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5 DRFUZFEDWT ZODOHMBARE EMAMET VRREI N TS, i
six-detector (6D) € 5 )V, two-detector 2D) €T IV TH 5. AFEILZINS5D
ETNVELTNICRT ZDOOHETHIRT 52 8T, KhhH S U WKHZER
5. T, NTOYMBREROMILOE) & fIBI KT 2 EEMICE T — X
WCEROHERISE R TAETIVERERT S, H Iz, A/ 1 AT BETF VG
BEBFMERT 221240, EFLVOEERAEE L TOMRER iR d
L. ZODHETHONMERIZEEIZ2D ETVELRT S, LEM-T,
AIFFEDFER TN T DOE) & TR IK DO IHHAKBL L ON-ON #%% - OFF-OFF #%
BDAREEDI L EREL TN,

Abstract

Two hypotheses have been proposed about information representation of mo-
tion visual pathways of fly. Corresponding to the hypotheses, two correlation-
type elementary motion detectors have been proposed: the two-detector (2D) and
six-detector (6D) models. This study selects the more plausible hypothesis by
comparing the motion detectors by two following ways. Firstly, we select the
most suitable model by fitting membrane potentials of a cell in fly visual ganglion
in responses to motion stimuli. Secondly, we mathematically verify model per-
formances as motion encoder to analyze the stationary responses of the typical
motion detectors to white noise. The results show that the 2D model is more
plausible. The results suggest that fly’s motion visual pathways have only two

pathways, the ON-ON and OFF-OFF pathways, to detect motion.
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1.1 EZBHRRIVE, TNEHRMITB7ILT) XA

WA R 2L, TEEA L. 2 ORZEEVPNO&EZERAHEICEHLTE
7= [1]. IOBEREDOH TEHRITTAID, £ U TEELRBERUWHFETH 5 [2]. BT 5
WDHFIET, B, BEShLOBFREHREZLEL TWD [2]. KPXEEEHREZ &0 X
DI U TWE D0 ZMRIAT 5720121k, AFO 22 NRIZTL2HEVH S [2]. —
DIFEBGED» SBREZ KT 2 EREZMO LT HETHY, £ —2FWMOHLHEROA
HEBTH S, WHEE & FEENICHN S EHRE AW TS OME Z T 5 HIETH
b, BEXTEFICETIREOERL 5.

PR THEZERIIEFOZDIZH NS, BYDZL IJEFEOYMEDE) & % HH TR
HU, EYIPRMOFERT S [3,4]. X612, BEOHRITIEADEHOEEOMHIZHH
WHi B [3-5]. BIIAROEIE 2 ED I SIZHFEL T WA RIZDOWT, I IR0
NI NTEZ, £7, 1920 FRIZ Wertheimer 51 =DD Ky M2 X HIZ SIS &

BRI E N OBERE I RE 72, WERED TRy bAEIWZ) 3T H 2 2mRU



72 16,7). ZHUIEBES) (apparent motion) &\, B3 M1 HA 72 HshE % R 3 5
LD LU THEHZEDTE ., 51T, 1950 44RIZ Gibson (FHEF D DK R BENE D
LI BRHEETEHNTWEDN%ERT A 7T 1 1)L 70— (optical flow) ZHEZEL 7 [5,8].
FTT 4 AN 78— 3HRAOERDPBET 2RI L FiMERT ML E L TRET S
(K 1.1A) [9]. &7 T+« A 7ua—Z2Eb0 #3123 2 fL Lo Yekkng: 2 v TGO
HETZ L2 MR 2 BB D B [5,8]

YD EERMEITOBIZENTINTVET VT XLIZDVTORBAFIRES
NTWVWs. TOREVHERT) ZMAE (correlation-type elementary motion detector,
correlation-type EMD) T#® % (X 1.1 B) [3,4,10-17]. Z VTSRO EIE % 1t U 7=
HOMBEZEAR T LICL VB AR e S 2 AT 5. HEIRH) S AT
T [3,4,1820] ® h VAR 21] BEDREBAD AL ST, N [22-25], VIE—[26], 7Y
¥ [27], AlH[28,29] 72 &L k7 fE D HHBIBRLE) S MANERD 7V TV AL THEHE ZRAL T
WBEDW|EDRDH L. THUTITINEHE LD ARV RIS NTE D [28], Mz B ik
DEERAT NI ALTHELEZONT WD, X517, FHEIRIE) S MRS G
CHBEHTHDEEZONTED, ThaFk L7z VLSI ORISR H B OIS H 2V
HINTWS [30-34]. 75d, tHERLIS O ROH) AR IC A NS S MAER1H 5.
I Limb 578 1975 fFIZHRIB U 2 EGAEIETH D, FTRIGE O 22 /) A fid & R 2] Bl
DIEIS Z & TH S EHREZ D 119 [10,35,36]. RHOB) S MEIT L TV X LT K
# a3 k5 A D Signal-to-noise ratio (SNR) 2MEWEEAIIMBERLIZ 72 D, SNR 235

AR ARRIZ 72 5 &\ S EEDY Potters H 12 & DIEEINTWS [37]. UL»L, HHEER



B EMRASEATCREROITHNEZHPHTE L2 L2MoNTED, 61T, ARKLD
LHHBIRI O N ESET — X2 KK HBETE 2 Z L 2B, ZORBUIGRE T W
% [10,38,39]. MA T, AERE TIVIZEFMAEDSE D TH 556 1RO EE % P A

BEE WO REAH S [39]. PAEL D, AIFSEIFMHBERE SRR IIEE T 5.

1.2 2aooaoNIOHPEEMRE &8 2R

FATT4ANT70—%2RETE2FIE, D0 T7NLITYXLPEYOMBRIZED X 5125
KINTVWEIDRHINODOH 5.

FIRMHEE LT, BN (neuron) & MHFMMBIERLIZ DWW CHHLIZHAT 5. M
MBI MBR, BRRZERE, B 5725 [40]. MBI MIBENAMC BN A Z S S, S
5 D AT DLW IERF SN BN A BN L TETH O, NAADERLAE DN
ERFEDNS KB Z e 2 Binie vy, REL 25 I e2ERME NS [40]. AR
U IEHISR D SEEH L, MOMILOBRRZEEIZ AL I N2 ERERET DHEH
D, YFTALEEIND [40]. HREMIEE LAY F TRIZEOFEAESIND L &, HlEE
SN AR DAL 2 Pl & & 255 & 2 BN > T AR, BomSE 586G
WIHIVE S F 724G & KR [40]. 2 LT, MM ORS & 2R AE L D SRR & M
U, BEHMmeE - Wrs 5.

v a Y a NI (Drosophila melanogaster) (I FEMBERADHEDE T IVEYTH
% [3,4]. NIDETFNAEYTH D HE TN T OMRERIEA T OMRMILTHER & T

BY, BHEOMHBEMETHK S N FHRIMOMIERIVBBMTHL I L&, HZT



A: optical flow

Rotation of fly Optic Flow Field Optic Flow Field
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delay delay

B 1.1 A7T«AN7u— B ESBRASE A, FEOXFEPEEEL L SICRROE
AR EWZH U254 7T 4 1)V 78— (see Fig. 1in Huston and Krapp (2008) [9]). B, #H
RE AU B = M8 DKM T & % Hassenstein-Reichardt € 7V, ASIEHDRIE% /+ L
7=H M Z AW 28 A%, delay (M55 2 IFHIBE X 5 HE. M XA THE.
a [ ZHIME Y F T AREEOFS R, SUM IFINEER, C, S Ewmgs. ANE
FOREAE (ZZOREE) L2=2MAi (FORE) DIZXvEIE2RET 5. D, &
SHAEBIET VA BICEiE S NS, delay (355 % REFDEE X & % B3,

a4 G W -

o a————a N




BEEM P RIBEL TWE I TH S [3,4,41]. TD8, NI OMHRE(EEE D =R 1) 70 fif
WWHEETH S [3,4]. ZOIIICHMTHLZIZH0hrboT, NTOHEEMBERIZIZOD
2y T =7 PHESERICEWTEMEY & OBLUMLR D D L OWMELDH D, NTERAR
EUMMRIZRRIZE 8 5T% < OO RDBEBEDMIHIZ D h 5 LHiIffE T
% [28,29,42].

NTIZRE)T S HRERIE (B SR 2R U2 &, RO < LI TAEE % [
\J 5 EH) SG (optomotor response) Z RS [3]. T v & ARG & OBAMRAY & < SR X
NTWB., NTIZE SR RRING &, HEPESREZZITED . [MRIZH 5%

HDESHNSE NG5 & 70 D IR ZEE S (K 12A) [3,4]. —D2DH

%

A2 1 lamina, medulla, lobula, lobula plate ® 4 EiZ4 2N TW5 [3,4]. LT,
BUEE) SOt & MHBE 9 2 IREE AL 2 R DMl A3 4 AhRE i N @ lobula plate WIZ B W THE
HaEInTw3b [3,4,43-45]. ZHid Lobula Prate Tangential Cells (LPTCs) £ \»5. LPTC
VB S HBUT U CGERIICHIEEAICE 2175 2 Ao nTED, NTOHEHE DR
HNZ R ERBEZRZLTVWELEEZOSNTWVWS [3,4,46,47]. & 5 LPTC » ik 5
B X HIP D F 1 % T /517 (Preference Direction, PD), £7-, T & Xz @obid 3
Jilal % JE#hr S (Null direction F 7z 1% Non-preference Direction, ND) & K&, i /5
] X2 i 204 U X0 97 ORI D 3 X AV 72 B 60 FEEH D LPTCs ¥R I T\ 3 [3,4,47].
& 512 LPTC DINEIFHEB KIS & DB Z RS, A 77« 7V 70— Ok %z
H{t (coding) LTWVWBELEZLHNTWVWS. TOIRE%MHBEME S HRAGHZOTILITY XL

THETEAZEMRMEINT VWS [3,4]. SHIZHIEL RLVTEDHREEZ > TWA )



DRI NDODOH 5 [3,4,47,48]. HRLENZ/ES 7 4 )L X —1F Mil, Tm3, Tm1, Tm2
ZSEEINTE Y [49], E52NE - 5T 52 EFE X LPTC OBPRZERIZEEZEI N TY

% [3,50,51].

1.3 L1 - L2 RBREICH T DIRERDNIL

NT ORI D 2 IR ERIE L, TNAED XS WEHREREL T
DMCEEHT . FEMREAICIE D0 X EREREREERERH 5 [3,4,53,54].
S O IF lamina (245 % lamina monopolar cell TH 5 L1 ffifid & L2 Mifad Sih % 2
72 L1 R - L2 B2 EiEn s (X 1.2 A). L1 #&#I% medula % @i L, lobula plate
~NE| BB TH D, L2 13X medula, lobula % @i L lobula plate ~E| 3R TH 5.
IS DO DR TIRES 1A 1EHR 1L lobula prate tangential cells (LPTCs) TH& I
% [3,4]. T oIT, WHEI RIS 2 EEHRE (ON HI) & BHENEA 3 20 (OFF #
) DIEF IR I NS HEHIE (ON-ON, ON-OFF, OFF-ON, OFF-OFF @ 4 &,
12B) ZHW/FERIZEL D, ON, OFF OfflAfbt 2ERNITZET 5 2 LS 2T
75 T\W5 [54,55]. F#iZ, ON & OFF O X DA GDLEMEEINT VDS NIZOWTH
O D 5.

F3—2lF, L1 ##&ld ON-ON HIIIZ X 5155 %2 (& L, L2 &i#&ld OFF-OFF Jl#ic &
LEBEMLETDHLEVIRIHITHS (K 1.2C) [52,55]. &5 —2i%, L1 ##IX ON-ON,
OFF-ON, OFF-OFF #ll#%iz & 255 % rE L, L2 f&#&l* ON-ON, ON-OFF, OFF-OFF

HPIZ LB ETZ2EET DL VWSRFHTHS (M 1.2D) [56]. £LT, TNENDGE



B ON-ON (+ 1)
—>

ON-OFF (+-)

-

OFF-ON (- +)

— —

OFF-OFF (- -)

SR s Y
\ d
| i
/ 1s 1s
—»
Lobula Lobula plate

-+ -+

| sum _| | sum |
I+ I+
| SUM |
v

12 WIEEROB) S HRER. A, NTOYIMGEE S (see Figure 1 in Behnia
etal. (2014) [49]). B, BEfEWIZECHEMH S N7z %M1 (see Fig. 2 in Eichner et al.
(2011) [52]). C, L1 ®&#»° ON-ON (+ +) 5%, L2 #&i&» OFF-OFF (--) 3%
ZEET 583, D, L1 %2 ON-ON (++), OFF-OFF (--), OFF-ON (-+) %
%, L2 #%#&H ON-ON (+ +), OFF-OFF (--), ON-OFF (+-) 85 %53 % K.
E, SRD =¥ k% =DF;D Two-detector (2D) EF ). F, SRD 2= b %X DKD
Six-detector (6D) ET ). RETNAHIZEWT M IZEEZ, SUM IZNEE2ES. LP
=27 4 VR —, o ZER. KETIVIRLERSBE2FHD, A% ON filEiz &
5155 (R, OFF flEz L 5535 (H) 20T 5.



IZEED W BT E) S MATE T LM R I T W 5.

1.4 WIITBREFICEDLSEETRAMET IV

1.41 @9 248E : Standard Reichardt Detector 2= k

1.3 i Tl N7 AR B D W 7 AH B BL ) & MUTE 7L 1 Hassenstein-Reichardt (HR) €
TNEHRL7ZHDTHS. HR €7 )X standard Reichardt detector unit (SRD =
M) EBIFEN, IARTOMHBEMBHERMETNVOREALLLEETIVTHS.

SRD 2=y FAANMESDREEE N L7-H AHEZIE T 2O 7L I X L% §iH
35 [11,52,56]. SRD 2=y MDD —NZAT7 4 )V X—, ZDODRRE, —DOOHE
Mok ENS (K 1.1B). SRD 2=y MIXZERPLOLEOSNEFEHT— AT 1
NWR—TBIESE L. TUT, ZOBIEETL S DT DONZERD SIEBIEDE S DM
2D, MR, EBIEEIFBIEDOMAAOEZ AN A EERLOMENS. &EIZZ
NOZODOREDEZNS. 20 E, FHIFEAMITEINS (M1.1B D o). ZHFHE
P> T AREG T T HIEINEY F T AEEDFGEEZRLTWA [19]. 250U 7T, SRD

2=y MIASREDRREIE % 1t U7 A 2 B U, B 1 & X 2T 5.
1.4.2 Two-detector (2D) EFJL

Two-detector (2D) € 7IVIZIEE DO EFEEfig & SRD 1=y b & —DOfflAGbELET
VTH3 (M12E). FFHDSRD 2= X ON-ON Hl#Iz L 2E5%2EEL, 5K
Ji® SRD = % OFF-OFF §lifz & 2155 % {£:#3 5. 2D % 7 )Vid Franceschini 5

1Z& b LPTCs DIREAIGE T — XIZHEDWTIRE X N7 [55]. X 512, Eichner 513 L1



F 73 L2 B A EERIZ ey 2 LT LPTCs DEEM AT — X2 6, L1 - 12

R DOIEHEIEZ 2D EF IV THHTE 3 L FELZ [52].

1.4.3 Six-detector (6D) EFJL

Clark SN T LA A=V v IBEXCITEERIZE D L1 - L2 B IS EME LG R
EMEE RO FIRL, ZTOWE®KBZ 3D SRD 2=y M kb7 uy 7% D% D
six-detector (6D) ET )N Txr U7z (K 12F) [56]. FAED 7w 7 L1 #EIZHEY L
ON-ON, ON-OFF, OFF-OFF fl#iz & {55 %{5# ¢ % SRD 2=y b &HKD. H I
FoTnmy 713 L2 &Y L ON-ON, OFF-ON, OFF-OFF §liiz & 5155 % mET
% SRD = h &2 FD.

FHZ 6D ETIVE 2D ETMICIFREK RRL [N H 5. ThiE, 6D €7 )V iE ON-OFF
Hl# & OFF-ON DB S NGB IZZ DEHRPEENT WS DY, 2D €T IVIEHH

HafbInTnWEnwWZ L Th 5.

1.4.4 Four-detector (4D) EFJL

AWFZE Tl 4 & U T four-detector (4D) EF L% HWS. 8 s, Zhld 2D
EFIE 6D ETILVDFEMENSTH 5.

4D € 7)VIZ Dale DO [57] 2 Z & L THREMIEAN TOR SR H W R 555 D5
Babd 570 Esn BBE2EDK2.1C) [52]. SRD 2=v MIME5 D% H
DS M, Dale DFEIZE D LRENHEWICERAEEOREZMRMEKTITS> Z &

FHEL W, ZD72d, SRD2=v b2 AHABMRIZZDO F FIZF 52 HE—DIESDORED



AEHHET B 4D ETFIUDMER I NTZ [52,56]. 4D EFIVIRPIREFHEHR L, TOREIZMND
DSRD 2=y h2K->THDH, TNZFHN ON-ON #lli%, OFF-OFF ##, ON-OFF #l#,

OFF-ON HIHUZIH%E 9 % [52,56].

1.5 XX DBEH

13fiChRARZL DI, NTOHPBERDMHFEDERIZE S, BSHTREILED K
5 R OER 2 EIN T, EHROKHPIRIESNTWS., ZNSKFIFET IV EOT —
NAT A NVR—TREINLEHEENDHET, ON D55 & OFF Of55%2 XD X 5124
HELNTHZLTWAS.

ARG X D HIE N9 B ARG U T, EEOMHBINE) SRz s 212k
D, IOZUREHEZERTHILTHS.

BARMNZIZEL T D 2 DOFEEZHAWT 3FOET V& HIKT 5.

B1I122D ET), 6D EF), 4D EFILDOHFN ST —RITHRELE TV EERT 5.
iz kv, BEHERREOERKIEZ T — X ~ONBENI N S5FET 5,

B2 BRI S MATE T VDO AE ) A RIS 2 EHEIGE DL - 8% BRI
HU, EEREIZE T AEMEEZET S, Zcky, BIEHERIEOERER
5588 (motion encoder) & U TDMWHREDN 6 HFLKT 5.

ZULT, TNH6D2 DDORZDLBURN oM m 2 e U CTEIRE D2 Y %2 METd
5. DF0, 2D ETAMERIND DR 5, EHRFKIL L LT ON-ON #i% & OFF-OFF

BRBOAZFEOHREMENENZ B0 5. LT, 6D ETIANERINDEIDLRS, Z

10



D 2 FREEIZ A Z T, ON-OFF #% & OFF-ON #i% % £ DAl fetEnREm N2 L 3 h 5.

PAEIZE D, NT ORI RO STiED —bu & B 5 2129 5.

1.6 WX DB

Kim X DMK & B DO E 2R D, KGRXIIE4FETH 5,

% 2 ®3 TLobula Plate Tangential Cell JEEALIGE T — X IZEDK ETIVER] TH
Hxl. FIREUT, NIA-RERFIR, MMEBEEL SE2HAT L. #ReLUT, &
WX T A =R, WITHRIE T A =R EHWZROEETIVOIGEN, * U Tiits%
RY. AT, BETIVONLIREDKR/NERZMREGRE L, 2D €TV OPALGEE 34
DETIVLIDBHBIINEINWI L 2R, e LT, 4D €TV & 6D T T IV ORREN
T A=RIELPTC DT — X P oHEINZH, LPTC ORI LW &h s, 2D
ETNELFTHMERERGS.

B3R THAEER A XX B ETNVISEDOVERMNT] Ths-2 FIRE LT, HE
TEETNVORFNHERL, ¥aL7 Y MNEHOMIIZT L. F2L47 v MERMIIE—
AVIEXFaA LTV FORNIZEMLU CERETITETHD. I o0 Pimkinds Z @l U 72
55 %D S 7-&, Rectified Gaussian distribution 2 EA$ 5. ETVHREORE L L
T, @6 &) T 2EF50ME 2T, Signal-to-fluctuation-noise ratio (SFNR)
ZEATS. AEREULT, METIVOAM ) A XITHT B EEIE D & /% B

WZEH U, SENRIZHE DK Z1TS. #iwe UT, EMENIZZ YR NT A —RTIE

«1 2016 4F 12 B ik £ THE [58].
%2 2017 4E 11 HIZEBRE&EH THE [59].

11



2D ETIANERSI NG Z L ZRT.

48T TR SBORBYE] Thb. ZOETIE, HLELHEIETCOMEL L
B, INSOMENSEINDERERT. AETH S FRBEEHEG L ON-ON Hlgx
OFF-OFF R IRE T 2 HEE7Z 1 2 R D ATREMED @ W & FEs D 1) 5. mkIz, SBDE

LLULT, EOLIBRT—RERETAIRENREZERLTND,

12



Y Pan ~r
2

=

Lobula Plate Tangential Cell B2 & {1
BT —YICED L ETILER

21 EA

L1 R & L2 RO E#ZRE % Eichner 5% 2D € 7))V T, Clark 51 6D € 7 )L CTaihd
U7z, TSI ETILDNRIRA—=RETFT—RAADHEEE %2 T NTNDOEEBRTHEEL 72 [52].
Eichner 52D €7 )V % VS Ml DB G T — RICET VNI A—REZFHTED
B THEEL 72 [52]. T — ZHUED 72D I fib 72 fli#l% ON - OFF fl DM A A HEIC &
% 4 FREOWKBLES OB & FIHKETH 5 (X 1.2 B). {5 Clark 51 6D €TV DZY
PR L1 L2 ROV T LA A=YV T —RIZEORREEL T2 [56]. ETNINT A —
ZIINTOHME ) 1 RIZHT 2ITESE D S HEE L 72 [56].

Z DMz B BT HRAR I DO RMETL DO E T IV 2 HW%E035 5. Joesch 513 L1 #5&
T L2 B2 EETFRECEY 70y 2 LT O VS MO BN IGE T — & % (#
HU, 2D €T & 6D ET )V ZELIKL 72 [60]. 5 H3FEERIZHEH U 725 H1#0% Eichner

SR 4AFEORMTH D, HOIKETIVINE L BEEMIGE & OEMEN—EA 5, 2D

13



ETNVDRENLDEMIZT—XZ2HELTWS & L7z, Leonhardt & (XAHEE L E) & MK
ETFNDZYMEMEET B7-DIZETILDNT A —RFEREZ LT [61]. T IV % HIREG
DT =Kty MW SRR EZRARMT S LS ITHEL, 2D ETIVIFEMERIZ
LPTC BB ISE & —39 5 & Eik L7z [61].

LAL, I0SEITHMEICIEMESRH 5. H—I, HtlTEzHWTERRKIZ 2D
EFIINE 6D ETNEHIRLUZHID W & THB. % 12, Eichner 5 & Joesch & A%
T — ZWUFRHZ M U 72 §132° ON - OFF OflA &L L D W2 & Th b, mifk
(2, Clark 5 OH#EE L728F A= RIITHFREFICHE DI BDTH D, BEMIGEICHED W
T HRATHISE L DXV DK ENWZ & TH B [60].

REL TR DENEBRD, FH 1T, NTIA—XBPEREZEMRILIZEDET LD
PALRE 2 U, YOI E S HREREOEHRERE2 L0 L<HHTETWVWLD0%
ERMIIHMGEET 5. I, ARETHAT 27— XEUSRHI A X 172 SR RIS BE Y
IZZEALL, 2D, A RXEMIUTE D BEFEMAEL D EHTH S, BRIZ, HTLT—
213 LPTC OIREMIGET — X TH D720, [THIGET —XOAZHHLUZGE X D %Y

WAERZGONS.
22 ETFTILDEEMM

ETIVDRSZEBOEFIZIENANAT 2 )L Z— (HP) &fE5DMED 10% % @i
XL EESES (direct connection: DC) 2AWEAICHEIE X T WS (K 2.1). Z DONfiF][A|

BIINY RA MYy 77400 X—L UTHEHAT 5.

14



A 2D model B 6D model
N N

o
+ T- |+

| sum | [ sum [  [suM] [sum]| [sum] [suM] [SuMm] [Sum]
[ [+ [+ E [ I+ B [
| SUM | | SUM |

2.1 F2ECHATAEESHRAET L. A, 2D EF). B, 6DETIL. C, 4D €
TV, Dale DFRHZEE L CTIREI N HR EFNV L RASDOENZ2/ZHEOET L. DC I
E#454 (Direct Connection) 3, ANHIFDORE D 10% 2K 2EF5% FRICIEA
5. HPZNANAT 4 VR —, LPIZE—"RAT7 4 VX —%KT.

15



NANRZAT 4 VE—=ZEMETHOONT WS —IRENRZH WS [52,56]. /N1 3

AT ANR—=DA VINIVARE fu(t) L TN%E T T T AEMU - EZEBB H(s) 2R

ﬁa)-“—wm——ﬂ+50) 2.1
ThS
HG%—1+ms (2.2)

ZIT, i BNANRAT ANV R—DREBTH 5. 6(t) 1% Dirac DT VR TH 5. X

2, ETAVHTHHAINDZT—RAT 4 IVE—DA VIV ARE fi(t) &=ZBE L(s) %

AFIZRT.
fi(t) = -—eXPC——ﬁ) (2.3)
1
L@)=1+ns (2.4)

TIEINANRAT 4 VR —DIFEBTH B, NANA - B—RAT 1)V R —DIEEREEI
EFNTHEE TS, £z, EHEADZD, ETLVHFDOENANRAT 4 IVE—IEFE—D 1,
2EH, TETIVHDOLO—NRAT ANV E—ZE—D 1 2FDL T35 [52,56]. 285D
DT 4V —% et EH LICEET DB 2 B E T EEL U7z [62]. FHXTH 2Rl
VFTAME e F0<a <1 22T (X2.1) [19,52].

R THMAT % 2D €TV EK 2.1 A 12T . Eichner & ® 2D € 7 )L Tlk OFF-OFF
BRI AT B REPBRBROL EWMEREY B TIERL, NEREDOMEZRD [52]. Ly
U, AWZEE 4D €TV, 6D ET Ve &MEE2ZA2 XA THREZ KT 5720, ZOLEW
flxXoizE Ll

AFFETHATS 6D ET NV EM 2.1 BIZRT. METNVERMEZAATHIERT 57

&, DC 2 ATz,

16



AMFETHHET 2 4D ETNVEK 2.1 CITRY. METIVEERGEZZAATHKRT 57
O, NANZT 4 )VXx—2 DC ZMAT=.

Suzuki & DEATHFLIN T DOEIBDOIR Z KM I 7227 1 VR —% ETIVIZEA
LTW3 [63,64]. LU, KETIXZIDEMT7 4 VRX—ZAVER-7-. BERs, Z
DT 4 NVR—DFGBEIREL LN THS (FEH L Suzuki L DL D). MAT, 2z
74 VR—ZEHENRNTRA=RDBGFIET B0, TNE2BEATEHLEEITAREINT A—
RDEA, WFEOARENEEZMAIETLES. 20D, BT LEBETHRVWZEM T «

VR = PRTH IR D, T A — IR HIR L7,
2.3 Lobula Plate Tangential Cell EEIHNE T — 4

AFETId Suzuki A3 S 5 LPTC IREMISED T — X %2 € T IVEFUMEH U 72 [63].
ZOT—=RIF¥a v yav N NTOLKD LPTC BENMSE % whole-cell patch clamp (2
EOMELEDTHS. ¥ 7V Y THERIE 1 kHz TH 5. EERITHM U 72 fEREK
& 7 @R TdH 5. HIE L7z LPTC 1% Horizontal System (HS) Mg TdH 2. ZD—#HDE
BRISMEMAR Z & - FIEA: Z 20z 8 ML E, &t 888 [N 2 M Lz (K 2.1).

Suzuki & DMEMH U 7ZHIEIE LED 7 >~ 7D 5T 5 2 L IZ K D ES N2 IRBLEE OB &
flgcd v, HS MfEDZEL fH (preference direction, PD) & JEiEHf /A (non-preferred
direction, ND) IZBE)§ 5. /1 X, BEAMOENZEHLE T 12 MEOH X 4
WHAHWS N (K2.2). X502 Suzuki SIFHIERIZ A XA MTHZ L2k, BE

FBDOBER X 22 b X E72. BAANIZIE, BEflEzidRd5LED 7 —F D2 &

17



IR=00 Ir=00 IR=00 Ir=0.0 Ir=00 IR= OO
F'"" ik

i

Ii' ii 0 -1

1
0

elevation[deg]

&
—_

3 -150 15
azimuth|deg|

w

|

azimuth[deg]
(=]

time[sec]

@
w)

2mV

azimuth [deg]

time [sec]

¥ 22 ARECTMHAT ST — X OGRS W - IR HK [63]. A, B SHlED%
M7\ y b (FESW [deg] vs AKES [deg]). B, )& HIEOKRZEM 71y bKES
M [deg] vs ¥ [sec]). B EHlz R d 5 LED 7V —F 1344 300°, EF +60° (2
80X 16 ¥ Z7 N DRI A KB TE 5. /R AR EO - IFEHEIY (e PD 72
IEND)IZ8Hz D7 L—ALL—FNTRBEIIELZ LN TE S, HIEAEEET 28 X 1
30°/sec TH Y, FIEROFHGRMIX 1 W THD. FEICEZ L/ 1 A0®E (Ig) %
NV EMIZR Uz, B, 2o idFA— SNR 2RORIONREZRITHS. C, BE
A~ D LPTC REALGEH. TR NVIEINTITRR LB EHE (Ig =0.0), b3
FIVIEZE ORIBUZ 5 LPTC BEAIGE DOH (cf. X 2.4). Z OIREN XD 5 —{Eik
WZDOWCRITEEZN > 726 D TH S, FIEABE L TWEHMEZ 7L —THRR L.
D, BEFMZIZE T BRI LPTC EEAIGE DB, Drosophila © LPTCs TH %
V1-4 Ml DO EEMISEDRLETH O, HHIN7ZHEIE ON - ON flFiTH 5. (see
Fig. 2 in Eichner et al. (2011) [52]).
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VDWW A0% %2 T YV ZLET ) A X2HATE. ZOLEHATL /) A XOME%E Ik
(intensity of the random dot) & U, #IRIN7zd 5 7 IV AL DRIFRDIH 5 \ i 12
DYUTHNTWEIRIE, ZOHEDS Ig 251<. ZHICHLT, ERIWEZEI72LN
EWN—IZHD B TONTWEGEIEXZOHEIZ Ig 27, Ig DEFEHEE LT, HEHW
N—DHEN 1.0 & Lz ZIZ, Ig: 0.0,02,0.4,0.6,08, 1.0 D 6 FEE AW/, X2.2
DENFINVD EFRITAEH U ARG T 2 g 237, Bl Ial—Yarok
DIz, M22 LFAUEKMETANIES (1 7V —LZ21280x 16 ¥ 2 X)) ZHEKL .
ARETIEEEBMT XD NI TIVEH%Z LD, 84 FIEHOEMDY > TV (12 H
St x 7TAK) % ETFIVISE L OHEN&RE UTHTT 5.

PAEIZMAT, B22CITRTEEENMISE T — X IER -7z M ROIGEHSEE U TR
LTWa., ZOMTEANAS I TRELSEEMBNETHS. 2O MF =W DG
BRE—2IZMIELTWA, H 22D IZf—2 0 DRI Y, Z A DHEMIGE DH % 5

3. DX, FERPROR RN ZREEPEEMSEICKRENTNDS

24 ETFTILEIRFE

BEY I 2L —Ya vz, KETEHEETIVE 80X 16 D 2R L7V v K EICHE
U7z, ZUYy REOETIVOHNEEEI L D2 RN HE I E UTEHATS. 5TV
DHINIII T DR TH 5720, BFEEAICET — X L AT — )V & &b 1T L
HEREBETERN., TDRD, KETIX Ig = 0O PD IR RHOBEENIGE T — X D

T & T VD OREEEN =BT 5 K512, ET VDA T =)V 2% L 7-.
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#21 ARBETHEHUAZT—XZ2HELZBOBLAEBRERORTEE. 207 —Xik
TH5 Suzuki SR E L2 DTH S [63]. KROMIRTEETH Y, XORIINT
DIEERFEF I, Ml 1 ZORE Ig ITHI6T 5. RITRHEEGFT 5L 44412745
73, Suzuki 5 X —[EIDRTTFT PD & ND (%9 % LPTC EEA IS % /i 5l L T W
5728, T—XBUFEAITEEDO MG L5,

no.l no.2 no.3 nod4 noS5 no.6 no.7

Ir =0.0 8 4 18 10 12 8
Ir =0.2 4 8 4 14 10 10

Ir =04 8 4 18 14 14 10
Ir =0.6 10 8 7 16 14 14 10
Ir =0.8 12 18 7 26 24 10 12
Ir =1.0 12 6 8 10 10 8 6

4D €T, 6D ETI)N, 2D ETNVDNRIA—=RET Yy P —F CHET L. HHE
TENRIA=RFEIFHEOET N THMTH—NRAT 4 VX — (LP) RE 77, N1
AT 4V & — (HP) RE 7, WIS F T AfMEH o THD. BRI IHFIL, 1, &
30[msec] 7* 5 600[msec] £ T, 1 (% 20[msec] #*5 1,000[msec] £ T, a !X 0.0525 1.0
EFTTHD. ENRNTA—ZTOYIalb—Ya VIEREEEAIGE T — X L DWW 2 Fegd
# (Mean Square Error, MSE) ZEH L, £ETNOT—RXBEEDOREL T 5.
ETINDPNALEES % KD B 72 D12 1 ik & X 2= Mk (Leave-One-Out Cross-Validation,
LOOCV) ZHW2. 2%0, 84 H v TLOH»5 1 Y TVERMOHLT A MFEfl L
U, 0 23l#FEME T2, ZOJFEHICTLTMSE BER/NERDEETINDNT
A=REZV Y RY—FTHRETS. ETNVOHEIL T A ML D MSE 23E T ILOEK
HOHBEBAND TR 2 TikEL L5720, ThE N i (Generalization Error, GE)
LU, ETNVOPMRIDOREL 5.
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A 2D model B 4D model C 6D model

M23 EFNVIGELT—REDEAEDNTA—RKFENE. A, D:2D EFLDIT A —
RERFER, B,E: 2D ET VDN T A — R PERFER, C,F: 6D ETND/NT A — X
HAEH, A, B, C IS N N AT 4 VR —DEEE, AT — AT 4L X —D
RE#. D, E, FI3#EHDY o, #EfliZ MSE. MSE 28/ NTH o728 F A =R BT A
RV AT (¥) TRUT.

25 ETFIREET—F EDEA

23133 EF VD LPTC REMIGE T — X283 % MSE D785 A — X K#ME % 75
T HRT23ETNVE=ZDDNT A —X &2 @ TR D, BERIIZIX LP & HP DREE
T, 7 CHIEIMEY F T A E @ THS. 4D ET I E 6D ETILD MSE D/8T A — R{KIF
PGB > TWS (X23B, C, E, F). 2D €7 )LD MSE D/%F A — Z{KFEMHIZMD =
DY RESELDY, »OEIIC MSE 2MEWEAIIZH S (X 2.3 A, D). ET/1LD MSE
T AZV A (%) TRIND M THR/MEZE -7 (¥ 2.3). BuMElk, 2D €71V T

& 1, = 360[msec], 7; = 260[msec], @ = 0.70 TH Y, 4D €T IV TlE 1, = 120[msec],
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77 = 400[msec], =0 THVH, T LT 6D EFTNTIX 1, = 120[msec], 7, = 400[msec],
a=0 TH-o7-. BZ, AD EFIL L 6D ETNVD Y F T AMEOHEMEMREY R TH - 7= (X
23E, F). ZHUZDOWTIZ 2.7 fiTEET 5.

B 2413 ETVORENTA—XTOHEY I ab—Ya VERTHE. 2D LRI
HS M DILEASE 2 ERTRKR L. M242R5 L, 2D ETNVEHART, 4D €7
L& 6D ET IO ND HIHIZ AT 2 5% 1% HS MildOEEM L HE O —H LRV, Z O

MM DEAD SEE I NAZT — X T RIETH - 7~.
26 BEFTILDNILEE

ETIVOPALRES 2 KT 572D IR AEMGEZ2 T o 72, ZOMEZRK 2.5 1TRT. A=
TIRETIVDOHRERMAGDEIZDONVWT, J V8T A Y v ZHETH S Wilcoxon 15
< E NEALIRE % FA\ T GE D K/NBIfRZ MUE L 72 [65]. 1k & RARGEIZS W TR E
DT —R%ETAMRYPUZTENIZ I THEINDE NI A—XNERL S, T A MFHEHC
EoTNRIA—RDMEMM»EDRREZT 200 EMEND 572D 84 fHD T A h Fifjl
2B BHEE ST A — X DEFRE (BHERA/EYI) 2R 7=,

MRE LT, 2DETILD GE BMUDEFLDED LD HERIT/INES o7z, 3ETIL
DENRT A =X DR TEBRBMPRAL R >7-DIX 4D €TV HP RFEHTH Y, TD

fEl% 8.4% 725 7=.
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PD
mV

2D model

ND

os}

PD
mV

4D model

ND
mV

@

P
me

6D model

ND
e -

time[sec]

24 T=RPOHEINZNATA—REAVWZROETIVIEE. A:2D ETIVOIG
% (FRER). B: 4D T IV DIGE (BkER). C: 6D T IV DS (FkiR). g e LT, [
SMEORIEERR U O, H5ED LPTC IREMIGEZEH L D2 R (B
). IR 7 L —THRR U 7.

27 ETFILDOZYM

AEBTIXETNVERDZDIZ 4D €5, 6D T, 2D EF )NV % LPTC REN IHE
T—RIZBE LU CERMIZHE L. Z U TR ERIFDOREE, 2D €7 IIVDOINALEE ST 134t

DETIVEDVERIZENE S SR EG.

23



GE

1% (<) P=0.0475

I I
%(>) P=0.0481
%(<) P=0.0475 | |

(e]

8 o
© (e]

O
(e]

@)\
T
o O

8 (@)

: §

: :
A
0

2D 6D

4D
Avg=1.50 Avg=1.68 Avg.=1.68
SD=1.69 SD=1.83  SD=1.83

2.5 LPTC BEEAMIGE T — X123 2P1LEE 1. MSE TE® o 01 5 FlAbiEAE
(Generalization Error, GE) DX % /R 7. RETIEREMIFIZ L > T, 7HE» 5
I RTOT—R 84UV T )) #MGEL 2. Avg. ($FE¥ME%, SD TR 2% /R 7.
72, GE OX/NEFRIZDWT Wilcoxon fF 5 EHMNMRE 217> 72, HREADVD 2%
G, TARVAZ (¥) THRARLUZ., BREHET (<, >) 3B 50 GE RAEEIZ/HI W
MeEmRLTWDS
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M 23E, FIZRL7ZESZ, dAD €T L 6D ETIVDYF TAKE a OHEHEIZE D
THotz. UL, BB ESRATET VI o AEBDGEE, ND A& < BKHIEAN D&
DIE GASBIGE) R TERWV. X 2.6 Al a=0 @ 6D € 7 /LH¥ ND HARHEIZ 3T LT
BAIGERETHHH1 2255, L, aB’¥RTHEELATEID ETIV - 6D E
TIVIEERE S 2 ND fIEANEA IS TE S, AETIIHEES I 2L —Y a2 i&D, a
NYBRTHBEGED 4D €T - 6D T )LD ND flEA~ADIEE (K24B FB, C FE)
1Z31Z ON-OFF - OFF-ON @ SRD = MI LW FHETZ I L 2R T 5. ZHiZDW»
T, X 2.6 B T ON-OFF & OFF-ON ® SRD = k2% ND f&fIIIZ iE 3 % @ % fi
KXMNZHAT 5. B U 7 HEFEIR ORI —33 5725, ON-OFF - OFF-ON @ SRD =
= MEZ O &SRR ND HIEIZH L TRETE 5. RS, ZDODHEKT 53—
»* OFF & ON OfZ 5 % ##:4Z ON-OFF - OFF-ON @ SRD 1= h~EX T, I 5
OFF {5 & ON 5 OMENFKEET 206 THS. LT, 4D - 6D EF IO i/
7 A —=RIX LPTC EEMIGE T — 2 %25 LITHEINZIZE b ST, TONRTA—X
TOETIVINE L LPTC OMEIZKT 5.

COFERZITCITETIVERZIT D . RABGEORER, WM LPTC 7 — X IZHi#fk U 7=

LEDAD ETI - 6D ETNDRED LPTC ODWEIZKT 2 Z L ICHHLL T, RETIX
2D EF IV EERT 5,

AR TIE 2D ET )V 6D ET VR EMRNICHIEEL TWA A, AETIHXINS =D
& 4D E T IV F M SIRFHIC Bl 72 € TV & S TSR & 1 e B &M THUE & 7 SR

F—RIZEDODWTEIN U2, #ERBE LT, FEDEITHEe B b8l50 5, Joesch 5 &
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Leonhardt & DEITHFE DSR2 X KT 5.

2.8 Direct Connection ERMEEMGET —F ~NDBEEEIC
5Z58%&

Eichner 5 L1 #8#% & L2 #E& IXRIE D IHEZAL DGR 7Z 1) T AW IHE O EHS %72
EATWD WS RS %L T, MHEIRLE) & MAIE T2 DC EE A NA 7= [52]. DC
BRIIBENICET — R NOHEESEIZED LS R EBEEZTWEE5 5%, 4D EF,
2D €T, 6D ETNADY I al—Y 3 VEERITHIERREZDOIGE IZB W TEKER
ToRERLD (K24, FIERREEDRE). ZOLEDEETILOYIalb—vay
FERIFEREM T — XITHARTHEZFIZNI W, YIalb—=vavidZ )y Ry —FI12&D
HeE I NI HGE RN T A =R E[FHL TfibNZIZE2 b 6T, FETNICEEYIa
L= a URERIZEN SRR Z AN ULAZERDO T — X E2HETETWRWL., 207D, Z
DOHGIIMHBERE T IVICHBELZRFETHZ. 2D LiE 2D ET V2L 72 Eichner
5, 6D EFNEIREL = Clark 5 DHE L TWRWEHEKTH S [52,56,60]. 72721, &K
METHMALZEETNVITIEDC BELRH S (X2.1). DC EHZZHIRT % & HIEEERE
BONSRIEETSHMAS (KAL), T4k DC ERZPHBIRRELDIGEDKE X
EROLDIZEBETHLILERLTWS., LMo T, ZHik Eichner 523215 L 7=
L1 #%8% & L2 MBS ITHIM O HEZ Lo R 721 TR ENHEDOH#RE /- EA TV

EWHREE X FFT AR TH B [52].
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2.9 FTATHR & DLER

2.1 HilZF R U728, 2D EF L 6D ETF IV ERELZ ZDODME I N — T1x %K«
DETFNDNRT A—=R%E{ 2 DEBIERIZHEOVWTHELZ., TD7D, 728 2 LP K
ERDWEENED 2 7NV — T DB THWIZE® > TWb. Eichner 5% 2D €7 )LD LP
EH % 50[msec] 72 & VS MIFEDIRE AL ISE D & HERE U 7= [52]. Clark 5 & LP REEE %
10,000[msec] 72 L FTEIRNE T — X FED W THERE L 7z [56]. Behnia 5 i% medulla ® Mil,
Tml, Tm2, Tm3 fifiins SRD 2= b LP ORREER B2 L #&E L 7= [49]. 20 b
HHIZ X > TN XN D IEEE 13 ~ 18[msec] 72 & %5 L 7z. Leonhardt 5 1% 2D €75
WV HREBRDOT — Xty MINT 2B EMAMREEZ KT 5L ITHEL, ZOET
IEE & LPTC EBAIGE T — X 2 I L ST A — X 22 L7z [61]. T ORE, HRH

BT — 2ty MIRERRERD LP REHA 20 ~ 120[msec] TH 2 L #HEFE L 7z,

o]

s, RETIE2D €ET)LVO LP KEF % 260[msec] TH D, 6D ETNH LT 4D €T
L DRFEEE 400[msec] TH S HEE L (X23). Db, KETD 2D ETILVD LP
R E DO HEEE 1L Eichner 5 & Leonhardt 5 DH#EEMH &L D H KE L, £/ZAETD 6D E
T D LP REBMOHEEIL Clark 5D D& D E/NI W, ZDEWVOEH XA CpiE
DG % G B B W 2 SRR ERLORTIIZEDO S DL RZ > TWE N5 TH
5. Bz, RETEHBEEMISET —X%2F> TS0 LT Clark S I3TEINE T — X
ZHEHLTWS 728, HETENTA—ZDENKE .

LD EDITHEREN T A=RIZIESDENH D, 72770, KETIEETIUNRNTA—-X%
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FATIHZE K 0 & ZRRIRISGE CRE SN2 T — 2 2 AL THE L. NI XA —ZH#EEIC

BT 5#FH (over-fitting) DFIHEMEZ JefTiF%E L D BHIFL 7=.
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A o=0 B

spatial direction of movement

left
right
o=1
0
left ——

2.6 A:a=0 DA T ND AHIZHEIT 2 FRFIEIZNT 5 6D €T IVDIRE (E-
V), a=1 DFBLED 6D ETFIVDIRE (F/83% V). B:a=0 TH > TH OFF-ON #KEEH
ND A ANz 8 < d@ft (h8) Rz a3 5. D0k L 7-#55° OFF Hli X ON #ili %
OFF-ON #1252 2 O T, HIBOMHBELHE L OFF-ON &2 6% 3 5. ON-OFF
R E RO ATIEET 5.
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ER /A4 X B ETIVIHE
DM EEEEHT

3.1 EA

MHERE) ERAE T VOB OB E D/ 5/MAE (coding ability), D% b, ASHBEA
B ENZENNT WD DD IEEF HEIZE T WA DO %2 705 2% € 7 VRGED S
EH U CIHMET %2 Z 227N T\Wa. 9 TI2 HR FIVOIEKIFRIER AT ) 1 st
T 2 BN S T WS [15,19,28,66-72]. LA L, 2D EFILD & 5124
BRmE BAREETIVOIREDOBFNAMIIREINTE ST, BEYIaL—Yay
2 X BMREFHMl D AT T WA [61]. AT, ZhoDRfTHsEIFMEDORE L LTE
WHRIEISE ZHH L TWA., BIEMRMETILVOE EFF 525 (motion encoder) & U T D
TRIVE A Z R L MR S 2 22 DITIZET L DIGEDOWD 5 EEHD S BEAHB. Ly
U, tHEABUE) S MEIBRDIDEDW & T2 256, @MIRE—A Y M Z2HD 5 HEN
H5. FHZ 2D ETIVOIREMNTITER DD R NHELREBDOEIRE—A Y M EELD

BOBENDZT-ONETH 5.
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ARETIHABIER A XIS 205 DO & & BARNTE L U [73,74], €TV
DEEHEH/E UTOWREEZFAMT 5. K2, 2D ETIVOEFEIGE DI L ik &
HE 2B BRINZAGER ) A AOERF L7y bEHAVWS. Zhikd
SETHEETH 572 2D ET NV OILEMEN 2 WREIC U7z, H U 7 i il O E#E S 135K
fEYIalb—varyTHEEd 5. ETIVEROREL LT, o EIHTHFE5OEHAG
(signal-to-fluctuation-noise ratio, SFNR) % #:H 9 % [75]. LT, SENR iZEDZ ¥ D

SO REHBEBRHETHNISEH SRRSO 2 MEET 5.
32 EFIODOBESE

AETRHR TFL L 2D EFL A HET 5. 6D EFL L 4D SV AL T hiE
HR E7 0V ERUAHMIBEBRZFE O LS ITEonTWS72d, HR ET )L 2D ET )V %
b5 2 o CHIBAE S BEEO A LEI DS 2 L ATE 5,

S MR RT3 HR €50 OMAEBATES (M3.1A). 144
TIEBEFB. [ 571 VA= () LRAAD. ZAIE X D A & IR
w5,

xuwzlmmvuﬁzuﬂw 3.1

.mU):/mdﬂfU©IU+Ap4ﬁ (3.2)
0

At BEEDHRZBHANDANSINEESOREZEEZRTEHRETS. ZITIEfF @)D

JBRZzMDZ N, 72720, BEENEIO BN BERIZT L5720, t<0D&E, f()=0
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&9 5. RIZ, —DLRYDOREGPoEONLFETEREINS.

y(t) = xp () I (r+ At) (3.3)
yr(t) = xg(t) I (1) (3.4)

BRBIZw, & wy ODEAZNITTRELEDLDEZ Rygr Z HR ETIVOH 1L T 5.

RHR = W1YL + W2YR (3.5)

ZIZTlEw & w ZIEBEOFERETEHN, TNSEANHEWIERLRLZFS 2RO LI

ETVMREZEL T 5720 2D ET VDM AZEANTET (3.1 B). @iro#Ha
E, DC ENARAT 4 VR =W\l Iz 2D ET NV EMFHT 5. 2D €7V
SRD 2=v b & = DkD. WHMDEETANGES I (1) PPEEREGEZED L(1) & 1-(
) ZhElEnD (Fig. 3.1B) . £D SRD 2= ME I, () & I, (t+At) 20T 5. 4
DSRD 2=y ME (1) & L(r+Ar) ZIET B, x,p & x4p 13D SRD 2= b
DEMELGHDOEETHS (Fig. 3.1B). Zholdu—rNAT7 10X — f (1) L DEAA
AIZE o TEBIEIND.

xep (2) = /Ooo di’ f (¢') L. (¢t —1t") (3.6)
xar (1) = /Ooo dr'f () LGt + A — 1) 3.7)

WIZ, —DERYDZEMPOEONEFTERAING.

vir (6) = xyp I (1 + At) (3.8)
y+r () = x.r (1) 1.(2) (3.9

WIZ, wi & w), ODEAZPITTRELAEDLDETHAGDSRD 2=y b e T 5. 4D
SRD =v b EMRIZEHRL, £ADSRD 2=v b2 &5 L7 Rop 22D ETILOH S
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A: HR model B: 2D model

I(t) I(tTAt) I(t) [(t+ At)
W/ U Y Y

B
f f f f f f
X (t) Xp(t)  X4p(t) XD X (1) X r(t)
Qy ]@> M M M M
Yir(t) YOy () Yr(t)
Yi(t) Yr(®) il e Ml e
SUM SUM

SUM SUM

v v

X 3.1 3ECTHHTIEHEHIMET L. A, HR €5 ). B, féig{bL 7= 2D €5 L.
fIE7 1 V& —, MIZRERR, SUM 3HE, w; & wy JESMERFOEAZEIKT 5.
I(t) AT S ZREIRL, RTORZEBNDAIMEZIIMGIZNUT Ar ZIFENT
AhEns.

35,
Rop = W1Y+L + Way4Rr + W1Y-L + W2Y_R (3.10)

33 Fa1L5V NERH

ETFIVDERICE DR ZELNTA-DICFa LT MNEREZEAT S,

HR €5V & 2D €TV DEFICE DFEIME - 0% TR 1213 28T — X
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VRIS AMBERDH L. TDDIT, BERE—AV NELLERFa LTV b ORI
CEMT S, MU 2 BRI E 202 EBFa L7 NIBTERIZRS720D, ¥a
LTV DOEMDIZD T 25 DD\ [76].

£7, HR ETI)V L 2D ET NV DEFEILE DI & T KD 2 BRI IE 2 IRE A
E—AVMEFMIT 2BEPELD. 2IREEHE— AV PEF a2 LT M ELATORRK

\Zdh 5 [76,77].
< XY >=< XY >, + < X >.<Y >, (3.11)

2T, <X>WEXDE—AVM2RDBIWFHE, <X > EXDFaLTvbaekdd
HEL TS, X, Y BEEOHMRERE TS, RIZ, METIVOREFEIGEDNERERD B
BRUZIX A IRSEEME— AV D 2iHliT 2 RBENEL S, 4 IRSEHE—A Y MI4IRELF
DEERF 257 FORHTET Z LHTE S [76,77).
<Xﬂﬂﬂpc<x&&Mx&§}<&%<&&&>J

Py

+ Z{< XiX; >c< Xp X; >c} + Z{< XiX; >c< Xp >c< X; >c}
P, P;

+ < X| >< Xy >c< X3 >:< Xy >, (3.12)

IIT, X, HIEOWRER LTS, P, Py, Py LS OHOF 24T Y NOBHED 5
BNRRE—2THDH. BAERIZIE, P I34EREOTHS 1 HE- 2/AGDYE, Py ld3 %

F0 6 1> 7zflAaGhE, Py ik 4 BEENS 2 HI - ZMAGOEITHINT 5.

L ZNIEBAT O — i BIfRRIC B < [77].

<XiXp X, >= Z l_[ < nXi > (3.13)

PcP BeP ieB

ZIT, X, RMEROHERER, P={P|PIX{1,2,3, ..,n}0n#E}xd5. ZOX»5 Eq. 3.11) &
Eq. (3.12) 2¥&En»h 3.
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0.5r :
or /M‘WV MM / W\hw ‘LWV\WW ~M m‘u \\NN\\/\& i
0.4r
£.(D
031 A : " “
0 It muwr\aﬁﬂﬂ‘ \f“v\/\gdﬁmu/\JUuJ\/\/\MWWU\“ MJ\M_/\AJ/M
021
0.1r %_(t)
Ll A Ao
0 oLt o s MM AN AL
1 0.5 0 )(;.5 1 1.5 2 0 =0 00 = o
t

3.2 A: Rectified Gaussian distribution RN (x|12) DR 2 E% (Eq. (3.15)), ik
WIAREEZ RS, B: AIER / 1 X @) DEBUEOH] (B L), BXOEHERI N
- EHEIESL) 1 ROEBUEDEI (£ (1) B ), £.(1) (B F). Zhdlk &() #5ET 3
ZeTHEOoNnB. F£72, TN 5 rectified Gaussian distribution DEBETH 5.

HELUE X, BIRTHBOER 14 X725, FRAGEOMEL D ZRUEDFa LTV
ML HIZARBDT, LFD LS 12t Tx 5.

< X1 X2 X3 X4 >= Z{< XiX; >e< X X; >c} (3.14)
P

Z T —f b9 % & Isserlis DEH2Z4 5 [78]. UL, WHEREZEHIPEMEHR 1 XT

BWEEIX Eq. (3.12) IZHNBHZ TXCEHET 2 B EDH 5.

3.4 Rectified Gaussian Distribution

2D ETFIMIZ A I NZAMIIER ) 1 X () 13RI MY £,.(1) = max(£(r), 0) &
£.(1) = —min(&(r), 0) (I oN5 (K3.2B). ZTNSMHEREHITD IR EMROMEIHKED
RNz, 2D ETIIVOEFEIEENTIIH OMREEI 2 EHT 2HELHS. Zh

1% Rectified Gaussian distribution T®» 5 [79-81]. LM%, ik o2 2H>oHMGIER 1 X

2 Wick DEME LTHEHM5ND

35



%A L TE S N D EREBAME S Rectified Gaussian distribution 2 RN (x|o?) & %

2095 [81]. RN (x|o?) Dl fs BB & IRIT R T

X2

1 1
\/Z_Zexp(—r‘_z)u(x) + Eé(x) (3.15)
no

u(x) WAL AT Y TR TH Y, 6(x) 1% Dirac D § ETH 5. 32 A2 RV (x|1?) D

RN (x|o?) =

MERBENAGZRT. (1) & () AT ORERZ 7.

E()E-(1)=0 (3.16)
Eq. 3.15) S0 Fa Lo MRIBEBEZHBETEZETE®M) & () DEKRNZF2 LTV
NDEDESND ((kB). 7272L, H—DHABER 1 XD SERI NS0 & + (1)
L E(L) BHBZRODIRH =16 OFFOATH S, MIZL 2 EBBICEENEF 20T

Y hEEDIZRsDT, HBEEFOLEDAE AT L.
1

< 'fi(t) >0 = \/T_ﬂ.(f (317)
<8()>e=""1o? (3.18)
2
< ENDE(D) >0 = LI (3.19)
2r
<) 3o = T2 5 (3.20)
2nV2m
< E0E(1) > = T 207 (3.21)
2nV2m
<&t >e = #(37{2 — 47 - 6)o* (3.22)
< EWED) > = om0 (3.23)
<EXDEN) > = L(—nZ + 47— 6)ot (3.24)
472

FaALTVIDEHEELD <&0) > AFTPHETH Y, <£2(1) >, EalTHY, <&.()

E(1) > BHEDHTH .
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35 EELREDYIaL—Y3aY

fRATRMEE TV DEFEIRNE DY - S EZEULSRETETWEINEREEL 2. £
T, ¥YIalb—vaviZ kBB L IRT B 2 & TR IEREE 2 MEES 5. BAF
Wy Ialb—varvoghrilasg,

£73, ANEEIE 10°[msec] Mkfe T 2 UM% o = 1 OABIER /1 XTHD. 45,
T DIHZ AN D ATIREZE At = 1[msec] &5 5.

WiZ, HRETIL 2D EFIEHIZ, wy & wy 2FZHBNRT A=K o ZHVWTHES

3% [19,52].
wy = —awi (3.25)

L, wi= LIZEEL, 0<a<1 &35,

INETH ) B MBINART LR —L LT TELD, YIalb—varviEF
TBHEDIE f() & BRICERT 2 BERH S, I TREFHETISAVSNS
—KENROO— AT 1V Z— 2T S (Eq. (3.26)) [19,52,56]. 772U, B#iz
WO RNEEDCT 57201 <055 f() =0T 5.

Logr(_L
f@):{ 6emx =) E?;é; (3.26)

BEIZ, EFILEEZYIalb—vavl, BEPEEEHBERGETS. ¥Ialb—Ys
VS LBEDOBAMERREL UTAA T — - KR T 5 [82]. WKL D D 3 £5%
DIREARR L 2 E T NVIRBIRZERIGE I ot AT, O, FAFEHFDOYIaL—
va v 10 FENZ LTI, Y - SEIC DWW TSI T v Y TV RS, BB,
i L7z 7 b = 7% Matlab R2016a (The MathWorks, Inc) T» 5.
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3.6 ETFI/IMEORE

HR €51V E 2D ETLVDOEFEREIZODVWTESDIRIELESDODSLEDORET I DL
(signal-to-fluctuation-noise ratio, SFNR) % K& T, ME FIOHEMAI G L L TDOMERE
EHET S, 58, 74VX—8BXC w;, wy DIEHEIT 35 HIIZHET S, SEFNR 2EHT

5 [75].
<R, >2

SFNR, = VIR

(3.27)

X ZHR EF NV E~E2D ETFTNVEEKRT S, SFNR, 1T o IZIRIEL W=, HTIER
JAAXADDSEDR/NIEEINL IR ETLVOEERE L UTOMREZ T

5.

3.7 TEBEILNE DERNTHE

3.7.1 Hassenstein-Reichardt £ 7L D E & & DRI R

AN HR € TV OEHIGE DVIMEE KD 5.

< Ryr >=wi < yr > +wy < yp > (3.28)

o, /w At f () < £t — e+ A >
0
s /w A F (1) < £t + At — 1)) > (3.29)
0
=(wif (= A1) + waf (A))o? (3.30)
T w = 1 w = -1 D& EEGWEOERY BT 3 28],

RIZ, HR ETIVOEFEIRE DI HERD 5.
V[Rur] = < (Rur)* > — < Rur >* (3.31)

=wi < y7 > +4w; < yg > +2wiw2 < yLyg > — < Rur >* (3.32)
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V-] En#akosEAE e T 5. ERICHNS AHOE—AY b2 I XRTHIT 5. 7272
U, <Rur > FBEZFHE L 72DT, HliHligT REE—A Y ME <yl >, <y:>, %

LT<yyr>Th3b. £7, < y% > IR D LS IZFHliE 5.
< yi >= / / dr'dt” f(t") (1) < E(t + AD)E@ —t))éE(t + ADéE(t —t7) > (3.33)
0 0
4RE—AV MDBNSG. BEq. 3.14) ZHVT2RF 27V NOMOBIZET 5.

< yi >= /000 /OOO dr'dt” f(t") fE") {2 < E@ + At)é(t — 1)) > < E(t + AD)é(t — 1) >,
+ <&t —1)EE—1") >e< (@1 + AN >¢) (3.34)

IDrE, X2 7Y MNOMEEBIZHELSNE o? 2, HERZITIEE T 2R A
9% (Z1i Dirac DT NVXEBTERITE 5).

<y%xi/w/mdﬁMUVSﬂWH&#&ﬂ+Aﬂ&W+Aﬂ+a%@ﬁﬁﬁ} (3.35)
0 0
MAEFEITL, TUVRBBENETS. INT, <yi > Pilis k.

<3t >=teuean?+ [t (3.36)

[FRRIZ, RO DE—A Y M 2T AL, HRET VDD EES.

V[Rur] =(A; + Aot
Ay =w2(f (= A2+ w2 (f (AN

Ao =2 + ) /w dr'(f ()2
0

(3.37)

£(0)=0ZHAV. ZORERITEFHEITITR SRS,

» HR € 7NV OEFHIEDVYT - DEOEHIZEEDIREHATHLEWFIZLS.
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3.7.2 2D ETILDOEEIE DB

2D ETIVICHBIER ) 1 X& AL L7258 DB WINE DVl %E RkD 5.

<Rop >=Wp < yip > 4AWr < Vi > 4w < y_p > +wp < y_g > (3.38)

<YL > < YR > < VYL >, <V.p > DA4HEEZTNETNFHT S (8 C). £7, y,p %
TS 5. N
< yer(t) >=/ dr'f (t") <& (t—1)& (1t + Ar) > (3.39)
0
Eq. G.11) ZHWTHEOHIZENZ 2IRE—A Y NI 5. 72720, ' = At DIFOD
A<EA-)E+NA) > FFELOEZFEODZLICHERETS I L. HRIZEY DIHD

Xa ATV NORIZHEL, FHMlids. T2 2D ETIVOEFEEDEEEE2ES.

< Rop > = (B) + By)o?

/4

-1
By = - (w1 f(=A1) + wa f(A1)) (3.40)

1 o0
By =—(w; + Wz)/ dr' f(t)
7 0
WIZ2D ETIWVICHBIER ) 4 X2 AN UG EDEEIRE DD ERD 5.

V[Rap] = < (Rap)? > — < Rop >* (3.41)
=wi( < (ys)? >+ < (yop)? > +2 < ysry-r > )
+wi( < (yer)? >+ < (y-gr)? > +2 < Y4rY-R > )
+2wiwa( < YirVsR >+ < Y_LY-R >+ < Y4LY-R > + < YiRY-L > )
— < Rop >* (3.42)
DA T 272D < Rop >? 2R 10 HAFML AT XRS5 RV, £7,

< Y4LY-R > AR D XD K%Wﬁﬁéﬂ’bé
< Y+LY-R >= / ar'dt” f(¢') f(t") < éx(t + ADéEL(t —t)E(t + At = t)E(1) > . (3.43)
0
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ZZTHEATD 4 REESE—A Y MR (BEq. 3.12) IZREVWF AT bOEAICER L,
(Bq. 3.17) 75 (Eq. 3.24) E TOEZXIST 52 F 2 LTV MIAATSE ([F8kC). LT
BN EEGTTDHE <ypyr> 2dHlicE 5. ZOMOESE L HETHMTS. §5&

2D ETINVDEFIED DR ERS.

VIRp]=(C1+Cr+C3 +Cy + 05)0'4

2 _ _
G = T TR A0 + i (An))
G = ”+%]f<myw@ﬂm»/ dr’ f(t')
_ 3.44
G = T 22w1w2/ dt' f(t' + An) f(t) G494
n 0

a:%}wuwg/dmm»z

T—2

Cs =
ST op2

(m+%x/duvw

f0)=0Z2HW-.
3.8 MRITMREBEYI1L—YaviEROLE

ZZFEFTICHR €TV E 2D ET VO HBER/ 1 X2 T 2 EHIGE DT - 438D
fRtr R 2 B U7z, 2 2 T AL E TIVIRE DY - e —H L TW5 2 & MG
T3, TDORD, BIFRE Y I 2L —Y a3 I K 28Ul R U7z, X 3.3 ICEFEINE
DEIGE HEE 7, Fizid o OBE ULTRT. fRE LT, WE TV TR BUER

W& —8 U7, 2720, v A2VNE e & (10[msec]< 7) ITHEBALERZE D FEAE L 7.
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2D model 0.3 2D model
0,
- =02 2D model - ' HR model
g 0.05 S S 0.1
£ = g
HR model -0.2
0 HR model 0
-0.3
0 50 100 150 200 250 300 0 0.25 0.5 0.75 1 0 50 100 150 200 250 300
T o T
D 0.3y E 0.3 F 0.3
802 802 802
§ 8 2D model 8
S S mode =
b 2D model 5 5
c; o1 mode c;; 01 § 01 2D model
HR model HR model HR model
0 : 0 0
0 50 100 150 200 250 300 0 0.25 0.5 0.75 1 0 50 100 150 200 250 300
T o T

solid lines: numerical
dashed lines: analytical

B33 HR ET)NV& 2D ETNVOEMIER/ 1 XT3 EHIGE ONRE > I 2
L—Ya UREROME., EfZy Ial—va UiERE, BRRmrmeReT. AL
DT a % 07012, At % 167[msec] IZ[EE L7z & E D& 0% + OB E LTH
9. B & E Xt % 100 [msec] iZ At % 167[msec] IZ[EHRE L 72D & 43 80%E o DB
B LUTRT. CEFIZBWTIE a % 0.70 12, At % 1[msec] IZEE L 7-REDSEH & 4
#E r OB LTHET. ATER/ A X00EIE o = 12 TEE L.

39 EFIDMEEEE, TNLDE

M 34ALBIEHRETIE 2D ETFILVD SFNR % a £721k v OB E L TRT. X
34A %R, % 20[msec] Z#Z 5 & SFNRyp 1 7 IZRIFL TV, 2D KD
WNTA—=ZTlE a2 EDL<IEE SFNRyp D3I RT B, /LT, M34B 2R3
&, SEFNRpr 1, 7 & a EHITHKFLTE{LTS. LU, SENRyp & AR TIHDZEH)H
INZW,

34C, D IZ SFNRyp 7* 5 SFNRyr Z 5l \W72 2% /RT . ] o D B AR 1 SFNR,p &
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34 HRETILY2DETLOSENR &, ThoDEDEEHHRH. A, 2D ETILO
SFNRs. B, HR €7 )V®D SFNRs. C, 2D € 7)L® SENRs % 539" % HR €7 LD
SFNRs % 51\ 7238, fiiii: SFNR DML OIZRBNT A -2 %ERT. HEDY—2
REATHACTHEE S 728 T A =R &R T (O U [52], H5 [19]). AN 2.5 HiCHft
EUTAT A=K, RTA—XOFMIFR 31 ZSH. Arid A, B, CTIE167[msec]
1Z, D Ti& 1[msec] IZF&EL 7.

SFNRpr WL KRB NTF A=K %ERY. DD, HRET )N & 2D €7V D SENR DK
INHBRIPIANED BB TH 5. ¥ 3.4C THEM L7 Ar DIEIRSEITIHFR THE S 1z

R D AL —B 72 [63]4. M ED~Y— 73BT HRETHE I NZNT A —X %R

4 N T OfFIREA I 5° & U7k [83]
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F#3.1 H34THHULEHESNTA—RE, TN 5HURT SENR 2. RNT XA —RI4E
T LPTC JREN T — RIZEDOWTHEE S N2, 7 DHEALE [msec] TH 5.

<= T a [X34C FOfi X 34D Eofli fHEETFIL  Ref.

o (OUE) 50 0.89 9.966x 1072  -6.169%x 1072 2D EFI  [52]
+ (+%) 100 0.89 8.567x 1072 -5.366x 1072 HREF)L [19]
O (GLED) 260 0.70 2.920 x 107! 2.657x1071 2D EFI 2.5

T (OULK[52], FF[19]). 7272L, MHE25MiTHELZNNTA—-XTHE. ¥ —7
WZDOWTOFFMIFER 31T ICE Dz, M34C LOO UL E+5IE, SENR Z280.1 AR

LR BHEBIZH B (FK3.1).

3.10 Signal-to-Fluctuation-Noise Ratio IC & % E T JLIERED
AERR

R IT B LR 2RV T Y I a b —Y a VAR EMIZPHIL 72 (X 3.3). 2 kgt
fRIMETIVDOEFEREDEY - Wz ELLEBRTETWSILEZRLTWS. £IT,
INE TITR S NMRITHAER D 5 € T UMEREZ IR L 720,

SENR OO0 257 (M 34C, D) #R%&, a #ZEH L& &D SENR OZLA K
TV, ZD7D, a KEHUTHRT 2. £9, a=1OKIZ HR ETDMEIZ 4 5
H2E8%9 5. o BEA—TH25E, < Rp > (Eq.(3.40) DHFE 1HTH S By ITHIZ
< Rygr > (Eq.(3.30)) ®#0.68f5/hNE . ZLTa=1D5EE<Rp > DE2IHSB,
MOIIZRB., TDD, <Rgr >N <Rop > LD KRERMEEZIS. X512, V[Rur] &

VIRop] E0/NZ W, HITHEEIEVP LD KEL, DOSEPEIONINWZ &5 HR €T
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IWIMBRLIZ725. UT, a< 1 DBEE B BWHEHTELRWVWIEDHEEZED, < Ryp > W
< Ryr > % L[5 Z2T2D EFUDBEMIZARD. Thid o ZEIESHRAMERICEL B
THILERBRLTVWS., L2L, o lJEFEOMETS LIXUIXER X NS [28,61].
LU, B BEEHRAPOMNLZEBETHD, XM T7ALLUTHKETSXDIZA
2B, TOEINATAZHERMENEIZT2LEZONS. BERS, MHRIEE
Iz AT - IR OEZZHNKITNE LS TE226THS. L, RETIKIZET
HE RIS BDIINANAT 4V EZ—8 DC EHEZEELTE72 (3.1, cf ¥
21). "NZOHBERIZIINANRNZATANR=DDHBELWEINT WS [84]. ZD &5 7%H
EWRBEEET L, 20N 7 AHZANEENEELEAL ZHIZENS. E50D
R 2L I BB T DB X DEFEZRT. LA > T, B IFERETICE X AFE4E L 2K
2D ET VO ESMAMEREZ LK T 2R H 5.

¥ 3.4C &% 3.1 &b, 25 HiTHEIN/ZNT A =X (FH) 1% 2D €5 )LD SFNR A
mWZ e ZmUZ., UL, SBfrETHEINZEZY) DD (OLEL+F) X SENR
DEAPENZALT D5 FR EH D, HR ET )L & 2D E7 )LD SFNR BZIFFAETH D,
HR ET)WVE 2D ETNLVDELSPEMNTHLDNERELN V. ZO5E, £H5560
ETNEBERTNEEIVDEZAL S, ZIFFECEHDOET VR SIE, &b B EDE
TIDIFED DD B TERI NS AREIENE WSS, ZOFEZIZEEDE, YD
Mg B2 R T2 aAM2ERTS. HRETFTLVORERREERIZOWTHEDESESDHE
BAMREB IO OIZNETH S Z 2 H Dale DFEFIZ L DRI N TWS. ZD7zo,

ZDOHR ETIEEMTH DD S EMPERNIZL D ZYiEETH S 4D EF)V - 6D €
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TV % 4 & 4% [52,56). 7$, 4D EF )LD SFNR ' HR €5 )LD SENR & —
T5ZL%MERLE (D). 2D EFNVIZ4D €5V - 6D EF L&D £ 472\ SRD
=y MCHRKTE 2. LEXD, ZEELCRENZED2ETVOH®S, kb Bl %
RO 2D ETAMERING. 2O LIEFNTOHIIBRERIZ 2D ETAAELI AT

LA REME 2 R 5.
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BORE

41 &R

F2ETIEY 2 7Y a v NI OYMIE TR OFRLBRER DR DR D W THIZ U 72K

MMz SOWEEEZRAET L TH B 4D EFIL, 6D ET I, 2D ETFINOHMN S LPTC K

i

PRET —XITHRBEETIET NV EBEN L2, £ U TREMRIEDOHE, 2D ET LD

&
%
N

MBI DET VLD ERIZE VLS OMEEEZ (K25). 5, 6DET I -
AD ET VDTN T A —RIZAGHBRENH B Ln 5, 2D ET VI ERI Nz,
B3ETIEHR ET)NVE 2D ETVOHMBIER ) 1 Xz 2 @HIGEE2EHL, TD
ONA MEZ IR 72, BRAEBFERICE SOV THEINZNATA—ZIZBWTHR €7
VE2D ETNDOEEFERE U TOWEIXIZIZAETH S5, B LLIE2D ETIVHE
BThoT.
TODHIETHONFERIZEHIZ2D ET NV ELFFT S, T LT 2D €7 iE ON-
ON - OFF-OFF @ SRD 1=y N2 fDETFNTH I 5, AFEOKEIINTOBHEH

RS DK ILIE ON-ON ## - OFF-OFF DA% iDL 4 2z LFid 5. K

47



MR Z DI Z AT TR B —DDBEN S RT 5.
42 SEOEZE

SHDBLEL LT, IR TREFEEZ HOHIT 5.

B2, B2 BEOMMATIE LI R - L2 REOISE 2 MGG 2 Z & IXTER
V. RER S, AR TH W2 LPTC EEAMNE 7 — 2 1% L1 &%, L2 RBOIGEH»ES
LTWa7d), TP oMRHOT52 0TI N TE LWL THS. SBROR
Y U CRIZMERIERAT (e.g. GAL4/UAS [41]) 2T L1 BB /213 L2 &K% 70 v
I UENIPSEHHLEZT —REETILVDORE L 2T ZHBENH S, 512, LPTC
O EROMALTH % T4, TS MLDIREN SHEEINZETVNH 55 [85,86], ZDE
TIVDEZLWEEFRDE Z LW TERY. ZTOHDIZIE T4, TS5 HMEOISE OB K AER MR
FLERDBETH .

BT, BMEETILVDOHT2D ETADBROZEBET N TH 5720, T —XDOEBNE
NEDENETIUVDRGEAET 2R DB, £ T, 41A ITRTILRERE T IV ZMERK
U, 7—RIC#EGIE5. 2O, T—ZBEBICAEZRSRD 2=y F&HIRT 5 Z &1
Lo TCT—EPORBERETNVEEEZRR TS, ZHhIZ&D, 2DET VI EOZYHEE
ROETVDPGEAET Z20EMGET 5. 20K, ETHRARZLL - L2 K2 7oy 7 Uiz
ITCHELET—2%2HAT522T, L1, L2RIBILDEFVERZ T — X S HEE
T5.

=02, EFIVIZLPTC M ZH D AN RBENH 5. LITHEIZENT 2D T

48



WZRIFIREZ N2 5 2 212k 0 2D EF VD F— X HEMEL [ ET 52 2, XU LPTC
FHBERE T VAT OANZ MIEEZRAIL TWS ZEDREINTED, Zhik
LPTC 2T 2 HIEKIC & D EEINTW B AREMED D 5 [63]. LT THES TV
% LPTC [z £D& (KM4.1B), ETF VA LEZMHAEMASIECHEEHELZET LV E
%L, LPTC HOMAEMFHP TN MEZETFS T 202 MEET 20 EHH 5 [87-91].
BT, LPTC OEEMNINE & HEB KIS 2 BIT 5 ERNE T IV EHET L HELD
5. NTOMEF SRR A6 ) N OFHROES)) (T2 5 AT A
THo. BAAZECIEPLER SGIZB T 2 M2 R0 E T VT E 27T, [Hlo
LROETIMEL BRI TWaRWw, @R 0ER LI TLPTC 2 &LH S MEET IV (e
MBI B S AR ] & DEBAERET V] THD. TNSETNEHRAET S Z L THIK
DANPSHEEK S ZE ET—B U TR LZET NV EMET I LEND D, PLHEE) KIS
D il S RIFBRAFZEI BT PLEER CEBLE L RS 2 MlAag DR BN X T
L) THBERBENTWS [71]. LPTC OIEEMIEE T — X ENTOER Y B0 7 —
R O BN A BB & SRS S A Z T, A IS E— 2 hETEREEL—H
U7 AEE RIS RDET IV EHET LI 2N TE 5.

BEHIZ, ARWIZETIFZ HR €TV - 2D € 7 IV OEHIE DS R 2 N THIRO#E
ST 20 ENRH D, B 1 ETHERRZEHDICMAT, NTOEGRRSAE ZIGH L 720
Ry PRI NTWNWS [92,93]. HAREAOEM E UTHBIER 4 X2HWS Z &A

TE 5 [28]. AWIEDORFICED S WY B EEL2 5 X5 2N TELLSS.
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p— Excitatory
F—Inhibitory
Electricaly

B 4.1 SBOEE. A, L1RKE L2REBIZOVWTHSDIREDHMAGHLEE2EE
U7-Ea. &F52HIRT228TT—XhoETVEHET S. B, LPTC D% v
M- K. BEFHHREZLHETE 2y T DN, HEERESEZKESHLZK (see
Fig. 1 in Haag and Borst (2001) [87] and Fig. 6 in Suzki et al. (2014) [91]) .
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Tk A

Direct Connection 3%

Eichner & 1% L1 %% & L2 fBREIZHIR DO HHE Z AL DIE®R 721 Th < MO E O EHR S £
TBEATWS & WD REZ LT, MBERE S MAIE T VI DC BEZAMAITINA 7 [52]. &
HEETIETARTOETNVIZDCEZA2 AN (M2.1). LT, TOHEDIEH %R L

72 (K24). ZZTIEE A1A, BIZETIVIZ DC EENRLR WSS DINEH %2 RT.
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A 2D model with no DC components B 6D model with no DC components

0 1 2 3
C 2D model D 6D model

0 | 2 3 0 1 2 3

Al A. DC 27272\ 2D ET NV DOIRE. B. DC ZH#7-72\ 6D ET IV DILE.
A, BEHITIg =0 DRIEIZHT 20 (K2.2A, B) THD. NTA—X|E2ETHH
AUZED LR USEMT LPTC BEEMN T — X oHE L7z, C. 2D ETNLVORE (X
24AELEEF—). D. 6D ETIVORE (K24 CLELEEF—). fERRHMZ 2
L —TmRU7.
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f18% B

Rectified Gaussian Distribution M #&
= B Ny V2 N

2 3 B T rectified Gaussian distribution D ¥ 2 L7 > b+ Z 3k 7z (Egs. (3.17) ~ (3.24)).
INS5FaLTy ME RN (x| 0?) (Bq. (3.15) DE— A ¥ b RFEE (moment generating
function) & ¥ 2 7 > MREEEK (cumulant generating function) 253K 5.

E— AV MEBEBE X2 LT Y MREBEBUIRERT o(s) 2ok E 5. RrEBEBUX

RN(x | o?) D7 =) TEHBTH 5 [94].

o(s) = /00 exp(isx)RN (x | o¥)dx (B.1)
0
2.2
= exp(-Z ; )1 = O(=ics)) + % (B.2)

22T, OC) IIEHETEHIMORBEIMEKTH 5 [94]. FMEBEE» S5 — A > MREE
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B M(s) X ahoy IR K(s) ZRkKDBZeNTE 5.

M(s) = ¢(—is) (B.3)

= exp( ";sz)a — ®(0s)) + % (B.4)

K(s) = log{M(s)} (B.5)
ols? 1

= log{eXP(T)(l - ®(os)) + 5} (B.6)

K(s) DZBEMANOF 25TV bDRES. 270U, &) & £0) 2ALHAT LT
YR ERDDBBUTIIUATIZRTE—A Y DOMEDRBE LS (cf. Bgs. (3.17), (3.18),

(3.20), (3.22))

1 /2
<éL>==4|—0O (B.7)
2\ n
1
<> = 502 (B.8)
2
<& >=4/=0 (B.9)
T
<&l >= %a“ (B.10)

INSIE M(s) DEBBANORED. £() & £0) 2EATHAF LT Y N ERD DK
WZIAEEF 2 LT Vb 2MEET— AV VOBEHMIZABRT Z2HELH L. Rl g
E— AV MNEHEIER., #AFXF 20570 ME—BIZUTOATHEEGE—XA Y bOREIZE

#1c& % (cf. Eq. (3.13)) [76].

<Xi X X, >o= Z(—1)|P|‘1(|P| —1)! ]—[ < ]—[X,- > (B.11)

PeP BeP i€EB

ZIT, X, BETEOMRES, P = (PIP & {1,2,3,...n} ODHEN LT 2. BRI IE

E.(D) & (1) DRIDIESEL (Eq. 3.19) &2RDBIKIZLATFDOE S IZE—A Y MNEFT 5.

<EOE() > = < E()E-(1) > = < &:(t) >< &-(1) >
__ 1o (B.12)
2
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ZZT, Eq. (3.16) ZH\W 2. WRIT, < E2()E_(1) > & < E(DEX) > D 3 WKELF 2 L
SUNEEZD. £T < 20)E(t) >e FE—AY MEBIL, WIZ & 0E(1) =0 L KE—
AV DEEMRAT S.

<EHNE() >c = < EME(D) >
=2 < &(1) >< E:(Dé-(1) >
—<E()><EW) >
+2 < &,(1) >2< E.(t) >

_2om 2 (B.13)
A bid
G
< ELDEX() >c= 2o 303 (B.14)
47 V14

WIZ, < EME(t) > & < EMEWR) > DARBEF 2TV NEERD. £7,
<EWME() >c BREAT =AYV MOANIHRL, KIZEDE(R) =0 2KE—A Y DOFH
ERATS.

<EME() >c = < EXDE(1) >
—<EW><éE@ >
—3 < E(NE() >< £x(1) >
—3 < &) >< E(DE(1) >
+6 < £1(1) >< £.(1) >< £-(t) >
+6 < £ (DE(1) >< £4(1) >?
—6 < £(1) >P< £.(1) >

2
= m(n ~3)o* (B.15)

Ak,
<EWEW) >e= —(r - 30 (B.16)
4

BBIZ, <&M > DATEEF 2TV E2EZD. £7, <E0)E() > A
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E—A YV MOHNZORL, ZFE—AV FOEZNRAT .

< EE(R) >c = < EHMEW) >
=2 < &4(1) >< §+(Il)§%(lz) >
—2 < E(1) >< E(N)E-(1) >
- <&M ><E1) >
—2 < £ (DE(1) >?
2 < E2(1) >< E.(t) >< E-(t) >
2 < EX1) >< E(1) >< £.(1) >
+8 < £.(NE-(1) >< £.(1) >< £(1) >
—6 < £.(1) >*< £.(1) >?

1
- m(—712 +47 - 6)ot (B.17)

BA_ET Egs. (3.17) ~ (3.24) SEEH X 7=,
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1% C

D ETFILOBRBIER /A4 I
%)E'm' L:\A@n:lzﬁﬁjj_/f

C.1 DT

2D ETIIVICHBIESR ) 1 X% AN L7 5E DB EIRE DA%z KD 5.

<Rp >=W| < Vi > AWy < Vi > W < y_p > +wp < y_g > (C.1DH
< Y+L > < ViR > < y-L > < y-r > DAHZEZTNZTNEIHT S, £, < y.p > %
5.

< y+L(t) >= /OOO di' f(t') < &(t = 1)éx(t + Ar) > (C.2)

= /oo di'{< E(t =1t + A1) >c + < E(t—1) >c< &E(t + A1) >} (C.3)
0

Eq. G.11) ZHVWTHEAHFDO ZIRE—A Y M2 2RF 2 LT Y NOBANIHELZ. L
T, &¥ a7 MZEq (3.17) & Eq. (3.18) #fRAT 5. DL LD U 225K

WZEEREZFa2 LT NIEOIZREZOTHERETSZE (ZNE Dirac @ 6§ BABTRET
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E5).

_ * ’ N 1 2 ’ 0-2
< y+L(t) >—L dt f(t ){70’ 5(f + At) + E} (C4)
0'2 ® ’ ’
~Z (- vseans [ arsa) ()

INT <y, (t) > ZFHBi T & /2. FRIZERD © 3 IHZFHT %

<y > = [ ar ) < e ar- > (6)
= / ) dt' f(I' < E(t + At —1)E (1) >c + < E(t+ At = 1)) > < E(1) >}
° (C.7)
2 [T e m e 1
=0 /0 dr’ f(t'){ o= o’ — Ar) + 271} (C.8)
0-2 ® 7 7
- A= nf@n+ [ arse) 9
<y_p(t)>= /000 dr' f(t') < E(t —t")é_(t + Ar) > (C.10)
= /Oo di'{< &t —1)e_(t+ A1) > + <E(t—1") >c< E(t+ A1) >}
’ (C.11)
0o _ 2
- / dt f ) EL o2 + Ay + T3 (C.12)
0 2 2
0-2 « ’ ’
- SAlm=nfean+ [ p) C€13)
< y_g(t) > = /000 dit' f(t') < E(t —t")é_(t + Ar) > (C.14)
= /Oo dt' f(I' < E@t+ At —1)é_(t) >c + < E(t+ At —1") > < E(1) >
° (C.15)
2 [T e F 1
=0 /O dr’' f(t'){ o= o’ — Ar) + 2ﬂ} (C.16)
0-2 ® 7 7
- A= nf@n+ [ arse C.17)

IS 41EE (C1) ITRAT S L, 2D ETVDERIGEDEE (BEq. (3.40) 2155,
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C.2 D EXDEHM

2D ETNVDEE ) A RIS 2ERISE DHE V[Rop] &5l 4 5 Hikz b3 5.

V[Rap] =< (RZD)Z > — < Rop >2 (C.18)

Iz BT 5.

VIRp] = wi( < (yip)? >+ < (y_p)? > + < ysry-r >)
+wi( < (ys)? >+ < (y_p)? > + < Y4rY-R > )
+ 2W1W2( < V4iLV+R > + < Y_LYV-R >+ < Y4LY-R > + < Y4RYL > )

— < Rop > (C.19)

12, Eq. (C.19) FD <y, > WU TFO LS ITEZ6N5.
<y >= / / dr'dt” f()f(t") < E(t + ADE(t —t)E(t —17) > (C.20)
o Jo

RFIzEHENZARESE—A Y M EaFa LTy NERT 5.

<yh>:AwAmmuﬂﬂmﬂW)
X{< EX(t + ADE(t —1)E(t —17) >
+2 <E(t+ANE( —1)E(t = 17) >c< Ex(t + A1) >
+ < EX(t+ ADE( —17) >c< Ex(t — 1) >
+ <EU+ANE([ 1) >e< &1 —1") >
+<E T+ AN > < E(t—1NE(—1) >
+2<EA+ADEN(t—1) >e< &+ ADEL(—1) >,
+ <A+ M) >e< (1 —1) >e< Ex(t —1") >
+ <&t —1)E(t—1") >e< &t + Ar) >2
+2<&E(H+HANE( =) >e< &+ A1) >c< E(—1") >,
+2<E(+HANE(—1")>c<E(E+AL) >c< (1t —1) >,
+ <EE+HA) S <EM+NA) > <E(—1)>c<&E(—1") >} (C.21)
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X alT Y MY B4 Egs. (3.17)~(3.24) ZRAT B L IROA%E1T5.
<y? >—0-—4/00 /Oodl'dt"f(t')f(t")
YT )y o

4 6
X {m*(3 - = — =)6(t" + AD)o(t” + Ar)
T T

+2(m +2)6(t" + At)o(t” + Ar)

+ (mr +2)5(t" + Ar)

+ (m +2)5(t" + Ar)

+(r— 1% —1")

+2(m — 1)?6(t" + ADS(1" + Ar)

+(r—1)

+ (= 1)6(t" = 1)

+2(m = 1)6(t" + Ar)

+2( = 1)6(t”" + Ar)

+1} (C.22)

CEMAERETL, TUVAEBENETS. INT, <y, > &AL 7.

< yi >= 0—4[(57r2 — 6m)(f(-Ar)?
+L 4ﬂ2
+n(m - 1)/ dr'(f(t")? + 22n + 1)f(—At)/ dt’' (1)
0 0
+ 7{ / B dr' f(t")}?] (C.23)
0
U, Eq. (C19) D < y2, > BHMTO LS IT5A5605
<yl >= / ) / ) dr'dr” f(t')f(t") < ENE(t + At —t)E (1 + At —1") > (C.24)
0 0

ARFIZENZAREEE— AV b2 X2 oV NEHT 5.

<yle>= /000 /000 dr’'dt” f(t')f(t")
X{< EXOENt + At — e (t + At —17) >,
+2 <&+ Ar—1)é(t + At —17)EL(t) >c< E4(1) >¢
+ <&+ A —t")Et) Se< E(t+ AL —1) >

+ <&+ A —1)EE) Se< E(t+ A1 —1") >,
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+ <E I+ A —1)E(+ AT — 1) > < EX(1) >

+2 <EME+ A —1) > <E(E(+ AL =17) >,

+ <&t >e< E+ A —1) > < E(t+ At —1") >,

+<E(E+ A —1)E(E+ AL —1") > o< E(1) >2

+2 <EDE(+Ar—1)>c<E(t+ At —1) >c< E(F) >,
+2<EME+A 1) >c<E(t+ A —1) >c< E() >

+ <& () >e< () >e< &+ A=) o < xip(t+ At —1") >} (C.25)

&F a2 LT Y MCHIET B Egs. 3.17)~(3.24) 2R AT 5 L IRORE (35,

0-4 ® ® ’ 144 4 144
<y >:R/0 /0 dr'dt” ft") (")

x{m*(3 - % - %)5@ — ANS(" = Ar)
+2(m +2)6(t" — At)S(t”" — Ar)
+ (m +2)6(t" = Ar)
+ (mr +2)5(t" — Ar)
+(r— 1?61 —1")
+2(r — 1)26(' — At)s (1" — Ar)
+(r—1)
+ (=16 —1")
+2( — 1)6(¢" — Ar)
+2(r = 1)6(t”" — Ar)
+ 1} (C.26)

SEBSEFATL, FARMBENET S, IhT, <y, > 2FIL .

4 e o)
<yl >= :-—2{(5712 - 6m) + n(m — 1) / dr'(f(t")? + 22m + 1) f(Ar) / dr’ f(t")
ys 0 0
+ 7 / dr' f)]*y (C.27)
0
=12, Eq. (C.19) D <y, yg > U TFDO LS IEZ SN,

< Y4LY+R >= /0 /O ar'dt” f(t) f(t") < Ex(t+ADEL(t—1t")é(t+At—1")é (1) > (C.28)

61



RNFIZHNZ 4 RFEEGE— AV P 2F 2 L7V MERT S.

< YeLYsR >= /0 /0 drdt” f()f(t")

X< &t + ADEL(t = 1)E(t + At —17)E4 (1) >

+ <&t —1)E(+ AL —17)EL (1) > < E4(t + A1) >

+ <E(EHANE( + AL —17)EL() >c< En(t 1) >

+ < E(E+HADE(t —1)E(1) >c< Ep(t + At —17) >,

+ < E(E+HADE(E —1)E(t + AL = 17) > < E4(1) >

+ < E(EHADE( — 1) >e< E(t + At —17)EL(1) >c

+ <E(tHADE(+ At —17) > < E(t = 1)é() >¢

+ <E(EHANE() >e<Ex(t+ At —1")E(t 1) >,

+ <E(HANE( — 1) >e< Ex(t+ AT —17) > < E4(1) >
+ <EEHANE(+ AL —17) > <&t = 1) >c< (1) >c
+ <E(+HANE() >c< E(t —1) >c< E(t + At —17) >,
+ <E(H AL —1)EN() >e< E(t+ AL > < E(t—1) >
+ <E (= 1)E(t) >e< E(t+ A > < E(t+ At —17) >,
+ <E(E—1)EH AL —17) > < E(E+ AD) > < E4(1) >
+<EQ+HA) > <E(H—1)>c<E(t+A—1")>c< &) > (C29)

BX 2Ty MBS 51H Egs. (3.17)~(3.24) 2fRAT 5 L IRDOX%EE5.

4 00 00
<vever>=g /0 /0 dr'de” f() (1)
X {( + 2)6(¢")5(t"" — At)
+ (m+2)5(t" + Ar)o(t”)
+ (= 1)?8(t" + AD)s(t” — Ar)
+ (- 1)?6(t")é(t"”)
+ (m = 1D)o(t” + Ar)
+ (7 = 1)8(t")
+ (= 1)8(t")
+ (= 1)5(t" — Ar)
+ (=16 = (' — Ar))
+1} (C.30)
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“HEMAZEGTL, TUREBENESTS. INT, <yirywr > 2L 7.

4
< V4LY4R >= %{(n — 1D*(£(0))* + (x +2)£(0) £(|At])
+ (= Df (1A /0 di' f() + 2(x — 1) £(0) /0 dr' (')

+(r—1) / dr’ f(t')f/ (1 + Ar) + [ / dr’' f(tH?} (C.31)
0 0
BEVZ, Eq. (C.19) D <y, y_ g > BEUTDO LS IZHEZ 6N,

< VaLy-g >= /0 /0 dr'di” f(&) (") < Ex(t+ At — 1) (t + A —1)E-(1) > (C.32)

ANFicEHENZ4RGEEE— AV b2 X2 0T NERRT A.

< YiLY-R >:/0 /0 dr’dt” f(t") f(t")

X{< Ex(t + ADEL(t = 1)E-(t + At —17)E_(1) >,

+ <&@ —1)E_(t + At —1")E(1) >c< E4(t + At) >,

+ <&EA+ADE(t+ At —1")E(1) >e< &4t = 1) >

+ <EA+HANE(t—1)E(t) >e< E(t+ At —1") >,

+ <&E@+HA)E(—)E(t+ At —1") > < E(1) >,

+ <&EA+HANE(t—1) >e< E(t+ At —1")E(1) >

+ <EA+HANE(t+ At —1") >c< &t —1)E() >

+ <E(A+A)E(t) Se< E(t—1)e(t+At—1") >,

+ <EA+HANE(t =) >e< E(t+ At —1") >.< E(1) >,
+ <E+HANE(t+ At —1") > < E(t 1) >c< E(1) >
+ <&E@HAYE(1) >e< Ex(t—1)>e< E(t+ At —1") >,
+ <E(@+A—1")E(t) >e< E(H+ A1) >c< E(t—1) >
+ <&t —1)E(t) >e< &+ AD) > < E(t+ At —1") >,
+ <&@ -1+ At —1") >c< E(t+ Ar) >.< E(1) >,
+ <E(E+HA) > <EH—1)>c<E(t+At—1")>.<E(t) >} (C.33)
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KX 2Ty MBS 51H Egs. (3.17)~(3.24) ZfRAT 2 LIROX%E1E5.

0_4 (o) (o)
< V+LY-R >=7 / /0 dr'dr” f(i') f(t")
0

472
x{(m = 1)26(t" + A1)5(t"" — Ar)
+ 6(t")o(t”)
+ (2 = m)o(t")o(t” — Ar)
+ 2 -m)( + Ar)s(t”)
+ (= 1)t + Ar)
—-6(t")
+ (m = 1)6(t"” = Ar)
- 56(t")
—6(" = (t' + Ar))
+1}. (C.34)

“EMPEFEGL, TAVRERENETS. TNT, <y,py-g> ZFHHL L.

< Y+LY-R >

4 [eS) (o]
= GO + Q= mf 18 + = D) [ e f)=270) [ ar's)
- / A+ A / CarfEPy (€39)
0 0
ZIZTC, 105 f()=0RRELEZZLICERTSZE (Eq.(3.26). AT,
< YiLY-L > & < yirY-g > Zililid 5.

< VaryL> = /0 di'dt” F(£) (") < E4(t + ADE — 1)t + ADE(t —1') >
_0 (C.36)

< YiRV-R > = /0 drdt” () (1) < £x(t + Mt — ) (06 (1 + At — (1) >
s (C.37)

ZZTIXEq (3.16) #HMHAULZ. &I, UTORBEBAKD LD Z & Z2FHTIXED
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DE—AV MNEFTE 3.

2 _ 2
<yr >=<y; >
2 _ 2
<y p>=<yip>
< Y-LY-R >= < Y+LY+R >

< Y-LY+R >= < Y4+LY-R >

(C.38)

(C.39)
(C.40)
(C.41)

INT, IRTOE—AVIPFHlishz. Zhoszk (C19) ITRATHE 2D ET L

DI IS DS Eq.(3.44) 283
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48k D

AD ETFILOBRBIER /A4 X
%)E'm' L:\Awn:lzmﬂjj_/f

D.1 4D ETIDOBEES

4D €TV HR E7 V& AHNBRA —BT 2 XD ICREH SN, T D7), 4D T
VDOBEME ) A ANDEFINEDEY - 78T HR EFLDOHLDE —HT 23T TH5. L

WU, TNEBFERICHER U RS\, T2 T, EI3IECHHELLEFE, FaLb5v

' Y++R(t) Y. -L(t)

M D.1 4D EFIVOHEEH
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NEFAT 4D E TV OERISE DK - 2ikE il 5.

£7, AD ETIVEHEHTS. MDIITRTEED, 4D ETIVIZMDOD SRD 2=y
FERD. T 5 SRD 2= b iZ ON-ON (++), OFF-OFF (-), ON-OFF (-+), OFF-ON
(+-) FEIZHIRS B, 22T, MBHrOEEG ENA ST 0 V& — e EERES (DC) EHHE
EH2D (cf. M 2.1C). HB—IZ, ON-ON FIFIZHIEd 5 SRD 2= F DT

Zer WEATF D LD ITEHRT .

Yar = /0 4’ (et — Vet + ) D.1)
mm=1:m7wmv+m—ma@ (D.2)
T4+ = W1Y++L T W2Y4+4R (D.3)

w1 & wy IMEEDERTHS. 12, z._ % OFF-OFFSRD =y DO H 12T 5.
y"LZA dt’ f(t")é-(t —t")é-(t + At) (D.4)
wm:ZZWVMﬁﬁ+m—ﬁ§m (D.5)
Z-— = W1Y-——L + W2Y--R (D.6)

H=IZ, z4— % ON-OFFSRD .=v hD{J & 3§ 5.

y%L:A dt’ f(t")é(t —t")é-(t + Ar) (D.7)
Vor = /0 4’ ()t + At — 1)E-(1) (D.3)
Z4— = W1Y4—L T W2Y4+-R (D.9)

PUIZ, z_, % OFF-ONSRD 2= b 12§ 5.

Vorr = /0 A F(E-(t — 1)t + Ar) (D.10)
Vork = /0 A’ F(&)(t + At — 1)Ex (1) (D.11)
-+ = W1Y—+L + W2Y-+R (D.12)
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UEZITRTELEDLED 4D ETIVDHBHE RS, Ik Ryp T 5.

RaD = Zot + Zec — 24— — 24 (D.13)

ZIT, NSO RRTHD 2o- & 2o ZMOVHL, Ragymm = —24- — 24+ EBE,

PAFD X SITRELT 5.
Rap = Rop + Rasymm (D.14)

Eq. 3.10 &9 Rop = 244 + 72— Ths.
D.2 T/

< Rup > Zilfid 5.

< Rsp >=<Rop > + < Rasymm > (D.15)

< Rop > X TIZFHMI U 72 (Eq. 3.40). T D7DHi7zITKD 2 BEDH % DIF < Rasymm >

THb., ZNEFPODDE—RAY NOFITH 5.

Rasymm = —(W1 < yyop > +w2 < y4 g > +W <y 41 > +Ww2 < y 4R >) (D.16)

KT, B2 < yip > < Vier >, < Yoyr >, < y_yr > ZiHMUiT 28R H 5. £7,

<yip > & <y >EFETS.

<yews= [arge)<e-ne s > (D.17)
= [ - I ) ek < =) o< 0 A0 )

(D.18)

= o2 /0 ) dt’ f(t’){—%d(t’ + A + %} (D.19)

~ gt o [ arsa) (D.20)
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Gk =30

<Yy_4L>= /w dr’ f(t') < E-(t —t")ér(t + At) > (D.21)
0
= /m dt' f(t' W< E-(t —=t)EL(t + At) >c + <E(t = 1) >c< &x(t + A1) >}
° (D.22)
= o2 / ) dr’ f(z’){—ié(t’ + A + i} (D.23)
0 2r 2r
= az{—i f(=Ar) + L / B dr’ (')} (D.24)
2r 2r Jo
WIZ, <yp>& <y_.gr>%iHlid 5.
< y4_R > = /oo dr'f(t') < é(t + At —t))é_(2) > (D.25)
0
= [ AR £ M =6 e <+ M=) < £ 2]
° (D.26)
= o2 / ) dr’ f(r’){—ia(r' — A + L} (D.27)
0 2n 2r
= az{—i f(AT) + € / N dr’ (')} (D.28)
2 2r Jo
[k,
<Yy_4r>= /oo dr' f(t') < E-(t + At —t))éL (1) > (D.29)
0
= [ arseHs M=) e < £+ M=) < 60 50)
’ (D.30)
= o? / ) dt’ f(t'){—ia(t' — A + i} (D.31)
0 27'( 27'(
= az{—i f(A?) + L / B dr’ (')} (D.32)
27‘( 27T 0
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UL7=m-T,
o2 o
<Rw>=;ﬂ@—DMJPNHWMmm+wwaL dr' (i)}

o2 o
= —{[-wi f(=A1) + wa f(AD)] + (w1 + Wz)/o dt’ f(t')} (D.33)

T
= o [wi f(=A1) + wa f(AD)] (D.34)

T 4D EFINVDOEFISEDIEHIZ HR ETFIVDEFISEDEY (3.30) I—HT 52
EZx2RLTWAS.

D.3 4 EIDEE

4D EFADEHIEEDHMEFMT 5. £, UFORDMLT 3.

VI[Rap]| = V[Rop + 7Qas}’mm] (D.35)

= V[RZD] + V[Rasymm] + 2C0V[R2Da Rasymm]
ZZT, cov[ X, Y] I X & Y OH4GEERT. V[Ryp] IET TIZFHIIL 72D T, Hi7zIZdE

9 2 BEH D B V[Rasymm] & coV[Raps Rasymm] TH 2. £F, V[Rysymm] % A

2 (D.36)

ERAR
V[Rasymm] =< Riymm >—-< Rasymm >

D.2 fiiT < Rusymm > 13T TIZRD7z. ZD728, HIZFHiT 2 BENHHE— AV b

X < Raymm > THD. iDL, ZNETHERT PLORMTET,
(D.37)

2 _ T
< Rasymm >=V My

ZIZTC, vIFEAFD XS IZB W=,
y = (w1 wy Wi wz) (D.38)
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oz, MIZAFD X SIZH W=,

< y42-—L > < Y+-LY+-R > < Y+-LY-+L > < Y+-LY-+R >
_|<Y+-RY+-L > < y.%._R > < Y+-RY-+L > < Y+-RY-+R > (D.39)
<Y—4LY+-L > <Y-+LY+R > < Y%+L > < Y-+LY-+R > )
< Y-4+RY+-L > < Y—4RY+-R > < Y—4RY-+L > < y%+R >

M DEZ%—DOFTOFIT 5. BRIFPEEL TVWIDOTEEMZ 10HDE—X 2 b

EFMT 5 2 LiemB. BN, <y2, > &FT 5.

<y, >= / B / " dr'dt” f(i'") f(t)) < E(t — )2t + AD)éEL(t —177) > (D.40)
0 0

Ik Eq 312 LD W TR 3.

<y2, = / / At () < Exlt = )E + ADE —17) >
0 0

+ <E(—EM+A) > < E(—1") >,

+ <E—1E AN >c< E(t—1) >

+2 <&t —t)E(t+ADENt—1") >c< E(t + AF) >,
+2<E (- +AL) ><E(t+ADE(—1) >

+ <E(+ AN > < £ —1)E(—1") >

+2<E (-t + A1) >e< E(t+ A1) >.< E(t—1) >
+2<E(—t")E(t+A) >c<E(+ A1) > < E(—1) >,
+ < E(t—1E(—1") >e< E(t + A1) ]

b <E(t+A) >e< &t =1 >e<&(F—1") >

b <E (1) >e<E(t+A)S2<E(t—1") >} (D.41)

BEF¥ LTV MIINT 21E Egs.  (3.17)~(3.24) 2RAT 3,

2 _
<yi_ g >=

4
472
+ 22 = m)o6(t" + Aot + Ar)
+ (2 =m)5(t" + Ar)

+ (2 - m)o(t” + Ar)
+(r=1)7261" —1")

+26(t" + At)o(t” + Ar)

/OO /Oo dr'dt” f(t”") f(t ) {(=n* +dn — 6)5(t" + A)S(t” + At)
o Jo
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+ (=1 —1")

+(r—-1)

—26(t" + Ar)

—26(t" + Ar)

+1 (D.42)

MR EFETTELERONEES.

4 00
<yl >= f—ﬂz[n(—n +2)f2(=At) + (- 1) /0 dr’ f2(t")

— 21 f(~At) /0 dr’ f(t') + n{ /O dr’ f(1)}*] (D.43)

21T, <y? o> 2dHliT 5.

<yl p>= /0 B /0 B dr'dt” f(t")f(t') < E2OE(t =1’ + A)é_(t —1” + At) > (D.44)

% Eq. 3.12 IO WTERT 5.

2 _
<Yi_g>=

HZFaLT VDI

2 _
< yi_g>=

/Ooo /000 dr'dr” f(") f() < EDE-(t =t + ADE_(t — 1 + At) >,
+ <EWE(t—1t + A1) >< E(t—1" + A1) >,

+ <EME({—1"+A) ><E(t—1' + A1) >,

+2<EME( -1+ ADE(t—1" + At) > < E-(F) >¢
+2<EME(t—1t +A) > < EE( -1+ A1) >,

+ <) >e<E(—1 +ADE(t—1" + A1) >
+2<EME(t—1 +At) > < E (1) >e< E(t =17 + A1) >,
+2<EDE(t—1"+ A1) > < E(t =1 + At) >c.< &E(F) >,

+ <) >e<E( -1+ M) >.<E(t—1" + A1) >,

+ <E(—t'+ADE(t—1" + At) >o< &) >2

+ <& () SEI<E( -1 +A) >e<E(t—1" + A1) >} (D.45)

g H14H Eqs. (3.17)~(3.24) ZRAT 5.

o
472

/ ) / ) dr’dt” f(t”) f(t"){(-n* + 4m — 6)(t' — AS(t" — At)
0 0
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+2(2 - m)o(t" — At)o(t”" — Ar)

+ (2 - m)o(t" — Ar)

+ (2 - m)é(t” = Ar)

+ (- 1% —1")

+26(t" = At)o(r”" — Ar)

+ (=16 —1")

+(r—-1)

—26(t' — Ar)

—26(t" = Ar)

+ 1} (D.46)

R aEITT5LROA%EHE5.
4

<y p>= :-—[ﬂ(—n +2)f2(AD) + n(m = 1) /0 ) dt’ f2(t") - 2n f(At) /0 ) dt’ f(t")

712

+ 7{ /0 " dr’' ft))}?] (D.47)

$312, < yaryer > T 3.

< VeLyir >= /0 /0 di'di” F() () < €t — V(1 + ADEDEt — 1 + AT) >
(D.48)

I Eq 312 LD W TR 3.

< Y4-LY+-R >= /0 /O di’dt” f(t") f(t){< E(t = 1)t + ADEL(E-(t — 17 + At) >,
+ <E(t—t"+ADENDE(t+ A1) >c< Ex(t— 1) >,

<E(—1)E(t =17 + ADEL(1) >c< E-(t + A1) >,

<E(—)E(t+ ADE(t =17 + At) > < E4(1) >¢

<E(—1)E(t+ ADEL(H) >c< E-(t =1 + A1) >,

<EE—1)E(t+ A1) >c< E(DE(t =17 + A1) >,

<E (1)) >e< E(t+ADE(t — 17 + A1) >,

<E(—1)E(t =17 + At) > < E(t + ADE(1) >

+ + + + + o+
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+ <& =)t +At) >c< E4(t) >c< E(t =17 + A1) >,
+ <&t =1 () >e< E(t+ A1) > < E(t—1" + At) >,
+ <&@ —1)E(t—1" + At) > < E(t+ A1) > < E(1) >
+ <EME(t—1"+At) >c< E(t—1) > <E(t+ A1) >,
+ <E(+A)E(t—1"+ A1) >c< E(t—1) >c< &) >
+ <E(F+A)E() >e< & —1)E(t =17 + Ar) >,
+ <EA—1)>e<E(+A) > < E() >e< E(t—1" +AF) >}
(D.49)
EZXa Ty MY A1 Egs. (3.17)~(3.24) ZRAT 5.
4 00 )
<ewver>= /0 /0 drde” f(") FEN@ = 13 + AS(")
+ (2 = m)o(t")o(t” — Ar)
+ 6(t")o(t” — Ar)
+(m = 1)%6(t")8(t”)
—6(t" + Ar)
- 6(t" = Ar)
+ (- 1))
+ (= 1)8(t”)
1) (D.50)

MR a3 92 LIROAEGE5.

4
< Vi Ly R >= j’?[(z — 1)g(|AL]) £(0) + (2% — 27 + 1)g%(0)

~ gl /O dr' (i) - /O di' f()f (@ + Ar)
_ ’ ’ ’ N 2
+ 2(m l)f(())/o dt f(t)+{/0 dt’' f(t"H}y] (D.51)
F41T < V+—LY—4R > Z il 5.

< VeLYosr >= /0 /O di'di” F()F(1") < £t = V(1 + ADE(DEN + At — 1) >
(D.52)
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ZhE Eq. 3.12 ITES WY 3.

< Y4-LY-+R >= /O /O di’dt” f(t") f{< £t — 1)t + ADE(D)E4(t + At —17) >
+ <E(+ANE(D)E(+ At —1") >c< Ex(t—1) >,

+ <&@ =) (D)E+ At —1") >c< E(t + Ar) >,
+ <&@ -1+ ADE([ + At —17) >c< E.(F) >
+ <&@ =1t + ADE(1) >e< E(t+ Ar —17) >,
+ <&@ —1)E(t+ Ar) > < E()E(t+ At —17) >,
+ <E@X—1)E(t) Se< E(t+ADE(t+ At —1") >,
+ <&@ =1t + At —17) > < E()E(t + Ar) >,
+ <&@ —1)E(t+ A1) > < E(t) >c< é(t+ At —1") >,
+ <& (=1 (t) >e< E(t+ A1) > < E(t+ At —1") >,
+ <&@ =1+ At —17) > < E(t) >e< E(t + A1) >,
+ <E()EH+ At —1") >e< Ex(t —t)E-(t + At) >,
+ <E(+A)E(+ A —1") >c< E(t = 1)E(E) >,
+ <EME(t+ M) >c< &1t +Ar—17) >,
+ <E(—1)>e<E(t+A)><E(t) >e<E(t+ At —1") >}
(D.53)
B¥alhT v MY 21E Egs. (3.17)~(3.24) 2RAT 3.
4 o0 00
< veryk = /0 /0 drde” F(1) W@ = 16" + A"
+ (2 - m)o(t")o(t” — Ar)
+6(t")o(t" — Ar)
+ 6(t")o(t”)
—o(t" + Ar)
—6(t" = Ar)
—6(t")
—-6(t")
+ (=15 =1t + Ar)
+1} (D.54)
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FERE2FEITTHEROAEES.
< Yoy >= T mFIMDFO) + (FOP
- ) [ ar gy e a-n [ OO dr' f (e’ + %
-2 [ arse)+1 [ arse)y) 59

%512, Eq.3.16 £ D A FORDHLT 5.

<Yi-Ly-+L > =0 (D.56)
< Y+-RY-+r > =0 (D.57)

BB, BODE—X Y MIUTOARSESNS.

<y, >=<yl, > (D.58)
< yE+R > =< yi_R > (D.59)
< Y-+LY-+R > =< Y4-LY+-R > (D.60)
< Y—+LY+-R > =< Y+-LY-+R > (D.61)

M DFEFZEETRCFMIL 72D T, V[Rysymm] 2135.

V[Rasymm] = 0*(D1 + D2 + D3 + Dy + Ds) (D.62)
2 _
Dy = T2 03 - + w3 AN
D2 = -2 (a0 w0 [ ar @)
0
Dy =Tt +d) [ ar (o)
T—2

Dy = = wlwz/O dt’ f(t' + Ar) f(t")

pedi [ arrap

£(0) =0 &AWV 7-.
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RIZ, cov[Rap, Rasymm] % #Hillid 5.

cov[Rop, Rasymm] = < (Rop— <Rap >)- (Rasymm_ < Rasymm >) >
= < Rop - Rasymm > — < Rop >< Rasymm > (D.63)

<Rop > & < Ragymm > ETTIZFE L 7. #7242 < Rop - Ragymm > % FHIIT 5 BEAD

5. DD, TNzEiTHEXRT MIVOFETERT.

< Rop * Rasymm >= v Ny (D.64)

72720, 7 N IZBA RO L DIz Ws.

< V4+LY+-L > < Y4+LY+-R > < Y4+LY-+L > < Y++LY-+R >

N = < Y+4RY+-L > < Y++RY+-R > < Y++RY-+L > < Y++RY-+R > (D.65)
<Y—LY+-L > <Y—LY+-R > < Y—LY-+L > <Y—LY-+R >
<Y--RY+-L> <Y-RY+-R> <Y-—-RY-+L> <Y—-RY-+R >

v X BEq. D38 TE#HLZ. Zhhs, NOERE2—-DOTOHHiT5. 20, 16 HD

E—AYVMNEFMT S, 1T, <yiary_.p > ZiHliT 5.
Svenyens= [ [ draeg) < - 0Ea s ae -1 > D60
0 0

- [ [ arar s ed- g sog-1) .
+ < E(t—)EHE+ A < E(t—17) >,
+2<E(t—1)E( —1")E(t + A1) > < Ep(t+ At) >
+<Et+ANE( — 1) >e< E(t = 1) >
+2 <E(t—1)E(t+AL) > < E(t = 17)EL(t + AL) >,

+ < E(t =)t —17) >c< EF(+ AL >,

+2<EA—)E+AD) > <E(t—1")>c<E(+ A1) >,
+2<E(E+HANE([—1")>c< E(t—1) >e< E(1+ AF) >,

+ < E(t—1)E —17) >e< E(t + A1) >2

F<E (AR > £ —1) > o< £t —1) >

+ <E (T =) >e<E(t+AD)SE<E(1—1") >¢) (D.67)
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B¥alhT Y MIRIGT B1H Egs. (3.17) ~ (3.24) 2RAT 5.

< Y++LY-+L >—_

472
+ (7 +2)6(t" + Ar)

+2(2 - m)o(t" + At)o(t” + Ar)
+ (2 -m)o(t"” + Ar)

=2(mr = 1)6(t" + At)S(t”" + Ar)
—(r =15t -1")

+2(m = 1)o6(t" + Ar)

—26(t" + Ar)

_ 5(1‘, _ tu)
+(r—1)
+1

MR EFEITTELRONZEES.

/ / dt’dt” f(t") f(){2(m = 3)6(t" + Ar)S(t” + Ar)

(D.68)

4
< VirLY—+L >= 4—2[ 27 fA(=Ar) + 2 f(— At)/ dt' f(t") - 71/ dt' f(t' —t" + Ar)

Yo

5212,

0

+7r{/0 dr’' ft))}?] (D.69)

< Y4++RY+-R > %éqzﬁﬁj—é

< VerRYsR >= /0 /0 di'dt” f(E)F(1) < ExOE(E — 1+ ADEDEE — 17 + AT) >

+ <&t HADEN(DE(t =17 + A1) > < &4(1) >
+ <EMEDE(—1" +At) > < (1 -1 + A1) >¢
+ <EOE( -t +ADE(t =17 + A1) > < &4(2) >
+ <EME( — 1+ ADEL(E) >c< E(t =17 + A1) >,
+ <EOE( =1+ AL) > < E(DE(t =17 + A1) >,
+ <EDE) >e< Ex(t =t + ADE(t =17 + At) >,
+ <EE(—1" + M) ><E(E( — 1"+ A1) >
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(D.70)

= /0 ) /O ) dr'dt” f(t") f(E){< Ex(D)E(t — 1"+ ADEL(DE(t — 1" + Ar) >,



+ <EOE( =1+ A1) >c< E4(t) >c< E-(t =1 + A1) >,
+ <EME() >e< &t -1+ At) > < E(t—1" + Ar) >,
+ <EME(t—1"+ A1) >c< E(t) >e< E(t =1 + A1) >,
+ <EOE(t =17+ A1) > < E4(1) >e< E(t— 1 + A1) >,
+ <&@t +ADE(t—1" 4+ At) >c< E (1) >c< E4(1) >
+ <EDEN( 1+ A1) >e< E(1) >e< E(t = 1" + A1) >,
+ <E) >e<Ex(t =1+ A1) >c< E4(t) >c< E(t—1" + A1) >, (D.71)

B¥ahT v Mg 51H Egs. (3.17) ~ (3.24) 2RAT 5.

4 0o 00
< Y++RY+-R >:;? /0 /0 dr’'dt” f(t") f(t"){2(m = 3)56(t" — An)S(t”" — Ar)
+ (m+2)6(t" — At)
+2(2 -nm)5(t" — Ar)o(t”" — Ar)
+ (2 -mo(t"” - Ar)
—2(r = 1)6(t" = Ar)é(t”" — At)
—(r=1Ds@" -1")
+2(m = 1)6(t" — Ar)
—26(t" — At)
-6t —1")
+(r—1)
+1 (D.72)

MR a3i79 2 LIRODAEGE5.

< Veorver >= T [-2n /280 + 27 f(A) /0 " f@) - /O A g -1+ A

472

+ 7{ /0 ) dr’' ft)}?] (D.73)

3z, < V4++LYV+-R > ZRHld 5.

< Y++LY+-R >:/0 /O' dl/dl,,f(t”)f(t,) < §+(t - t,)§+(t + At)§+(l)§—(t — 1"+ At) >
(D.74)

= ‘/Ooo /000 dr’dt” f(&”") f(t"){< Ex(t = 1)L (t + AD)EL()E-(t — 17 + At) >,

79



+ <E(EHADEDE(t — 17 + At) >c< Eu(t = 1) >

+ <E(t—1)EME(t =17 + A1) > < &t + A) >

+ <&t —1)EE+HADE(t =17 + A1) > < &4(1) >c

+ <E(E=1)ER+ADE() >c< E(t =17 + A1) >,

+ <E (= 1)EE + AL > < E(DE(t =17 + A1) >,

+ <&t —1)E(t) >e< E(t+ADE(t =17 + A1) >,

+ <E(E—1)E( =17+ A1) > < £+ ADEL() >

+ <&@ —1)E(t+AD) >c< E(1) >e< E(t = 1" + Ar) >,
+ <E( 1)) >e< E(t+ A1) >c< E(t =17 + At) >,
+ <&@ —1)E(t — 1" + At) > < Ex(t+ A) > < E4(1) >,
+ <EME(t—1"+At) >c< E(t—1") >c< E(+ Ar) >,
+<E(EHA)E(t—1" + A1) >c<E(t—1) >c< E4(1) >0
+ <E@HAE) >e< éx(t—1) >c< E(t—1" + A1) >,
+ <E(E—1)>e< &+ AL >c< E(1) >c< E( -1t + At) >.} (D.75)

B¥ahT v MIxnd 51H Egs. (3.17) ~ (3.24) 2RAT 5.

4 ) 00
< Verrvek P /0 /0 drde” {1 FE W@ — 16" + A"
+ 2 -m)(")o(”" — Ar)
— (= 1)d(t" + An)s(t”" — Ar)
—(m = D))
+ (= 1D)5(t" + Ar)
—6(t" — Ar)
+ (= D)
-6(t")
—o6(t" —1t" + Ar)
+1} (D.76)
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MAEFETTEERON%E[F5.
o 0
< Sreryek 5= 1512 = MAANFO) - (= DF0) + (= Df-a0) [ ars(0)
T 0
-1 [ arfe)+ =270 [ ars)

- / ) dr’ (' — 1" + Ar) + { / ) dr’ f(t)}*] (D.77)
0 0

% 4 6:, < Y4+-LY++R > %?Mﬁﬂj_é.

< YaoLyesg >= /0 /0 di'dt” F() () < E(t = V(1 + ADEDEN -1 + At >
(D.78)

= /000 /Ooo d'dt” f") f(E){< Ec(t = 1)E(t + ADEL()E(t — 17 + AL) >,

+ <& (=t ADE(t + ADEL() >e< Ex(t —1) >

+ <&t —t)EDE =1+ At) > < E(t+ A1) >

+ <E(E—1)E(+ADE(t =17 + A1) > < E4(1) >

+ <E( ) +HANE() >c< &4t —1" + A1) >,

+ < E(t—t)E(t+ ML) > < E(EN( =17 + At) >,

+ <&t = 1)ER) >e<E(t+ ADE(t =17 + At) >,

+ <E( =) —1" + At > < E(t+ ADELL) >

+ <&@ =)t + A1) >e< E4(t) >e< E(t =1 + A1) >,
+ <& —1)E (1) >e< E(t+ A1) >c< E(t =17 + A1) >,
+ <& -1 —1" + A1) >c< E(t+ Ar) >.< E,(1) >
+ <EMER—1"+A) > <E[H—1)>c< E(t+ A1) >,
+ <E(F+A)E([—1"+ A1) > < E(t— 1) >c< E4(2) >,
+ <E(+ANEN() >c< &t 1) >c< E(t =17 + At) >,
+ <&t - )t + ADELDE(t =17 + Ar) >} (D.79)

BE¥ b7y MIXIET 51 Egs. (3.17) ~ (3.24) 2RAT 5.

4 00 00
< Vevek P /0 /0 4 di"” F(t") (2 - )8 + ADS(E”)
+ (m +2)6(t")6(t"” — Ar)
— (=D + AD)S(t" = Ar)

— (= 1s(t")s(r")
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—6(t" + Ar)

+ (= 1)6(t" — Ar)

+ (= 1)6(t")

-6(t")

+(r =Dt —t" + Ar)

+1} (D.80)

MR EFETTLELRONEES.

4
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