
Entomologia Generalis, Vol. 39 (2019), Issue 3–4, 313–323 Article
Published online 9 December 2019

© 2019 E. Schweizerbart’sche Verlagsbuchhandlung, 70176 Stuttgart, Germany www.schweizerbart.de
DOI: 10.1127/entomologia/2019/0857 0171-8177/2019/0857  $ 4.95

Impact of host suitability on oviposition preference toward 
fertilized and unfertilized host eggs in two Trichogramma 
parasitoid species

Xiao-Yang Li1, Qi Lei1, Hai-Qing Hua1, Hong-Feng Song2, Su Wang3,  
Ricardo Ramirez-Romero4, Huijie Dai5, Jintang Li5, and Yuan-Xi Li1,*

1 Department of Entomology, Nanjing Agricultural University, Nanjing 210095, China
2 Institute of Horticulture, Jiangsu Academy of Agricultural Sciences, Nanjing 210095, China
3  Institute of Plant and Environment Protection, Beijing Academy of Agriculture and Forestry Sciences, Beijing 100097, 

China
4  Biological Control Laboratory, Department of Agricultural Production, CUCBA, University of Guadalajara, Zapopan, 

Jalisco, Mexico
5  Weifang University of Science & Technology, Facility Horticulture Laboratory of Universities in Shandong, Weifang 

262700, China
* Corresponding authors: yxli@njau.edu.cn, wangsu@ipepbaafs.cn

With 4 figures and 1 table

Abstract: The preference of Trichogramma parasitoids is known to be modulated by the fertilization status of host eggs 
encountered. However whether the actual suitability of host eggs is at play for modulating the preference of Trichogramma 
when choosing fertilized vs. unfertilized host eggs has not been well documented yet. In the present study, fertilized and 
unfertilized eggs of Ostrinia furnacalis (Guenée) (Lepidoptera: Crambidae), of which the eggs are suitable for Trichogramma 
ostriniae (Pang & Chen) (Hymenoptera: Trichogrammatidae) but are suboptimal for T. dendrolimi Matsumura, were used 
to investigate host preference, host acceptance, and offspring performance of the two Trichogramma species. The results 
showed that, in a no-choice test, T. dendrolimi parasitized significantly more unfertilized O. furnacalis eggs than fertilized 
ones. In contrast, the number of fertilized eggs parasitized by T ostriniae was significantly higher than for unfertilized eggs. 
The sex ratio (female proportion), developmental time and fitness of offspring wasps were similar between fertilized and 
unfertilized host eggs for both Trichogramma species. In a choice test, T. dendrolimi preferred unfertilized host eggs over 
fertilized ones, whereas T. ostriniae did not show a preference. The higher rate of eggs laying by T. dendrolimi on unfertil-
ized eggs than on fertilized ones may explain the different parasitism performances reported for the two Trichogramma 
species.
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1 Introduction

The behaviors of a parasitoids during the parasitism pro-
cess, from locating host habitat to parasitizing the host, 
have been extensively studied (Vet & Dicke 1992; Godfray 
1994). After locating a potential host, parasitoids examine 
the quality and suitability of the host (Desneux et al. 2009a; 
Desneux & Ramirez-Romero 2009; Nguyen et al. 2018; 
Monticelli et al. 2019) and the time taken to perform this 
examination may depend on the actual status of the host 
(Jervis & Kidds 1996). On mobile hosts (e.g. larvae), exami-
nation takes a short period of time and is often finished in 

1–3 seconds or less (Völkl & Mackauer 2000; Desneux et al. 
2009b but see Biondi et al. 2013), whereas on a static host, 
e.g. eggs, the examination process could last longer than one 
minute (Godfray 1994). When the quality of the host meets 
the requirement of the parasitoid female, then she lay egg(s) 
into or on the selected host (Godfray 1994). Host suitability, 
which is defined as the capacity of the host to be accepted and 
parasitized by the parasitoid adult and to provide an environ-
ment in which the parasitoid progeny can develop (Vinson 
& Iwantsch 1980), could be determined by evaluating both 
behavioral and physiological traits, notably host accep-
tance by the female parasitoid, and the  parasitoid offspring 
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development (Desneux et al. 2009a; 2009c; Monticelli et al. 
2019).

Trichogramma parasitoids can parasitize eggs of insects 
and kill embryo of the target pests; they have great potential 
for use in biological control programs (Smith 1996; Camerini 
et al. 2018; Du et al. 2018; Hou et al. 2018, Thiéry & 
Desneux, 2018; Zhang et al. 2018). The suitability of a vari-
ety of phytophagous insects to certain Trichogramma species 
has been studied in order to find candidate Trichogramma 
species for potential use in biological control (Pizzol et al. 
2010, Tabone et al. 2010; Andrade et al. 2011; Chailleux 
et al. 2012; 2013). Studies demonstrated that, for a given 
Trichogramma species, the host suitability varied not only 
among the insect species provided (Hoffmann et al. 2001; 
Roriz et al. 2006; Chailleux et al. 2012) but also among the 
developmental stages of the host eggs (Pizzol et al. 2012; 
Yang et al. 2016; Hou et al. 2018), as well as the plants on 
which the hosts fed (Moreau et al. 2009; Thiéry & Desneux 
2018). Such variation in suitability was found for both host 
acceptance and the suitability for successful development of 
parasitoid offspring. The age-dependent suitability of a host 
to a given Trichogramma species is related to the develop-
ment of the embryo inside the host chorion (Olson 1998; 
Honda & Luck 2000). In addition, to integrate the release of 
Trichogramma with other control strategies, e.g. setting sex 
pheromone traps (Romeis et al. 1997; Witzgall et al. 2010) 
or rearing the parasitoids on alternative hosts, the suitability 
of host eggs with undeveloped embryos or that are unfer-
tilized has been evaluated in various Trichogramma species 
(Young & Hamm 1967; Romeis et al. 1997; Cagnotti et al. 
2016; Yang et al. 2016; Du et al. 2018). The results showed 
that most Trichogramma species preferred fertilized hosts, 
although there were no major differences in offspring fitness 
between fertilized and unfertilized host eggs. However, all 
the hosts used in these studies were native and/or suitable 
ones; the pattern may be different when considering hosts 
classified as suboptimal ones.

The change in host suitability as host age changes mostly 
relates to the host embryo development (Honda & Luck 
2000). It was supposed that Trichogramma could inject 
venom to suppress embryo development of putative host and 
so the immature parasitoid can complete its development 
inside the host egg (Honda & Luck 2000; Zhu et al. 2014). 
On the other hand, host embryo may rely on innate immune 
system to counteract parasitism (Reed et al. 2007; Abdel-
latief & Hilker 2008). For the particular case of low host 
suitability related to poor parasitoid ability to suppress host 
embryo development, unfertilized eggs may be more suit-
able than fertilized ones for the Trichogramma immatures. 
Therefore the fertilization status of host eggs encountered 
may modulate the preference of Trichogramma females 
between the two kinds of host eggs.

The Asian corn borer, Ostrinia furnacalis (Guenée) 
(Lepidoptera: Crambidae) is one of the most notorious agri-

cultural pests of maize in Asia, and both Trichogramma 
ostriniae Pang et Chen (Hymenoptera: Trichogrammatidae) 
and T. dendrolimi Matsumura have been used in biological 
control of the pest in China (Wang et al. 2014; Yang et al. 
2016). Field and laboratory studies indicated that O. furna-
calis eggs is suitable hosts for T. ostriniae but that it is sub-
optimal for T. dendrolimi, especially when the age of host 
eggs increased (Li et al. 2002; Zhu et al. 2014; Huang et al. 
2017). However, the effects of fertilization status of O. furna-
calis eggs on oviposition preference have not been reported 
in the two Trichogramma species yet. We hypothesized that 
the oviposition preference may differ among Trichogramma 
species, for which the host egg has different suitability, when 
the parasitoid females are able distinguishing the fertiliza-
tion status of host eggs encountered. The two Trichogramma 
species and O. furnacalis eggs were chosen to compare the 
preference of the parasitoids toward fertilized and unfertil-
ized host eggs. The subsequent impact on the quality of para-
sitoids emerging from these hosts was also evaluated.

2 Material and methods

2.1 Biological materials
Trichogramma dendrolimi was reared in the laboratory using 
a strain provided by the Institute of Biological Control of Jilin 
Agricultural University. The Trichogramma ostriniae colony 
was initiated using individuals that emerged from parasit-
ized O. furnacalis eggs that were collected in a maize field in 
Jiangsu Province, China. Both Trichogramma species were 
continually reared on Corcyra cephalonica (Stainton) (Lep.: 
Pyralidae) eggs (Wu et al.2018; Iqbal et al. 2019).

Ostrinia furnacalis was collected from a corn field in 
the suburb of Nanjing, Jiangsu Province, China. The larvae 
were reared on a modified artificial diet (Zhou et al. 1980) 
in plastic boxes. After pupation, the pupae were collected 
and placed in a screened cage (25 cm × 25 cm × 40 cm), 
for which the top was screened with a wire mesh (0.5 cm × 
0.5 cm grids). After adults emerged, 10% sugar solution was 
provided as a food source. A piece of tracing paper was used 
to collect eggs. Fertilized and unfertilized eggs were obtained 
by simultaneously placing 100 female and 100 male pupae 
or 200 female pupae into a cage, respectively, and a 10% 
sucrose solution in degreased cotton was provided as food to 
emerged moths. UV-treated fertilized (UV/fertilized) eggs, 
which could be used as control to fertilized and unfertilized 
eggs, were obtained by exposing fertilized eggs to an UV 
lamp (253.7 nm, 15 W, Danqi Industrial Co. Ltd., Shanghai, 
China) at 45 cm away for 6 h. The tracing paper with egg 
masses was cut into pieces based on one egg mass (fertilized 
eggs: 20–40 eggs per egg mass; unfertilized eggs: 5–25 eggs 
per egg mass) on each piece. All insect cultures were reared 
under laboratory conditions (25 ± 1°C, 70 ± 10% RH, 14:10 
L:D photoperiod).
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2.2  Parasitism incidence rate (PIR) of 
Trichogramma species on O. furnacalis eggs

A < 24-h-old egg mass containing approximately 25 eggs 
of O. furnacalis was glued onto a 2 cm × 2 cm piece of 
graph paper to make an egg card. The egg card was then 
placed into a glass tube (9.5 cm × 3.5 cm), and a 1 cm × 1 cm 
wet filter paper was put into the tube to maintain humidity. 
A < 24-h-old mated female wasp was introduced into the 
glass tube for 6 h. After the female wasp was removed the 
eggs were checked at 12-h intervals, and hatched host lar-
vae were removed immediately. The parasitism was deter-
mined by observing the eggs that turned gray-dark within 
approximately 4 days after the exposure to parasitoids. The 
preference was assessed through estimating the parasitism 
incidence rate (PIR). The PIR was calculated by dividing the 
number of wasps that effectively accepted parasitizing O. 
furnacalis eggs (during the 6-h exposure) by the total num-
ber of wasps tested. The number of O. furnacalis eggs turn-
ing gray-dark was also counted. For T. ostriniae, 20, 10, and 
10 females were used in the first, second, and third replicate, 
respectively, of each of the three egg treatments (fertilized, 
unfertilized and UV/fertilized eggs). Same number of T. den-
drolimi wasps were used following the same experimental 
process. The experiments were performed under labora-
tory conditions at 25 ± 1°C, 70 ± 10% RH and 14:10 (L:D) 
photoperiod.

2.3  Suitability of O. furnacalis eggs for 
development of Trichogramma offspring

One host egg card (about 25 eggs) was exposed to a < 24-h-
old female wasp for 6 h in a glass tube (9.5 cm × 3.5 cm) 
under 25 ± 1°C, 70 ± 10% RH and a 14:10 (L:D) photoperiod. 
After the wasp was removed, the host eggs were checked at 
12-h intervals to remove hatched borer larvae immediately. 
From the 5th day on, the eggs were checked at 24-h intervals, 
and the emerged wasps were sexed and female wasps were 
placed under –20°C for subsequent egg load estimates. After 
excluding the samples in which no parasitism occurred or 
no female offspring were produced, the data of 30, 30, and 
32 replicates for T. dendrolimi and 33, 30, and 23 replicates 
for T. ostriniae in the fertilized, UV/fertilized and unfertil-
ized treatments, respectively, were analyzed. The emergence 
rate was calculated by dividing the number of host eggs with 
emerged hole by the number of host eggs that turned into 
grey. The development time was defined as the period from 
(i) exposing host eggs to parasitoids and (ii) the emergence of 
parasitoids. 30 emerging parasitoid females were randomly 
selected from each treatment to evaluate the egg load and 
to measure the hind tibia length (HTL) under a microscope 
(Nikon SMZ 800; Nikon Instrument Inc., Tokyo, Japan).

2.4 Choice test
Two egg cards, one with 25 fertilized eggs and one with 
25 unfertilized eggs, were placed in a glass tube (9.5 cm 

× 3.5 cm) in laboratory at 25 ± 1°C, 70 ± 10% RH and a 
14:10 (L:D) photoperiod. A mated, < 24-h-old female wasp 
was released at the point between the two cards. The wasp 
was removed 6 h later, and the two egg cards were incu-
bated, separately, in glass tubes. The cards were checked at 
24-h intervals, and the number of eggs that turned grey was 
recorded. 30 replicates were performed for each of the two 
Trichogramma species.

2.5 Host acceptance at oviposition
One < 24 h-old mated female wasp was introduced into a 
plastic Petri dish (3.5 cm × 10 cm) in which an egg card bear-
ing six host eggs was in place. The female wasp’s behavior 
was observed under a stereoscopic microscope under 25 ± 
1°C, 70 ± 10% RH. A host egg attacked one time was deter-
mined by observing that the female wasp pierced the egg 
with her ovipositor. A minimum of 20 wasps were observed 
in each of 3 replicates for each Trichogramma species on 
fertilized or unfertilized eggs of O. furnacalis. The process 
of host acceptance involves external examination, which 
should be considered in analyzing the parasitism behavior 
of female wasp. However, because O. furnacalis eggs cover 
one another, a female wasp may touch more than one egg 
during external examination, and it is difficult to determine 
how much time the female takes in examining the exterior of 
the egg that she ultimately decides piercing. Thus, the host 
eggs that were pierced by a female were dissected under a 
microscope to determine host acceptance. The proportion of 
host eggs with zero, one, or two wasp eggs was calculated 
by dividing the number of host eggs, that containing the cor-
responding number of wasp eggs, by the number of host eggs 
attacked once.

2.6 Statistical analysis
The effects of host eggs, wasp species and their interaction 
on PIR, number of eggs parasitized, emergence rate, hind 
tibia length and egg load of female wasp offspring, devel-
opmental time, and proportion of female progeny in the no-
choice tests were analyzed using two-way ANOVA (host 
eggs × wasp species). In addition, (i) the Trichogramma spe-
cies were analyzed separately to evaluate the effect of host 
egg types on the traits tested, and (ii) the traits recorded for 
the two Trichogramma species were compared also per host 
egg type. The PIR, emergence rate, and proportion of female 
progeny data did not follow a normal distribution and were 
all arcsine-transformed before being analyzed. The means 
were separated using Tukey’s honestly significant difference 
(HSD) as post-hoc test (at P = 0.05 level). The comparison 
of number of eggs parasitized between host egg treatments in 
the choice test and the comparison of the proportion of eggs 
in the host acceptance test were performed using a paired 
t-test and a t-test, respectively, after the proportion were 
arcsine transformed. All statistical analyses were performed 
using SPSS 20.0 (SPSS Inc., Chicago, IL, USA).
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3 Results

3.1  The parasitism incidence rate of two 
Trichogramma species

There was a significant impact of both host eggs and 
Trichogramma species factors, as well as their interaction, 
on the parasitism incidence rate (PIR) (F2,18 = 37.20, P < 
0.01; F1,18 = 319.94, P < 0.01; F2,18 = 180.02, P < 0.01, 
respectively, Fig. 1A). The PIR of T. dendrolimi on unfertil-
ized eggs was significantly higher than on fertilized or UV/

fertilized eggs (F2,8 = 16.03; P < 0.01). In contrast, the PIR 
of T. ostriniae on unfertilized eggs was significantly lower 
than on fertilized or UV/fertilized eggs (F2,8 =813.20; P < 
0.01). The PIR of wasps on fertilized eggs (F1,5 = 24.86; P < 
0.01), UV/fertilized eggs (F1,5 = 28.27; P < 0.01), or unfer-
tilized eggs (F1,5 = 3.59; P = 0.02) differed between the two 
Trichogramma species.

There was a significant effect of both host eggs and 
Trichogramma species factors, as well as their interaction, 
on the number of eggs parasitized (F2,178 = 3.13; P < 0.05; 

Fig. 1. Parasitism incidence rate (mean + SE) of Trichogramma (A) and num-
ber (mean + SE) of Ostrinia furnacalis eggs parasitized by Trichogramma  
(B) in no-choice tests. The uppercase letters above the histograms indicated 
comparisons among the three kinds of host eggs, and the lowercase letters 
indicated the comparisons between the two Trichogramma species on corre-
sponding host eggs. Different letters indicated significant differences (at 
P < 0.05 level).
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F1,178 = 46.36; P < 0.01; F2,178 = 24.89; P < 0.01, respec-
tively, Fig. 1B). The number of unfertilized eggs parasitized 
by T. dendrolimi was significantly higher than of fertilized 
or UV/fertilized eggs (F2,91 = 7.94; P < 0.01). In contrast, 
the number of unfertilized eggs parasitized by T. ostriniae 
was significantly lower than that of fertilized or UV/fertil-
ized eggs (F2,85 = 17.54; P < 0.01). In addition, T. ostriniae 
showed higher number of eggs parasitized for fertilized or 
UV/fertilized eggs than was observed for T. dendrolimi; the 
opposite was observed when comparing the number of para-
sitized eggs on unfertilized eggs (all P < 0.05).

3.2  Emergence rate, female proportion and 
developmental time of Trichogramma 
offspring

Overall, there was no significant impact of both host eggs 
and Trichogramma species factors on the emergence rate 
(F2,178 = 0.40, P = 0.67; F1,178 = 0.17, P = 0.68, respectively, 
Table 1). Still, both factors interacted significantly (F2,178 = 
4.26; P = 0.02). Trichogramma dendrolimi showed a lower 
emergence rate from unfertilized eggs than from fertilized 
eggs (F2,91 = 3.46; P = 0.04), and this species also had a 
lower emergence rate than T. ostriniae from unfertilized eggs 
(F1,54 = 2.24, P = 0.03). No significant difference was found 
for T. ostriniae among the three kinds of host eggs (F2,85 = 
1.14; P = 0.33).

No significant impact of both factors was found on the 
proportion of females (host eggs: F1,178 = 1.20, P = 0.30; 
Trichogramma species: F1,178 = 3.26, P = 0.07; interaction: 
F1,178 = 0.49, P = 0.61; Table 1). The developmental time 
was significantly affected by Trichogramma species factor 
(Trichogramma species: F1.178 = 25.44, P < 0.01) but host 
eggs factor (F2,178 = 0.06, P = 0.94) or the interaction of both 
factors (F2,178 = 0.10, P = 0.91).

3.3  Hind tibia length and egg load of offspring 
wasps

Host eggs and Trichogramma species factors (and their inter-
action) had no significant effects on the HTL of female off-
spring wasps (F2,180 = 0.58, P =0.56; F1,180 = 1.53, P = 0.22; 
F2,180 = 0.09; P = 0.91; Fig. 2A). In contrast, the egg load 
of emerging females was significantly affected by both host 
eggs and Trichogramma species factors (F2,180 = 3.36, P = 
0.04; F1,180 = 12.46, P < 0.01; Fig. 2B), with significantly 
more egg load for emerging T. dendrolimi females than for T. 
ostriniae females (independently of egg type, with the inter-
action being not significant, F2,180 = 0.07; P = 0.94).

3.4  Host preference and host acceptance at 
oviposition

In choice test, T. dendrolimi significantly preferred to para-
sitize unfertilized eggs over fertilized eggs (t = 3.75; P < 
0.05). However, no significant differences in number eggs 
parasitized by T. ostriniae were found between fertilized and 
unfertilized eggs (t = 1.67; P > 0.05) (Fig. 3).

In the case of eggs attacked by T. dendrolimi, the propor-
tion of unfertilized host eggs containing no wasp eggs was 
lower than on fertilized ones (t = 2.85; P < 0.05) (Fig. 4A). In 
contrast, the proportion of unfertilized host eggs containing 
one wasp egg was significantly higher than on fertilized ones 
(t = 3.07; P < 0.05). In the case of T. ostriniae, the proportion 
of unfertilized host eggs containing no wasp egg was slightly 
higher than on fertilized ones (t = 2.85; P < 0.05) (Fig. 4B), 
and there was no significant difference in the proportion of 
host eggs containing one wasp egg between the two kinds 
of host eggs (t = 2.46; P > 0.05). No significant differences 
were found in the proportion of host eggs containing two 
wasp eggs between fertilized and unfertilized host eggs for 
either Trichogramma species (T. dendrolimi: t = 0.26, P = 
0.80; T. ostriniae: t = 0.98, P = 0.38).

Table 1. Emergence, female proportion, and developmental time of Trichogramma offspring on different host eggs

Parameters Host eggs
Trichogramma species

T. dendrolimi T. ostriniae

Emergence (%)
Fertilized 97.4±1.6 A a 96.2±1.6 A a
UV/fertilized 95.5±2.1 A ab 96.2±1.7 A a
Unfertilized 92.3±2.3 B b 96.7±2.3 A a

Female proportion (%)
Fertilized 80.5±2.8 A a 85.4±1.3 A a
UV/fertilized 77.0±2.4 A a 85.4±0.7 A a
Unfertilized 78.5±1.6 A a 83.0±2.3 A a

Developmental time (d)
Fertilized 9.60±0.02 B a 9.69±0.01 A a
UV/fertilized 9.60±0.02 B a 9.69±0.01 A a
Unfertilized 9.60±0.02 B a 9.69±0.01 A a

Data are means ± SEs. The uppercase letters indicated comparisons between the means in same row, and lowercase letters 
indicated comparison among the three host egg types under same parameters. Different letters indicate a significant difference 
(Tukey’s test, P < 0.05)
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Fig. 2. Hind tibia length (A) and egg load (B) (mean + SE) of Trichogramma 
female offspring emerged from eggs of Ostrinia furnacalis in no-choice tests. The 
uppercase letters above the histograms indicated comparisons among the three 
types of host eggs, and the lowercase letters indicated comparisons between the 
two Trichogramma species emerged from corresponding host eggs. Different let-
ters indicated significant differences (Tukey’s test, P < 0.05).

4 Discussion

Our study showed that the preference of female wasps 
toward fertilized and unfertilized O. furnacalis eggs dif-
fered between the parasitoids T. dendrolimi and T. ostrin-
iae. The difference observed in host acceptance by the 
parasitoid females of the two Trichogramma species did 
translate to actual differences in parasitism of O. furnacalis 
eggs. However, after the parasitoid eggs were laid in host 
eggs, the development of offspring of both Trichogramma 

species was not affected by the fertilization status of the 
host eggs.

The Trichogramma females can estimate the fertilization 
status of host eggs (Yang et al. 2016; Du et al. 2018) and egg 
parasitoids are known to have enough handling time to eval-
uate the quality of putative host eggs. Therefore the num-
ber of host eggs effectively parasitized by a Trichogramma 
female may reflect the actual suitability of a given host for 
effective offspring development (Li & Liu 2015). In the pres-
ent study, both the PIR and the number of hosts parasitized 

eschweizerbart_xxx



 Impact of host suitability on oviposition preference    319

Fig. 3. Number (mean + SE) of Ostrinia furnacalis eggs parasitized by 
Trichogramma in choice tests. Different lowercase letters indicated signifi-
cant differences between fertilized and unfertilized host eggs exposed to 
same Trichogramma species (Paired t-test, P < 0.05).

were different between fertilized and unfertilized O. furna-
calis eggs (although only marginally significant in one of 
the choice test assay) indicating that the females of the two 
Trichogramma species were able detecting the fertilization 
status of host eggs.

The host preference and the PIR still differed between 
the two Trichogramma species, with T. ostriniae prefer-
ring parasitizing fertilized eggs and T. dendrolimi prefer-
ring parasitizing unfertilized eggs. This result is consistent 
with multiple previous studies reporting that the preference 
of Trichogramma between fertilized and unfertilized could 
vary among Trichogramma-host combinations. Several 
Trichogramma species, including T. chilonis, T. dendrolimi, 
T. japonicum, and T. leucaniae Pang & Chen, parasitized 
more fertilized than unfertilized eggs in a Trichogramma-
host combination with eggs of C. cephalonica or Chilo sup-
pressalis Walker (Lep.: Crambidae) (Xu et al. 2016, Du et al. 
2018). However, no preference was found in T. pretiosum and 
T. nerudai (Cagnotti et al. 2016) and another egg parasitoid 
Gonatocerus morrilli Howard (Hym.: Mymaridae) (Krugner, 
2014). In contrast, higher preference toward unfertilized host 
eggs was reported in T. principium Sug. Et Sor. when parasit-
izing Cydia pomonella L. (Lep.: Tortricidae) (Makee 2006). 
These results hinted that difference in parasitoid preference 
between fertilized and unfertilized host eggs could be differ-
ent not only among Trichogramma – host combinations but 
also among different taxa and guilds of egg parasitoids.

Although the preference of T. dendrolimi was affected 
by the fertilization status of host eggs, there was no major 
difference in proportion of female offspring (sex ratio), 
developmental time, and size and egg load (in female off-
spring) between fertilized and unfertilized host eggs; only 

emergence rate was observed to be reduced on unfertil-
ized eggs. This was also reported in other egg parasitoids, 
e.g. Trissolcus japonicus (Ashmead) (Hym.: Scelionidae) 
for which the emergence rate from unfertilized eggs of 
Halyomorpha halys (Stål) (Hemiptera: Pentatomidae) was 
higher than that from fertilized ones (Yang et al. 2018). 
Previous studies indicated that T. dendrolimi parasitized less 
O. furnacalis eggs than T. ostriniae in fields (Zhang et al. 
1979; Zhang et al. 1990; Feng 1996) and under laboratory 
condition (Li et al. 2002; Zhu et al. 2014). Furthermore, 
when the O. furnacalis eggs age increased from < 6 h to 
> 18 h, the PIR and parasitism decreased by > 50% (Liu 
et al. 1998). It hinted that O. furnacalis eggs may be a 
suboptimal host for T. dendrolimi. However, we found no 
significant difference in main traits investigated (female 
proportion, developmental time of offspring, and size and 
egg load of female offspring) between fertilized and unfer-
tilized host eggs for both of the Trichogramma species. 
One possible reason to explain this inconsistence is that the 
emerged Trichogramma offspring have been selected at the 
egg stage; although T. dendrolimi eggs were laid into fertil-
ized O. furnacalis eggs, some of them could not develop 
to larvae (early mortality). Those host eggs did not turn to 
grey color and thus could not be counted as parasitized ones. 
Previous experiments did find that some fertilized O. furna-
calis eggs that got stung by Trichogramma parasitoids can 
stay as non-parasitized status for a long time and with no 
parasitoid individual coming out (Li et al. 2002; Zhu et al. 
2014). In overall, the nutritional quality of either fertilized 
or unfertilized O. furnacalis eggs proved to be suitable for 
the development of the Trichogramma embryo which sur-
vived the competition with host embryo.
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Although host eggs may be suitable for the develop-
ment of Trichogramma, they may not always be considered 
as suitable by Trichogramma females at the time of ovi-
position decision (Wu & Qin 1982; Honda & Luck 2000; 
Dias et al. 2010). It has been reported that the decision of 
Trichogramma females could be affected by both abiotic 
and biotic factors, such as amino acid concentration (Wu 
& Qin 1982; Barrett & Schmidt 1991; Dias et al. 2010) or 
the status of host embryo developing in the eggs (Ruberson 
& Kring 1993; Olson 1998; Honda & Luck 2000). In the 
present study, many stung host eggs, including both fertil-
ized and unfertilized ones, contained actually no parasitoid 

egg when they were dissected. The result is consistent for T. 
dendrolimi because O. furnacalis may be a suboptimal host, 
and females may decide to not lay eggs at the time of the 
oviposition step (40–60% of host eggs contained no parasit-
oid eggs). However, it remains unclear why 20–40% of host 
eggs did not contain T. ostriniae eggs, especially since this 
host is suitable for this parasitoid species. Considering the 
decreased parasitism rate related to the increasing embryo 
age of host egg (Liu et al. 1998), and the contrasted results 
on the numbers of T. dendrolimi eggs laid in fertilized and 
unfertilized O. furnacalis eggs, there might be factors related 
to host embryo development that actually impacted the host 

Fig. 4. Proportion (mean + SE) of host eggs with a certain number of wasp eggs 
after one attack by a Trichogramma female. (A) Trichogramma dendrolimi;  
(B) Trichogramma ostriniae. Different lowercase letters indicated significant differ-
ences between fertilized and unfertilized host eggs containing same number wasp 
eggs (t-test, P < 0.05).
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acceptance of the Trichogramma females. More unfertilized 
than fertilized eggs contained one T. dendrolimi eggs and it 
implied that T. dendrolimi preferred to parasitize unfertilized 
O. furnacalis eggs; this was consistent with the results in 
choice test conditions. It is still unclear what mechanism(s) 
induced the rejection of oviposition after the insertion of 
the ovipositor into fertilized eggs for T. dendrolimi. Further 
research on the composition and nutritional differences inside 
the two kinds of eggs would shed light on the mechanism(s) 
that caused the difference observed in host acceptance.

The ideal result of integrated pest management comes 
from the integrated application of various multiple com-
plementary methods (Kogan 1998; Desneux et al. 2007; 
Ragsdale et al. 2011; Lu et al. 2012; Guedes et al. 2016; 
Gurr et al. 2017; Biondi et al. 2018; Mohammed et al. 2018; 
Jaworski et al. 2019). Sex pheromone (mainly attracting 
male adults) and sterile insect techniques have been used in 
the control of agricultural and forest insect pests (Botto & 
Glaz 2010; Witzgall et al. 2010). When many male adults 
are trapped (or sterilized), some females produce unfertilized 
eggs (owing to a lack of mating opportunities or fertiliza-
tion). Unfertilized eggs provide a longer vulnerable window 
for potential parasitism by egg parasitoids if compared with 
fertilized eggs (e.g. in the case of T. dendrolimi), from which 
host larvae would emerge within a couple of days (Vinson 
1998). Furthermore, our results hinted that unfertilized eggs 
could be preferred over fertilized ones by egg parasitoids 
when they face suboptimal hosts. Therefore any potential 
methods leading to increase in number of unfertilized eggs 
available (e.g. resulting from more males being killed by sex 
pheromone traps) may increase parasitism rate by a variety 
of egg parasitoids, notably those lacking finding suitable fer-
tilized host eggs.

Acknowledgements: This study was supported by the National 
Key R&D Program of China (Grant No. 2017YFD0201000) from 
the Ministry of Agriculture of the People’s Republic of China, 
Jiangsu Agriculture Science and Technology Innovation Fund 
(Grant No. CX-18-1003), and the Youth Scientific Research funds 
of Beijing Academy of Agricultural and Forestry sciences 
(QNJJ201725). RRR thanks CONACyT sabbatical scholarship 
n°740591. We thank two anonymous reviewers and the editor for 
helpful comments on the manuscript.

References

Abdel-latief, M., & Hilker, M. (2008). Innate immunity: Eggs of 
Manduca sexta are able to respond to parasitism by 
Trichogramma evanescens. Insect Biochemistry and Molecular 
Biology, 38(2), 136–145. https://doi.org/10.1016/j.ibmb.2007. 
10.001

Andrade, G. S., Pratissoli, D., Dalvi, L. P., Desneux, N., & 
Gonçalves, H. J. (2011). Performance of four Trichogramma 
species (Hymenoptera: Trichogrammatidae) as biocontrol 

agents of Heliothis virescens (Lepidoptera: Noctuidae) under 
various temperature regimes. Journal of Pest Science, 84(3), 
313–320. https://doi.org/10.1007/s10340-011-0364-3

Barrett, M., & Schmidt, J. M. (1991). A comparison between the 
amino acid composition of an egg parasitoid wasp and some of 
its hosts. Entomologia Experimentalis et Applicata, 59(1), 
29–41. https://doi.org/10.1111/j.1570-7458.1991.tb01483.x

Biondi, A., Desneux, N., Amiens-Desneux, E., Siscaro, G., & 
Zappalà, L. (2013). Biology and developmental strategies of the 
palearctic parasitoid Bracon nigricans (Hymenoptera: 
Braconidae) on the neotropical moth Tuta absoluta (Lepidoptera: 
Gelechiidae). Journal of Economic Entomology, 106(4), 1638–
1647. https://doi.org/10.1603/EC12518

Biondi, A., Guedes, R. N. C., Wan, F. H., & Desneux, N. (2018). 
Ecology, worldwide spread and management of the invasive 
South American tomato pinworm, Tuta absoluta: Past, present 
and future. Annual Review of Entomology, 63(1), 239–258. 
https://doi.org/10.1146/annurev-ento-031616-034933

Botto, E., & Glaz, P. (2010). Potential for controlling codling moth 
Cydia pomonella (Linnaeus) (Lepidoptera: Tortricidae) in 
Argentina using the sterile insect technique and egg parasitoids. 
Journal of Applied Entomology, 134(3), 251–260. https://doi.
org/10.1111/j.1439-0418.2009.01389.x

Cagnotti, C. L., Hernandez, C. M., Andormo, A. V., Viscarret, M., 
Riquelme, M., Botto, E. N., & López, S. N. (2016). Acceptability 
and suitability of Tuta absoluta eggs from irradiated parents to 
parasitism by Trichogramma nerudai and Trichogramma pre-
tiosum (Hymenoptera: Trichogrammatidae). Agricultural and 
Forest Entomology, 18(3), 198–205. https://doi.org/10.1111/
afe.12152

Camerini, G., Maini, S., & Riedel, M. (2018). Ostrinia nubilalis 
parasitoids in Northern Italy: Past and present. Biological 
Control, 122, 76–83. https://doi.org/10.1016/j.biocontrol.2018. 
03.011

Chailleux, A., Desneux, N., Seguret, J., Khanh, H. D. T., Maignet, 
P., & Tabone, E. (2012). Assessing European egg parasitoids as 
a mean of controlling the invasive south American tomato pin-
worm Tuta absoluta. PLoS One, 7(10), e48068. https://doi.
org/10.1371/journal.pone.0048068

Chailleux, A., Biondi, A., Han, P., Tabone, E., & Desneux, N. 
(2013). Suitability of the pest-plant system Tuta absoluta 
(Lepidoptera: Gelechiidae) – tomato for Trichogramma 
(Hymenoptera: Trichogrammatidae) parasitoids and insights for 
biological control. Journal of Economic Entomology, 106(6), 
2310–2321. https://doi.org/10.1603/EC13092

Desneux, N., Decourtye, A., & Delpuech, J. M. (2007). The sub-
lethal effects of pesticides on beneficial arthropods. Annual 
Review of Entomology, 52(1), 81–106. https://doi.org/10.1146/
annurev.ento.52.110405.091440

Desneux, N., Barta, R. J., Hoelmer, K. A., Hopper, K. R., & 
Heimpel, G. E. (2009a). Multifaceted determinants of host spec-
ificity in an aphid parasitoid. Oecologia, 160(2), 387–398. 
https://doi.org/10.1007/s00442-009-1289-x

Desneux, N., Barta, R. J., Delebecque, C. J., & Heimpel, G. E. 
(2009b). Transient host paralysis as a means of reducing self-
superparasitism in koinobiont endoparasitoids. Journal of Insect 
Physiology, 55(4), 321–327. https://doi.org/10.1016/j.jinsphys. 
2008.12.009

Desneux, N., Starỳ, P., Delebecque, C. J., Gariepy, T. D., Barta, R. 
J., Hoelmer, K. A., & Heimpel, G. E. (2009c). Cryptic species of 
parasitoids attacking the soybean aphid (Hemiptera: Aphididae), 

eschweizerbart_xxx

https://doi.org/10.1016/j.ibmb.2007.10.001
https://doi.org/10.1016/j.ibmb.2007.10.001
https://doi.org/10.1007/s10340-011-0364-3
https://doi.org/10.1111/j.1570-7458.1991.tb01483.x
https://doi.org/10.1603/EC12518
https://doi.org/10.1146/annurev-ento-031616-034933
https://doi.org/10.1111/j.1439-0418.2009.01389.x
https://doi.org/10.1111/j.1439-0418.2009.01389.x
https://doi.org/10.1111/afe.12152
https://doi.org/10.1111/afe.12152
https://doi.org/10.1016/j.biocontrol.2018.03.011
https://doi.org/10.1016/j.biocontrol.2018.03.011
https://doi.org/10.1371/journal.pone.0048068
https://doi.org/10.1371/journal.pone.0048068
https://doi.org/10.1603/EC13092
https://doi.org/10.1146/annurev.ento.52.110405.091440
https://doi.org/10.1146/annurev.ento.52.110405.091440
https://doi.org/10.1007/s00442-009-1289-x
https://doi.org/10.1016/j.jinsphys.2008.12.009
https://doi.org/10.1016/j.jinsphys.2008.12.009


322    Yuan Xi Li et al.

in Asia: Binodoxys communis and Binodoxyx koreanus 
(Hymenoptera: Braconidae: Aphidiinae). Annals of the 
Entomological Society of America, 102, 925–936. https://doi.
org/10.1603/008.102.0603

Desneux, N., & Ramirez-Romero, R. (2009). Plant characteristics 
mediated by growing conditions can impact parasitoid’s ability 
to attack host aphids in winter canola. Journal of Pest Science, 
82(4), 335–342. https://doi.org/10.1007/s10340-009-0258-9

Dias, N. S., Parra, J. R. P., & Cônsoli, F. L. (2010). Egg laying and 
development of Neotropical trichogrammatid species in artifi-
cial eggs. Entomologia Experimentalis et Applicata, 137(2), 
126–131. https://doi.org/10.1111/j.1570-7458.2010.01045.x

Du, W. M., Xu, J., Hou, Y. Y., Lin, Y., Zang, L.-S., Yang, X., … 
Desneux, N. (2018). Trichogramma parasitoids can distinguish 
between fertilized and unfertilized host eggs. Journal of Pest 
Science, 91(2), 771–780. https://doi.org/10.1007/s10340-017- 
0919-z

Feng, J. G. (1996). The effect and influence factors on the use of 
Trichogramma dendrolimi to control Ostrinia furnacalis. 
Entomolog J East China, 5, 45–50.

Godfray, H. C. J. (1994). Parasitoids: Behavioral and Evolutionary 
Ecology. Princeton: Princeton University Press.

Guedes, R. N. C., Smagghe, G., Stark, J. D., & Desneux, N. (2016). 
Pesticide-induced stress in arthropod pests for optimized inte-
grated pest management programs. Annual Review of 
Entomology, 61(1), 43–62. https://doi.org/10.1146/annurev- 
ento-010715-023646

Gurr, G. M., Wratten, S. D., Landis, D. A., & You, M. S. (2017). 
Habitat management to suppress pest populations: Progress and 
prospects. Annual Review of Entomology, 62(1), 91–109. https://
doi.org/10.1146/annurev-ento-031616-035050

Hoffmann, M. P., Ode, P. R., Walker, D. L., Gardner, J., van 
Nouhuys, S., & Shelton, A. M. (2001). Performance of 
Trichogramma ostriniae (Hymenoptera: Trichogrammatidae) 
reared on factitious host, including the target host, Ostrinia 
nubilalis (Lepidoptera: Crambidae). Biological Control, 21(1), 
1–10. https://doi.org/10.1006/bcon.2000.0912

Honda, J. Y., & Luck, R. F. (2000). Age and suitability of Amorbia 
cuneana (Lepidoptera: Tortricidae) and Sabulodes aegrotata 
(Lepidoptera: Geometridae) eggs for Trichogramma platneri 
(Hymenoptera: Trichogrammatidae). Biological Control, 18(1), 
79–85. https://doi.org/10.1006/bcon.1999.0804

Hou, Y. Y., Yang, X. B., Zang, L. S., Zhang, C., Ruan, C. C., …. 
(2018). Effect of egg ages of the oriental armyworm Mythimna 
separata on parasitism and suitability of five Trichogramma 
species. Journal of Pest Science, 91, 1181–1189. https://doi.
org/10.1007/s10340-018-0980-2

Huang, J., Hua, H. Q., Wang, L. Y., Zhang, F., & Li, Y. X. (2017). 
Number of attacks by Trichogramma dendrolimi (Hymenoptera: 
Trichogrammatidae) affects the successful parasitism of Ostrinia 
furnacalis (Lepidoptera: Crambidae) eggs. Bulletin of 
Entomological Research, 107(6), 812–819. https://doi.org/ 
10.1017/S0007485317000335

Iqbal, A., Chen, Y. M., Hou, Y. Y., Zhang, L. S., Desneux, N., & 
Zang, L.-S. (2019). Factitious host species impact on the out-
come of multiparasitism between egg parasitoids. Journal of 
Pest Science, 92(3), 1261–1269. https://doi.org/10.1007/
s10340-019-01122-8

Jaworski, C. C., Xiao, D., Xu, Q. X., Ramirez-Romero, R., Guo, 
X. J., Wang, S., & Desneux, N. (2019). Varying the spatial 
arrangement of synthetic herbivore-induced plant volatiles and 
companion plants to improve conservation biological control. 

Journal of Applied Ecology, 56(5), 1176–1188. https://doi.
org/10.1111/1365-2664.13353

Jervis, M. A., & Kidd, N. A. C. (1996). Insect Natural Enemies – 
Practical Approaches to Their Study and Evaluation. London: 
Chapman and Hall. https://doi.org/10.1007/978-94-011-0013-7

Kogan, M. (1998). Integrated pest management: Historical perspec-
tives and contemporary developments. Annual Review of 
Entomology, 43(1), 243–270. https://doi.org/10.1146/annurev.
ento.43.1.243

Krugner, R. (2014). Suitability of non-fertilized eggs of 
Homalodisca vitripennis for the egg parasitoid Gonatocerus 
morrilli. BioControl, 59(2), 167–174. https://doi.org/10.1007/
s10526-014-9562-2

Li, Y. X., Dai, H. G., Jiang, J. L., Fu, W. J., & Sun, Z. C. (2002). 
Comparison study of suitability of Ostrinia furnacalis egg for 
three Trichogramma species. Nanjing Nongye Daxue Xuebao, 
25, 35–38.

Li, Y.X., Liu, T.X. (2015). Host suitability of Lepidopteran eggs to 
Trichogramma wasps. In Biological control of pests using 
Trichogramma: Current status and perspectives. Vinson, S. B., 
Liu, T. X., Greenberg, S. M. (eds.). (pp 286-305). Northwest A 
& F University, Yangling

Liu, S. S., Zhang, G. M., & Zhang, F. (1998). Factors influencing 
parasitism of Trichogramma dendrolimi on eggs of the Asian 
corn borer, Ostrinia furnacalis. BioControl, 43(3), 273–287. 
https://doi.org/10.1023/A:1009984125066

Lu, Y. H., Wu, K. M., Jiang, Y. Y., Guo, Y. Y., & Desneux, N. (2012). 
Widespread adoption of Bt cotton and insecticide decrease pro-
motes biocontrol services. Nature, 487(7407), 362–365. https://
doi.org/10.1038/nature11153

Makee, H. (2006). Effect of host egg viability on reproduction and 
development of Trichogramma cacoeciae and T. principium 
(Hymenoptera: Trichogrammatidae). Biocontrol Science and 
Technology, 16(2), 195–204. https://doi.org/10.1080/095831505 
00335491

Mohammed, A. A. H., Desneux, N., Fan, Y. J., Han, P., Ali, A., 
Song, D. L., & Gao, X. W. (2018). Impact of imidacloprid and 
natural enemies on cereal aphids: Integration or ecosystem ser-
vice disruption? Entomologia Generalis, 37(1), 47–61. https://
doi.org/10.1127/entomologia/2017/0471

Monticelli, L. S., Nguyen, L. T. H., Amiens-Desneux, E., Luo, C., 
Lavoir, A. V., Gatti, J. L., & Desneux, N. (2019). The prefer-
ence-performance relationship as a means of classifying parasit-
oids according to their specialization degree. Evolutionary 
Applications, 12(8), 1626–1640. https://doi.org/10.1111/eva. 
12822

Moreau, J., Richard, A., Benrey, B., & Thiéry, D. (2009). Host plant 
cultivar of the grapevine moth Lobesia botrana affects the life 
history traits of an egg parasitoid. Biological Control, 50(2), 
117–122. https://doi.org/10.1016/j.biocontrol.2009.03.017

Nguyen, L. T. H., Monticelli, L. S., Desneux, N., Metay-Merrien, 
C., Amiens-Desneux, E., & Lavoir, A.-V. (2018). Bottom-up 
effect of water stress on the aphid parasitoid Aphidius ervi. 
Entomologia Generalis, 38(1), 15–27. https://doi.org/10.1127/
entomologia/2018/0575

Olson, D. M. (1998). Oviposition and offspring survival within 
eggs of European corn borer: Discrimination of the host embryo 
by female Trichogramma nubilale. Entomologia Experimentalis 
et Applicata, 87(1), 79–84. https://doi.org/10.1046/j.1570- 
7458.1998.00307.x

Pizzol, J., Pintureau, B., Khoualdia, O., & Desneux, N. (2010). 
Temperature-dependent differences in biological traits between 

eschweizerbart_xxx

https://doi.org/10.1603/008.102.0603
https://doi.org/10.1603/008.102.0603
https://doi.org/10.1007/s10340-009-0258-9
https://doi.org/10.1111/j.1570-7458.2010.01045.x
https://doi.org/10.1007/s10340-017-0919-z
https://doi.org/10.1007/s10340-017-0919-z
https://doi.org/10.1146/annurev-ento-010715-023646
https://doi.org/10.1146/annurev-ento-010715-023646
https://doi.org/10.1146/annurev-ento-031616-035050
https://doi.org/10.1146/annurev-ento-031616-035050
https://doi.org/10.1006/bcon.2000.0912
https://doi.org/10.1006/bcon.1999.0804
https://doi.org/10.1007/s10340-018-0980-2
https://doi.org/10.1007/s10340-018-0980-2
https://doi.org/10.1017/S0007485317000335
https://doi.org/10.1017/S0007485317000335
https://doi.org/10.1007/s10340-019-01122-8
https://doi.org/10.1007/s10340-019-01122-8
https://doi.org/10.1111/1365-2664.13353
https://doi.org/10.1111/1365-2664.13353
https://doi.org/10.1007/978-94-011-0013-7
https://doi.org/10.1146/annurev.ento.43.1.243
https://doi.org/10.1146/annurev.ento.43.1.243
https://doi.org/10.1007/s10526-014-9562-2
https://doi.org/10.1007/s10526-014-9562-2
https://doi.org/10.1023/A/1009984125066
https://doi.org/10.1038/nature11153
https://doi.org/10.1038/nature11153
https://doi.org/10.1080/09583150500335491
https://doi.org/10.1080/09583150500335491
https://doi.org/10.1127/entomologia/2017/0471
https://doi.org/10.1127/entomologia/2017/0471
https://doi.org/10.1111/eva.12822
https://doi.org/10.1111/eva.12822
https://doi.org/10.1016/j.biocontrol.2009.03.017
https://doi.org/10.1127/entomologia/2018/0575
https://doi.org/10.1127/entomologia/2018/0575
https://doi.org/10.1046/j.1570-7458.1998.00307.x
https://doi.org/10.1046/j.1570-7458.1998.00307.x


 Impact of host suitability on oviposition preference    323

two strains of Trichogramma cacoeciae (Hymenoptera: 
Trichogrammatidae). Journal of Pest Science, 83(4), 447–452. 
https://doi.org/10.1007/s10340-010-0327-0

Pizzol, J., Desneux, N., Wajnberg, E., & Thiéry, D. (2012). 
Parasitoid and host egg ages have independent impact on vari-
ous biological traits in a Trichogramma species. Journal of Pest 
Science, 85(4), 489–496. https://doi.org/10.1007/s10340-012- 
0434-1

Ragsdale, D. W., Landis, D. A., Brodeur, J., Heimpel, G. E., & 
Desneux, N. (2011). Ecology and management of the soybean 
aphid in North America. Annual Review of Entomology, 56(1), 
375–399. https://doi.org/10.1146/annurev-ento-120709-144755

Reed, D. A., Luhring, K. A., Stafford, C. A., Hansen, A. K., Millar, 
J. G., Hanks, L. M., & Paine, T. D. (2007). Host defensive 
response against an egg parasitoid involves cellular encapsula-
tion and melanization. Biological Control, 41(2), 214–222. 
https://doi.org/10.1016/j.biocontrol.2007.01.010

Romeis, J., Shanower, T. G., & Zebitz, C. P. W. (1997). Acceptance 
and suitability of ultraviolet-irradiated Helicoverpa armigera 
(Hubner) (Lep., Noctuidae) eggs for Trichogramma chilonis 
Ishii (Hym., Trichogrammatidae). Journal of Applied 
Entomology, 121(1-5), 441–446. https://doi.org/10.1111/j.1439- 
0418.1997.tb01432.x

Roriz, V., Oliveira, L., & Garcia, P. (2006). Host suitability and 
preference studies of Trichogramma cordubensis (Hymenoptera: 
Trichogrammatidae). Biological Control, 36(3), 331–336. 
https://doi.org/10.1016/j.biocontrol.2005.09.002

Ruberson, J. R., & Kring, T. J. (1993). Parasitism of developing 
eggs by Trichogramma pretiosum (Hymenoptera: Tricho-
grammatidae): Host age preference and suitability. Biological 
Control, 3(1), 39–46. https://doi.org/10.1006/bcon.1993.1007

Smith, S. M. (1996). Biological Control with Trichogramma: 
Advances, successes, and potential of their use. Annual Review 
of Entomology, 41(1), 375–406. https://doi.org/10.1146/
annurev.en.41.010196.002111

Tabone, T., Bardon, C., Desneux, N., & Wajnberg, E. (2010). 
Parasitism of different Trichogramma spp. on Plutella xylostella 
L. on greenhouse cauliflower. Journal of Pest Science, 83, 251–
256. https://doi.org/10.1007/s10340-010-0292-7

Thiéry, D., & Desneux, N. (2018). Host plants of the polyphagous 
grapevine moth Lobesia botrana during larval stage modulate 
moth egg quality and subsequent parasitism by the parasitoid 
Trichogramma cacoeciae. Entomologia Generalis, 38(1), 
47–59. https://doi.org/10.1127/entomologia/2018/0675

Vet, L. E. M., & Dicke, M. (1992). Ecology of infochemical use by 
natural enemies in a tritrophic context. Annual Review of 
Entomology, 37(1), 141–172. https://doi.org/10.1146/annurev.
en.37.010192.001041

Vinson, S. B. (1998). The general host selection behavior of para-
sitoid Hymenoptera and a comparison of initial strategies uti-
lized by larvaphagous and oophagous species. Biological 
Control, 11(2), 79–96. https://doi.org/10.1006/bcon.1997.0601

Vinson, S. B., & Iwantsch, G. F. (1980). Host suitability for insect 
parasitoids. Annual Review of Entomology, 25(1), 397–419. 
https://doi.org/10.1146/annurev.en.25.010180.002145

Völkl, W., & Mackauer, M. (2000). Oviposition behaviour of  
aphidiine wasps (Hymenoptera: Braconidae, Aphidiinae): mor-
phological adaptations and evolutionary trends. Canadian 
Entomologist, 132(2), 197–212. https://doi.org/10.4039/
Ent132197-2

Wang, Z. Y., He, K. L., Zhang, F., Lu, X., & Babendreier, D. (2014). 
Mass rearing and release of Trichogramma for biological con-

trol of insect pests of corn in China. Biological Control, 68, 
136–144. https://doi.org/10.1016/j.biocontrol.2013.06.015

Witzgall, P., Kirsch, P., & Cork, A. (2010). Sex pheromones and 
their impact on pest management. Journal of Chemical Ecology, 
36(1), 80–100. https://doi.org/10.1007/s10886-009-9737-y

Wu, Z. X., & Qin, J. D. (1982). Oviposition response of 
Trichogramma dendrolimi to the chemical contents of artificial 
eggs. Acta Entomol Sin, 25, 363–372.

Wu, H., Huang, Y. C., Guo, J. X., Liu, J. B., Lai, X. S., Song, 
Z.-W., … Zhang, G.-R. (2018). Effect of cold storage of Corcyra 
cephalonica eggs on the fitness for Trichogramma chilonis. 
Biological Control, 124, 40–45. https://doi.org/10.1016/j.
biocontrol.2018.05.011

Xu, J., Yang, X. B., Lin, Y., Zang, L.-S., Tian, C.-Y., & Ruan, C.-C. 
(2016). Effect of fertilized, unfertilized, and UV-irradiated hosts 
on parasitism and suitability for Trichogramma parasitoids. 
Entomologia Experimentalis et Applicata, 161(1), 50–56. 
https://doi.org/10.1111/eea.12485

Yang, S. Y., Zhan, H. X., Zhang, F., Babendreier, D., Zhong, Y.-Z., 
Lou, Q.-Z., … Zhang, J.-P. (2018). Development and fecundity 
of Trissolcus japonicas on fertilized and unfertilized eggs of the 
brown marmorated stink bug, Halyomorpha halys. Journal of 
Pest Science, 91(4), 1335–1343. https://doi.org/10.1007/
s10340-018-0998-5

Yang, X., Qu, Y. L., Wu, Z. Y., Lin, Y., Ruan, C.-C., Desneux, N., & 
Zang, L.-S. (2016). Parasitism and suitability of fertilized and 
nonfertilized eggs of the rice striped stem borer, Chilo suppres-
salis (Lepidoptera: Crambidae), for Trichogramma parasitoids. 
Journal of Economic Entomology, 109(4), 1524–1528. https://
doi.org/10.1093/jee/tov388

Young, J. R., & Hamm, J. J. (1967). Reproduction of Trichogramma 
fasciatum in eggs from tepa-sterilized fall armyworm. Journal 
of Economic Entomology, 60(3), 723–724. https://doi.org/ 
10.1093/jee/60.3.723

Zhang, J., Wang, J. L., Cong, B., & Yang, C. C. (1990). A faunal 
study of Trichogramma (Hym.: Trichogrammatidae) species on 
Ostrinia furnacalis (Lep.: Pyralidae) in China. Zhongguo 
Shengwu Fangzhi Xuebao, 6, 49–53.

Zhang, J. J., Zhang, X., Zang, L. S., Du, W. M., Hou, Y. Y., Ruan, 
C.-C., & Desneux, N. (2018). Advantages of diapause in 
Trichogramma dendrolimi mass production on eggs of the 
Chinese silkworm, Antheraea pernyi. Pest Management 
Science, 74(4), 959–965. https://doi.org/10.1002/ps.4795

Zhang, Z. L., Huang, R. S., Zhu, Y., …. (1979). Primary study on 
controlling Ostrinia furnacalis by using Trichogramma ostrin-
iae. Entomol Knowledge, 16, 207–210.

Zhou, D. R., Wang, Y. Y., Liu, B. L., & Ju, Z. L. (1980). Studies on 
the mass rearing of corn borer I. Development of a satisfactory 
artificial diet for larval growth. Acta Phytophysiologica Sinica, 
7(2), 113–122.

Zhu, P., Zhang, Y. F., Song, Q. T., Zhang, F., & Li, Y. X. (2014). The 
suitability of Ostrinia furnacalis (Lepidoptera: Crambidae) eggs 
for Trichogramma dendrolimi (Hymenoptera: Tricho-
grammatidae) can be changed by T. ostriniae. Applied 
Entomology and Zoology, 49(2), 265–272. https://doi.
org/10.1007/s13355-014-0246-2

Manuscript received: 26 August 2019
Revisions requested: 18 September 2019
Modified version received: 3 October 2019
Accepted: 24 October 2019

eschweizerbart_xxx

https://doi.org/10.1007/s10340-010-0327-0
https://doi.org/10.1007/s10340-012-0434-1
https://doi.org/10.1007/s10340-012-0434-1
https://doi.org/10.1146/annurev-ento-120709-144755
https://doi.org/10.1016/j.biocontrol.2007.01.010
https://doi.org/10.1111/j.1439-0418.1997.tb01432.x
https://doi.org/10.1111/j.1439-0418.1997.tb01432.x
https://doi.org/10.1016/j.biocontrol.2005.09.002
https://doi.org/10.1006/bcon.1993.1007
https://doi.org/10.1146/annurev.en.41.010196.002111
https://doi.org/10.1146/annurev.en.41.010196.002111
https://doi.org/10.1007/s10340-010-0292-7
https://doi.org/10.1127/entomologia/2018/0675
https://doi.org/10.1146/annurev.en.37.010192.001041
https://doi.org/10.1146/annurev.en.37.010192.001041
https://doi.org/10.1006/bcon.1997.0601
https://doi.org/10.1146/annurev.en.25.010180.002145
https://doi.org/10.4039/Ent132197-2
https://doi.org/10.4039/Ent132197-2
https://doi.org/10.1016/j.biocontrol.2013.06.015
https://doi.org/10.1007/s10886-009-9737-y
https://doi.org/10.1016/j.biocontrol.2018.05.011
https://doi.org/10.1016/j.biocontrol.2018.05.011
https://doi.org/10.1111/eea.12485
https://doi.org/10.1007/s10340-018-0998-5
https://doi.org/10.1007/s10340-018-0998-5
https://doi.org/10.1093/jee/tov388
https://doi.org/10.1093/jee/tov388
https://doi.org/10.1093/jee/60.3.723
https://doi.org/10.1093/jee/60.3.723
https://doi.org/10.1002/ps.4795
https://doi.org/10.1007/s13355-014-0246-2
https://doi.org/10.1007/s13355-014-0246-2



