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Abstract: Polymorphic diversity, such as elytra patterns of insects, is regarded as an external phenotypic characteristic 
driven by both genetics and environmental pleiotropy. The multicolored Asian ladybird, Harmonia axyridis (Coleoptera: 
Coccinellidae), both an efficient natural enemy of herbivores and an invasive species with a worldwide distribution, shows 
a multitude of elytral patterns and strong environmental adaptability. Some studies have documented differences of ecologi-
cal adaptability among H. axyridis morphotypes, but none compared their predatory performance under differing environ-
mental conditions, to further understand the evolutionary significance of elytral pattern diversity. We evaluated predation 
(number of prey consumed per time unit) on three different herbivores by melanic/succinic and male/female adults of 
H. axyridis, under different temperatures (10, 15, 20, 25, 30, 35°C). and photoperiods (4:20, 8:16, 12:12, 16:8, 20:4). We 
found significant differences in prey consumed by the predator between gender and polymorphic types, including under 
comparable environment parameters. Furthermore, there were also significant differences in predation when temperature 
and photoperiod regimes varied. Our results hinted a high plasticity in prey consumption relative to polymorphic type and 
gender in H. axyridis. These findings could be informative for developing further biological control programs relying on 
H. axyridis, notably for optimizing the effectiveness of predator releases according to polymorph to be used and environ-
ment targeted.
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1	 Introduction

External polymorphic variation may be considered an evo-
lutionary-driven phenotype since genotypic variation adjusts 
the fitness of animals depending on environmental condi-
tions (Fellows et al. 2005). These external polymorphic char-
acteristics often play an important role in assortative mating 
preference. This leads to regulation of population phenotype 
structure and directional evolution via sexual selection (Oh 
& Shaw 2013). The evaluation of fitness from polymorphic 
variation in insects under environmental conditions such 
as nutrition level, temperature, humidity or photoperiod, is 
therefore a key research area for various basic and applied 
issues, and further empirical experiments are required to 
quantify such effects (Danks 1994).

Elytra variation is one of the most visually striking of 
the polymorphic traits in insects, especially in certain bee-
tles. The pattern or color of beetle elytra may vary between 

seasonal populations, gender and even within populations 
of a single niche (Crowson 1981). Documented studies of 
elytra pattern in Coleoptera species include the diversity 
of patterns (Hodek & Honek, 2009; Heslwe et al. 2010), 
population structure (Rodríguez-del-Bosque 2004), color 
biosynthesis (Arakane et al. 2010), cuticular hydrocarbons 
composition (Legrand et al. 2019) and pattern-related mat-
ing preferences (Jiang et al. 2007). In addition, seasonal 
cycles of assortative mating and reproductive behaviour 
may occur in polymorphic populations of predatory beetles 
(Wang et al. 2009). In addition, variations in prey hunting 
preferences among polymorphic individuals under differing 
environmental conditions have been investigated in many 
species (e.g. see Honek et al. 2017, Soares et al.2017). Such 
knowledge could help understanding evolutionary impor-
tance of pattern variation in elytra, including also whether 
nutrition is an important factor responsible (at least for some 
extent) in such effects.

eschweizerbart_xxx

http://www.schweizerbart.de
mailto:lsz0415@163.com
mailto:wangsu@ipepbaafs.cn
mailto:lsz0415@163.com
mailto:lsz0415@163.com
mailto:wangsu@ipepbaafs.cn
mailto:lsz0415@163.com
mailto:lsz0415@163.com
mailto:wangsu@ipepbaafs.cn
mailto:lsz0415@163.com
mailto:wangsu@ipepbaafs.cn
mailto:lsz0415@163.com
mailto:wangsu@ipepbaafs.cn


252        Xu Chen et al.

The Asian multi-colored ladybird, Harmonia axyridis 
(Pallas) (Coleoptera: Coccinellidae), is known for its high 
variation in elytra patterns as well for its voracious preda-
tory capacity on sap-sucking insects (Lin et al. 2006, Hodek 
& Honek, 2009, Yu et al. 2016); it is a major natural enemy 
of various key pests (Obrycki & Kring 1998; Koch 2003; 
Ragsdale et al. 2011). In recent decades, H. axyridis has 
become also an invasive species worldwide because of its 
generalist feeding habits and high adaptability to various 
environmental conditions (Brown et al. 2008, Martins et al. 
2009, Honek et al. 2016, Verheggen et al. 2017; Wang et al. 
2017). Previous reports have attributed the outstanding colo-
nization ability of H. axyridis to an efficient gene purifying 
of a highly heterozygous genome, as well as high plastic-
ity during colonization processes (Facon et al. 2011; Tayeh 
et al. 2015). There has been increased attention on elytra 
pattern variations, notably on how they might be related to 
phylogeny, biology, physiology and/or ecology (Bezzerides 
et al. 2007, Kang et al. 2009, Orlova-Bienkowskaja et al. 
2010, Guo et al. 2014). High seasonal differences in elytra 
patterns of H. axyridis populations have been reported, and it 
has been suggested that these occur in correspondence with 
adjusted structural features of populations in accordance 
with seasonal assortative mating preferences (Wang et al. 
2009, 2011). Furthermore, there are series of specific copula-
tory strategies between colored males and females (Legrand 
et al. 2019), but at present there is little information on the 
predatory performance of H. axyridis with different elytra 
patterns. Increasing further our understanding of the preda-
tion behavior of H. axyridis showing different elytra patterns 
would help clarifying whether the phenotypic diversity of H. 
axyridis is beneficial not only in environmental adaptations, 
but also in terms of predatory activity.

Herein, we carried out laboratory experiments to com-
pare predatory preference and prey consumption on various 
prey species under various season-specific environmental 
conditions (temperature and photoperiod), of succinic (yel-
low background color of elytra pattern) or melanic (black 
background color of elytra pattern) H. axyridis adults. 
According to previous findings on seasonal diversity of poly-
morphic structures within natural populations of H. axyridis 
and the assortative mating preference between two color 
styles, we selected temperature and photoperiod gradients to 
mimic with natural environmental conditions from summer 
to autumn in northern China. Our central hypothesis was to 
test whether changing temperature and/or photoperiod could 
influence prey choice and prey consumption of succinic and 
melanic H. axyridis (males and females).

2	 Materials and methods

2.1	 Insects
Two hundred pairs of H. axyridis of varied elytra patterns 
were collected from alfalfa fields in Lingshan Mountainous 

Natural Park, Mentougou District, Beijing, China, dur-
ing May to June of 2018. The ladybirds were transported 
to insectaries at the Institute of Plant & Environment 
Protection (IPEP), Beijing Academy of Agricultural & 
Forestry Sciences (BAAFS) and maintained inside cus-
tom-made culturing cages (40 pairs per cage, size in 35.0 
× 40.0 × 40.0 cm; aluminum column frames and 35 mesh 
plastic fabric nets). Artificial diet microcapsules (n = 200) 
(after Tan et al. 2015) were provided daily as food supply. 
Environmental conditions for the experimental population 
were controlled by an automatic indoor management system 
(Suntech L-100, Beijing, China) and set at: T = 25+/–1°C, 
RH = 65 +/–5%, illuminance = 800 lux and photoperiod of 
16h L: 8h D.

We collected the aphid Myzus persicae Sulzer 
(Hemiptera: Aphididae), adults of thrips Frankliniella 
occidentalis (Pergande) (Thysanoptera: Thripidae) and 
adults of whitefly Bemisiatabaci Gennadius (Hemiptera: 
Aleyrodidae) from open field tomato plants during June 
2018 in Jinfu Vegetable Farmland, Shunyi County, Beijing, 
China. All herbivores were transported and maintained in 
insectaries as described above. Approximately 80-100 her-
bivores of each species were placed on 6-8 young shoots of 
tomato with 5 main leaves each, to be used as host plants in 
culturing cages as above. The tomato shoots were replaced 
every 5 days. All experimental populations of the herbi-
vores were reared under regulated environmental conditions 
using an automatic indoor management system as described 
above.

2.2	� Predation performance under various 
constant temperatures/photoperiods

10-day-old adults of melanic male and female H. axyridis 
were selected from the colony and starved for 12h. Then we 
introduced single ladybirds into glass petri dishes (D = 15.0 
cm, one ladybird per dish) with M. persicae, F. occiden-
talis and B. tabaci (all herbivores were 3rd instar nymphs; 
100 individuals of each species) respectively. The petri 
dishes were placed into the artificial environment chambers 
(MH351, Sanyo, Japan) and temperatures set variously as 
10, 15, 20, 25, 30, 35°C. Other experimental conditions 
were as described for population maintenance above. After 
24h, the remains of herbivores in the petri dishes were 
counted. For both melanic/succinic and male/female adults 
under each temperature, we repeated above procedures for 
40 replicates.

Meanwhile, we repeated the steps above except that pho-
toperiods were set as light: dark = 4h: 20h, 8h : 16h, 12h : 
12h, 16h : 8h and 20h : 4h. We also counted remains of her-
bivores after 24h from both ladybirds and herbivores main-
tained in petri dishes. For both melanic and succinic adults 
under each photoperiodic setup, we repeated the above pro-
cedures for 40 replicates.
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3	 Statistical analysis

All data obtained from experiments were evaluated by the 
K-S test of normal distribution. We set polymorphic type 
(elytra color as succinic or melanic), gender of ladybirds 
(male or female), prey diversity (M. persicae, F. occidentalis 
or B. tabaci), environmental temperature and photoperiod 
as independent factors in the following statistical analysis. 
The general linear model (GLM) was used to assess whether 
there were significant differences in prey hunting and con-
sumption by different ladybird types to various herbivore 
species and under different environment conditions. We also 
tested for interactivity of these influences, between each of 
the two independent factors for temperature or photoperiod, 
respectively, by using GLM test. All statistical analyses were 
undertaken in R (v 3.3.2) with package glm (Tang 2008).

4	 Results

4.1	� Predation of polymorphic H. axyridis adults 
under various temperatures

There was a significant impact on prey consumption by the 
ladybird adults of different temperature regime, ladybird 
polymorph, gender, and prey type offered (Table 1, Fig. 1). 
All pairwise interactions between factors were also signifi-
cant (Table 1). Succinic adults consumed more prey than 
melanic adults at the lowest temperatures (10 and 15°C) on 
the three prey types, whereas melanic adult preyed more on 
M. persicae at higher temperatures (30 and 35°C). Succinic 
adults also showed higher thrips consumptions at mid-level 
temperatures (20 and 25°C) and succinic females consumed 
more whiteflies than remaining polymorphic genders at both 
20 and 25°C. With the temperature increasing, all 4 types 
of ladybirds preyed on aphids at mid-level temperatures 

than at low temperatures. All polymorphic male and female 
adult ladybirds preyed significantly less B. tabaci under all 
temperatures. Succinic male and female did not show differ-
ences in whitefly consumption, and both showed higher con-
sumption than melanic adults.

4.2	� Predation of polymorphic H. axyridis adults 
under various photoperiods

The temperature regime, ladybird polymorph, gender, and 
prey type offered significantly influenced the prey consump-
tion by H. axyridis adults (Table 2, Fig. 2). Moreover, we 
also observed significant interactions between all of the 
pairwise independent factors (Table 2). For each prey type, 
all kinds of ladybirds showed the highest level of prey con-
sumption under long light periods (L:D = 20:04), while this 
decreased along with shortening of light period. Further, for 
all photoperiod treatments and all types of ladybird adult pre-
ferred M. persicae than the other two prey species. Succinic 
ladybird adults showed higher prey consumption under mid-
level (L:D = 12:12) and short (L:D = 08:16 and 04:20) light 
periods when they preyed on M. persicae and F. occiden-
talis. Moreover, we did not observe significant differences 
of whitefly consumption among any type of ladybird adult 
under shorter light period (08:16 and 04:20), whereas suc-
cinic ladybirds preyed more on B. tabaci under a long light 
period (20:04), than did melanic ones.

5	 Discussion

As a foremost invasive species found worldwide, H. axy-
ridis shows extremely high plasticity to various ecosystem 
types and environmental conditions (Moore, 1997). One 
mechanism conferring adaptability in H. axyridis might be 
the unusually high polymorphism of certain traits (Lombaert 

Table 1.  Results of the GLM used to analyze the number of prey 
consumed by H. axyridis under different temperature regimes. 
Main factors tested were the temperature regime (“temperature” 
factor: 10, 15, 20, 25, 30 and 35°C), the ladybird morph type 
(“polymorph” factor: succinic and melanic), ladybird gender 
(“gender” factor), and the type of prey offered (“prey” factor: 
B. tabaci, F. occidentalis, and M. persicae ).
Factors F d.f. P
Polymorph (P) 44.61 1 0.003
Gender (G) 17.54 1 0.018
Prey (PR) 31.42 2 0.006
Temperature (T) 43.14 5 0.004
P * G 22.17 1 0.010
P * PR 35.62 2 0.004
P * T 28.99 5 0.010
G * PR 22.12 2 0.011
G * T 30.62 5 0.006

Table 2.  Results of the GLM used to analyze the number of prey 
consumed by H. axydiris under different photoperiods. Main fac-
tors tested were the temperature regime (“photoperiod” factor: 
L:D = 20:04, 16:08, 12:12, 08:16, 04:20), the ladybird polymorph 
type (“polymorph” factor: succinic and melanic), ladybird gender 
(“gender” factor), and the type of prey offered (“prey” factor: 
B. tabaci, F. occidentalis, and M. persicae).
Factors F d.f. P
Polymorph (P) 33.17 1 0.005
Gender (G) 16.22 1 0.019
Prey (PR) 25.49 2 0.010
Photoperiod (PH) 43.62 4 0.004
P * G 16.74 1 0.019
P * PR 29.15 2 0.009
P * PH 29.08 4 0.009
G * PR 23.42 2 0.012
G * PH 25.18 4 0.011
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Fig. 1.  Prey consumption by different H. axyridis morphs (SF = Succinic Female; SM = Succinic Male; MF = Melanic Female;  
MM = Melanic Male) to herbivores (B. tabaci, F. occidentalis and M. persicae), under different temperature regimes.
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Fig. 2.  Prey consumption by different H. axyridis morphs (SF = Succinic Female; SM = Succinic Male; MF = Melanic Female;  
MM = Melanic Male) to herbivores (B. tabaci, F. occidentalis and M. persicae), under different photoperiod regimes.
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et al., 2008). In this study, we evaluated predation by melanic/
succinic and male/female adults of H. axyridis on three her-
bivores, under various different temperature and photoperiod 
regimes. Our results hinted that prey consumption of lady-
birds is influenced both by gender and polymorphism, even 
when consuming a single prey species under specific envi-
ronmental conditions. Similarly, predation by different types 
of ladybird (succinic/melanic and male/female) to specific 
prey varied also under standardized temperature and photo-
period. These results indicated that polymorphic type makes 
some contribution to plasticity and adaptability via effects 
on prey consumption. These findings give some clarity in the 
ecological and biological mechanisms of invasiveness of H. 
axyridis in varied ecosystems.

The research presented here showed that prey consump-
tion was temperature dependent for each herbivore tested, 
with preference for consumption of M. persicae. Succinic 
ladybirds consumed more prey than melanic forms at low 
temperatures (10 and 15°C) and melanic ladybirds showed 
high variability in the level of consumption of M. persicae, 
and refused to forage at lower temperatures. Many insects 
and other animals need an increase in food supply at cer-
tain times of year; storing energy as to maintain essential 
life activities during the overwintering diapause (Hahn & 
Denlinger 2011). Furthermore, temperature patterns have 
long been considered a key environmental signal which trig-
gers biological clock processes in arthropods (Kidd et al. 
2015). However, our results found variable foraging perfor-
mance of H. axyridis polymorphs, and suggested melanic 
forms did not consume food in in the same way as succinic 
forms even under similarly cold conditions. Most studies 
have reported advantages of herbivore polymorphism in 
terms of preventing attack by predators (Bond 2006). Further, 
many previous reports showed diverse biological or ecologi-
cal characteristics vary among H. axyridis phenotypes, such 
as prey consumption, and aspects of development and repro-
duction (Soares et al. 2001, 2005). Our previous survey also 
indicated marked differences between melanic and succinic 
ladybirds in natural population in patterns of mating pref-
erence (Wang et al. 2009, 2011). Mating preference of H. 
axyridis elytra patterns can be seasonally assortive (Osawa 
1992, Wang et al. 2009). These polymorphic-dependent pref-
erences indicate that the different elytra pattern types con-
fer physiological advantages, and that population structure 
adjusts through sexual selection processes depending upon 
environmental conditions. Temperature dependent variation 
in hunting performance might be considered to be physi-
ologically adaptive differences. Nutrition supply is related 
to many metabolic activities, such as locomotion and flight 
migration. Thus, further research is required to examine the 
mechanisms of temperature adaptive physiology and poly-
morphic characteristics of H. axyridis. Interestingly, Honek 
(1986) evaluated food consumption by H. axyridis polymor-
phic types via production of feces (PF). Wild collected lady-
birds showed significant differences of PF between males 

and females, but there was little difference between ladybirds 
of different hostplant or color morphs. Any inconsistency 
in conclusions may be due to different measurements used 
(number of prey consumed, hunting rate or PF). Molecular 
metabarcoding and quantified real-time PCR methods may 
be applied to increase resolution on the number and types 
of prey consumed (Rondoni et al. 2015, Toju & Baba 2018).

Photoperiod, another environmental variable with high 
seasonal variability, was also shown to influence prey con-
sumption by different polymorphs of H. axyridis. As with 
temperature, ladybirds under photoperiodic conditions simu-
lating late autumn or winter can reduce the rate of predation. 
All polymorphic types of H. axyridis showed similar con-
sumption rate under average (12L:12D) and long-day photo-
periods (16L:8D and 12L:4D). However, with reduced light 
period, succinic ladybirds showed higher levels of prey con-
sumption than melanic forms, especially females. As with 
temperature, a reasonable explanation for this variation in 
hunting by different phenotypes might be a seasonal adap-
tation. Components of illumination condition include light 
concentration, light wavelength (for colored environments) 
and photoperiod, all of which have been evaluated (Nation 
2008). Change in photoperiod can trigger many biological or 
physiological adaptions in virtually all living organisms, and 
is oft examined in relation to seasonal signals (Ikeno et al. 
2010). Thus, photoperiod is probably related to many physi-
ological and metabolic characteristics (e.g., diapause) which 
provide some useful function for insects during adverse 
conditions such as initiation of overwintering (Hodkova 
& Hodek 2004; Wang et al. 2017). As mentioned above, 
increasing prey consumption provides energy to maintain 
essential life activities in cold environments. In this context, 
temperature is a direct factor of influence. Conversely, short-
day photoperiod is not a directly negative condition for the 
insects but a variable that typically accompanies decreasing 
temperature (Smith & Smith 2012). This suggests that the 
varied predation strategies of ladybird polymorphic types 
might be an incidental effect. Similar effects on insect dis-
persal or migration have also be observed in response to 
photoperiod (Leppla et al. 1989, Nakamura et al. 1998). 
Such photoperiod-dependent locomotory responses might 
therefore always be linked with reduced food intake, and an 
optimal photoperiod would typically correspond to a more 
clement season. It is therefore essential to evaluate inter-
actions among the genes and pathways in insects that are 
involved in regulation for temperature and photoperiod. This 
co-evolution is probably represented in many biological and 
physiological characteristics, not only the hunting strategy of 
predators. Increasing temporal and spatial scale in investiga-
tion of ecological performance of polymorphic H. axyridis 
is also necessary for enhancing our knowledge on the evo-
lution of polymorphisms in wild populations. Furthermore, 
for revealing the mechanisms behind polymorphic variation 
and the various biological or physiological characteristics of 
H. axyridis which may be more widely relevant for under-
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standing phenotype diversity in arthropod, experiments are 
required on the environmentally-driven melanic synthesis 
for different polymorphic types, which is viable with tran-
scriptome and RNA interruption tests (Chen et al., 2019).

Acknowledgements: This study was funded by the National Key 
Research and Development Program of China (2017YFD0201000), 
the Beijing Key Laboratory of Environment-Friendly Management 
on Fruit Disease and Pests in North China (BZ0432), the Beijing 
Science and Technology Program (D171100001617003), the Youth 
Scientific Research Funds of Beijing Academy of Agricultural and 
Forestry Sciences (QNJJ201725), and the International Joint 
Research Program of BAAFS (GJHZ2016).

References

Arakane, Y., Dittmer, N. T., Tomoyasu, Y., Kramer, K. J., 
Muthukrishnan, S., Beeman, R. W., & Kanost, M. R. (2010). 
Identification, mRNA expression and functional analysis of sev-
eral yellow family genes in Tribolium castaneum. Insect 
Biochemistry and Molecular Biology, 40(3), 259–266. https://
doi.org/10.1016/j.ibmb.2010.01.012

Bezzerides, A. L., Mcgraw, K. J., Parker, R. S., & Husseini, J. 
(2007). Elytra color as a signal of chemical defense in the Asian 
ladybird beetle Harmonia axyridis. Behavioral Ecology and 
Sociobiology, 61(9), 1401–1408. https://doi.org/10.1007/s00265- 
007-0371-9

Bond, A. B., & Kamil, A. C. (2006). Spatial heterogeneity, predator 
cognition, and the evolution of color polymorphism in virtual 
prey. Proceedings of the National Academy of Sciences of the 
United States of America, 103(9), 3214–3219. https://doi.org/ 
10.1073/pnas.0509963103

Brown, P. M. J., Adriaens, T., Bathon, H., Cuppen, J., Goldarazena, 
A., Hägg, T., … Roy, D. B. (2008). Harmonia axyridis in 
Europe: Spread and distribution of a non-native coccinellid. 
BioControl, 53(1), 5–21. https://doi.org/10.1007/s10526-007- 
9132-y

Chen, X., Xiao, D., Du, X. Y., Guo, X. J., Zhang, F., Desneux, 
N., … Wang, S. (2019). The role of the dopamine melanin path-
way in the ontogeny of elytral melanization in Harmonia axyri-
dis. Frontiers in Physiology, 10, 1066. https://doi.org/10.3389/
fphys.2019.01066

Crowson, R. A. (1981). The biology of the Coleoptera. Cambridge, 
US: Academic press.

Danks, H. V. (1994). Insect life-cycle polymorphism: Theory, evo-
lution and ecological consequences for seasonality and diapause 
control. Kluwer Academic, Netherland.

Facon, B., Hufbauer, R. A., Tayeh, A., Loiseau, A., Lombaert, E., 
Vitalis, R., … Estoup, A. (2011). Inbreeding depression is 
purged in the invasive insect Harmonia axyridis. Current 
Biology, 21(5), 424–427. https://doi.org/10.1016/j.cub.2011. 
01.068

Fellowes, M., Holloway, G. J., & Rolff, J. (2005). Insect 
Evolutionary Ecology. UK: CABI Publishing.

Gao, Y., Hou, X. J., Xu, W., Xiong, J. F., Cui, J., & Shi, S. S. (2016). 
Predatory function responses of 19-spot Harmonia axyridis 

adult to Thrips nigropilosus. Zhongguo Youliao Zuowu Xuebao, 
38(4), 508–512.

Guo, H. S., Shen, Q. D., Fang, D., Zhu, J., Fang, Y. H., Wang, B., … 
Tang, B. (2014). The mtCOI and 16S rRNA variations in  
colour morphs of Harmonia axyridis Pallas (Coleoptera: 
Coccinellidae). Oriental Insects, 48(3–4), 175–186. https://doi.
org/10.1080/00305316.2015.1005959

Hahn, D. A., & Denlinger, D. L. (2011). Energetics of Insect 
Diapause. Annual Review of Entomology, 56(1), 103–121. 
https://doi.org/10.1146/annurev-ento-112408-085436

Hesler, L. S., Fothergill, K., Tindall, K. V., & Losey, J. E. (2010). 
Variation in elytral macular forms of Coccinella septempunctata 
L. (Coleoptera: Coccinellidae) in north America. Proceedings of 
the Entomological Society of Washington, 112(4), 500–507. 
https://doi.org/10.4289/0013-8797.112.4.500

Hodek, I., & Honek, A. (2009). Ecology of Coccinellidae. Springer 
Netherlands.

Hodkova, M., & Hodek, I. (2004). Photoperiod, diapause and cold-
hardiness. European Journal of Entomology, 101(3), 445–458. 
https://doi.org/10.14411/eje.2004.064

Honek, A. (1986). Production of faeces in natural populations of 
aphidophagous coccinellids (Col.) and estimation of predation 
rates. Journal of Applied Entomology, 102(1-5), 467–476. 
https://doi.org/10.1111/j.1439-0418.1986.tb00947.x

Honek, A., Martinková, Z., Dixon, A. F. G., Roy, H. E., & Pekár, S. 
(2016). Long-term changes in communities of native coccinel-
lids: Population fluctuations and the effect of competition from 
an invasive non-native species. Insect Conservation and 
Diversity, 9(3), 202–209. https://doi.org/10.1111/icad.12158

Honek, A., Dixon, A. F., Soares, A. O., Skuhrovec, J., & Martinkova, 
Z. (2017). Spatial and temporal changes in the abundance and 
compostion of ladybird (Coleoptera: Coccinellidae) communi-
ties. Current Opinion in Insect Science, 20, 61–67. https://doi.
org/10.1016/j.cois.2017.04.001

Ikeno, T., Tanaka, S. I., Numata, H., & Goto, S. (2010). 
Photoperiodic diapause under the control of circadian clock 
genes in an insect. BMC Biology, 8(1), 116. https://doi.
org/10.1186/1741-7007-8-116

Jiang, M., Way, M. O., Zhang, W., & Cheng, J. (2007). Rice water 
weevil females of different elytral color morphs: Comparisons 
of locomotor activity, mating success, and reproductive capac-
ity. Environmental Entomology, 36(5), 1040–1047. https://doi.
org/10.1603/0046-225X(2007)36[1040:RWWFOD]2.0.CO;2

Kang, E. J., Jo, C. W., Park, C. R., Yoon, K. S., Kang, M., Kwon, 
H. R., … Youn, Y.-N. (2009). Effects of environmental factors 
on elytra colored patterns of multicolored Asian lady beetles, 
Harmonia axyridis (Coleoptera: Coccinellidae). Korean Journal 
of Applied Entomology, 48(4), 459–466. https://doi.org/10.5656/
KSAE.2009.48.4.459

Kidd, P. B., Young, M. W., & Siggia, E. D. (2015). Temperature 
compensation and temperature sensation in the circadian clock. 
Proceeding of Nation Academy of Sciences E6184-E6292. 
https://doi.org/10.1073/pnas.1511215112

Koch, R. L. (2003). The multicolored Asian lady beetle, Harmonia 
axyridis: A review of its biology, uses in biological control, and 
non-target impacts. Journal of Insect Science, 3(32), 1–16. 
https://doi.org/10.1673/031.003.3201

Legrand, P., Vanderplanck, M., Lorge, S., Maesen, P., Lognay, G., 
Vilcinskas, A., … Verheggen, F. (2019). Cuticular hydrocarbon 
composition does not allow Harmonia axyridis males to identify 

eschweizerbart_xxx

https://doi.org/10.1016/j.ibmb.2010.01.012
https://doi.org/10.1016/j.ibmb.2010.01.012
https://doi.org/10.1007/s00265-007-0371-9
https://doi.org/10.1007/s00265-007-0371-9
https://doi.org/10.1073/pnas.0509963103
https://doi.org/10.1073/pnas.0509963103
https://doi.org/10.1007/s10526-007-9132-y
https://doi.org/10.1007/s10526-007-9132-y
https://doi.org/10.3389/fphys.2019.01066
https://doi.org/10.3389/fphys.2019.01066
https://doi.org/10.1016/j.cub.2011.01.068
https://doi.org/10.1016/j.cub.2011.01.068
https://doi.org/10.1080/00305316.2015.1005959
https://doi.org/10.1080/00305316.2015.1005959
https://doi.org/10.1146/annurev-ento-112408-085436
https://doi.org/10.4289/0013-8797.112.4.500
https://doi.org/10.14411/eje.2004.064
https://doi.org/10.1111/j.1439-0418.1986.tb00947.x
https://doi.org/10.1111/icad.12158
https://doi.org/10.1016/j.cois.2017.04.001
https://doi.org/10.1016/j.cois.2017.04.001
https://doi.org/10.1186/1741-7007-8-116
https://doi.org/10.1186/1741-7007-8-116
https://doi.org/10.1603/0046-225X%282007%2936%5B1040/RWWFOD%5D2.0.CO%3B2
https://doi.org/10.1603/0046-225X%282007%2936%5B1040/RWWFOD%5D2.0.CO%3B2
https://doi.org/10.5656/KSAE.2009.48.4.459
https://doi.org/10.5656/KSAE.2009.48.4.459
https://doi.org/10.1073/pnas.1511215112
https://doi.org/10.1673/031.003.3201


258        Xu Chen et al.

the mating status of sexual partners. Entomologia Generalis, 
38(3), 211–224. https://doi.org/10.1127/entomologia/2019/0552

Leppla, N. C., Koehler, P. G., & Agee, H. R. (1989). Circadian 
rhythms of the German cockroach (Dictyoptera: Blattellidae): 
Locomotion in response to different photoperiods and wave-
lengths of light. Journal of Insect Physiology 35(1): 1–66.

Lin, K. J., Wu, K. M., Liu, S. B., Zhang, Y. J., & Guo, Y. Y. (2006). 
Functional response of Chrysopa sinica, Propylea japonica and 
Leis axyridis to Bemisia tabaci. Chinese Bulletin of Entomology, 
43(3), 339–343.

Lombaert, E., Malausa, T., Devred, R., & Estoup, A. (2008). 
Phenotypic variation in invasive and biocontrol populations of 
the harlequin ladybird, Harmonia axyridis. BioControl, 53(1), 
89–102. https://doi.org/10.1007/s10526-007-9131-z

Martins, C. B. C., Almeida, L. M., Zonta-de-Carvalho, R. C., 
Castro, C. F., & Pereira, R. A. (2009). Harmonia axyridis : A 
threat to Brazilian Coccinellidae? Revista Brasileira de 
Entomologia, 53(4), 663–671. https://doi.org/10.1590/S0085- 
56262009000400018

Moore, A. J. (1997). The genetics of phenotypic plasticity in a colo-
nizing population of the ladybird beetle, Harmonia axyridis. 
Heredity, 78(3), 261–269.

Nakamura, K., Hodkova, M., & Hodek, I. (1998). Effect of photo-
period on flight activity in Graphosoma lineatum (Heteroptera: 
Pentatomidae). European Journal of Entomology, 95(2), 
297–300.

Nation, J. L. (2008). Insect Physiology and Biochemistry (2nd ed.). 
Danvers, US: Taylor & Francis Group.

Obrycki, J. J., & Kring, T. J. (1998). Predaceous Coccinellidae in 
biological control. Annual Review of Entomology, 43(1), 295–
321. https://doi.org/10.1146/annurev.ento.43.1.295

Oh, K. P., & Shaw, K. L. (2013). Multivariate sexual selection in a 
rapidly evolving speciation phenotype. Proceedings of the 
Royal Society B Biological Sciences 280(1761). https://doi.
org/10.1098/rspb.2013.0482

Orlova-Bienkowskaja, M. J., Ukrainsky, A. S., & Brown, P. M. J. 
(2010). Differences in biological and behavioural characteristics 
of Harmonia axyridis (Coleoptera: Coccinellidae) according to 
colour patterns of elytra. Journal of Applied Entomology, 
132(3), 239–247.

Osawa, N., & Nishida, T. (1992). Seasonal variation in elytral 
colour polymorphism in Harmonia axyridis (the ladybird bee-
tle): The role of non-random mating. Heredity, 69(4), 297–307. 
https://doi.org/10.1038/hdy.1992.129

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

Rodríguez-del-Bosque, L. A. (2004). Seasonal polymorphism in 
elytral coloration pattern of Anomala flavipennis burmeister 
(Coleoptera: Scarabaeidae) in Mexico. Journal of Entomological 
Science, 39(4), 545–550. https://doi.org/10.18474/0749-8004- 
39.4.545

Rondoni, G., Athey, K. J., Harwood, J. D., Conti, E., Ricci, C., & 
Obrycki, J. J. (2015). Development and application of molecular 
gut-content analysis to detect aphid and coccinellid predation  
by Harmonia axyridis (Coleoptera: Coccinellidae) in Italy. 
Insect Science, 22(6), 719–730. https://doi.org/10.1111/1744- 
7917.12165

Smith, T. M., & Smith, R. L. (2012). Elements of Ecology (8th ed.). 
US: Pearson Education Inc Glenview.

Soares, A. O., Coderre, D., & Schanderl, H. (2001). Fitness of two 
phenotypes of Harmonia axyridis (Coleoptera: Coccinellidae). 
European Journal of Entomology, 98(3), 287–293. https://doi.
org/10.14411/eje.2001.048

Soares, A. O., Coderre, D., & Schanderl, H. (2003). Effect of tem-
perature and intraspecific allometry on predation by two pheno-
type of Harmonia axyridis (Coleoptera: Coccinellidae). 
Environmental Entomology, 32(5), 939–944. https://doi.org/ 
10.1603/0046-225X-32.5.939

Soares, A. O., Coderre, D., & Schanderl, H. (2005). Influence of 
prey quality on the fitness of two phenotypes of Harmonia axy-
ridis adults. Entomologia Experimentalis et Applicata, 114(3), 
227–232. https://doi.org/10.1111/j.1570-7458.2005.00246.x

Soares, A. O., Honek, A., Martinkova, Z., Skuhrovec, J., Cardoso, 
P., & Borges, I. (2017). Harmonia axyridis failed to establish in 
the Azores: The role of species richness, intraguild interactions 
and resource availability. BioControl, 62(3), 423–434. https://
doi.org/10.1007/s10526-017-9794-z

Tan, X. L., Zhao, J., Wang, S., & Zhang, F. (2015). Optimization 
and evaluation of microencapsulated artificial diet for mass rear-
ing the predatory ladybird Propylea japonica (Coleoptera: 
Coccinellidae). Insect Science, 22(1), 111–120. https://doi.
org/10.1111/1744-7917.12098

Tang, Y. (2008). R Language and Statistical Analysis. Beijing, 
China: Electric Publisher.

Tayeh, A., Hufbauer, R. A., Estoup, A., Ravigné, V., Frachon, L., & 
Facon, B. (2015). Biological invasion and biological control 
select for different life histories. Nature Communications, 6(1), 
7268. https://doi.org/10.1038/ncomms8268

Toju, H., & Baba, Y. G. (2018). DNA metabarcoding of spiders, 
insects, and springtails for exploring potential linkage between 
above- and below-ground food webs. Zoological Letters, 4(1), 
4. https://doi.org/10.1186/s40851-018-0088-9

Verheggen, F., Vogel, H., & Vilcinskas, A. (2017). Behavioral and 
Immunological Features Promoting the Invasive Performance 
of the Harlequin Ladybird Harmonia axyridis. Frontiers in 
Ecology and Evolution, 5(5), 156. https://doi.org/10.3389/
fevo.2017.00156

Wang, S., Michaud, J. P., Zhang, R., Zhang, F., & Liu, S. (2009). 
Seasonal cycles of assortative mating and reproductive behav-
iour in polymorphic populations of Harmonia axyridis in china. 
Ecological Entomology, 34(4), 483–494. https://doi.org/10.1111/ 
j.1365-2311.2008.01075.x

Wang, S., Michaud, J. P., Tan, X. L., Zhang, F., & Guo, X. J. (2011). 
The aggregation behavior of Harmonia axyridis in its native 
range in Northeast China. BioControl, 56(2), 193–206. https://
doi.org/10.1007/s10526-010-9325-7

Wang, X. M., Yang, X. B., Zang, L. S., Wang, Z., Ruan, C. C., & 
Liu, X. J. (2017). Effect of geographic variation on biology and 
cold tolerance of Harmonia axyridis in China. Entomologia 
Generalis, 36(3), 239–250. https://doi.org/10.1127/entomologia/ 
2017/0441

Manuscript received: 7 August 2019
Revisions requested: 2 September 2019
Modified version received: 11 September 2019
Accepted: 19 September 2019

eschweizerbart_xxx

https://doi.org/10.1127/entomologia/2019/0552
https://doi.org/10.1007/s10526-007-9131-z
https://doi.org/10.1590/S0085-56262009000400018
https://doi.org/10.1590/S0085-56262009000400018
https://doi.org/10.1146/annurev.ento.43.1.295
https://doi.org/10.1098/rspb.2013.0482
https://doi.org/10.1098/rspb.2013.0482
https://doi.org/10.1038/hdy.1992.129
https://doi.org/10.1146/annurev-ento-120709-144755
https://doi.org/10.18474/0749-8004-39.4.545
https://doi.org/10.18474/0749-8004-39.4.545
https://doi.org/10.1111/1744-7917.12165
https://doi.org/10.1111/1744-7917.12165
https://doi.org/10.14411/eje.2001.048
https://doi.org/10.14411/eje.2001.048
https://doi.org/10.1603/0046-225X-32.5.939
https://doi.org/10.1603/0046-225X-32.5.939
https://doi.org/10.1111/j.1570-7458.2005.00246.x
https://doi.org/10.1007/s10526-017-9794-z
https://doi.org/10.1007/s10526-017-9794-z
https://doi.org/10.1111/1744-7917.12098
https://doi.org/10.1111/1744-7917.12098
https://doi.org/10.1038/ncomms8268
https://doi.org/10.1186/s40851-018-0088-9
https://doi.org/10.3389/fevo.2017.00156
https://doi.org/10.3389/fevo.2017.00156
https://doi.org/10.1111/j.1365-2311.2008.01075.x
https://doi.org/10.1111/j.1365-2311.2008.01075.x
https://doi.org/10.1007/s10526-010-9325-7
https://doi.org/10.1007/s10526-010-9325-7
https://doi.org/10.1127/entomologia/2017/0441
https://doi.org/10.1127/entomologia/2017/0441



