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Research progress in the structure and function of insect

olfactory systems
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Abstract; The insect brain is composed of protocerebrum, deutocerebrum and tritocerebrum. The
protocerebrum contains advanced sensory centers, such as mushroom body and central complex,
controlling the advanced neural activities of insects, such as learning, memory and mobility. The
deutocerebrum includes antennal lobe, which is the center of olfactory systems, while the tritocerebrum,
which usually is not developed well, includes endocrine and mobile neurons. Unlike other organisms, the
auditory and visual systems of insects are relatively degenerated because of their special biological
characteristics. They prey, communicate and call mainly depending on the olfactory system, and thus
their olfactory systems have been delicately developed. We here reviewed the research progress in the
neuronal structure and function of insect brain ( central complex, mushroom body and antennal lobe) and
the genetic variation of the brain structures (sex dimorphism, differences between developmental stages,
insects, and insects and other animals), and summarized the revealed mechanisms that insect brains
process and identify odor signals.
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( protocerebrum ) . A fii ( deutocerebrum ) FI J5 Hki
(tritocerebrum ) ZH B (&1 1) o AR (%) 25 A5 PO A 58
AL (optical lobe) , FL %5 & IR AH & 422, T M 58
th 3 AR A SR A 3 3] R S AR R0 B HR A G
HH LA PR AR R B H I, E U i o R 2
R AR
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BHIHRz I,

Pt
Optic lobe

fih ffi P2

'Antennal nerve

ik

Deutocerebrum

WLy

Frontal ganglion

W P2
Subpharygeal ganglion

Bl 1 R HUR R g s B (3 A R HUE, http://tieba. baidu. com/p/1253683759)
Fig. 1 Schematic diagram of neuronal structure of insect brain

(Adapted from Baidu Insect Bar, hitp://tieba. baidu. com/p/1253683759)

T 7 G P T i, A %8 8 1) i 2 T
A 2R 2T AEBR (P o 2 A SR T A /N ) AR
A 4 B, RS AA | e 52 G4 (central complex ) |
FIZ AR (mushroom body ) FIE A, Jor b e & & i
T VE o T

SREA R S AR B 2o 111 RN S [
N B EER , — AL T B U 0 1 N TE
M LT Y A A, T2 B A4S 4 A5 A - JBUIK AT
(protocerebral bridge) | Fi 44 (fan-shaped body ) | #ffi
FR{A (ellipsoid body ) I i % 1 /N4 ( paired noduli)
(Popov et al., 2004) . {F 75—t e o fte 4
eI I I e BRI % N R S w1 ST DY NN
T A R RN ) 4 TR A
BRS 5 TR HUG Y — 2 2 2 ) B X RS vE F
WELoE A5 B AL, el R A — 2K rh (R R 22 T 4
THIARE S PR 2 AR, IF R B T X Rt
(B (Pleiffer et al., 2005) . #ReM b e 52 S AR 1Y
S 28 SO i R 52 B0 A BN S 7 A BN [
If ik 26 pf 22 5T %k B0 98 R W A 28 LI S B

(Ritzmann et al., 2008) , FH4h, i &K 4] G5B
L RS 5 18 Sl 2o E , 2 5 R iUs gl
FRFE TR AT 5 Strauss 25 (1992 ) % 305 il 47 18 T
[Y) 28 A0 {2 R B Drosophila melanogaster (€47 HE
IR R R R S5 AR £, T HLE RS )1z g
R BB B R KPR, Ridgel 55 (2007 ) H A
WEEMR e e S AR S A S TR DT b e A2 S AR
FEIZH 2R A A it B0 2R 0 R B MR A 25 7 D S o
AN, R SRR S T R AU 012 ot
PE RG2S 2 B BR DL SOR 8 44T O ( Baker et
al., 2007 ; Urizar et al., 2007) ,

BT A I — Tl 5 WRUGE A O AL T i G 0 ) 45
), SCPREE AR, £ 5 K00 AR 22 10 85 R HE A 1) A AR
LB B4 (Kenyon cells, KCs) , ‘BRI N 3 K
W43 B (calyx) EEAAAE ( pedunculus ) FI#EfAER
(lobes) (45, 2005) . #EIE 1A T W58 L 12 1Y)
T BRI IR 655 1Y, B A 2R X B HOR AR AT A 1
FHE R PS5 5 19 S B0 IR 8218 (Popov et al.,
2004) ; H o MHRPZE T A S 1R ML ICAZ I BRI
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BOA AE R, AR ICAZ 1 R A5 8 A7 b A 1R
(McGuire et al., 2001) , HILIR 522 F K, KA H
AR > WS S B A AT o ThiE , X 2
ZoAE B R LA S M B IR S Strausfeld 55
(2009 ) ANy BICARTE T A R R0 22 456tk 2K 114
HUP AT, TR AR A B Ui b B s R
G R EAVER , (Rl 45 B SR AR 54 I A e A TR
TR B AR, a0 B dorb d ol 8 B A H R R
i v ik 2 B AR L0 A fi 7 24, R B A
sz FHA AL FEASIR B RE ) 1% P T B IR T
o THLEIE A 2 0k s S PR SRR 2% 251 1Y
FICIC AR 1042, R W 4 JUB ) BB 4K
P28 T X B A C AL 2 WA 5 1Y T B R
(83K 2 10 AL 3235 % 2 ~F- A7 AR B 37 1) ( Redt-
Clouet et al., 2012)

Lt AL J2 A7 T ik i BR B 45 4, J2 B He Lo
ARG H—RME P, TERZEOE L ERMER R
Prfih, AL 95N 40 ~ 450 ASAMAR] B TE fn sk
TRH) P2 27 4E 3K (glomerulus ) ZH A%, 4140, 8533 H B
B R NEO B Cydia molesta( Varela et al., 2009) , 4}
SR ik Spodoptera litura (22T HESE, 2012) , Hi 2% 1
W /N 4 Wk Lobesia botrana ( Masante-Roca et al.,
2005) , #3848 W Helicoverpa armigera ( Skiri et al.,
2005) F1 40 & Ht Helicoverpa assulta ( Berg et al.,
2002) A i ffy - rf 3 K 29K 48 ~ 52,67, 60 ~
67,65 1 66 A~ 24 £F 4t Bk WU H U g D.
melanogaster ( Laissue et al., 1999 ) R K24 50 /~;
i H B 8 ¥ Apis mellifera( Flanagan and Mercer,
1989) J V) it B Atta wvollenweideri F1 A.
(Kleineidam et al., 2005) H1 43 HI KR A4 160 #1189 ~
243 A, 1841k, B W A 2T 4E IR B R e 2 1Y)
JEAERE HUAY fih 4 R, B AT R A 1000 ~ 3 000 4[]
T B B 22 21 4E BR ( mini glomerulus ) ( Schachtner
et al., 2005) , 1fij—LL X0 H B d1 4 LA AN B 25
AL 4EFK ( Ramaekers et al., 2005) , A5E4748
SR M A H 5% W Scaphoideus titanus Fl
FWEWA Hyalesthes obsoletus B fil £ - v 7 5l /& BAAS
F 15 ASF 130 AU 22 25 4E BR 1) 45 #4) ( Stacconi
et al., 2014) ;T 7ESF4E H IE5E HF0w# H B
ik £y Pt A ) AL S 2 O S 9 B 8 DT R i 0 B, TR
VE W B A 22 21 4 3K 45 44 ( Strausfeld et al., 1998
Rebora et al., 2013) , 28 27 2 Bk 40 IL00 £5 2,
SEPRHEA T RE A . TEBEH H B v, 8 5 K ik
JIA LT AEBRAR AR TE AR /N FA X7 B R A5 LA

sexdens

DG, Herp— S8 A= PR REQL C BA AR (18 2) o 40
BRI IRDE R GE 01 2 DS RS, — 1> H1 2 60
A [] TR 10 Aot 22 £F i Bk 41 B, Bk R 3 i £F 4 Bk
(ordinary glomeruli, OG) , TN _LAEY) <ok 2 HAth
S EH{E B (Skiri et al., 2004; Namiki et al., 2008) ,
Horp— 280G i 36 £ 1 1 Ak BHURR S M 1) A8 ) AR
(Reisenman et al., 2005) , 55— R LG5 H AR
(8 B 22 2T AR IR ZH B, 57 T ik £ 1 22 0 Al £ Tt A
HAk .

filh Ff N B A3 M A T A M & T
(projection neuron, PN) | J&#{# %42 JC (local neuron,
LN) 1 5 .0» ## & JG ( centrifugal neuron, CN)
( Christensen et al., 1995; Berg et al., 1998 ; Vickers
et al., 1998) ., PN [R5 ] ISR BT —
K, B AT I M ik A A S B R B v R
Mo LN 8 5 R 2 AT NS, T2 03 A T fk A
Hh T RS2 AR 2 T AR SE (5 S . 28 LN
B v-2 5L TR (GABA) MM 423 T, 2 5 il
PR Bl 22 8 7, BRI B RR Sy 0 1 SR 3 R 28 0T
(inhibitory local neuron, iLN), J&#B#i £ 500
AAORE T AR R TR i rh A B UE S, WL 3 W i 32
AR 220 H 5 ] ]/ 58 4 22 o0 s A5 5 ( Christensen
et al., 1995), Hxii Olsen 4 (2007 ) F1 Shang %
(2007) % BR fiuh £f5 W vt A7 78 2% A 7 R A 40T
(excitatory local neuron, eLN) , 7EA [ A% B B Fh2E
Hr LN oAl LA 3 Fls [ IR 58 43 A T8 A pil
LHHERRIN Z BR R TR 2270, S IR I S T il 28 21 2 3k
P S AN XRS5 A1 114 22 35K Sy A 2290 K o3 3 R TR DAL
Pl 21 2 Bk 1Y 5 BR Jmy FR A 28 5T (Laurent et al.,
1999) . CN 1 A Ko i 9 3 6 76 fi /5 it LA, T o3
TR W F R W EUE M AR P MR R
i 5 JE ot 22 2R A AS (] BB S P g AP 2200, AR ]
B A P8 L T DXl 38 o 1) S B

1 RHRRRZRFZLHHNER

1.1 AEMEHNEBHEHREREEMNES

ES U B A A AE — i R ) 22 e S (3
WL R R H A B T A 7 R e ) fi
FOELEAE o QTEHEVEARHSOREE il £ P il A 22 A
R I U 7 A NI 202 O N = e S N
( macroglomerular complex, MGC) , & H1 3 NIF 4544
AU, 73902 7 AR (cumulus) | BEIFEAA 1 (toroid 1)
FHREITEAR 2 (toroid 2) , ATEXMEAE B R AN TALHE
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latLFG
medLFG

B2 O gk e i = Ak 254 75 L ] (Heinbockel et al., 2013)
Fig. 2 Three-dimensional structure of the antennal lobe of Manduca sexta (Heinbockel et al., 2013)
A: M Female; B: M dt Male. latLFG: filj 14 K £F 4EBR Lateral large female glomerulus; medLFG; w7 [a] B P4 K £F 4E Bk Medial large female
glomerulus; C: ZRAK Cumulus; T1: BIEAE 1 Toroid-1; T2 BEIEAK 2 Toroid2; G: #IZLF4EER Glomerulus.

11T EME AR ESCT M i £ I N ASAEAE MGC 4544, it — X
WEPE R LT 4EBR (large female glomerulus, LFG) 2H i%,
LEG L At 31 [F] R4 1) ol 28 £ 2 BR 22K, AR AR 07
gy kAl ME PE K 25 4k BR( lateral large female
glomerulus, LatL.FG ) Fl 7 [&] 8 P4 K 2T 4E Bk ( medial
large female glomerulus, MedLFG) , £ 4K 35 ik i,
LatLFG Xf —Fot 27 M4k & 4 ( + linalool ) ) 5 gk
PEAR 1 ( Reisenman et al., 2004 ) , 3X 1] 5 -5 W i
WA EAHEY A < (Kessler and Baldwin, 2001) , [A]
o 22 S A V) S A Pt A A 5 B He B e K
0 B INE o BRI % A6 33 /N A5 0 55 5 i Ay 1o
Wi &0 (FF 245, 2005; Masante-Roca et al., 2005
Varela et al., 2009 ). f£ 2 W H 4 38 P K B
Periplaneta americana 9, T4 5& PH I fik £ 0 PN s
At A AL AT DL B> B ARl 2 R 4ERR ] o 1
REJ MGC, 5 1 AR SOR I AN [ B 2, 1 56 U R
Wk £ E N MGC TG B I LA S 25 4 A O3 A . M
P S U R WA A £ I AN AFAE MGC 54, [ it 357
KB LatLFG Fl MedLFG 4514 , 5 I AL A i A 44 55
K4 Monochamus alternatus F1 %< Jt K 2 4 o,
Holotrichia diomphalia ( 2= VT #4%, 2010; Hu et al.,

2011) . fEEM H B Y K2 Fucera berlandi W, I
PR A IR K2 100 LR LRk, Hod 4 A4~
RMEPERE AR B MGC, MGCL A1 MGC2 {37 T fish £ it
PRI, MGC3 1 MGC4 WIS T fish Ay P18 i T 5 i e
PEA 04 fk AR A R 2 130 MR 2Fdi ek, Ho
BRI MGC 454y, ik &K B LatLFG Fl MedLFG
ZEf4 ( Streinzer et al., 2013) , MM S Z, B B IR
RGERIMEN A 2 — AR H IR IR, X r g2
HH PR SR 0 B SRR ) e B0
1.2 AEXEREPRHRERELEEHEWL

AN G477 B Y B HR RN Ay 2 T A RN A 1
PERIL, B TER R 2251, R &) B R/, AR Bl
TEARKE A, AR KT 564 CUZF) , PR
W R GEER A R 58 27 S R B HUAY A
HOFIZ)) U 7R 58 A AN [a) 8 AR 36 T 2GR bl
PR 2 Bz 7 sURNE Al 22 R G U, Hig)
HURIRGE R ST R L A TRT B, TR AR S K-
gt 5 45 #5 | ( Fishilevich et al., 2005; Masuda-
Nakagawa et al., 2005 ; Ramaekers et al., 2005) , #X
M7, P A R AR IR [ B A0 LU BCRR AL, IR0 R Y 22
B . AN F sz A b, 4 AR e fe
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KB DX 78 T W5 52 14 1 28 9T (olfactory receptor
neuron, ORN) /) S il 34 2 T BR 96 32 14 i 48 ot
( gustatory receptor neuron, GRN) [ 22 5i] I A5 Xt /]
B T3 HURE A IR 2 s K b AR
EINEERIR A, B BN AL TP R RSz 45 , i
A RE FH T SRR T8 1 DX 31 X6 4l A B AN S i)
Y, BRIGZ AN, AR T B R AR & A 50A A
47 4EBR ( Yasuyama et al., 2002) , 4y Hi i) 385 2R 554X
A EULA (Marin et al., 2005) , H T 45 ORN
PN A2 2T 4EBRIE 20, DL Sz ORN AL fif
ZLLFHEER (PN EE ARG 8 27 4 BRECGE AL, PR 4l
sy ] PR 2 A0, LA 1 11 10 1 R IE X
20 21 ( Ramaekers et al., 2005) , i 8 5 A8 MR35 (0] 2% 0]
ARAEL, 2 REERY 1 300 > ORN AL F 43
AP ERR, B4 HUE 150 4~ PN FIAL B 4~ {4
T AR 25 27 4EFR ( Vosshall et al., 2000; Couto et al.,
2005) .

TSR BT, B4 R G 12
FAL, FAAEE — MR BT R . XFIRIEH
HEFNTCH HESh W) h #RAETE . QSRR RIR AR v il
LU E T A R B R ST R P 2T S e —
AR GEAR PSRN — A~ Bl S AP 2H 8L, Bl A -0 )
A3 3, AR ER S 3, TERTI I, MB 1) #il 2850
BB EATRIR SR h A 5 53 32, R T 52 %)
BORAN . TERHL, tpAR oy SCETIEAR , S — S A
R0 s 5 5F (Lee and Luo, 2001; Watts et al.,
2003) o A[FEIZEAELE B 220 X LA ) 05 it AT E
), LT A 1 Az st oo #iok B 4k (B 6
ESAEYUUE, FIAh, A AR U A 2 T Y R U
WAA], — 4l ) s i 2T T IR R Ah B2, 78
SR B FET o AR Y R p 2T, HI oK B
1A A4 18 A ( dises ) ( Tissot and Stocker, 2000) . {HIX
WAL, X B UG RE T o R B, FEAR S
RE NP WAFAEE — AR R A7 1 8 B IR e 20T
Hf . TES SR R, il iRl 2 o0 Y B R
WO RA N, MIRRE MR T R,
il AR 2205 | R SR R AL PRI /)N, SRR (Al
A ESHMENE , B KB R HEAT , SR 2
AT AR AR AR O, SR I [R] AR T, T L3 5
1B AR A, BB R B 8 R ((Mercer and
Hildebrand, 2002) .

1.3 AEXBHEHMAMHEANESR

S ATTE B M fid 7 T E Y ORN Hh 28 i S 7E—

AL il 7 Ao 2279 R A S £ W B 43S R - — R

BN ZE TR Rh 28, B SETT ik £ 2R A il Y
BUBRERSZ o 5 53— IR 2 A IR e 28T R 2
RZHE A e EHEHE A fil i - [R) 0] S2 AASCER A
HEN JF 20k T A M2 £ 4E Bk (Masson and
Mustaparta, 1990) , Z W kDL & 4614
B trp, ORN A5 fid 3 i P4 [R) 73 £, 94 24> ORN
g N i ABRA PR LT YERR P (Hu et al., 2011) ;
{E82E ORN I S RFACIRTE fik #f1 i A BUI 20, 4
ORN i 224 A2 1k T 451> ORN AH LAY B H
27 HERR H (Stocker et al., 1990) ; —S0 M H B &
H—[) ORN 7EJLAS/ I A L gk A B BN 2
R A AEFREL ST (Ernst et al., 1977 ; Hansson et al.,
1996) , — 67K A= i 8 38 H B R A0 gk R Dineutus
sublineatus FI 1y 1 B W QNI HE H (0785 H DL AT 19
H 4, e R0 LT IR MECE 58 2R T, PRI IX 4t
B R fk A B R OR T, BOE A M A T 4EBR
(Strausfeld et al., 1998; Lin and Strausfeld, 2012;
Rebora et al., 2013) ,

AN [F) B R 28 21 2 R 1) HE 2 R0 R B A A 22
v, R 22 S5 ] B 5 Bl Wy W B 05 1Y) SR S R I R H:
WRLBEAT A O GRS, 2015) o A7 26 R HUpy il #f)
T DAY 8 A 28 2T 24 Bk A B8 a L /D, 4] G 3 e AP
Aedes aegypti H1 32 >, AW, KIE Locusta migratoria
FEEE 25 4% (social wasps ) Bt AL NI A/F1 000
AN 22 27 4 BK ( Leitch and Laurent, 1996) , X
SO 2 2T AE IR FE 58 45 Hh o (b 22 2T AE RS
MR YEIRE B Z 0] 1Y AR A W] & (Ernst
et al., 1977) . AN, FEA R RIS R B He r, Kenyon
20 B P K 22 AR O, AR B S 000 A, T 2 B AT
340 000 4~, H1F Kenyon 4 ity 2/ 5EETE A& K
INE R, i LA A BT R R EDE AR AN —

AN B B AR 1 ) R A 2 R R A A —
22 5% , RO 5 44 B SR 2 A — A, 3t e H:
PR A ARl 2 B A — L 25 5, I BB AR AL
(02 SR RN TE B AR AL T A A TS 45 B AR
TP R P A TR A 4 2R
1.4 BHEHMHIMRERZEMHESR

TERZ BB, W8 L A0 G Ak B PR RK 2
—FPERARGE A . 78 B WA R 5S40 S 4 v R A A
M TEM LS W) W FR  RER . TCiR 2 o HHESh )
RSB HESH ), LSRG Ak 3 R AT B R o 1 30 )
BRIE 120 0 22 AL, B0 P 22 PRI BK
TER Mrp 2 ar ik W/ NBERECR P Sh P Rh 2 i
S, A TR0 Z T ZE MR/ N R AR B U5 il
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[F]J& T ICHHES Y B R, fil At 2 L 221y
WEBE R o B Y LB AL ] A B H S L (H A A —
Se2E S, LIRER N0, Wt w9 Ak b X 02 AL,
AL BI/NERE N, B ERAR, 294 40 000 4>, 21 A% AL 1)
32, G AE HEIE £ 4k Y J4 Bl (Schmidt et al.,
1997 ; Langworthy et al., 1997) . 1 AL H, IR/NBRZ
— TP RSE D RE S, AN [F] Y /N K AT B A ] A AR
Wl o JEARE PN A S A A B4R Z2 /N Bk rp,
BRSBTS b ik ) PN [
I, I ALAE A B BB N BR B AR 58 0
(Mustaparta, 1996) , G WU, ToHEHES P,
FEN A 25 R 20 B A (Friedrich: and
Tautz, 1995)

REZEHFL W) HAPIA IR I8 R S8, Bl
FBIRRGEME R R, FRIRRG MR F R
FMEFER (main olfactory bulb, MOB) Az H: FHX 5 4+ £,
B, LB R G AL RS (RIMRBR (accessory olfactory
bulb, AOB) K H X B 2H i, MR E i 32 B2
DR, AL G R AR R o WL Sh P A Bk
ABT AL LERK, /N BRI IREROR 214 1 800
ML HERR (RS, 2005) o KB A IR 52 (5] 24
FESCIR M JZ , 4 Fhifi 2250, RIWEAR 40 Rl R 40 i |
TURLAR M AT/ N BR B AR AR i AR sk HAT []. [
RUBSCR 73 2, 1 A0 1] AR IR Ry WLl 28 )22 (olfactory
nerve layer) f 2 2T #4E 3R /2 ( glomerular layer) | 7ph A
MRJZ (external plexiform layer) . fi% I8 4 Jifg )2 ( mitral
cell layer) ook ZH I )2 ( granule cell layer) A7 IR A%

J= (anterior olfactory nucleus layer) ,

2 BHERRFEXNSKESHEM
THES

2.1 BRHRRXERGEXSKEDHIRBEILH
TE B HUR A, RO 5T a4 B 7 A MR SE i AL 27 43
THEAR IR GE Z R A T R — N R AR AR
Fio ARG TG W2 g B/ NLE A2 2
PR VR N PR, 5 00k R i SRS & B A 4
BIE—, RES S E i R R A TR R
BRI AT IR R o B A P T AT PR R
754643 H (odour binding protein, OBP) ,—Fj H 53
T IREE B PR Ry 88 R 2 5 8 1 (general odour
binding protein, GOBP) , 3X Flt &5 13 1F M 1 4> A 15
A 75— R e G MEVETS B3R B o
= B E 45467 [ ( pheromone binding protein, PBP)

XA — RAEAE T HEME A A rp (AR 2 /DR
R B FRUH H B B P TR A A7 AE . GOBP 248
I3 AT EHEAR AR v, PBP WU A TS B R 1Y
BIVREGRh o OBPs B R 73 54 2 W8 52 (K b
LARM S TURZIERE G5, TR T N OBPs i
BUTORIFEE GBI RRZ AR |, SRS TR E R 2k
Z BN AR EAE T 2 S EOph 2 dn MO R b i 2o fl, i
AR A2 A RE L HU) ORN, ORN i RS Ak 2%
W A5 S S 5 I RS AR i A i JE i il
GEAGRE B I N S Pl TR TR X B &AL
SHATRAG RO & bk, 45 T B AR R 1Y AR
A 47 R ) i ( Clifford and Riffell, 2013; Wilson,
2013) o RG], WK 23 5 D0 20 TR AR J6 104 B[] P
SRV, LADR I 52 A4l 28 X8 B J SR A S i, DAfEE
REAE Xof Ji [l B 45 H AR o 5 2 110 742 A Al S R B 0 o
WA, Hoh A 56 ORN 4 ShAE H 7 A 2 15
BEREFEEN TR ZAEmL IR R E
VA 5ERRELE5E H LUSH 454, o2 LUSH
(%5 ( Laughlin et al., 2008) , 844 LUSH 15 % —
AN REE A 1 SNMP S 5] £ 1 3 W5 S2 A0 ML A £
53 DI 7 A SR B AL (Jin et al., 2008) o H44k
AR SRR LGS I A TR 2R, L3
PRy L 58 2 AR J& T G 2 E A BK 32 1A ( G-protein-
coupled receptor) , HLHA 7 D5 IR - R ELE ), /)
SHT 3 ARSI 3 AN LA Y BRAR S5 # A i, 52 1Ak
BRIk Y s B s 7 LA, PR L S AL PN o T EE R R
WS 52 AR5 W 3L 30 00 ) R 52 A 4 [l R AR AT, R
A 30% o L HMRE 52 R TR 1 T 1) R L 30 0 Y
FAR, IR TE N, R He i 7E ML Ak o 53 A5
Bl 2 AN [ ) 2 [ HUML 8 32 A 2 ) — il
Bz Or83b A fiE A 45 i 56 % 1) b 7 2 Bk
(Benton et al., 2006)

H AR TSRS A BT 3, T B A fi £
1 ORN % H A xf 2 /4 18 £ ( Shields and
Heinbockel, 2012) , & Ht fii £ I P 1) bl 28 21 24 R AL
HAHXS F ORN D T2 R4, B HZ anfar Fi
IXSOHCE A R 2 2T S BROR A L8 B T T 1Y
SRITRIWE? R, 23 DA R0 RE AR R X A R A0 £ 34
WEEA PR “FRICK k%57 (labeled-line code )
A8 XL 4E 4t (across-fiber code) it (55 %
8, 2005) o fA] AR, “PRICZ SR GBS N N il
PO X R ST 10 Gi BS AR B . — Rl AR 2 1 B0
FEXF I )R 22 2T 4E 3K (Dewan et al., 2013) , iX 64
LT AEBR I A P2 T 05 B A% 2007 TR Ik AE XS
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JOL ) 1 8 P X 3 o G B AN A e — R T L 3
fR R ( Reisenman et al., 2011 ; Chaffiol et al., 2012)
1M 58 SCET 4 G i WA Ry — B R 1 [l i 5 2
FPRLoE 2 AR S5 G, DR AN [R1 S AL A LR 226, 7
TG 2 e ek, ARSI 306 1R 2
YERAEE B AT 2R, Xt )y X
DEBAPETE T8 AR BOE Kby K T g% = 18], JL+
NI YL BRI HES H A I e L+ Fh . R
“FRICERAI IS N 28 SLEF Y i WA Fob 4 S 2 12
A B U fih 7y 2R 0 2 (] P L5 33X P o G
175200 AR R R I nE R e v, B i Ay i MGC
H = TEARFN BT A4 — Vet 7331 671 3¢ B A A3
PG B R PR E 2800, kLR I A MGC X P
ANMEZEAE R MGC-PN B a] L[] B 9551 41 23 £ 3%
Wifh 3= 354 (5 & & 40 ( Heinbockel et al., 2004 )
ToIe 2R Ah J % 7 2, 7 fid Ay o E sk X S K P B
10 G i Sl LA R 2 R Oy BEAS B, LS8 R GE Y
TR PR L R R i AR e o £ 2T 2 R
WS T AT AN R Rl SR o (AR Y
&, ORN X AR 73 13 8 % A S v, T A 46 2F 2
BRIV el 22 TT R RE 7 A A RO, o BE 7 AR 1
BB, T OH TR 2% A B b HA g R gy
(Heinbockel et al., 2013) . 7 2 o 2 firh £ A al iR
BRACE i st 2 n i R R — o IR THE
fil #3 PHE- FEL P o 22 2T 24 35K 22 () Jmy T 2 0T 3 4, T
JRIFA 2870 1) — ol o S A% 3 338 JB 0 4 R ) y-
R LT 12 (y-aminobutyric acid, GABA) , A It,, — 4~
P 22T L BRI 2% A P D B ] BB o 28 7 248 3R 17 417
il o Angm A AN )15 2 2R AU 2R 21 4E Bk 22 (] 5 AAE M
e A1t D T L 0 175 . 2% R s ) K Al A 49 U
(R 22 2T 4 Bk 2 [a) L A7 e e R ey AR
(Heinbockel et al., 2013) . filiff i 252 R 2806 4
FRZNREWF I & — AR B 44 IR, Sachse Fil
Galizia (2002, 2003 ) L4 % W MR 28 5T (1) 5 3R KR
SRR EZIM DR EN K VoS WEE e 2N yib)
P3  (HG 2 oG AR b, I 28 b 2 2T ZE R Ak 3
J& , W 22T g R AR R RS M 7.
IR DL A 2 21 2 35k 2z () A B3 o AT e 2
T B R Z ] R BT SR X e — AR A P
( Galizia, 2014) ,
2.2 fil FRtiR S (R MR bL AN 38 5 45 I RO ML

{51 [, ( signal-to-noise ratio ) FlI3 25 455 i ( gain
control ) J& PRIIE MR B A5 5 M DLk A% 328 31 — ML
PR A2 TE 3, JE EAE RO 1R S,

JE B BRI B BRAE — o TERHES YR i,
— ™ BT £ i i A W L ) P A RT3 A R il e
ORN WILERAEH . £ 243k HH[R] OR 1) ORN -5
BRI 22 £ 43K, i — A 28 2 i Bk
H&M 1 ~2 2% PN ZIGEEE Pk, 78 PN ik
B R B ORN 19 2% Ay P 28 filh J5 HL 3t ( excitatory
postsynaptic currents, EPSCs) fu45 W5, —wk 41 i
St ORN 38 B 1 2, 75— 20 2ok B 45
ORN #$#2HY eLN( Kazama and Wilson, 2008) ., ORN
PN Z [E] M55 % ARG &R, BRI 24 ORN
52 3 T35 1Y R A 5 08 B T 2 LT A6 0 A 31
B, 76 PN o A R A I B A Ch R B (R S
( Bhandawat et al., 2007 ; Olsen et al., 2007) ,

5 IRIRR, o0 28 2R G A0 A 3 1T I 00 25 1) AH ] )
G R AGX S 2R (5 5 08 AR5
FOWE? XU T 22 R GRS AR 4 1o RiTSCHE
), fb £y N )RR 2 2T AR 2 TR AR ARV E
TN ] 7 ) S AR AR o 22 R R AR R R A 1 4
PEHIAY FEEAL I Z —, i H i 2 AR AT 2 LN
( Galizia, 2014), LN I [ 238 i GABAA Hi
GABAB 3Z 1R 3L [R] 2 5 0 45 T 15 5 (9 30 6 76 F.
GABAA = #1153 15 5 | th J5 19 460 B 0 1,
GABAB 2 5745 5 15 188 J5 1 1 B0 — B[] 1)
446 F3 ( Wilson, 2005 ; Olsen and Wilson, 2008 )
LN (40 ] 30 15 1 25 4510 2 284 LA 3 A HRAE:
(1) LN gy fE A BHE R T PN, M2 PN 1%
fil Bl K ¥ ( Olsen and Wilson, 2008; Root et al.,
2008) ; (2) s BE 5 S ORN i A {5 5 5 J3E i
TEH(Olsen et al., 2010) 5 (3) LN X AN [a] 1 25 4 4
BRI 55 B A [ ( Asahina et al., 2009) o F35h,
WAL R G IE AT LA PN FI ORN 2 it Wk Y I
[ 22 K 23 25 45 6 A9 B 19 . 10 Bhandawat 55 (2007 )
F1 Olsen 45 (2007 )i 5% ORN £1 PN {55 & P14
e BE AL R BRI ORN 7 AR 5 ZUAY A5 5 I, 78
PN rpk 0 3] 1455 2 Le i) B s A5 22, Ty HL3R
iTANE PN 248 3% ORN gz b T+ Be A
S XUR VTR R 5L B AT PN [ ORN B S5 315K
IR . RS T A A 5 % PN AT,
WA, 38 4 42 1 1 55— B 2 ORN A1 PN 2 [ (14 R3]
11 ( short-term depression) , ORN Jifg 451 S, 28
fil = P YA AR ) PR AT BB S A R 4 Jk -5 B 5 ik i
6 ARV RO /L ( Kazama and Wilson, 2008)

v (i M L LA R 8 i s o] R MR o 28 R GRS
T8 15 R0 SR A5 S 4R I TE — D R S R B 2
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AIBLTR X AT REA Il T T — SR 58 Hh A 5 55
(R — DAL 3, [R) i AT BB AR IIE T 5 S 2 H
SEMERNEOILE . AN MR S 8OOk, LR T 514
FOMRHE B R R, WEWMMESR, B2
JIT b BRI v A R SRS ) S5 B (1] AR 4 TR AS B
o X —MRSE ML S R RE A% T b sz I 95y
A PR AT R i Bl DA AR A

2.3 fAMPESREENTTER

WL 20 ) e AR g i AT B E A A D5
(Tyler et al., 2007 ; Wilson, 2010) , LIk, A1]
IR S il () T SB P E h 22 R G A B R . 7R
WSLE R A9, 0 S0 %) 5 ik ] SRR A AE T IR TN ALK
BB, 3R] S AT LU A S I ) e £ S R )
A A5 A, I BETE B2 A 1 R ok 4 o 1
WELBET 2l o TOTE (o PN IR 483 P B 2R 2 T i S
A ZE TGS YU B Aok £, A I A R0 H Al ) 4%
SR ICHRRERE , H A 23 el S A 22 T AE = )
PRI 3 A o S R TR A 2800, e 2
M2 ITINMREFR E (Berdnik et al., 2006) .

AR B HLMRUSE A S HE SR (Y ML B2 A 480
2 e AR R , H 2R M4 R Bn R
Hu o B — i B B Y ] B R e e 2 4
BRI A3 ()3 PETE 52 ) — M R B 2 ML 2R R S
& G E RS 2R EFSE U NNy S ]
TR Spodoptera littoralis T B8 %5 A 42 il (5 B 2% 19 e
HOHE B R 55U ( Anderson et al., 2007 ) ;i 2% 7%
e 2 Fh AR 2E 7% Mgk Heliothis virescens MfE B {5 B 2%
Hr i) Heliothis subflexa M B B R FE W0 S 8BS
KU (Groot et al., 2010) 5 A% filidt 5 B3 A
PRI LA I R BR R A B R i SR TSR A )
1 (Sachse et al., 2007 ; Liu et al., 2011) , Sachse %
(2007) % BE AR BRI 22 88 TRCm Mk B2 1Y CO, h, #if
ZREFHEER VYIRS IR, SR IR N Vi 22 21 4
28 THVERS IR U EwM R UPEERESE PN R e 2
LT AEBRIRTRN AR AL TR R 19 I 312 AT 300 1, 24 CO,
I BE RS, AR LR EBR VA IRFLIN 225 /N, 31X
Fofr (A B Ak 38 W] LA HE ) 3 A B b 22 2T A k.
Bazhenov 45 (2013 ) & I % W 75 %2 3| — R G A Al 4k
GV IR GRS , FWRUuE RN 23 BE SR 1
%o Locatelli (2013 ) i FIE5 B 7 BUL E AR I M
Fofr B — Al B ) AR TR 5 W RO 8 0 fa o 22
TUTE VRSN, A B0 2 0 fioh £y Pt ot 28 0 % B — 1) 7
M ALE W) SO A2 AL, 1H g 2 LT B s A
— LG W) 2 S ECH A R 22T TR A W Y SO

ARG 5 X 5 — ML I S BE 2E Bl Rein 2F
(2013 ) iz FiT 85 8 1 AR B AR G 5 IO FH 28 £ i i i
B i P X U P B O, 445 SR e B £ g
S i U It 22 50 SO T P [ B D ARG T
TR 5 T EL 55 0] fih £ 65 A A AR
A2 LT AERR AR AR A S A
[FIRITITA BT AR o 3k — R IV FE A R R R
AR R SR A AR5 A AT 2

3 HiE

RHUE AR RS L AR ECR ok, 7 Al
TR R, L AR AE . R U IRSE R 4T
B 72 - e g (] 7N = a2 L e L i
S S =N A Y AR VDO N T L S o (N
R TSR B I R A 2 25 RO RERY G 2R, L
FORWLSE RGERI R E A S RER R R I E S
FAb S Y REA TR L, DTS 145 7 At IG5 HE Sl
P ) 0 10 I 50 o 2 45 W RN ) BB 2 T P G R o
USRI 2R S8 K B M RELL A st AL e i R
A, T Iz R BE T A A ) T AR M 22 R 58
9 5 T T E 20 i 1) 3T HILEE . B I AR R A Rl 7y
THEW EBOR AR K S, Xof B Ui 8 25 4 1 1 g
RIS E L SR AR i, JEREETOL I e
T Z IO DA SR B A F AR BEROR AR Bk
2 iz P 1 B AU R A 22 25 A R OG AR AT 5
Fio 124N IE, R HURFRGS AR R BR T IRSE RS
PRTFAFBN RN HABZE R Nk 5 ALE FIT 52
ARG A fritt— L. 350, BRI+
RE G R IREAEA R R a7 — Lk
TrB, IR TS S A BT I T O B4 S RESF i A
FRRIME . TS B B AR E5 A FI S BE A DT 5T, T LA
NI IRUBE A A E D) REAT 72 54 5 FE 22 BEE
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