZZx L COERBMR—ENSHAHNICKbES LTS
NEBIRLTWDHED, 20X ) 2BEREHRL TV D,

FERMIZ, Fox 1% Joesch B DYEATHFGE &2 K9 A fiia

&7,

52 L1#2#%& L2 $288% ON-OFF %I - OFF-ON Rl#I<
BET 50

Eichner &% L1 #%#72% ON-ON ¥ CTH Y, L2 RN
OFF-OFF B TH 5 LILEL TWA9]. LavL, KD
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P2 Tl L1 #23K - L2 R OIS E 2 ERIZ I+ 2 2 &
IETERV. RS, A THWZ LPTC IREENISE
F—Z I L1 R, R2REOIEENBEEL TNWED, T
—EZINOWREOHFGEEZ ST D 2R TERNNLTH
L. S%OMEE L CRIERBIER(e.g. GAL4/UAS[15])
EFHOCLIREELIILERE 7 ay 7 LT bEE
WLTeT =2 2T NOIRE L BT D 0NERDHD.
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