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Abstract The German cockroach, Blattella germanica (L.), transmits a variety of pathogens and synthesizes nearly ten
protein substances that trigger human allergies and asthma. With its strong fecundity and super resistance to various kinds of
chemical pesticides, B. germanica is currently regarded as the most difficult to control global, household, insect pest. B.
germanica uses sex pheromones for communication between the sexes. These pheromones are synthesized by sexually mature
adult females. Their main function is to attract and stimulate male courtship and induce mating. Sex pheromone biosynthesisis
therefore one of the core steps of sexual communication in this species. Articles on the regulation of sex pheromone synthesis
in B. germanica have gradually increased in recent years, however, there has so far been no critical review summarizing
progress and prospects for future research. This paper reviews important progress in research on contact sex pheromone
biosynthesis and molecular regulation in B. germanica over the past three decades. It introduces researches on chemical
composition and biosynthetic sites, focuses on the identification and characterization of key enzymatic genes involved in the

sex pheromone biosynthesis pathway and the regulation of sex pheromone synthesis by the coordination between sex
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differentiation and juvenile hormone signaling. Prospects for future research are outlined with the aim of providing new

theoretical support to develop new strategies for regulating cockroach behavior and new cockroach baits.

Key words cockroach; sex pheromone; biosynthetic pathway; hormonal control; sex differentiation; mating
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FAEN, X RN E S A VUL S YRR
FER. BAMGEREREN - KHEMNFELER,
2[Rl A S ) P T A 2800 1 1 DG B8 5 4
T, TEVRTESRAR | SCEC A AR B AR B T Kk T
Tig, Kt A RER. B 1959 4EH
— AR HAEE B R —— AR e LUk,
BEHERMHEFERALSYE 3 500 1 ( The
Pherobase, https://www.pherobase.com)., | (5
BEERGIER BTS2 T
ABRE U T T AN R AR (FER A,
1988 ),

5= /]\E Blattella germanica (L.) 2% ik H
BONH W 5 ARG BN BN 2R R s T
AEEd, HARM R . BHE N . R K
T, A] 45T 2R N S SR ) A o W 3
SRR EE A, H s Oy R E R T
A= BB I A SCFIME 25 ( Gore and Schal,
2007; Sookrung et al., 2020 ), F{A X 1 /)N A
BiiGTF Bl BEAR IS S 2 A 2, WyRht x i
26 ENWEE YT E AR, BRI,
Kt — b2 R 25l Y, S B0 ™ A i 7K
47257 (Chen et al., 2020), Fitt, HEHIT
R IR Sk 388 il s S 5 RN R B B 9K A SR A B IR
FB, EACH AT AR ke Sn 4T 55 o
FE T U AT B 2R S Y I RN R AL i
PRI, AT EE S I MR ) L RS UER)
7, MR B A bG TE

E/NEEER RO ELERFLER
( Volatile sex pheromone) il ( NEL ) ) Hfh
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and Schal, 2004 ), 4k PE {5 B2 N B —1b =40 55
Je AR SRR (PR NERR, Blattellaquinone ),
FH e B e Je — 1 AR ( Pygidium) R RS HRS
RRAR G B A3, FL B e P e 1 5 | e e )
W B T RE AN & R 28 AT

(Liang and Schal, 1993a, 1993b; Nojima et al.,
2005 ). 7 [E] /)N e e e G PR S B S AR B L DU
FI A Ml A7 B R L SR AT S 15 A8 L

( Eliyahu et al., 2008 ), 158 R WAEWH &
T2 A 2 B AZ HL A P M AL 2l A5 A BR T
R A A A S S AN . BRI B H B
B R AR B FZARR, 15 E/ NG RS R IT
ANTESRAB A BL P18 3 AR o X B B AL
(AL /N 7, AR R i (R S R AR R
BRSNS S Aac Bl A R e e e R
T[] /N A% e RN i PR AR B R 4 Y 2 15 A
X} RGNS, B SC T/ INGRIER A5 ) A B A2
PEES B 9 A AT AR 3E o P, ASC F 20 &
FEAZ b A5 B R A R AR K o T VR T T i B
EIEIR ., ITAER, Bl A /NI R A R R Y &
# (Harrison et al., 2018), #5401 Al RNAI
FARBINF, ek N4 sz s &R, ElN
b R S B /N il 15 B R B A R
BT IR T REME A RS rits, .
HORTE SR R A 07 28 . 280 R0 iR AL
7 S T B (Chen et al., 2020, 2022; Pei
etal., 2019, 2021, 2022 ), A EELERIT 30 4F
KT PR /N2 fil VA7 B R S G R A1
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IR A TR 4R A A0 B S B A LA W R 4
TFHLFR
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29- % -311- — W 3 — | Ju 4% -2-Bd ( Nishida
etal., 1976 ), 29-Fk3&-3,11- —H 3L — | Juke-2-
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+kE-2 i (Jurenka et al., 1989; Schal et al.,
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TR A JUke-2-BRAR X £ R s ( Eliyahu et al.,
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PiFE RS (B 1), ARFEEH H R 20m 5
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Fig. 1 Biosynthetic pathway of contact sex pheromone
biosynthesisin Blattella germanica
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The six contact sex pheromone components are shown in
the black dotted box.
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IR A HEE A SR (Gu et al., 1995),
S AR B T € 200 A s 7 /DN I i S Ak
G RS2t (Fanetal., 2003 ), [H
UEWFFE N GUHE, A b G & s —rf, B3
i 5 8 1) A i R Rt & AR PR 22 S A0 i (Gu
etal., 1995 ), SR IFFE 201, 78 [ /N4
S {5 8 28 R T M o R d v, L o
P B R G MR B CYPAPCL JE[H ¢
file A RS R RA AR RE AR RE UL AR R
(Chenetal., 2022), i, Chen 4% (2022) &
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fiF e Al o EEE AR T A R SR SRRz
W R R A B R PRk, PR B —
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AR 509 ot bk B o i) v 2 B BIE B 1 ((High
density lipophorin, HDLp ) #%iz 1 fili /i RS B )
Hop 3 11-—H R Bk 31— HE L
BEfE C2 g BE e R b2 AR R (R AE i T, A%
Ja it — 2 AL TP LR 5 B % (Chen et al.,
2022), TEfilfa A G R ER o AR B R A mT
A 238 o 00 9h C v ) 8 28 R TR B 11 L s 5|
S A R b L AR A
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MR B R YA UK S G YN
R T, XA e R R T e 450 Ly
EEEARIME (Jurenka et al., 1989 ), [Kit, 7
/INURE il P B R B R 1 R 35 28 B 1) ik S
AWK GEE , AR S LA YR s
e PG B Z L%, Gu 4 (1995) FIH
PRI SRR MCoRBEFOR , WAL f
JEEUE B T LR M1 B R A R IR ik & Ak
HEYINKA s, Ah, RIS AR S R A &
YC iRy, SEEPMAEIR RS Blomquist S25
FUEH T 3,11-—HE ki 2 A K 3,11-—H
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AUk -2-BR AT AR B, i L, MR Ay
AR 3,10- UL A JUbE-2- B AR ORI Y
FEFRF=Yy, AEACHE ARG R K 3,11- 3
AUk AR R LR (5 S K (Chase et al.,
1992 ), [Hith, fEbA Y724k S 2 1 i
R A R RS N R R R A
BB TR (E 1), fEZREH R
KW, B P450 AR RERURAA S AT 232 0 Al
ALK 9-— - =R 9,103 H =+ =
W 14- "+ =K-10-F7 . PRk, 7 7 /)N g
FEEME S B R A GRAE P A ER Ak BN i TT RE
— e AR S Y P4B0 JE[HN £ 5 (Chase et al.,
1992 ), fwift, X — KCEEFRILAE LN CYP4PCL
TEWR I 30 4F (1992-2022) J5 45 31 i h 4 2 Al
WEB (Chenetal., 2022),

14 AREEXEBER

YRR B i K EE R W72 ( Very long chain
fatty acids, VLCFAs) fijA= 4y, 7 [ /Ngedse ful 1
BRI AYE GRS T ORS00 I TR & BU&
#£( Fan et al., 2003; Blomquist and Ginzel, 2021 ),
A BRI ARV 2 EE R O RS A
BRALHE (ACC). JRIIRG il (FAS). NENITR
JiiZRE (FAD ) Fs TR Bk SE K (ELO ),
A i C16-18 filk KA IR i iR( Long chain fatty
acids, LCFAs) FIRF 20 fifk 4 < 4% i i iR
( Wicker-Thomas et al., 2015; Blomguist and
Ginzel, 2021; ). W AR D R 2E— 20 2852 i 1k 4l
fitf A A5 ( FAR ), NADPH-4fitd (1 % P450 if
J5 (CPR), S ALBAKEE ( CYPAG A% ) L
KGR A G WA U 5 —2P )i (Qiu
et al., 2012; Balabanidou et al., 2016; Chen et al.,

2016; Yu et al., 2016; MacLean €t al., 2018; Li
etal., 2019; Xin et al., 2022 ),

TEA LR S A A Eat L, dE—a
3,11-  H LB R G C2 {7 A AT AL B A A L
AT G PR SRS B R . LA, E BT
RELAFHEEA ., 34, RNAIL bk
MR R 225 FB, fEThe L e h 245
5 /N Rk S L A RN P R R A L
KHERGEEIR , EAERR T RR & BB SE A FASL, FAS2

H FAS3 ( Pei et al., 2019, 2022 ). fii [l ik 4 4
KR ELO12 F11 ELO24 ( Pei et al., 2021 ). #%
KA g 1 B e B 3L [ CYP4AG19 ( Chen et al.,
2020 ) i A5 P R AL EE K CYPAPCL( Chen
etal., 2022 ), iX Ll 5L HE 1 2 Sk E b G
A= WA A R I A T i 25 M 2 vk AR BB 1Y
VG

141 BERFERAMREEERE FFHAEE /NN
PR =R RAEHE, Pei 55 (2019) dLfi
MR 7 A s DR & i ( FASL-FAST ) 112
B, HEERITIEA FAS HRHELS L,
Hirr, FASL, FAS3. FASA Fll FASY 755 #f ik
FAIE . it RNAL @I AR - B 4 fr
KB, FASL it T3 Kz FMA P 5 4 AP 3 SO
FALEWNE BT LTI o LAk, 8% BAERR
TR R 23R 11 FAS2 S I 4 Uit 5 1 JD o A0 — 1% H ¥il
L EA EE/EH (Peietal., 2019 ); FAS3 X {#
Bl /NI 2 2R G5 1 PR K D) RE EL A 238 X (Pel
etal., 2022 ), SR, VEE IFIA Fr sk e 5L P 2
X AR B R NG ™ A5 .

142 WHEEKEERE 2, Pel % (2021)
A A W5 B 2E A T R S R R AR A [ N
WIS SE T 24 A AT RE A i U R Bk ik 2E K il
MR E3 ( ELO1-ELO24), Hif 14 MElE
T ARE S IR I R R A, BUR XS T iES:
kS EWRED AR #—2, @it R
RNAI i e FAE AL 43 A & B, @ifik ELO12 5
ELO24 1] I 2 T AR PRI ZR B ik AL & o
ELO12 HAA —@ e #etk, EZMEET s C29 fik
SALEWA R, X T AERRR ik Sk A Y
R PE AL E A EEIE X, 1 ELO24 PR TA
C28-C32 ik A GG k4> C27 kA fk
BYIE . R EEREZR IR R GRS b 52
5o, KB ELO12 & nl b A B — 1\
PR LA AR A ELBE — TR, B IE — - JUbE T
TR I ELO24 HATHE N 1z (P AL s
P, TR TR AU 1D 1R e A A TR RN A — N
BERR Y — TR , ‘e MV E R IE ek —
TIUkE M ET R Y T . HE—20, FE M A A
ELO12 535 H M5 B 2 i 1 B AL, B A
R R AR A R E K (Pei et al., 2021 ),
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143 FHRREBER (CYPAG ERE) B
W S G WG RS s — 2 2 N T I 4R
IR RN, 2 A AL RS D L 3] 2012 4F A 44k
T8 R BT 1 CYPAG R E R 3%, FF
TERRIE S (CYPAGL) FIZME (CYPAG2 ) rhe
SeiFRIThRe B . BEJS, AEH R R g G g
Acyrthosiphon pisum . Z & & # Locusta
migratoria, X tiV#%5 Anopheles gambiae. &
KA Apis mellifera 2K 214k Rhodnius
prolixus % B L B IIESE T CYPAGS YR 1)
fi£ ( Balabanidou et al., 2016; Chen et al., 2016; Yu

et al., 2016; Calla et al., 2018; Dulbecco et al.,
2020 ),

YE R R HU BN Z 1 B R RIJEIEHE , CYPAG
FEHBON A R b 28— (Ginzel
and Blomquist, 2016 ). &[] /NI R 41 A 7 — A
CYPAG WG 51, i CYPAG19( Harrison et al.,
2018 ), HAKILFHTEY], GYPAG19 mRNA Fi

K AERE AR AR BE Fh L4557 335 (Chen et al.,

2020, 2022 ), iX 5 7E [ /N A E T 2kt A
IS AL B ARG, KR IZFE T RS Sk A
L&Y AN EEREENE, CAFRIKIE
CYPAG19 7E&g Brbit: i & b L8R34 ( Pridgeon
and Liu, 2003 ), {HIf- A G R i B 2 15 2 5 46 TR
PERIE L. RNAI #ifik CYPAG19 &K K ik
G Y B A ) B E > R BB
B, FRIN R A BRI U AU Chenet al,
2020 )., ML, CYPAG19 fEHME: S & iR k(e
R B SALE WG I, DAIHI S5 3R BB & Bt
PEo R CYPAG B Z Sk &AL &6 W )
RESEORSFIY , B E AL E Y B AW D e 2 A PE IR
T T CYP4AGL9 715 WPT L% il iy B 224k
. B, CYPAGLY 7EZ S5tk EIb WA Wik
RIS, dah e se e 2 il (5 B 2 A )
AR i ——3,11- — F el (1) 5 1, 3 —HE
FOE AR T RS (Chenetal., 2022 ),

144 HESWEVELEBER (CYP4PC IR
W) AT N AR R R T A R
w1 311- LT JURE, AR R
BORABERE 3,11- W 3 — A Juke it — A R A A
Al 3,11 B B T A Juke-2-,  RREfh i

HRREM BT, iz s vl th—

AN R RS IR Y P40 JE K K 171 75 Chase et al.,
1992 ), Chen % (2022) LB AIMTT R AW
2z Y B E R E B,
5[] /N gl 80 221~ PAS0 LK i e A 48 78 T — N
MR RIRM LRI, B BR PASO iy 44 2
B 2x45 44 CYPAPCL, J& T— Y 4PC R
& 1
ik, HEAEREPE G BE RS BT, M R
B AT A — H AR P ECE A% . R RNAT #IT
IZIEA M R SRR A R B R,
HUASTXT 30 0 oh SR BoRAE R ., 5] AXT BRZH
W RS, e BRI I R SR AT N o X segh
R, CYPAPCL XfF H MM B E 1A L
FIME AU 51 7 (I AR5 1 o SRS VE S HAG I
T RNAI Hifit CYPAPCL J5 W JLERZE 1S B
Er ARk, EE H B SR A B T 40 I %
FEPRHE AR B R TH 6 Fhdl iy A i
Wi (Chenetal., 2022 ),

2 fEE/NFEMIEEERRAEN
SFEERRER

21 RHEE (IH) FAEEEREEEREGH

JH 2 B AR A B o A 1 e 1 PN
WEZ —, JH P E N R S . DR
A RN BRI e A — RN AR S R B I
JH B FIME 5 B A e A R g i
F+ (Schal et al., 1997 )., F AW LB, HHBRIA
A st i SR IH AL 43531 AT LA ] £
i ] N P M1 B R A Al (Schal et al,
1990b ), i —2, R RIRCIEY/RER LI, H
FEARE 3,11-— WL~ Jukeit Ak 3,11-—H
S ube-2-BE, i H X — R A R AU R A AR
PE A, SR Al E B R A R AR 1 PR
A% (Chase et al., 1992), 7EitEAl |-, Chen
4 (2022) #EM IH 155 T2 1 45 CYP4APCL
FEIRAAL HEME R Al (S BRI . AT —
FE, AMIE JH A EIME d AT A R A R R
ik, RZ, RNAI Bk H 552K Met 8§
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I i FE P Kr-hd W] CYPAPCL Rk, M
MRS FIREAR . B B, AN R
JH AL FE R L, P S CYPAPCL 7 I B b S i
Fak, A D i H SRR PE (5 B (Chen
et al., 2022), FiRZEFRARGFHIIEN] T CYP4PCL
FikzZ H-Met-Kr-hl (55 @8 HE, XwEnf
{5 HUHHIE CYPAPCL 2 5 3,11- — W RL b iR i 24k,
RN, FRAEET “IH {EMEd A3 B
() P T8 o

22 HASUERAEZZEMEEERSN

PRI G R AE S A A, BV
PEFEAR A, | ART R/ INFIA M B 40 55 7 T 2L A B i
B ) 2 5, HGH 2 P 0 o3 A 3 1) T 9

( Verhulst and Zande, 2015; Wexler et al., 2019 ),
WPFEA doublesex (dsx) F&1E B AL 48 K it
FOMRSF R — P, HoaE A ] AR 5 4 e A M S e S
HE SEAIE (dsx Al doM ), =3 4t 17 5%
5 HARFR C uwsbty, FEOHHIILE M
TSk NSRRI (EEZEAM ) MFER . Dsxi
b R R T Ui — 2R S AR S DR A R S R R
RS BUE ZRURRIE R A 4E Ry (Clough et al.,
2014; Prakash and Monteiro, 2016 ). Dsx %A A%
B2 B L KL transformer (tra) #2573, tra
FERIAEME L 4mAS RNA 2558 H, WARETHER
¥ (Boggset al., 1987; Inoue et al., 1992 ),

B A M Ml R g b — AN R R
AR B R A BEA WL P AR E?
Rag RS RA, N7 DsxE Al i iR 5
T Intersex (I1x), B AL S MRS S
R BB D RIS Dsat-F Kk

( Shirangi et al., 2009 ), e d Fid Fik tran]
i 5 UMEPE AR B 3R, S0 [ 1 B R PR R
18474 (Ferveur et al., 1997 ), 7 [ /)N g ffi: 1 ]
FERT DLA B & i S B R AT G
—3 1R Uk, IR AT Ak AN GE
G ARKES UME(F B3 7 Chen 45§ (2022) &
PR T2 Al A7 2R U OGS K] CYPAPCL
% tra-dsx PR ML G S . Wil —R5)
TR RNAI @I W2l 5250 FL A5 DNA-

FEASEER, I T DM ST i
5 CYPAPCL Jii 3 X 8l =A% FH G {4 AR 45
&, B8 CYPAPCL K%k, 78 MR H P A Ik
dsx, SEUME R S FPER A CYPAPCL I 4k
oo ) SRR B R, TS R A R ] A )
PEsRAEAT (Chen et al., 2022), X4tk MABLT
b R T R /)N R 2 A M £ R B I M R
Sk

AR, MM S S X e b A
PH ¥ R B TE X i A AL A A R R
( Wexler et al., 2019; Pei et al., 2021 ), 7% [E] /|
R R i A A R B SR Y AR
ik, R A BAT B S m i - L
BE, AR A - U A T
Bt G B ZAE M (Pei et al., 2021), Wexler
2 (2019) & BUTEAE /N H o A tra mTfifi
W G e e Ak B 0 PR B ) B A A M e 7
RS EAl , Pel 5 (2021) Gk flSE e g
7 R B4 A AL ) ELOA2, R T HS: Sl K4
R E AL AP0 A L E AR R A S ek, XX
HeFER SIS PITE A B E L, HE—, 7
T AR FNAR SN0 M R 7K 7 ik B R R ikt Az
tra-dsx {55 @A JHE:, dsd™ Ml ELO12 7EkfE
H TR o SR, SRR A FH S B 2 (R 421
EZ IR A RO B, hF i — % .

EG PR A BL, o7 LI, MR
FEA tra A1 dsx X7 ] /N A v 5 8 R A R
PEPRBAE A 5 . (1) i s ELO12 78
I PR 2 R R T B B e S ) R
ke, AR B R A R UL FURHR R
RIE R FER; (2) EEM$E CYPAPCL 1Y
W PR SRR A, TR B (RAIE A AE ME e A il
flPE A5 B R WA R A MR B R RE ), &
MR 1ER
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E-y=y4
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TE—ERENEAE: M EIEH tra F1 dsx 76
W HCR R JH AL, RZ IH Bt s
dsx™ Fik; SR, FEME R R 405 SRR AAEAE
TAE, NI, CYPAPCL ik Rkt s B &
B R BRI (5 St Rl . e
SRk b, VEE R AR S o T R A B S i
Z: PERIMESER doM ek kg R4
fate ( EHEEAIH CYPAPCL ik ); tra 7EMEH
1S do" AT BT RERS R A A, OH £ 5k
— R g M (e CYPAPCL 76 M
HOPE R G RE h  ak ), DT S R AR
FESEmMEN s )1 (E 2), Ak, i 7e
SRS A H (55 (BBl “R14"
FEHE AN INEEAR ), P A A
HER S Sy, E—E T _ BRI Sl
TEVHE R B E A P s H1EH ( Belles,
2022; Chen et al., 2022 ),
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Fig. 2 A theoretical diagram showing the coordinate
regulation of contact sex pheromone biosynthesis by sex
differentiation and JH signaling pathways
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