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Research progress in the structure and function of olfactory
systems of Helicoverpa armigera
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Abstract Helicoverpa armigera is an important polyphagous agricultural pest in the world, which mainly relies on
olfaction to find hosts, locate mates and select oviposition sites for survival and reproduction. It has been
demonstrated that the antennae and labial palps are important peripheral olfactory organs of H. armigera, on
which there are many important olfactory sensilla such as sensillum trichodeum, sensillum basiconicum, sensillum
coeloconicum, and sensillum styloconicum, and hundreds of odor chemosensory protein genes are expressed,
including odorant-binding proteins, odorant receptors, and ionotropic receptors. The olfactory central system of
H. armigera comprises the antennal lobe, and its neuron connecting neuropils, including the calyx of the
mushroom body, lateral horn and lateral protocerebrum. By using various electrophysiological and staining
techniques, the morphology and electrophysiology of receptor, olfactory receptor neurons and other antennal lobe
neurons for sex pheromones and carbon dioxide have been characterized. These advances in the structure and
function of the peripheral and central olfactory system of H. armigera laid an essential foundation for further
research on the functional map of the peripheral and central olfactory system for other odors, for instance,
volatiles of host plants, toxic foods and natural enemies, as well as on the neural mechanism of odor processing
and coding at the level of synaptic connection between different olfactory neurons. These could provide a vital

theoretical basis for further studying the regulatory mechanism of the olfactory behavior of H. armigera and
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developing techniques for pest control based on olfactory regulation.
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M8 I Helicoverpa armigera 3@ T ¥ H
Lepidoptera X ik #} Noctuidae, &1 5t F EE K £
Bl F R, A H TR A UM B DA Sk
PR BN AL A 5 A AR BT B VDA G AT R E AR
T RG22 RGEAE . AR O T AR A8 HUMR
A7 BN S DL 5 3R AT 58 AR F 1Y) & e
(] Es, F FAR % HR LS8 AT g EA T T IR BT 1 A HR
IS T B RME . AR SOR AR S U R R4
I RERIAT 7T 2 e AT RGETEIR £k . LI
Jo SRS HORSE HLIRAF 8 FIA T oA TR B AR T R AR
%%,

1 MREHRPERE RS

1.1 R RIMERERE RINEE
1L1.1 fhsA

filffy Cantennae) J2 A # HL 32 % ) ST J] 55 Je 52
A E S BT R RN 2R, L 72~
82 ANV T M 22 4 9k A i, A3 4 0 A A JRK
L R BT AR & B AR AL L fil MY 3R
6 2R E , Bl BIE %8s (sensillum trichodeum) | #ETE
JA&#S (sensillum basiconicum) | Jill JE B £§ (sensillum
chaeticum) . B- 4% (sensillum auricillicum) . i 4
JE % 28 (sensillum coeloconicum ) I #8 #E J& X %
(sensillum styloconicum) ™, BIE a8 FIHETE a8
i WL LS B SR B A 2 L. Hh B
T IS A RS S ik A b 5 A 22 1) SRR AR o O A
B EIRERESELS R DAUEE LIA £ 5
MERERSIERZ , AR EERK R,

fih £ 8. £57 /] Celectroantennogram, EAG) $ R
S RS H i i T DAJRRSZ AR B R A A
Y RS Y SRE B, RS R
(single sensillum recording, SSR) % il , FE 4 A 45
BIVEAS AR R MEPE (G B R R R R
FRE AN SRR S AT LA PR B R BUR BT &4 5
9 ABAIC 3FEAL, A BRIEIP AR IS -1~
FISBRMERE (cis-11-hexadecenal , Z11-16: Ald) ; B 2%
T BT % 2 Je& 7 -9+ DU sk s 5 (cis-9-tetradece-
nal, Z9-14+ Ald) ; C ZE R B IR S S8 52 -9+ 75 ik
T (cis-9-hexadecenal , Z9-16: Ald) 1 Z9-14: Ald,

Helicoverpa armigera ;

antennal lobe;

olfactory neuron; olfactory coding

J-11-+ 7N Bk %5 B (cis-11-hexadecenol, Z11-16 :
OHD) Fi-11-+ 75 Z FR Tig (cis-11-hexadecenyl ace-
tate, Z11-16: Aco)!'™ | Hiip B BRI BILEZES 0l 43N
B1 1 B2 MR, Bl WAL s2 Z9-14+ Ald, B2 M1 7 J&&
% 79-14: Ald Fil Z11-16: OH; C 25 B B Jikgs n] 43
i C1,C2 F1 C3 WEAY, C1 WP R SaZ Z9-14+: Ald., Z9-
16: Ald, Z11-16: OH F1 Z11-16: Ac, C2 W )& Z
Z9-14: Ald.Z11-16:OH #1 Z9-16: Ald, C3 . A Js~7
Z9-14: Ald fil Z9-16+: Ald"®, Z11-16: Ald R4
B FEEAE BRI 29-16 Ald S IRE 84y W5
LA 97 « 3 5 75 Ml P A 4% HL A% Pk B R . Z9-
14+ AldXAR A8 U2 A B AR HT, BRI & i a] 3 A0
PEAS & Z11-16: Ald F1 29-16: Ald BB 1. M
e A0 I U R 15 B R B 5 15T E. Z11-16: OH
AT RN Z11-16 Ac XA A B E AT
NBIEEREY . MM U A AR T R AR AL
Wi . C R EIRZ, B KR EIY B8 50E
e,

X HEEPEARES Bl A B TR R () T B AT AL
D LA BRI AR B L AR S B TR SRS T DU
EPEMS BR.F EM Y E RIS Y ML EF S
DR RS BB AT B R MR R
R Y RS T T R T K
a R HEE B  ELR IR | HE TR Bk 2 A5 2 B f Ay
AR D RE M R ILAGE 5 B — 2B BT
1.1.2 TER

MES R JE 20 (labial palps) {7 F 3k #8518, Mk
AN 2T B AR RO B e . B IR 3
LS 3 R A —JF L ZETF 0 N AT LR B
— ARG, FR AT JE 0B 5 A (labial-palp pit
organ, LPO), ##4 H 1) LPO K 2y 300 pm, 9844
60 pm, NEFAEA 1 200 My, Bas N2 EH &
A 1D ZTC, R HIE S E2 5 ik I
MR FS Chair-shaped sensillum) 1% R B 28 (club-
shaped sensillum) , B AT 50 T B &5 4% EEANT
TR, RS LA O SRR B AL R LPO B
RERS IR Z CO, VR MY AS AL, H 3 0 24 7 Jk
bz CO, I Hrp—Fh 2 AU 8 i 52 i R ]
. A7 A W] S S R CO, {5 B F-R%F
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ERPE RS I I (RS B2 CO, 1
7 Ry o SO AR 25 2 7 S oK B, ol 5 gk — 2B
e
113 M fBony 2 o0 j 2

C A BRI, Bl A AR AT ASN , B Sk 3
R At g DA S R T O S 0 B A MR S
Blan, BAAE Bl Drosophila melanogaster ) 540
M T 60 MR SZ Z B AR AE B0 HE T 2k
fr R TR SULEAT Bz CO, R, it
Hb IR AL Aedes aegry pti BIEFE B TTHL AT
AR A PR . MR R ik Manduca
sexta WK BT A2 AL B SR IR . I
W Helicover pa assulta 7= URgs A7 1EIRAZ 27 EAE Y5
AU L E T B A PR AGE AR .
BEMLEE R AR R b B — SR TR A L 1%
AR EA ZALE5 0 97 H AT g 2 A R
MTHEESS . AL HO 2 L 7R AR AR AR R
HLA W5 A R T Bk — DY
1.2 MEBRIINEAREBRZIHXEAHNALR SN

Ihae

S B AR 5 S 2H e A 2R B Sl £ Y 308 4T 133
Tl F RS ARG R A4 60 Fh UK SZ 44 (olfacto-
ry receptors, ORs) , 19 Fh B 1% % {4 (ionotropic recep-
tors,IRs) , 34 Fp 5 B 4% & 45 1 (odorant-binding pro-
teins, OBPs) , 18 Fitfk 2 J85% T 19 (chemosensory pro-
teins, CSPs) Al 2 F 83t it 25 JC I 3R [ (sensory neu-
ron membrane proteins, SNMPs)P 100 - A 44 1 g
N IE UG S 20 7y BTk o] R R R AN R 5A
ZRARZIR B T RIZ AR SRS G AL
AR sl 2 U IR L X e S5 R 2P R ]
filh £ AR AR S e ) F2 B AR L A T R AT A A
WL DI BE o

K44 il A I 21 7 RhPE(S B R 2 IR KL A,
HarmOR6, HarmOR11, HarmOR13, HarmOR14
(8% HarmOR14a ). HarmOR14b, HarmOR15 Hi
HarmOR16 W33k, FFINWE Xenopus laevis BP
BEAH M 2 0k R G0 55 B 1 R & 48 CRISPR-Cas9
FE DR R BR B AR TR FE PR R R G B AR TR A, %2
f& HarmOR13 §E & 5% Z11-16 :+ Ald“"™*), Har-
mOR14b & 32 79-14 + Ald™*™*, HarmOR16 J&% 5%
Z11-16: OH #1 Z9-14 + Ald"“*"***', HarmOR6 J&K 5%

=
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79-16: Ald Fil Z9-14: Ald“Y, 5§ Z9-16: OH FJlfi-9-
DU % I 5 (cis-9-tetradecenol, Z9-14 : QH)H3+41
AREBFFE S HarmOR6 1Y BCAR AL A W17 7E 22 5
FIRE 5 I8 R S8 0YAS [RVFI I 22 A6 Wik 1 K /N A
. HETM AR KM Z K HarmOR11, HarmOR14 5
HarmORI15 B ECAR, a8 @Bk HarmOR14 3 [H
AL LS L A A8 T BT 0] AR 22 4 38 R A AR A,
] HarmOR14 2 58 A48 dUi 38l f e

ST AR T R SZ AR D REBF S IRUAS T
—LePERE, B HATC A 28 M2 AR 19 BL AR TS 3 48
( HarmOR3, HarmOR7, HarmORS8, HarmOR25,
HarmOR29, HarmOR43, HarmOR40, HarmORS55 |
HarmOR56 , HarmOR12, HarmOR19, HarmOR22 ,
HarmOR23, HarmOR26 , HarmOR27 , HarmOR31 ,
HarmOR35, HarmOR36 , HarmOR42 , HarmOR48 ,
HarmOR50, HarmOR52 , HarmOR59 , HarmORG60
HarmOR63 , HarmOR66 , HarmOR67 )F781 - Fi 44
Huym ERGA 3 F AR Z A4, 4331 24 HarmOR24,
HarmOR30 Fl HarmOR58, H A HarmOR30 J& 5%
E AL A s AR AL Uk A P 2Rk 19 Rl
IRs0, Jrpr HarmIR8a 7E filh f Hh i 22 3K » JL0 2%
i n HarmlIR8a |72 A7 T 4T A8 N . 2 BH
MR TR RS S T ARG

Mg & 2 CO, 19 % 1k 2 HarmGrl,
HarmGr2 fil HarmGr3, 3% 3 f sz ik G Tk E T
JEZ ) s 22 oo, Horp HarmGrl Fl HarmGr3
JERREE HUEZ CO, b AR,

18 965 4 48 5 10 & B, 1 4% H ik A 2 0K
i) 3 Fh{E B & 454 % 3 (pheromone-binding pro-
teins, PBPs), HarmPBP1, HarmPBP2 #1 Harm-
PBP3 n[ L5 Z11-16 : Ald I Z9-16: Ald 254, H.
HarmPBP1 5 79-16: Ald {45 & F1 5w, ik
—#FH RNA T H AR WF5E & 8, HarmPBP1 5
HarmPBP2 [a] iF 70 88 0] 25 5 B M A 28 doxh Z11-
16: Ald Y BURPEREAK , U6 HarmPBP1 5 Harm-
PBP2 #5257 E8MAE B R4 yU= . 1 Fl
FH CRISPR-Cas9 H: [N a4 AR fiksk HarmPBP1 3
DR  EVERR S X Z11-16 Ald, Z9-162 Ald FyHLAE
B VAR 2 i E BT . B PBPs b, SRS G R
H HarmOBP7 %} Z11-16: Ald i1 Z9-16: Ald A 4%
SYEML UMK G E O WA S SHELRD
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PRI, HRES HU ) HarmSNMPL 45 53 323k 7E A
filiffy I, HarmSNMP2 W £ 7 F ji H i 1 0 25
P, R CRISPR/Cas9 AR 254 fil 1 SR T
AR 5 26 B HarmSNMP1 83z K8 M A5
BF CHoR1O 4150 2R R L AR R 3z 4 P A
BRENIR T ET . FEAR S 1 foh 7 S 2 v 2
SEF] 19 Fp CSPs, 7EM AN T 20054 Sk 2 vh %5 31 26
Fift CSPs, 1M 72 44 B I R 41 P 48 3] 27 Fhlos 10080
B 56 T4 . CSPs THRERIRFFE 14 K AR .

2 MREHRREPIRMERLS

UTBEAE , I TR AL RS AR 22 R GRS
WIAT T — & it S, (0 25 50 S AR AE A 2% JU Iy
SEFRISLOEAE DR R rh X — fulfant . fidff
LT BRI S5 44, R FR 43 A A 2 18 AL, Je
1 fl A 48 5 A0 A Y fal AR B R L TR 2 AR R
— R AR L i A B S R AR A N ER i 2
PREELFYEER (glomerulus) M AL . Pl 25 £F HE K OE firh £
Wi 28 TR 8 5 Ml BB 2R 1) b 2 MR £ 2 A BT
FA AL
2.1 fhFRRE T YTk

SCHTHRIA S B U ph 2 A 4Bk B i R 50
~T70 A, Forb R A% B ik R 2R 4EBR D 65
ANEOOT S 5 fh B P G g Y 0 b SO R i £ I b 2
JCIB BRPRIC A B AR e fi £ iH N 29 80 MRl 2F
HERRCY , IZ B SRS BRI 60 4~ ORs Al 19
A IRs B Z FAH 2, 776 B L fil #fy - 2 21 4
BRECE AN ORs IRs S2 (A% — Bl i, K 4n 2
AEBRI AL EFHES 2 ERERR S H fi £ i 22 2T
YERRIINT 230y 4 2l TEfh S Al 2R AR T AL
MEVERR A2 B fib i HA 3 AMRERY K 2 21 2
BRL R B 2F 4E Bk 2 & K (macroglomerular
complex, MGC), y HEPEFREAT . M P AR 22 kA
MGC AEFEXS B I EAT 5 A S 1 o 42 21 e
R, R b 4 S A 4E Bk 2 S K (female-specific
glomerular complex, Fx) . [& MEHE4: 7 00 i & 21 4k
BRI ARSI HABLT AEBR R 23 Ry W 21 3 21, RIS
LR A 14 (posterior complex, PCx) . T [E 4 4
TR 4EFR (1abial pit organ glomerulus, LPOG)
T 2 2T 4E R (ordinary glomerulus, OG), 4%
By OG Hy 66 DEFAERRIE I, AR B0 R/ 2B

Heloy =X 1 MERERR 5 B OG HEH ML AU G,
G3. G7.G12,.G14,G18,G32,G35,G36,G37.G53,
G61 F1 G70 55 13 PDEFHERRTEM TR EAFTEME 22 7
MEVE Y G1.G7.G14,G35 F1 G36 B4 AR L i £
K HA 84 OG LF AEBRZME M TR T MEPERY
LPOG LA 45—AF sk 7 Tl s M, 5 T8
AR R . BEPERY LPOG AR 1 FH K. PCx
BLTVE R S 27 4 3R 52 G 1A J5 M e 1 S 4% i
PCx f1 10 NEFAERRA L MMEPE 9 DA, Horp
G75 {UAFAE FHEPE PCx , MMMl . 5 b, i
P PCx 1y G52 F1 G57 AR ER FL A B R 1T G49 .
G51, G54 Fl G55 HAFRLLIERE /)N

H RIS D& TR 4% He fi 1y - 22 2T 4E 2K 1 ) g
FANRAEAE MGC f1 LPOG L. #i% H MGC £ %
Z5MEAE B R S ARG B AL B, A4
MGC 5 3 MAFRY KA P 2 20 2L Bk, B = R AK
(cumulus, Cw) .5 HHTMEF 4EBR (anterior dorsome-
dial unit, DMA) F13F H 5 I £F 4k £k (posterior dor-
somedial unit, DMP) . | FJ %5 & M4 s i 42
JCYLAAIE B DL M N TE SN G bR i A HOR BIFFEIE
B, Cu iy M) a2 oe b B E B APEF R R Z11-16:
Ald, DMA fi 54 AT A HE PS5 29-14 Ald 0
Z11-16: OH, i DMP f 54 B H R 29-16
: Ald Fil Z9-14: AldH6-15-20-51 1 L POG A fE = 1 5%
A3 CO, 55, LM R PCx F1 OG TjkE
TE ¥ R DA TR B FE AR IE » 2D B A0 s A e £
PRic Uk WY 32 HE W R 1 B2 T 3 A TR
0G ™,
2.2 ffMRETT

R HL ik £ T o 22 2 2R BR PN A 27 0 2 ) b 0 7
ek B 4 PO ALY fl £ iR 2200, RERSE 2
#2250 (olfactory sensory neurons, OSNs) . &
[ 41 28 9T (local interneurons, LNs) . % 5 ## 22 76
(projection neurons, PNs) A1 .[>» #ft 48 G (centrifu-
o BT Bl HEH 2EE O
TR B SRS R ) b A N 4 2 fl R 22T EDE
BT B A S MR R
2.2.1 BERZMET

fi AR I R A AR I s o AT AR H Ml A SR Y Y
OSN's 122 70 T 245 55 1] fi 3 1o 22 2F 4 Bk L
GEAI BT A AE A A A BRANZT L — B[R] —

gal neurons, CNs) 6!
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AP LT YEER ) OSNs Fik 26 OR, BIEHE“1 32
K — 1 MR Z ATt — 1 MR 4R 1Y K
YO SRR A A58 HUERE SR A B bR il
WA R woR, EMEAR S R FEHE R RN
HarmOR13 78 A K BRI 19 OSN N ik, 1%
OSN (1% 58 A v B8 G 28 fih i MGC 91 Cus JRZ
Z9-14: Ald ) HarmOR14b 7 B X B &2 P 1y
OSN Ik, 1% OSN 1§l 28 A< sty 4% 5 2 fir £ vof
MGC ) DMA P ; &% Z11-16: OH 45 Z9-14+: Ald
i) HarmOR16 fEsZ Z9-16: Ald 5 Z9-14: Ald 119
HarmOR6 53 51| 78 C 22 BIEIRAR P4~ OSNs Hi 5%
K5 3X > OSNs 119 il 28 7 3t 43 31 45 565 21 fioh £ 0
MGC ) DMA FI DMP20-4) it 44 i {5 18 2k
ZAK AR — OSN — i 48 2F 2k 5K (14 J&] 33 3oF 107 56
RHF L 2 — 1 Mz Mg — 1 fMa
Bk LSEEAZ . A Ah R EE YL fa LPO JK
#5 . KB OSNs [ & T s 438 5t 2 [
AR fih 71 P ) LPOG, LPO J&& 2§ W&z CO,
=52 OSNs £ 54 5] LPOG, .71 H A 5] [ 1552 8
B A B SR AR S8 AN JE B0 G AR 2 18] B
et BRTE S T 28 Ml AR Z KRR
R F LA BIH T AR AZ TR (H R A X
e 37 (A OSNs 5 fish £ v it 28 70 £F 2k 3K 114 18] 3% XF
756 28 i AR B . TR AHIF 9 3% 1K 2 AR 2 AR Y
OSNis 2] i ffy -2 4 BR 4 AR 38 5T B A BY T8 7R
fish £y I S S 2R £ dE BROGEH BT AR AR B G B
[
2.2.2 REFEMET

SR el v 7] 4 28 96 (LN's) B 200 it A4 o7 T fid £ - 411
240 R AR L A 22 53 S AU A3 A 7 71 ok 1 o A B
PTG, ARPEIIL ) SCTEAN 22T e BR 9 1) 3 A A X
A L AL il M i LNs 7432 28R LNs(multi-
glomerular LNs) Fl & Bk LNs (oligoglomerular
LNs), Z Bk LNs 4% dufil /i k3 80 i 2 10
LN, A 28 43 Sl JE ift 25 446 K 22 500k oy 1ol 20 £F 4
BRI . ARIEHNZ ) AR 2 2T A BRIV 43 A 5 T A 43
J B LNs RS LNs, M35 S X FRe . 3
43 YRR AR B LNs FIHEXTFR 43 i B LNs, X} FR 7
T2 00 S AR AT 53 AT O e 2 4 A Bk o 5 B AL
X PRI B 2253 SCAEAT S0 A 1 P 22 2T 3R O 8 AN
6], a7 MGC Py, 30 %25k LNs (#2845 3 % 55 A

X s 7 PCx P4, 18 %0228k LNs #2843 30 % JiF
FHXF BT » 2 0 22 BR LN [0 28 3 < %% 5 A G B 2%
WA 202 Bk LNs 78 B 45 Jo 53 305 7 LPOG N,
17% 228k LNs [/ 4855 52 % BE A X R, 9 0 22 BR
LNs J65r 3. A /PR LR LNs ) — 5 45 3t
it S Ao g 5 S ) Sk £ i A bl 5 b 5 Can-
tennal lobe isthmus, IST), ZEFk LNs f &5 % 4
AT 60 20~70 %0 () fish 1 it filt 2R £ AEBR P9 L AN AR 44
LN49 M @ -4 43 A5 15 K 250 OG #1 LPOG N,
HAE PCx 1 MGC #2250 52, LNST [y #ft 42 21
e i 4E K 2 8 OG Ff1 MGC N, {H 7 PCx FlI
LPOG P Jetz o3,

TR B L B i A i P 1Y) LN 32 S5 3 0] 2%
Far S AN ] YT A £ e 22 £ 4Bk 2 8] 9 A B4R
FH I8 fih £y 0 P A5 2 A% 328 3 e ok 7R R R I AR
RS st -3 TR (GABA) o gl 44k 2 e
&I A SE N KME Periplaneta americana |
KA Bombyx mori JH B K Mk fil £ 0F P9 . 240 LNs
A MEI R 258 BT GABAL 7E filt /i iH N S pl 2
LT R E) A MU T BRSE 2R HH, LNs 7] 5
Tt O A P 2 42 o] P 8 AR Ak BSR4 R
TR IO AR AU . 24 OSNs f A 115 54
5505, LNs il 46l /E F ey » OSNs 5 PNs f 58 fii
K R B 5 2 OSNs iy A 155 BRI, LNs J #24]
PIHIAEF - B 1R A . PNs 20005 8 0 1Y)
ShASIEE, B LNs il /8 B A R IFAS
JR B TF4B 3T /G fl f A R 1 e BR 22 )Y, S
MR T DR LNs 54 246ar P pf 2808 Jit £ 1 ABL AR
TEMlAR A 0 22 21 4 BR R4 ) 2% By 4E T, X2k
LNs A 355 PNs {55 ) F oo™, it
Hb,LNs iR REAE AN [7] PNs A W 338k 1) [+ 26 mig
P SEN R P AR LN A% AR FEUERAE 43 R
2, Rk Jry I, v (] 2296 (spiking LNs) Fl3E 4204 )
3 [B] #1248 7C (nonspiking LNs) . Fij # 7E fill ffy 1 f
IR MG 5 5 T ol EEAE M 5 e il
MAAHER NGS5 Tl E 2R, HH
TEARES HUHP i R A T LN B DI REAFIT i .
2.2.3 BZHAMET

P20 (PNs) Ay fis £ I 1 i s #2200,
200 L AT fk A T 200 AR L AR 5 03 A TE M 2 4T 4
BRI, H b 28 58 o fil fy 0 B 28 B Cantennal lobe
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tract, ALT) ] Fif fixi & it . Sy SAAR Bl 2250, %) ik £y
HEAT Y OB IC T ST A B, K 4% HURY PNs Jr] 17 i 45 5
() ik A PP 22 TR R B 3 4%, B N i A i 2 TR
(medial ALT,mALT) ., H[&] filt £ - #f 28 K (medio-
lateral ALT,mlALT) F14Ml fish £ -1 28 K (lateral
ALT, ALY, /4 PNis 43 58 388 46 S ik 1) o o 1
M (transverse ALT,tALT) . F| AL N0 5
2R BRI K IR A0 E0 PNis 38 3 75 A ) fi
F 2 (dorsomedial ALT, dmALT) F135 fil fish
FM M2 (dorsal ALT, dALT) [a] i 4567

HR I €53 A 1) P 28 21 2 BR U - PNs 43 H
Bk PNs (uniglomerular PNs, uPNs) 14 Bk PNs
(multiglomerular PNs, mPNs), uPNs & & W1
PNs R0, HRF S AGTE 1 Al i A 22 27 4Rk
200 A 22 ATl T A 000 2 LA AR A0 24 e
B 2SI mALT SE8UR B H ik 1 SR (calyx,
Ca) , i i #5120 £f1 (lateral horn, LH), mPNs [
W53 A0 T 24 fil f P 22 2 4R BRI S At AR — i
AL THMU AN AT o0 mIALT 5 IALT $553)
R Y LH S LH J8 i pf 288, an b S aif i
(superior lateral protocerebrum, SLP) . I 57 [&] §ij I
(superior intermediate protocerebrum. SIP) . Ji§ #h
Il 5 i (ventrolateral protocerebrum, VLP) %, 4
R 2% PNs 4555t 1] [m) {00 i i A% o {H %50 PNs [ 3L
M5 553 A S sa s TALT 8¢ tALT, —
S 1o [ O TG o 5 P AT T3 — SR i R £k 4%
S0 22 X0 g PP AR

PN (1) 5 BE A2 i £ -2 AL 1) ML 15 0 A 3d 22
R g 22 i, H FTOC T8 4% HL PNs I RE
MIRIFSE 24 A H X AR B R CO, 55 1 Ik
SO, R AN e SR Y bR TR B Rz
Z11-16: Ald fj uPNs % MGC fi1 4 £F 4E 2R P 1)
Cu. 2 mALT S I HTK A Ca, VLP,SLP Al
SIP; BsZ Z9-14: Ald /) uPNs 3k B MGC 4 2] 4
BRI DMAL 320 mALT 554 B Fiisi i) Ca,LH
I VLP; &% Z9-16: Ald #J uPNs 2k H MGC £
L AERR NI DMP, i 28 0 02 ¥ mALT 4% 555 31 Aij ik
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