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Abstract; Clarifying insect sex determination mechanisms can lay a strong theoretical basis for sex-ratio
manipulation, and can also help us to develop new ways for effective pest control. Insects have evolved a
bewildering diversity of mechanisms to generate the two sexes. However, the sexual development of an
insect is mainly defined through a hierarchical control of several sex determining genes. This article
summarized the recent studies and progress in sex determination mechanisms in model insects, focusing
on genes and their cascade interactions involved in sex determination. Previous studies have demonstrated
that the important sex determination genes are mainly located on autosome, and some of them have close
cascade interactions, such as Sxl, tra, dsx, csd, fem, etc. Among these genes, tra and dsx are
functionally conserved, and tra regulates the transcription of the downstream gene—dsx through sex-
specific alternative splicing. The tra/fem—dsx mode of sex determination is prevalent in most studied
insects. Although sex determination mechanisms in most insects remain largely unclear, the study of sex
determination mechanisms in some model insects has achieved great progress in recent years. Moreover,
the mechanism study of sex determination in non-model insects has attracted extensive attention though it
is still in its infancy stage.

Key words: Insects; sex determination mechanism; hierarchical regulation; transformer gene; doublesex

gene; alternative splicing

FEMIBIPITESE AeT 7 A SO T ARG X0 BORRR . R U Bk RO R 2 i S IR, IR
K EMBACAEY AT — DR MoPeE SR PRE IR 5 1R UL, FEA ) ple E AL T
SEIRI AL PR A5 R, WA A TG SRR AR Br 3 28 B TR (aygotic) , H 5t 4% 22 S TR E M
FRIE . PITEASIIOTER g S A DU RIESR 5 BEAUEL (maternal ) , ol B sRRE PR e 1R 5915 21858
KB MVEAFPAS ] SR i), e MR EATHELE YY) R (environmental) , i BRI5E 5% {F R 14531 ( Sanchez,

FEGIUH - [FK H ARG H (31401747 ) 5 A i PEAT e (Al ) BHUFL 3T (201303028 ) 5 & 5B 345 1l B8 (2012 BAD19BO1 )

PEZ TR XUHERS:, £, 1990 4E 2 A4, WIRAMRMN, BUEOFSEAE, BFFE5 o B AR B 272 E )%, E-mail : liuyating19900209@ 163. com
“ W IAMEH Corresponding author, E-mail: zhangyoujun@ caas. cn

ek H ] Received ; 2014-07-07 5 252 H 1] Accepted ; 2015-12-16



438 B 2] Acta Entomologica Sinica 58 %

2008) . A 4328 Oy 2k A 15 B 1 B
AT, A SCURTH 2R T A0 b A XoF B s il ke L
AT AR . AR O A B RE , X T A TE
PEYL R B I, AnxUa H SR, A ) S T
PEGe R X Bk E (Erickson and Quintero, 2007 ) ;
TR TR A A A PR e R Y B o, s H 4/
1% Nasonia , FUMERRE H 22 [A] A7 R G 0 A8 H A9 7
7 Ak B[ B S A58 78 ( Beukeboom and van de Zande,
2010; van de Zande and Verhulst, 2014) , (& T NAE
R B2 KA & AME PR 2R I FR B8R 32 5y 34
20 U, P 2 M 1 ] B ER B P 3 R ( Campos et all.,
1996 2007 ; 2012;
Sugimoto and Ishikawa, 2012) . 4R B du o i o g
PUHI AR 2 MR Z e, (A 32 2234 2 ol 3 g (6 A
A A 4 L RO A A L ) e i P R
RIK BAERISE IR o AR SO T 1 P ik R 08K B
Y B HE 0 e DL IS i R AT T 253k

1 XEHE ERMERRE

MG R Drosophila melanogaster /£ XG# H B
B, R M e E AL AT ST A A, 3
TRE FEIPR TG K X Yk (Erickson and
Quintero, 2007 ) , XX i, X M iEPE, F7E 1988
4F:, Nagoshi S 54 1, SR Fr) e/ e 4 L P8 31 ke o
R AR B A ad AR, BRI T 90K 1 i
(18 JEE DR o R 1 5 D) 45 3 P R S T AR Y DDA, 4k
T T i 0 6 PR A0 P e S BT U, 58 vl oo Ak
(Nagoshi et al., 1988 ) . SR 55 W4 S AE B AH G
B LRI £ 3k 2 505 /> (Haerty et al., 2007) , 2| HEj A
1k, BA 30 DEEH B IAS 5 AR 40 e ) e g
PR A B 2 B ) 34k ( Schiitt and Nothiger, 2000) ,
H Sul (Sex lethal ) J2 R 14 531 DR E 1 A% B B Y K
R 5 FL R (Cline, 1978; Penalva et al., 1996;
Penalva and Sanchez, 2003) , & 5 1 ¥ H At 1 1) ol
EFEH tra (transformer) , tra-2 (transformer-2 ) 1 dsx
(doublesex ) 73— HK HAE L[] 58 F3 R b 1 14 51 e S
( Baker and Ridge, 1980) .

SN E RN 8 IR (5 5 R PR ik X
O E , Sul MW RR A = AP FHAE B, 7 T 1) ke
SE DRI T , 2 55 PR A0 M il DR 5] kM 0 B
T %4 (Schiitt and Nothiger, 2000) , S8 s 1 Sal
BAWAE S 7——5 )8 3 1 (Sal-pe ) FE 15
T (Sxl-pm) (Salz et al., 1989) , Sxl-pe H 1M v

Nigro et al., Beukeboom ,

BB , Ak T S 2 SXL 312 B H BB TR ME R rp A
TE B Sxl-pm 75 WERE HUrb #RBE B8O, OF TR S
WITTUG % #4545 1 (Sanchez, 2008 ) o A, Sl 3 i
VPN BT UL MERE o 23 53] 7= A MR S 2 E TR
Y S 2| DhHe A SXL 25 [ 5, 1fi A L iy Tk = SXL
WER, HAE1R 2 LI fE Ry SXL 2 H 7 (Bell e
al., 1988 ; Bachiller and Sanchez, 1991), Mt SXL
HEBUARES 545 Sxl (Y BERE 5 35 U] (Bell et al.,
1991) , RIJE 1 B F& 55 B0 B, s Swl 75 5 i 8% >
KH P R F RS E (Cline, 1984) , H SXL 8 H it
NREWRES A T UF R I A tra (A1 £ 59 DI ( Boggs
et al., 1997) i % A= WA S AT A2 89470, 7 A D RE
B TRA HH B, 7EMES P, URERL TRA HEH Y
tra-2 W) TRA-2 25 (50 bip [a] ] 428 R g P 531 o s
P BR A AR UL R dsx ( Burtis and Baker, 1989) , {fi
S MERFSERT Y, A A mRNA 4 DSX" K
F % ( Hoshijima et al., 1991; Tian and Maniatis,
1993 ) s ek rp, th T IUREDY TRA HH AR,
S dsx KA MERE R BTV, 49 8] DSXY & R
DSX" Fil DSX™ 2 [ 5 Al 18] 4 SR g A ) 43 A oA i 4
FER B3 14 ( Burtis and Baker, 1989) , 7= A= 4 5l 43
(K1 A),

BEE X B0 H B B o€ 23T HIL i B SE ER
N SR S5 2 R G A PR 1 [] P8 40 7 HLAth U H
BBl gk gk Bo Bl a0 Sad [m] P8 Kk PR 7E 52
Musca domestica M H ¥ SE MR Ceratitis capitata £ %,
4= Chrysomya rufifacies .45 ¥ 2 M Megaselia scalaris
Hh AT ) e B, (ELIX 6 [ i) Sad 4 TC R S R
ik, PG AR AT 8 5 M 51 ke 5 J6 56 (Muller-Holtkamp,
1995 ; Meise et al., 1998 ; Sievert et al., 2000) ;tra [f]
URSERITEMT G SR 528 Bactrocera oleae | My i S |
FME AL e AT B, (H 5 SR A ] P, X 2 L il
() tra W] AT B 3T, JoHE SXL EE H B 2
SEREMTTIREEE 1 R AFAE T ME HU iR 4 (Pane et al.,
2002 ; Lagos et al., 2007 ; Hediger et al., 2010) ;ira-2
[Fi) 905 55 DR 7 i b e 9 5 0 R G A 2 g ) B el vp
R AEEX LY R, tra2 25 ra B B W HE K
dsx mRNA Fij {4 49 0 45 5 37 4] ( Burghardt et al.,
2005 ; Salvemini et al., 2009 ; Sarno et al., 2010) ;dsx
[Fi) 5 BE DR 7R 2 4 s i N PAG SR S 25 LT T
XU H B H A, B Re i i Bk 55 D) 5247
PR S 75, 4 i DSXT A1 DSX™ K 14 i ( Kuhn,
2000; Hediger et al., 2004 ; Lagos et al., 2005) ,
Wsxl —tra ( + tra-2) —dsx 1L 51 R € PR AE AR R
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Fig. 1 Sex determination cascade in model insect species
A, DG LS Drosophila melanogaster (Verhulst et al., 2010b) ; B P4 J7 2 ¥ Apis mellifera ( Nissen et al., 2012); C. 4x/N¥ Nasonia vitripennis
(Shukla and Nagaraju, 2010) ; D: ¢4 Bombyx mori ( Nagaraju et al., 2014 ; Sakai et al., 2014 ) ; E. FR{UB Tribolium castaneum.

i 11 FC A SO H B R 2RO AR S tra (4
tra2) — dsx 1) ] P AR X AE DU H RS B v B Ol
(Hediger et al., 2010) . &2, X0# H B A1
TEPIE B AREIE LA dsoe D9 A S e 42 B IR, DAPE AR 57
SR RIE AL B e 5 , 2k BV 1k
MIH B o tra V5 dsx (Y 1 F PR PR IN , FERBR SR g )
SN AR XU H B B @ BEOR ST, i AT R 15
TP DR E F R F OGS

2 [EHEERMANRE

RS B AL B A 531 e IR i A% 2R R % (Heimpel
and de Boer, 2008 ) : 1 Ht oy B A, | 2R 525 B A
TR 5 M T AP, i SZRGOR A IR o ISR AC
PR At 2 B A A o e H A 0 AT
HEZHAT , Bt A AR AT, 3 H R
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U 2 R — RGN EPERL , W0TE Bk A (A e |
TEPEME B FRASOW e PR 5 45 0 48 i A% A e oy
I 77 4= ( Santomauro et al., 2004 ; {o] 25 Ff1 Z #F 2,
2008) .

M ) Bk ML AR B O LR B Ak
HRCH ] B A i B IR e LA o AT AR
R0, esd ( complementary sex determiner) J [R 4
i) CSD 1 ot 2 & e M | e e MW 6 5 %
(Gempe et al., 2009 ; Gempe and Beye, 2011) , H:5fk
J&T SR B KW, TEG Y 5808 H B AU ra A
oL, B P AT AR 2 DRI S A R SR B R 4
#ox R M CSD 25 BT, R M5 S Ve & T AT
2 A [R) AF O A R B B S BE P 45, AN RE S
ATV CSD 2 1 BT, M5 HEVE K B (Beye et al.,
2003 ; Beye, 2004) ., Yjfig# CSD & H JiAEH—14>
TETER BT VTN 5% fem (feminizer ) K& R S0 59 111, fiff
HAEHE AN ™ 4 A DIRER) FEM SR BT, Fem &
esd —FESRJE T SR8 KR, 6] Ry R era 1 [) J5
FLIH (Hasselmann et al., 2008) , 75 Fh e o G4 (v 3
PRURE S, E PP TR A A S B AR, I o Py S
BYIMARRY 7 X2 5 A0 M ) e B A= B 240 B )
Ak (Gempe et al., 2009) , ZEWEHF A K T F tra-
2 I FE R, EAE B A AEA R BT UMATE L 1H
ToPERe 53K, RNATL S IESE ra-2 AR T fem M
MEBT UK K dsxe WEPE BT V1A, %o 28 Pk — 28 TR 1
Z X H % (Nissen et al., 2012) . WF5E 24, BN
P ke R L] AP < osd (24 45 B W 1 )
JUE SRBE THNARGE S, MEHU tra-2 AR esd (4% B
7, Ul esd 528 fem BYMEMESTY), H 'S FEM 21
&4 fHIE B TR TE IR, 4ERF D RE R Y
P Hotra-2 B85 fem P[RR dsx ROMETEBT D],
AEFRPMEVE R R o MEH HPORAELE CSD J¢ FEM JjRg R
M, tra-2 fHREIEAE fem & AEHERE ST BT Y], dEdp ik &
H(E1: B),

BRARENC LA 4 /N 88 Nasonia 3], I PR 21 v
AAFAE R W M D € W R 5 5 esd (Werren et al.,
2010) o BEAX tra mRNA Fij 4 1) Fi AR 3] 5C 5 1) 4
PEAEI R SERG I0 R A A 1R, FASGE 1% T
REARBELRIZH, T 52K D0 8 D WU A L[] e st 4%
TAARFIEEAR R FE R 20 o B R A A A RS T
RARG B R ME HLrp tra S5 1 DR A 76 S, T A6 fE
durp, ZREE RS R T HACRIE R A v ra S0 4k
S %, MEdUh A TRA P s, 17— A
PATRIEES , Fr AR LT RE AL TRA 25 15, {21 dsx

mRNA Fif i & A= ME FF 5 5 I, 12 F b kK '
(Verhulst et al., 2010a) , HER P HTHZ G5 TFH
TRA 5T, I TCEHE ST tra B IR AITEER, 7
B tra FN dsx A HERE 25T Y) ( Shukla and Nagaraju,
2010) (1 C),

PR I H R 5 00 RS A 1 ) R
HE , I R e BRI 1E 5 AN A] , HL Bkl
{18 A A5 0 A7 7 22 S (R el P Ry 5 B U0 440 )
P I SFAIE R A 22 BRI ) o fem HRTESS
) b5 2R ra AL, IFREXT dse B U)K St 45
{E2RERE tra RO ARAN MM E , A S 5
PEAEFE AN 23 Ak, BICHETE BB FH T 5, 5
Sem AR, S B MBI E MLTRIAETE 2R,
18 tra/fem—dsx JHERRAAEZEE B b BEORST

3 SPAEERMERNRE

F A Bombyx mori 21530 H B AU AR, METE
SNSRI ZW  HEYE N R R 27 Ezaz et al., 2006) ,
Hist Bk R W], Z Al i W Qs @k i
WEPEAL IR (Fem ) #5361, 5 Z JL (0 (R0 Y (0 4R 1Y
¥t JC O (Hasimoto, 1933) o H1 T W YL @At 45
KA I AR A o 8 5 25 KA 5 e - oo i o
PG (Abe et al., 1998, 2000, 2005, 2010) , #F5% A\ fi
A RAEN WYL (0 (A 5 7 21 G A 1 1) ke o A DG 1)
REER ML . (HIEAFR 2B, — ok A W e fafk
(5% s piRNAs GBS PIWI 2 H SR B AR, #F 1
P B H P B v e i - 1 T M (Kawaoka et al.,
2011) . Fpoll e i w98 & B, Fem 7= 4 1) piRNA
BFREENE WRIGE S, EWE R RN T Z
Yot ik 1Y Masc, SEKHIEB, piRNA BEAE i#f Masc
mRNA (1 24, B ARMEYE ARG th Mase (9 3357KF,
FEFEEIIMEMEAL . T Mase 8 1 5Tt 58 2 A
T Z Ye iRk LR FRIR IR 5 4 1 50 et p
FIIEE IR AR B EVEAL ( Kiuchi et al., 2014)

bl 5 A A B A 7 AR 8 i, VF 2 SR i
P R A 5 35 B[] 9058 R 7 K A v il 2 4
Mo a0 Sxl FEG A oA S 3R 0K LT 5 A S
PETCIE (Niimi et al., 2006) ;tra-2 {776 5] 574
Tk, 4 6 AR F10 20 (Niu et al., 2005) ,{H RNAi
UK tra-2 XF R A dsx B PR 555 U1 S e & & G
S, HEE N 58 A 1 U S2 LAY R (Suzuki er al.,
2012) . Bk, ra-2 AR AT HE H 5 5 4 B S2 AL TP
AR K, 5 H MR E TCK 5 dsx 1158 A A ]
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L AIFFAEPERS S R0k, MERE 73 551 35 U0 Ry 1 5 2
F1(DSX" A1 DSX™) (Suzuki et al., 2001) , J& 5% Ak
SO IR A (0 ROTF DG BE B, DSX™ 7 e i v 57
VIR T (2 ol HheE M A B AN TE 2 B R A
TR AE 52 0 ( Suzuki et al., 2005) ,DSX" A /E K 1E
T 2R 1 VR PR S A 1 SPT B B A 1 i
FEP (EEAEME A P ERIR) (Suzuki et al., 2003) o I
SMERIE T, dse (9 VERF 5 BT DI 2 TRA Fil TRA-2
B3 [E1/E F ( Nagoshi and Baker, 1990) , X1 3| H Fij
Mk, A FE A i R B tra 1) [R) P8 25 A ( Mita
et al., 2004 ; Xia et al., 2004) , H. tra-2 #IESE 5P
WP ETE R, DL T dsx (1 VR4 2 AN SR g AN ]
H dsw TERE S 59 D) AT Hy 3 S0 A~ ¢ i 5L B (PST Al
IMP) H:[a]E1E P E (Suzuki et al., 2010) , PSI &—
ANE S KH IIREX A RNA 256 E M, 7K & rh otk
PRk, HIBE S dsx B CE1 X4 S 4 4 2L R 9
¥ dsx mRNA i 4 19 1 457 5 57 4] ( Suzuki, 2008 ),
IMP s} J& T VICKZ %%, J& KH R () RNA 454 &
H SR AT/ BRI A At o, e ) 3R 2R
I K I (IGF-11 ) (1) %% 5% ( Nielsen et al.,
1999) , J5 UE5 5 20 M Al PR AT A% | 20 A 44 58 S g e
% ( Yisraeli, 2005) ., Z 4 IMP [l E RN T Z
Jefk b FemE P A R Rk R PST Y CEL
DXIAS BTG PEE TR dse mRNA F 44 10 B4R 53 57
Y] (Suzuki et al., 2010) , FEME B, Fem 1] B 3
SRR IMP Y23k, T2 i T IMP 25 5
BRI AR R dsx Az MR 5 59 D), 72 26 ) 3
KN DSX" A B, 5K A e o, T
Fem,IMP RE7E BUA R A LB M RK, HAl 5
PSI BB 455 INITBUE dsv & A MR 578500, 7 A= )
Ttk & Ry DSXM & 9 3 ( Nagaraju et al., 2014;
Sakai et al., 2014) (& 1: D),

25 TR Z VR E R IR 5 5 4 Fem 7
A HER 5 piRNA B REE LI A Mase 1Y%
fif, R BRI, BARAREHRRIKBNTZ R
A 1 e R O PR [ 5 PR (E ) RE S TR S5
MR dsw TR A s AR T, BAS R T2 i
TRA + TRA2 fy Bip [a) A #2462 5K, S Ax dse B9 R P
PSI 1 IMP SE[R] 58, 48 A ME STk & R 1)
U5 B IR Ak PR AR g e AT R G ) 42 6 R 2 A
FEHAE M5 Masc 5 PSI + IMP Z [A] {15k R A5 & — Fr
2 Ho Mase T HERED R 73 B FI4E5E , LA S Masc
55 PSI + IMP 5 Z WAL 25 o 8 A R D e Bl
T 5T Y E A o

4 EHPBERMERNRE

IRPAE s Tribolium castaneum YE RS H B
AR, A e oy XX/XY Z 48 (XX e, XY
HEE) I 2 AERHZS 5l EOR AN S e s F AR
e 08 g R eI ) N R 57

HICTEARAUA T B 2 rp 3 1 SRR dsx, tra
Ml tra-2 W R IEEE L, H AL dsx A PR 5 85 )44,
RNAi JLER dow, X 7 $L2 5 E 7™ B 6 % B0 Fy A
Y18 i A/E A (Shukla and Palli, 2012b) ;tra A P4
SEBTUMA, RNAL TUBR S, ME 1L ra W] o HE SO0 fE A 5
PIARIEA, H. dsx iR R BT VI 2%, 2 BUMEPETE
3, THER tra F1 dsx BTAIE IG5 4L ( Shukla and
Palli, 2012a) ;tra-2 TEMEME A 3 MO TR A BT D114,
RNAi SERHIESEH S 5145 ra ()PR8T U1 )2 dsx
AP 55 4T) ( Shukla and Palli, 2013) (¥ 1: E),

i It , Shukla 1 Palli(2013) 2 4 T 2R A4 %1k
R SRR 2R, BEAR tra mRNA HU7E E v il
P ) TRA ) 0125 B, 4K A2 i 52 8 B 1 tra
mRNA Fii A& A4 R 5 85 U, 7= AR D) RE RS TRA 5 1
RTTAE T dso, 51 H: 2 A A S BT 170, 7+ 1)
KRR DSX' M A AT BEAEAE—Fh AR I M
T 0] T ra mRNA (¥ 8%, SO0 T BEAR tra 1)
B sg , B T tra A B9 RUBHAT, ST TRA
VAR I B, i ra G A5 3 T 2 BE 19 4 1 5T
HETIAR A dsx A MERE 55700, 13 381 DSX™ 25 1 i,
TRA-2 8 A B W i 2 5 MEHE T ra B)TE95 S dsx 1Y
WMEVEBTY) o 25 B R IR, SR A4S HE i PR e sE 23 5L
il 5 AR SR S 110U H L A B m AR, B dsx
VSRR A iy AL e 70 ME R R AT AT
HIRSBIETT , ra-2 25 ra () HIRIE L dsv (1M
5B Y], LT AR A 5 A ) o 4 8 2 00 H
B tra( +tra2) —dsx WREEAR—2,

5 FHUBERMEANRE

B Bl g s AL 5 22 4 v A DU H A ES#H
H, /b pb K 5 A H 3 H R S g
3 ) AH DG B I8 Ak T 0 A R &R B B, AT LA
“CRIZELT R RN R E S N T B A
HOME S e 5 v e £ A 428 ) L A7 7R B XA 1R B
(Wilson et al., 1997 ; Blackman and Cahill, 1998 ),
f rha PRI 26 v e 8 SRR S5 D o A DG I Sl ds
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M tra-2 28 22 > [a) 5 &t ( International Aphid
Genomics Consortium, 2010) , 4f45 B P H 5 B4R iE
SERERTFH tra-2 (Xie et al., 2014 ) , H i i 48 2R 0F i
AR EUHE DR A 1 R £ 5, (A Ay T PR 21 AR 56 Al
HIR R K 3% ) #F R RE & PRSI H B dup i e
T PR ) SRR ] tra, 5 AP A e BRIEE PR e
Z SEREE R B AR AR O, W A 3 A0 I EE B 5 e
BRH MGIRZ BN (Lees, 1959) , X Ui B 2 3
Ao s Ry R 91| ke 5 AL AT B8 A H BB
RPN R AES eI RERTSE 16 R WAIESE A .

6 ZEit5RE

B B S e BRI AEAE Z AR E RN AR et B2
PEJL AR/ B P ik (X/A) L3R B R85 52w 41, 3L
/7 T AR 200 G e 1) ke e R A L 40 A T 2 PN A
IPRE AH OCBE T OB I i 25 R . Horp Sad, tra,
dsx, csd Fll fem 55 R 2 B BFGEARGE , 3 22 LR
ZIAIAATE BB W K B, eV A e Hh ke A DG B
VEM o PREAS ) B L) P 591 e o B R B, s £
PR S Bk 1 R v i PR 7 A B b e B R
¥, H. tra/fem—dsx ()RR FEAR 2 B &P AE 7R
e, TR A PSI+ IMP—dsx B ira B 3R
TGRS tra-2 FPIRER) H BE, AR VLI T 7R L i
W dsx 1 _E IR SE R S BRI W R 15 5 & R
TR, ECT R AR R e LR 2 R Y 7 AR
( Verhulst et al., 2010b) ,

DI R P e e LI 2 W49, B
U AR R B He e e s LRI A TR A 1 AR Rk
g BEE T 2 AR R e 4 6 DR ZH D P A 1Y 5
I 1107 e E B PN LR S Y R R = e v 17 OAER S
P salE , PERE S BT VA R B, 52 it 44k B V)
IR RIS UE , 3X &R Sy 1 — 2 ) W] B e vk S e e
(1) 73 F WL RN A L AT S B S By, too J A ok
5T B PR e AL A — > 25T .
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