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A% BRANPMBEME T HEH A TERNNEINATER, 8 LIUKR, BA R RN KALE T & KA
ETEHAFENEETEM AL 5AERRTEMNELRTELMER Y. AXEEBHA X 8RN
MEMATHERLE TR ERETHRBNE R LI A0 GH SR, J 4 1t G B Ao 5 AR ok (B AL AT R 2.

XA

TR A1 R I AH IV 52 A A i AR ) B e AR
FRRAE, T RO A 2 B f R o B LRI AN e DI RE . —
H MProvencio®E NMTE JE M I (Xenopus laevis) H1 &
LT — R IR A B H——A0 8 R (melanopsin) &, I8
W ORI HE(F T AL AAF (5 W A0 ) 2 i 9
AN LB BME — O, R RIAE R
PR 2T AR DL B E OIS 5 & I8 W ALk
B BT 1S 4R S S AR O R S
(1 Th Re 127, 3 24 28 745 20 4 iy 44 S 1 IO R R
1 2 719 21l 2 (intrinsically photosensitive retinal ganglion
cells, ipRGCs), A 4T XHpRGC M5 54 S HAE %
PR 1 28 A 5 (Y I 0 R % i T PR R AT 17 B 2R3

1 ipRGCHYAE 5%

N T R SRR AR T, Ol I 52 25 41 i (pho-

FREAE, ERANFABEHE T AR, A FHF WAE, wE LR

toreceptor)JE i 1 R IEAR 4544, 43 AR B IR BT 4%
IR, HARER B AH R 70 AP ZE: c-opsin (ciliary) flir-opsin
(thabdomeric)®~11. 1 9 24 8% 52 25 20 JiL AN AT 75 A
g, AATHOGAE 55 S S i s A E. J
HEZN W) AR AT 20 8 28 B 2K, WU+ B0 )
IR PR PR RG34 4 L M A ) v 2 AR A, T
TCEMESNY), W (Drosophila melanogaster) 1 G52
AR R AT, BT 5 2B IEEEC (phospholipase
C, PLC) J#% 4T FF 15 738 38 SC LA L 1 22 Ak L2160, e
THBNPOCRZ AR IS T 5 IR 1) 7 T ALK 7T
O ELBOE ), WOt 45 7% A6 AR 8 5 (rthodopsin)
TEGUE E IR AR = R S/ — B RR 1 H (guanosine
triphosphate/guanosine diphosphate, GTP/GDP) & #t, %
15 B9 Gt oV 2 5 5% R — 5 ¥ (phosphodiesterase, PDE)
GG AT L E AL, K AR IR & 15 R (cyclic guanosine
monophosphate, cGMP), 15 15 7E 2 i 2R 3% H &b F FF i
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BAXEE: AL (K015 5 5% T 5 30 B 44 T g

IR ZS 1) PR % 1 R 8 18 (cyclic-nucleotide-gated channels,
CNG channels)>< 41, 2 BGEAR AL B LR, AHX TS,
KT ipRGCILAE 5 % T W 47 T BRI E A WrR 70
bl JEC R A AT 40 i, AR PR IO SRS B, R
i A R P ) SR S 2 A i B R A AL ST,

L1 HENRRM

ipRGC % % )t ﬁJ ¥ , melanopsin 2> T i T4
G 5 RN RS T, AL 1RO ik 7 —
MRS T %ﬂ%)bﬁﬁlﬁﬁ HEHNARS T — ﬁ
melanopsinth & 5 11- I =A% 3 1% (11-cis retinal) 25 & I
F 56 B AR 2R B e, R RO TR 1 -cis retlnalfr*’]
4 R A TR (all-trans retinal) R AS K AR A O
PLEE F 50 1. AT RLHE L 2R 2 TR R B0 AR,
REAS S 5 1) 4 e R B I o 5 0 R P O, ad i A
5T A0 K] JEE €24 25 4 B (retinal pigment epithelium, RPE)
ol F2 ) (Muller) 41 2 7 75 2B HLHTPK 2 M 1=, AT
SEPL IR, T melanopsin G 1] 685 & (Tachypleus
tridentatus)~ SFW S FABTCHTHESN W) A0 B 1 2R AL,
& — PR A (1 AL K
T A TS AT I TR R K O A A e R B T
AR [E] 1M AR AS, o/ 5 LA A b g 21, H Al
HRIE L FHZRENAEP). 2 FRPEMMuller4l
fL, 45 7T g A2 ipRGC AL 2 1) fe p) SR P 123250,

WIEN 7R, ipRGCHIE R BRI H I R 18 . R
R IR R 1200 I g5 K ROBCE K (Amax) 21480 nm[27281.
52 5 A8 AR FIARLHE 41 i A5 L, ipRGC R N
P2 53 A1 1 2% BE ARG, 40 MK BB BURS B T 4~6
MR, B UL BRI G R Be PR R 2L 1 B
1.2 XE5HS

ipRGCs X T~ 5L 0 i 7, 0, 475 0% A 2R
PN AR, IX AN D BRI R 2 OGS S S R
THLH R E . PR R WSO ¥ J5 34 11 -cis retinal 7
¥ ifall-trans retinal, H 548 S RS Fimelanopsin*,
b5 WOE G 1, Goll e 5 Gy IEAE 43 B (12). H HTIE
AN € melanopsini G AN G 8 FH IE 1Y, {HE UE 35 R 1,
TEipRGCH BB Gq, G11HEH5 58 471 b 6 S B2 164k
(I GolE FEFHE PLCRAL! 2L 4K 1T R Ui i) 25 - J i
— A TARUESE T X 5 5 1 1@ 1& J& T TRP (transient
receptor potential) K ik, H fx £4H i€ N TRPC6 A TRPC7
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Bl BBOEHL R 2 40 (A) R H LR (B) (K
ZIRFE)

il 7 A 1143031

VERRRSEAR T, T S P B S5 87 6 2R 95 -5 i it
FERIGFEE. £ RS IR F, B T rhodopsin& XA A&
IR A, WAk Hrhodopsin, — 75 T 7] LA Y570 nm
B TR IS RS, 55— J7 TR A] DL i 4 3K
& Harrestin 25 M1k firhodopsin&h & % HHE4T 2815 Al
T PR BB 523, Btk 2 4k, GEE . PLCHE§. TRPI#IE
S5 AN R 20 73 1) 9 P B 2R 17 T A AN D' e B 3 [
FLHL 5. KT melanopsin Y6 {5 5 % T 11 28 3% 1k 72 Fir A
Hb H B UEHE 3 FF, melanopsini Y 2 i 446 5 T
R 1L FN B-arrestins it 45 & P43 i HEAHERR HoAh R 7%
BLHIAE7E AT B %, JCH 2 2% & Fllmelanopsin 1) 7 R
TLHT%IEK{E,%DE’]%@*E:E’JJ‘CEE A 2L T G2 A8
FRak REMmE 7R HoOt e B R s L 5 2 A
E%%{ﬁ WA BRI ZEN, TR 0
PN 2RISR

2 ARG B R T R

ipRGC 5L G IR Z 2 MU AH LL, B T 454 |
()22 5, 30 — R B DO 2 e AT B 3
FRORK IR 7 fiff o 2271 24 i 28 o ) 3 S R Rt T 2 e
A S S A DR A 2 2 3, B LAt
TR 5L AR 0 S EN AR AR TF U 7 R 400 D) I 52 i [X
Pt B4R 7T, GodementZE A BOUE i3 £ /) B (Mus mus-
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El2 ipRGCRESHIEXERE N CMAHS, KENBRIRER) (MEREHE)

culus) R P 1) 3B 38 A s 1A S i A Tl 20 B AN AR it A A
VOB J7 VAR AL T 2 A i R FL R O I R R
AL IR X6 5 AMI S BR 44 A% (dorsal lateral geniculate nu-
cleus, dLGN) Al I - (superior colliculus, SC) ) % £ #
%}, Johnson%% A\ BT HIPickard817E K iR (Rattus norvegi-
cus) 1 &5 W (Mesocricetus auratus) ™ F| F BAR 1T 4
A (1) 75325, 38 Ik O ) R ] (1 36 AE, FE R T A
JIEE %6 422 X _E A% (suprachiasmatic nuclei, SCN) [ #% 5 .
FEIX B8 T AR AR, B 788 119 K = IR B ipRGC
HIFAAE, SR A — S8R, 7R — P AR HERLAT ()
LK Z A, B (E B AL B BISCNPYL 2 53 B K
SRR EA I A 5 G, A R R AT AR T RE ) 2k
BH /N B, A2 B 0 AP R A B AR LC. 20024, 35
[ 417 B K 22 O Berson 5 A OV B, 2R 4% 5 2 SCN )
UL IR IS Ao 22 95 41 B 1 2 ipRGC. 2 J5 A T ik ipRGC
IR I, T2 5 DREIRES, BIT T RER
TAE. 7EHattar% NI HF 78 47, melanopsind K #f &
e AHtau-lacZ, ipRGCs K LR S PR 0k 1 -1 FLBE 1
i, MG SEE T X ipRGCs 2 b [X 5 5 16 T MLAL B ic.
TEIX T 5T A R B ) ipRGC = B2 48 4 [X 4 F0, 4 -
(1) SCNU41 T S iy 3 50400 o 26 22 F) B A1 A 4
5, C WAL Y — R I ERAT N ANE B )
ipRGCs *F SCN ) #5 5 & XU (), 1y H.7E SCN ) 41 5%
FOAZ 0o o #4434 . (1) IR A4 8] /N i (intergenic-
ulate leaflet, IGL). 55 SCNZE L, IGL 2 5 2 15 i
25 e L6AT) TGL S — AN 8 1 A R 45 440, K 3 ) R0 i )
AN AR A 23 FF, LT 45 44 . 5 2 SCN I 4% 3 A
6 [ 42, ipRGCs it /2 A7 IGL I $ 5 2 R X FR 1,

) HE 1 i N ozt s T IR BR . (i) AORS TS5 BT % (oli-
vary pretectal nucleus, OPN). OPN s il 77 i 5L o' = &
F1 B S A% P 148500, e ube 2 A 1 R 1 6 FR (11ipRGC
F L5210 7E FE 3T SE 6 B (rostral pole) ) [X 3%, ipRGC
1) £ 2 2K iy T IR, 1) i S A 1 A ) v K ) 25
F(29 55300 pum, J£50~100 pm), i Ja 3 2 10 o % 10,
FEBCPAT IR, (iv) SC. ipRGCs £ | B (1454t 3= B4y
i T R4 22 2 (stratum opticum, SO) P3N AT A, H.
WAELL AN =5, RAA DB 402 N BERERIK(R)
JZ (stratum griseum superficiale, SGS)F 77 Ik JZ (stratum
zonale, SZ). S1IGLZAEL, 7ESCH, K H XU HR [1)ipRGC
Fi N E L T RMER. (v) Ml 28 (lateral habenula,
LHb). SMUZERZ R Tl 5 T 756 == E& i) —4
e B DR ST I X, 22 5 S 25 (R 15, ipRGC
Xof A U 42 %5 4R (R4S s 3K LG4 S 2 A () fii )
A, HIFEANAZ B HM 28 1% [P 8% 0. ipRGC X 28 4%
(1045 S5 0 AN P AR KD, R AR AU LT 56 4t 5 R
) N, [0 IR i O\ A0 s 7

FRIX L [X 35 A, ipRGCRTR 22 HAth i [X A1 A AH X
BRI, 140, K B ipRGCHTHCHKR £ 4 2138 408 7 X
H14Ml (preoptic area, PO)F1E #Mill(ventral lateral preop-
tic area, VLPO), Jf FH # 55 AASCN 5 (1] 11 J22 ] 28 fift 22
T2 55#% (subparaventricular zone, sSPVN)¥JiE{ll]; ipRGC
9,45 5 2 AL _E 4% 41 [ (peri-supraoptic nucleus, pSON) LA
J P54~ #% (medial amygdaloid nucleus, MeA). 7&
] 4 B4 IR 445 (ventral lateral geniculate nucleus, vVLGN)
o, ipRGCAR Hig i i 3 2 E/NHRIX, X L35
R T AR N, R W JE AT TGL R P ] 2%
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2 T /E LGN/ 3 22 [F U (¥ ipRGCHi N, I HH 5
&S

LR I, FE T A SR AR I R T
ipRGCsFAZ B — [\ Fh 23 i el R LK 2 M, M2
FIM3 3FRE AL, Fifi 5 5 3 R H R 1 & R, XFipRGC
25K 5 THREME 78 S InIR N ) F 4 5% M H AR 12 ipRGCs
SR FH Cre/loxP 2 4853, SRk 4 K BT M4ARIMS 254 1
T AN [ S B A 0 M AN [ 8 A K, A T R
12 5 R E ) Th RS . M1IER E ZE 5 BISCN
FIOPN AR5, 43 550 T 45 B 7 45 8 £ 6 452 i R i L )
S HF; RIS, B Ak 38 B YF 2 oA i X, WIIGL, VLGN,
SON, VLPO, MeAFILHb. JEM1IF A N5 5 £ OPN
#ls. dLGN e SC X3, i se 3 bt HAR A S 1) T R 1
AN A, AR I R MO B AR 1T BE 2 5 31 A% A 1
hRE .

MipRGC R I & 4>, 2T H Ty RE A% 5F 1) 0F 78 K
ZORTEMG U RSP R AT I, e AT 2 U AT T
B9, FoAb BRGS0 AR BE 2% A &5 H4) 21 T RE # AT
At 5 BAT S A B AN IR, BB, —/NMB B 2R 11 [
HoE B AT M) (48 N ) & 75 47 7EipRGC K ) T
JiE G X 8. Dacey 28 A P81 it 76 8 0] M (Macaca
mulatta) 1N R 9 JE A1 £t X melanopsin 2 47 4 % 4t
t, UESE T ipRGC W AF1E, Fif it 7E LGN ATOPN: i
7N BRI FE B B ) 38 R R A, 45 7R T ipRGC X
LGNHIOPN ¥ 4% 5F. Hannibal& A 543 i 4528 Ju 1
TESE T AR A RE 2 2R 1R R0, R FipRGC Al AR

T 2 6 T T A R R A I BT K (pituitary adenylate
cyclase activating polypeptide, PACAP) %5 &, 7E A HJ
FILI - FC i K A7 (retino-hypothalamic tract, RHT)}&
Yemelanopsin FTPACAP, & BL7E A\ K /1 145 ipRGC %}
SCN [ 41531,

b 5 A B A 90T 7 0 (R AR R HA B, B 58 B R
ipRGC I HAX #5 56F i mT . 38 s 58 F Wk ek 2895 B
R TR, o] LLUIE R HHipRGC 2 A AX (1) B2 5 [R] 82 4% 4,
B 2 T A 2 FL A G, X S R Dy B AR N VA
ipRGCHTZ: 55 [ 4= B Ty B8 FHA 2% AL 1) £ A1k 2 22 1 5 B,

3 AEREMEThRE

ipRGCX B JZ T 45 H (3 5 B I s oA 2 4
AR BT RE, BIF 703 3 A W AR 2R AR AIT T 328 T 1) B
T o — g 2R 3 R AZ ipRGC R il AL, DA K 4y
) B A

3.1 LG RS

20014F, A3 50 & I, PLAEFRLAT 40 B 35 AN & 1
/N BRAK TH B8 7= A8 B FL ' [ S (pupil light reflex, PLR), iX
T s B HUR A TE B2 R, AR R LIS 4 (1 F2 B A0
B A AN BRTCZE 0. 3PS N7 R 35 BETE420~625 nm, 5
2 HT R DAY B 2R U K479 nm AR FF00, (R R AE
M, ipRGCsTR AT GE 2 5 B 1 W L% SO i . S5
44 Flmelanopsin®k 2k 7> BR (opn 4™ ) HEAT [ FL G R 5F
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S HE — PR S T IX ARSI, AR T B AR A ) BT
B, opnd /) BB R FLYSC A fir R A e WAC A4 ) B A R
80957, X 4 M 52 1 B, ipRGCs A 3 M 645 5 RE 8 5
i L' S S RS A S R, O HL R B A F 9RO
1 S B

3.2 SEXYERIAT

WY 7L 3000 P A ) 0 A 5 P I v ) B IS
FRR G, 3% — B R A RR A YA, 32 B e A ) R
A G081 1E B oA — Be (Al 1 6 IR, 2 5 80U A )
Bt 4D 71 FEEE A R A R AR A S 5 T A A R 3R BRI BR
b, B FRE RIS, A R R TR B S B
A= RN BRRE [E] F AR FETS0600 I o AL RO AT 4 B A
TSI/ BRARER T DUERRF 5 0% JE B — B A= 1 4,
I HX BT L2 I 1 BUBO 1S B 5 ipRGCs L FLO1.
X B IR T ipRGCs X Tt 18 il 4= 4 5 i o ik,
T /T SCHT IR i ipRGC XY 15 48 4H JS#% [, WISCN, IGL Y
BB SFEE T ipRGC AT T A5 5 6 FTHE I 52
FE FLo1e2],

3.3 HEMR

2 B A TN GR35 R YT (RS 3 45 5 AR IR0 6 3k
22175 R MM IR 7= AR, AL, A e HIR 0 1) (B o ) il
I, £ TN RITIRTE 3, X — ik #2588 MU AT %
BHHEEVIM RO (H R, X LR 7E 2 Rk
/N B AN 2 R AR, W T ipRGCs X BB P 1 15 4
VS 5 IRE R WA 75, 8 it — R 50 0 78 B0,
ipRGCXVLPOA & ELHHLIT, 1R o] Gt ag X |
X VLPOA % [ 55105, A = B2, W4Tt )
/R, Yes FEOEIR R AL, (B 2% T BATH M
YR, 6 HE 2 40 i) B B 2 3E 5 B . ipRGC 2 ]
NG T IR E S, BARIIALE] B §T A E 2.

34 SIRIRASLR P AR %

fift B2 2 (melatonin) & — Ff FH FA BEAAK 43 WA 13 2
TE N, FERR I B A P IR R R 2 KT 2 R R
KF, BN N RS IR AT AR — N EED
PLER006T] 19954 R FL R I, BAR K HIEE & T3
BRI EGLA R E RAEPRIR, (BA —55E
N BEA% 4 35 A2 P 00, BLAE I i AN, 7E X B

N, A AR IF 453 ipRGC A S IG5 5,
LAHE BB 2 K47 32 1 R AR 551000, AT GR AT T 1E 8 10
T

35 1H%

Fe X1 & s, H AT A A B A (A
AR, (R R R AT B I X A A A R e RS 1 5 ) T
2 I 25 AN, 5 o, 22755 PE AR (seasonal affective
disorder, SAD) & # s K T/ERS (A K ELII N, #BH 1F
B I0 T e n] DUFE AR 2R B 1T R IR AT
P& B R M 17 4 10870 ik P 1 O — LU AR
Y HE. 20034F, H I REAZ LI 7T 4R0E, B N AR B TR AE
FEHETR, R — R O T i X 2 M TR, X
—ARE R AR AR B, B OR TR RETS B R I )X
e i [X 71731 7 [/ — R AT 7, 24 AN TR 0 1
S HEAT B 2 TR, 480 nm Y W 6 I 4 e KRR
| L IX A% A (1 A, 1A I 2 A B R A SRR
B, W57 7 ipRGCsTE 1X — b 72 7 ¥ 15 FH U4, et /N B
R ik 8 FE T I S 36 0 — S5 IE S T IR R B 20124,
A S I N FR AL I IR B, 7E AN 5 )N R B AT
BT AT A B TN BRI AT . A
ipRGCs i 1A % 4 1 /8 B 38 3k [0 45 1 0 At = 5 ¥
HRIANALRM J5 & B T ipRGCHk 2, HAh B 640
B 6 BRI RE 38 1E A5 BEAE SR T ipRGCsFE Ve X 17 44
B PR EE A G, IR, A SCRTIR 7 b
AR5 AR W ipRGCXT T 5 18 48 1 15 AH OC (1 % [,
WILHb, MeA¥ & BB, X R H 5ipRGCS
515 45 T R A A

4 HBEi5RY

HBOLML M A 2 5 A S 5 A2 )it i,
TR G 1 e B R 5 A LA, T UK S g A
Az PR B BRAS N B AR B BE h gL B4, ipRGC
F 3% 20 AT DA ) 48 R B e, T RR SR R A WA
B, AL 225 B R AR, E 2 S B e W T,
I ER-6 R SRSEIR T B N, S SRR R AE A KU
S INUOL A e, AR T A i o, B0 Rl B
FLARFEMA BB — AN N A B JC LA K ] v 40
15 ipRGC fie UK ¥ W6 B, AR AT REST i AR AR
WL I It 5] LB AR A K SR AU, T R A B AT
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TEZE T PEAAR I R VA 7, 1 T 4R 48 FH D )
BAE N ART B, 0 EX F7 BT A & Jd i 5z m
e G 7 7 e s B U7, T i B B 1 O M A 4 R
M2, IR 2 NI BRI AR A A3 & 77, 4R
I 1R IR R IE TR AE BT, OV 4 BN 7™ 516 4 2 0]
IR Z 52 M £ N AR 3 . R T DL i e R
BE (R R RN AR R SR RS 2, B NI IR VB YT
P L K

AN HINHIR, = TipRGCIEA W £ 7 T FIFR %

ML ¥ R e, a0, ipRGCAEIE IS B & /v S 1615
TR BRAR AL GE DI RE K [RS8 W] LAA 3 LA 40
AT 40 0 A% 338 T SR D615 5, T84 X P AR5 5 22 1)
FE QU] 7 AR AZ L, SR A 3 RS2 R I X R 2 [
I 5555 BAN R X (9 ipRGC A 113 HAT fii X5 7 1) 20
B AR 2 OG0 I S A
FEAE SR L S AR BRI 23 70325 8 1) e 440 I 784 11
REAEAN T RENE? b33 2 ) AL, 0 3% o o 3 3o B2 483X
L L Al BHT R0 VR O i 28 e A0 O SN AL B Wl PR ¥ T
FB 12 T B 2B IR U R 1
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Phototransduction and brain circuitry of non-image-forming vision

ZHAO Huan, MA YuQian, AN Kai, HU JiaXi, CAI Yuan, BAO Jin & XUE Tian

Key Laboratory of Brain Function and Disease, Chinese Academy of Sciense, School of Life Sciences, University of
Science and Technology of China, Hefei 230027, China

Perception of light not only results in image vision, but also modulates a number of biological functions that do not
involve image formation, such as pupil light reflex and photoentrainment of circadian rhythm. Such non-image-forming
vision is primarily mediated by a subset of retinal ganglion cells, termed as intrinsically photosensitive retinal ganglion
cells (ipRGCs), which express the photopigment melanopsin thereby exhibiting intrinsic photosensitivity. Since the
groundbreaking discovery of ipRGCs approximately two decades ago, ample evidence suggests that ipRGCs project to
various subcortical nuclei, and probably participate in a wider range of physiological processes than initially known. This
article reviews important laboratory and clinical evidence and recent progress regarding phototransduction of ipRGCs
and brain circuitry in non-image vision.
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