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Simple Summary: Spodoptera frugiperda (JE Smith) invaded China, dispersed quickly and poses
a major threat to agriculture. The predation potential of two species of predators, Orius sauteri
(Poppius) and Harmonia axyridis (Pallas), were tested using functional response experiments in a
laboratory. The predation potential of nymphs of O. sauteri and adults of H. axyridis on eggs and
larvae of the pest fitted Holling’s Type II functional response models. Our findings revealed the
potential of the two biocontrol agents to control S. frugiperda.

Abstract: The lepidopteran pest, Spodoptera frugiperda (JE Smith), spread rapidly after its first detec-
tion in China and has caused significant yield loss to maize production in the southwestern part
of the country. Although natural enemies of S. frugiperda are present in the field, biological control
using naturally distributed predators is ineffective because their underlying populations are too low.
To enhance our understanding of the potential role of natural enemies in regulating this invasive
pest, functional response experiments were conducted to quantify the response of two predators,
Orius sauteri (Poppius) (Hemiptera: Anthocoridae) and Harmonia axyridis (Pallas) (Coleoptera: Coc-
cinellidae), in terms of consumption of S. frugiperda. Experimental results revealed that the predatory
effects of nymphs of O. sauteri and H. axyridis on the eggs and larvae of S. frugiperda fitted Holling’s
Type II functional response model. Importantly, the theoretical maximum number of prey consumed
per day (Na-max), the instantaneous attack rate (a′) and the handling time (Th) of O. sauteri nymphs
on S. frugiperda eggs were 15.19, 0.7444 and 0.049 d, respectively; and the parameters on first instar
larvae of S. frugiperda were 700.24, 0.5602 and 0.0008 d, respectively. These data contrast to those
of H. axyridis, where the Na-max, a′ and Th of adults on eggs of S. frugiperda were 130.73, 1.1112 and
0.085 d, respectively, and on the first instar larvae of S. frugiperda were 1401.1, 0.8407 and 0.0006 d,
respectively. These results revealed that H. axyridis is a highly voracious predator of the eggs and
young larvae of S. frugiperda and O. sauteri could also be used as biocontrol agent of this pest. Our
work provides a theoretical framework for the application of natural enemies to control S. frugiperda
in the field. Further research is required to strategize conservation biological control approaches in
the field to increase populations of these predators and enhance the suppression of S. frugiperda.

Keywords: invasive pest; predator–prey interactions; predatory functional response; biological
control
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1. Introduction

The fall armyworm, Spodoptera frugiperda (JE Smith) (Lepidoptera: Noctuidae), origi-
nated in tropical and subtropical areas of America [1], and its ability for rapid migration
and diffusion has resulted in worldwide expansion [2,3]. Presently, this lepidopteran pest
occurs in 96 countries or regions, contributing to it becoming a major migratory pest in
the global warning system of FAO (Food and Agriculture Organization of the United
Nations) [4]. Spodoptera frugiperda is a polyphagous pest with over 300 host plants, includ-
ing maize, cotton, rice, peanut, sorghum, beet, soybean, tobacco, tomato, potato, onion,
and wheat (https://www.cabi.org/ISC/datasheet/29810; accessed on 18 November 2021).
Such a diverse feeding range poses a major threat to worldwide crop production and
was first reported in Southwest China in December 2018, quickly dispersing northward
thereafter and now occurs in 385 counties (cities and districts) of 14 provinces, covering an
area of 9.23 thousand hectares [5,6].

The rapid spread of S. frugiperda throughout China has driven research efforts towards
identifying effective control strategies that reduce crop damage. Chemical control has been
largely applied [7], but the unsustainable nature and environmental toxicity of pesticides
make it unwelcome in modern agriculture, especially in organic production. In addition,
coupled with the inefficiency of pesticide application due to the feeding behavior of these
pests whereby they feed on the underside of leaves and can bore into plants and fruits,
make alternative approaches preferable for long-term management. More importantly,
long-term application of pesticides has resulted in resistance to many classes, including
carbamates, organophosphates and pyrethroids [8] and multiple side effects on non-target
arthropods and human health have been widely documented [9,10]. Given these factors
and the negative effects of chemical control [11], there is an urgent need to explore effective
sustainable and/or auxiliary chemical control methods to achieve successful pest regula-
tion [12]. Considerable attention has been afforded to the protection, utilization and release
of natural enemies for biological control. For example, parasitoids Glyptapanteles creatonoti
(Viereck) (Hymenoptera: Braconidae) and Campoletis chlorideae Uchida (Hymenoptera: Ich-
neumonidae) were found to attacked the larvae or eggs of S. frugiperda in India [13]; Cotesia
icipe Fernández-Triana & Fiaboe (Hymenoptera, Braconidae) was reported to be the most
dominant parasitoid in Africa [14]. However, studies on predators of this pest are relatively
rare. Field investigations in maize revealed high populations of Orius sauteri (Poppius)
(Hemiptera: Anthocoridae), Chrysopa pallens (Rambur) (Neuroptera: Chrysopidae) and
Sympetrum croceolum (Selys) (Odonata: Libellulidae), with significant numbers feeding
on S. frugiperda larvae (pers. obs., Ning Di). The generalist predator, O. sauteri, is widely
distributed in maize fields and some of these natural enemies acting in concert with each
other could provide effective levels of pest control.

Predators belonging to Anthocoridae are useful in biological control programs and
have been utilized in field and greenhouse settings [15–19]. Orius sauteri, exhibits high
predation rates and routinely prey on aphids, leafhoppers, thrips, leaf mites, whiteflies
and newly hatched larvae and eggs of Lepidoptera [20]. Importantly, it has attracted
widespread attention for biological control in China and plays an important role in many
field crops. Orius sauteri is particularly common in Northern China and is very abundant
in Liaoning (Xingcheng), Beijing, Tianjin, Hebei, Shanxi, Hubei, and Sichuan [21]. The
predatory efficiency of natural enemies could be evaluated by functional response models,
which are widely used to quantify consumption of natural enemies under prey with
different densities, mainly including Holling’s Type I, II and III models [22]. Among the
models, the predation of predators in Holling’s Type I is proportional to prey density, and
finally reaches saturation; Holling’s Type II, the attack speed of a predator, initially increases
with an increase in prey density, and then the rate of increase slows down to saturation;
and Holling’s Type III, S-curve, the searching speed of predators is an increase of index
with an increase in prey density, but gradually decreases to saturation [23]. When it comes
to functional response models of predators on pests, Holling’s Type II models are much
more commonly reported than Type III. The latter is often used as a predictor of predators
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to regulate the population of pests [24]. Previous research revealed the predatory response
of O. sauteri to Frankliniella occidentalis (Pergande) [25] and pseudopupae of Bemisia tabaci
(Gennadius) [19] were consistent with the Holling’s Type II functional response model.
Similar results were reported by Ge et al. (2018) [26] when examining the predatory capacity
of O. sauteri on Aphis craccivora Koch and other research corroborates these patterns on
Orius albidipennis (Reuter) consumption of Megalurothrips sjostedti (Trybom) [27].

Harmonia axyridis (Coleoptera: Coccinellidae) is native to Northeastern Asia and is an
important natural enemy of many pests, including various hemipterans, such as aphids,
mites and scale insects, and the larvae and pupae of Coleoptera, Hymenoptera, Diptera,
and Lepidoptera [28–31]. They are frequently touted as valuable agents in agricultural
production throughout the world [32] and the functional response and predatory capacity of
H. axyridis has been widely studied [33–36], providing an important baseline of information
for the utilization of H. axyridis in biological control. In addition to the abundance and
predation behavior we observed in the field, O. sauteri and H. axyridis are among the most
commonly used and mass-reared predators, and can be easily purchased by growers. Thus,
it is important to evaluate the predation ability of the two kinds of natural enemies on the
invasive pest, which helps to develop biocontrol strategies in the field.

There are many approaches to biological control and the protection and utilization
of local agents is becoming increasingly important for open field management of insect
pests [11,37]. These conservation biological control strategies are often considered optimal
due to their relative low cost compared to rear and release methods. It is therefore necessary
to evaluate native natural enemies for the management of S. frugiperda prior to their
utilization in a region. To examine this, we conducted a series of experiments to quantify
the predatory behavior and response of two native predators on S. frugiperda to evaluate
their potential role in biological control.

2. Materials and Methods
2.1. Study Organisms
2.1.1. Spodoptera frugiperda

Samples of S. frugiperda were collected from maize fields from the experimental
campus of the Plant Protection and Plant Inspection Station (PPPIS) in Kaiyuan, China
(GPS location: 103◦27′61” N, 23◦71′75” E) in May 2019. The insects were transferred to the
laboratory at PPPIS and maintained in cages (60 cm × 60 cm × 60 cm), covered with 80-
mesh gauze in a temperature-controlled insect feeding room (25 ± 2 ◦C, relative humidity
60% and photoperiod 16 h:8 h (L:D)) and fed daily with fresh maize leaves.

2.1.2. Orius sauteri and Harmonia axyridis

Orius sauteri and H. axyridis were all taken from established colonies at the Laboratory
of Applied Entomology, Institute of Plant and Environment Protection, Beijing Academy of
Agricultural and Forestry Sciences (BAAFS), Beijing, China. Orius sauteri were reared on
eggs of Corcyra cephalonica (Stainton) (Lepidoptera: Pyralidae) with common bean Phaseolus
vulgaris L. as the plant substrate. Harmonia axyridis were derived from a breeding population
in the laboratory that were fed on Megoura japonica (Matsumura) (Hemiptera: Aphididae)
that were reared on Vicia faba L. Both predators were maintained on a photoperiod of 16
h:8 h (L:D) and temperature of 25 ± 2 ◦C. Harmonia axyridis were selected randomly as
adults, at 7 and 12 days after emergence, and O. sauteri were selected as 5-day nymphs. All
predators were starved for 24 h prior to the experiment.

2.2. Experimental Methodology
2.2.1. Predatory Capacity of Orius sauteri and Harmonia axyridis on Spodoptera frugiperda
Larvae

First instar larvae of S. frugiperda were placed in a petri dish (9 cm in diameter) with
fresh corn leaves at room temperature and water was provided with moistened cotton
balls. The densities of larvae were 10, 20, 40, 60, and 80 per dish and replicated 15 times
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per treatment. A single O. sauteri was placed into each dish and covered with a layer of
breathable gauze. After 24 h, the remaining larvae was recorded and a control group was
established at the same density (10, 20, 40, 60 and 80 larvae per dish) without any predators
and natural mortality rates were recorded. The predatory behavior of the two species was
evaluated in the same way.

2.2.2. Predatory Capacity of Orius sauteri and Harmonia axyridis on Spodoptera frugiperda
Eggs

Experimental conditions and replications were as described in Section 2.2.1. The only
variable was the number of S. frugiperda eggs per treatment, being set at 10, 20, 40, and 80
eggs per dish for both predator treatments.

2.2.3. Effects of Natural Enemy Density on Predatory Response

Ambient conditions for this experiment followed those described above. The number
of natural enemies was 1, 2, 3, 4, and 5 larvae per dish and the density of first instar larvae
of S. frugiperda was 20 per dish. Each treatment was repeated 15 times and the number of
larvae remaining in each dish was recorded and analyzed after 24 h.

2.3. Statistics and Analysis

The reciprocal conversion of pest density and natural enemy feeding was set to the
functional response equation and the theoretical values of each parameter was compared by
chi-square test. One-way ANOVA (post hoc Tukey’s HSD test, SPSS 25.0; SPSS, Chicago, IL,
USA) (p < 0.05) was used to analyze the differences in pest consumption. The homogeneity
of variance was tested before analysis with natural logarithmic transformation performed
when necessary. The Holling’s Type II Functional Response Model is Na = a′NT

1+a′Th N [38],
where Na is the net prey consumption rate by the predator during selected time period, a′

is the instantaneous attack rate, N is the density of eggs or larvae, T is the predatory time of
the predator (1 day) and Th is the time required to prey on a larva or egg (handling time).

3. Results
3.1. Predation by Orius sauteri on Larvae and Eggs of Spodoptera frugiperda

The rate of consumption by O. sauteri on S. frugiperda larvae increased significantly as
larval density increased (F = 121.059, df = 4, 70, p < 0.05) (Figure 1a). At a larval density
of 40/dish, the number of prey consumed was 23.25 ± 1.48 but interestingly when prey
availability was reduced (n = 10/dish), mean predation rate was only 6 ± 0.71 despite
the capacity to consume considerably more prey. Similarly, consumption of S. frugiperda
eggs increased significantly with higher numbers of available prey (F = 4.691, df = 3, 56,
p = 0.044) (Figure 1b).

Figure 1. The average predation quantity of 5th instar nymphs of Orius sauteri on 1st instar larvae
of Spodoptera frugiperda at different prey densities (±SE) (a) and the number of eggs consumed at
different prey densities (±SE) (b). Different letters signify significant differences at p < 0.05.
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3.2. Effect of Predator Density on Consumption of Spodoptera frugiperda by Orius sauteri and
Harmonia axyridis

Increasing the number of predators significantly affected the number of prey con-
sumed by O. sauteri (F = 8.492, df = 4, 70, p < 0.05) (Figure 2a) and H. axyridis (F = 9.24,
df = 4, 70, p < 0.05) (Figure 2b).

Figure 2. The mean (±SE) number of Spodoptera frugiperda 1st instar larvae consumed by Orius
sauteri (a) and Harmonia axyridis (b) at different predator densities. Different letters signify significant
differences at p < 0.05.

3.3. Predation by Harmonia axyridis on Larvae and Eggs of Spodoptera frugiperda

The consumption of larvae of S. frugiperda by H. axyridis increased as the number of
available larvae increased (F = 117.319, df = 4, 70, p < 0.05). At a larval density of 60/dish,
almost all prey were consumed by the single predator (58.00 ± 0.95) and at a lower density
(n = 10), most prey were eaten (8.4 ± 0.51). The number of eggs of S. frugiperda consumed
also increased significantly as the number provided increased (F = 30.055, df = 3, 56, p < 0.05)
(Figure 3b).

Figure 3. The average predation quantity of adult Harmonia axyridis on 1st instar larvae of Spodoptera
frugiperda at different prey densities (±SE) (a) and the number of eggs consumed at different prey
densities (±SE) (b). Different letters signify significant differences at p < 0.05.

3.4. Functional Response of Predators Consuming Spodoptera frugiperda

The consumption of S. frugiperda by O. sauteri (Table 1) revealed a clear Holling’s Type
II functional response (R2 > 0.8, p > 0.05). The Th of nymphs of O. sauteri on S. frugiperda
eggs was 0.049 d with a maximum daily feeding rate of 15.19 larvae/d. Although the
predation numbers of O. sauteri on the pest larvae showed a density dependent manner
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(Figure 1a), the Type II functional response model revealed that a leveling off tendency
would appear when the prey density continuously increase. The Th of O. sauteri on the
young larvae of the pest was 0.0008 and the Na-max was 700.24.

Table 1. Parameters of the functional response of Orius sauteri preying on Spodoptera frugiperda.

Orius sauteri Prey Fitted Formula R2 a′ Th Na-max X2, p

Nymph larvae Na = 0.5626N/(1 − 0.0008N) 0.8591 0.5602 0.0008 700.24 3.333, 1.000
eggs Na = 0.7444N/(1 + 0.049N) 0.9947 0.7444 0.049 15.19 8.000, 0.924

Note: Na-max = a′/Th (the theoretical maximum number of prey consumed per day; number); a′ (per day); Th (days).

The functional response of adult H. axyridis preying upon S. frugiperda (Table 2) also
followed a Holling’s Type II functional response (R2 > 0.9, p > 0.05). The Th on S. frugiperda
eggs was 0.0085 d with a maximum daily feeding rate of 130.73 eggs/d. The Th of H.axyridis
on the young larvae of S. frugiperda was 0.0006 d and the Na-max was 1401.1.

Table 2. Parameters of functional response of Harmonia axyridis preying on Spodoptera frugiperda.

Harmonia
axyridis Prey Fitted Formula R2 a′ Th Na-max X2, p

Adult
larvae Na = 0.8322N/(1 + 0.0006N) 0.9322 0.8407 0.0006 1401.1 2.400, 1.000
eggs Na = 1.1112N/(1 + 0.0085N) 0.9654 1.1112 0.0085 130.73 18.250, 0.108

>Note: Na-max = a′/Th (the theoretical maximum number of prey consumed per day; number); a′ (per day); Th (days).

4. Discussion

The present study examined the predatory capacity of two native predators to eggs
and larvae of the invasive lepidopteran herbivore S. frugiperda. Results revealed that H.
axyridis and O. sauteri both readily preyed upon eggs and young larvae of S. frugiperda,
providing a favorable theoretical and practical framework for controlling these pests in the
field. Invasive pests often become established in new habitats due to the lack of natural
enemies in the new region. Furthermore, given the inherent challenges associated with
non-target impacts of introduced exotic generalist predators, evaluation of the suppression
capacity of local natural enemies are critical for their successful utilization in biological
control programs. During the selection for natural enemies in biological control, the positive
density effect of their feeding ability is the basic condition for evaluating their potential role
in the field [39]. The Holling’s Type II functional response model was fitted to the predatory
effect H. axyridis and O. sauteri on S. frugiperda and our results assist in developing a strategy
utilizing different predators in concert with one another for sustainable pest management.

Estimation of the potential for pest suppression through the regression of Holling
series modeling has been widely used for selecting optimal candidates in biological con-
trol [38,40]. The present study revealed that predation by both predators clearly followed a
Holling’s Type II regression and indicated that prey were consumed at increasing rates as
density increased. The number of prey consumed by O. sauteri on S. frugiperda increased as
pest density increased, and reached saturation at a high density, indicating that O. sauteri
could be selected as a potential natural enemy to control S. frugiperda. Similar trends
were reported on other predator species of Orius. Spp, for example, Orius similis Zheng
(Hemiptera: Anthocoridae) [41], Orius laevigatus (Fieber) (Hemiptera: Anthocoridae) [42]
and Orius insidiosus (Say) (Hemiptera: Anthocoridae) [43]. Similarly, when H. axyridis
preyed on the eggs or larvae of S. frugiperda, they also exhibited a positive density effect.
These results indicate the theoretical daily maximum predation quantity of H. axyridis
and O. sauteri on larvae of S. frugiperda were 1401.1 and 700.24, respectively, while that
on eggs were 130.73 and 15.19, respectively. The duration of consumption (Th) on eggs
was previously reported as being shorter than on larvae when Lycoriella pleuroti Yang et
Zhang was consumed by female O. sauteri adults [38]. However, in the present study,
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the Th values from the two natural enemies on eggs were larger than when consuming
larvae, which may be related to the physiological structure of S. frugiperda eggs. These eggs
are surrounded by floc that provides protection for eggs in the natural environment and
disrupt predation by natural enemies. Harmonia axyridis was reported to show a significant
control effect on Myzus persicae (Sulzer) [44] and Aphis gossypii Glover, also fitting closely to
a Holling’s Type II functional response model [45]. Compared with the results presented
here, the estimated attack rates on S. frugiperda were higher than on aphids, possibly due
to the relatively high mobility of S. frugiperda larvae and the physical structure of the eggs.

For practical field-based application, once prey density exceeds the threshold density,
the natural enemy typically does not increase prey consumption in a given time and will
plateau at a theoretical maximum consumption rate. Our estimations infer that H. axyridis
may consume the eggs and larvae of S. frugiperda at a similar level according to the a′

generated from the fitted formula. However, O. sauteri showed higher attacking efficiency
to the eggs of S. frugiperda but spent more time in handling each egg compared to preying
on the larvae. Consistent with the results shown from H. axyridis, the physical structure
of S. frugiperda eggs resulted in a longer handling time and smaller theoretic maximum
predation number. In addition to the physical structure of the pest eggs, the predation
efficiency was also influenced by temperature [46] and other environmental conditions,
but the resistance of host plants was reported to show no effect on the preference of H.
axyridis [47].

Predators often have a generalist diet, they are sometimes considered ineffective for
sustainable management [48]. Our results revealed that O. sauteri preferentially consumed
1st instar larvae compared to eggs, and their predation were disturbed by the physical
structures of the pests. Parasitoids are often used for the suppression of lepidopterous pests
in the field and their releases have been widely studied [11,49]. For example, Telenomus
remus Nixon (Hymenoptera: Playtgastridae) has already been applied in biological control
programs in Africa [50] and could be an effective candidate for biological control. It
could, therefore, be speculated that O. sauteri could be an effective biological control
agent when used in conjunction with parasitoid release. H. axyridis may be effective as
a supplementary biological control agent and providing longer-term suppression of pest
larvae. Pest suppression can be more efficient when a range of different strategies are
adopted including the utilization of native natural enemies in conservation biological
control. Such approaches can be efficient in the suppression of different pest stages and
integrating parasitoid release with underlying populations of generalist predators could
result in season-long control of important pests in China.

The present study provides an important baseline of information on the potential
management of S. frugiperda and the practical application of designing strategies of using O.
sauteri and H. axyridis for sustainable and efficient biological control. However, the results
of our tests could not directly predict the predation efficiency in open fields or greenhouses,
since the bioassays were conducted in the laboratory. The management of S. frugiperda
should be developed based on open field experiments considering the utilization of shelter
and food resources of non-crop habitats for sustaining natural enemies [51], potentially in
combination to other biological control methods (e.g., Trichogramma parasitoids [52]).

Author Contributions: J.D.H., N.D. (Nicolas Desneux) and F.Z. put forward the idea, Q.X., N.D.
(Ning Di) and F.Z. designed the experiments, Q.X. and N.D. (Ning Di) did the tests, N.D. (Nicolas
Desneux), K.Z., S.W. and J.D.H. wrote the manuscript. All authors have read and agreed to the
published version of the manuscript.

Funding: This research was funded by Sci-Tech Innovative Ability Project (KJCX20200432), the
Beijing Excellent Person Program (2018000020060G181), the Youth Scientific Research Fund of Beijing
Academy of Agriculture and Forestry Sciences (QNJJ201917; QNJJ202118), the Youth Program of
National Natural Science Foundation of China (1901945).

Institutional Review Board Statement: Not applicable.

Data Availability Statement: The data presented are available in article.



Insects 2021, 12, 1063 8 of 10

Conflicts of Interest: The authors declare no conflict of interest. The funder had no role in the design
of the study; in the collection, analyses, or interpretation of data; in the writing of the manuscript, or
in the decision to publish the results.

References
1. Boaventura, D.; Bolzan, A.; Padovez, F.E.; Okuma, D.M.; Omoto, C.; Nauen, R. Detection of a ryanodine receptor target-site

mutation in diamide insecticide resistant fall armyworm, Spodoptera frugiperda. Pest Manag. Sci. 2020, 76, 47–54. [CrossRef]
2. Brévault, T.; Ndiaye, A.; Badiane, D.; Bal, A.B.; Sembène, M.; Silvie, P.; Haran, J. First records of the fall armyworm, Spodoptera

frugiperda (Lepidoptera: Noctuidae), in Senegal. Entomol. Gen. 2018, 3, 129–142. [CrossRef]
3. Zhang, L.; Jin, M.H.; Zhang, D.D.; Jiang, Y.Y.; Liu, J.; Wu, K.M.; Xiao, Y.T. Molecular identification of invasive fall armyworm

Spodoptera frugiperda in Yunnan Province. Plant Prot. 2019, 45, 19–24. [CrossRef]
4. Sun, X.X.; Hu, C.X.; Jia, H.R.; Wu, Q.L.; Shen, X.J.; Zhao, S.Y.; Jiang, Y.Y.; Wu, K.M. Case study on the first immigration of fall

armyworm, Spodoptera frugiperda invading into China. J. Integr. Agr. 2021, 20, 664–672. [CrossRef]
5. Liao, Y.L.; Yang, B.; Xu, M.F.; Wei, L.; Wang, D.S.; Chen, K.W.; Chen, H.Y. First report of Telenomus remus parasitizing Spodoptera

frugiperda and its field parasitism in southern China. J. Hymenopt. Res. 2019, 73, 95. [CrossRef]
6. Wang, R.; Jiang, C.; Guo, X.; Chen, D.D.; You, C.; Zhang, Y.; Wang, M.T.; Li, Q. Potential distribution of Spodoptera frugiperda (JE

Smith) in China and the major factors influencing distribution. Glob. Ecol. Consev. 2020, 21, e00865. [CrossRef]
7. Sisay, B.; Tefera, T.; Wakgari, M.; Ayalew, G.; Mendesil, E. The efficacy of selected synthetic insecticides and botanicals against fall

armyworm, Spodoptera frugiperda, in maize. Insects 2019, 10, 45. [CrossRef]
8. Zhao, Y.X.; Huang, J.M.; Ni, H.; Guo, D.; Yang, F.X.; Wang, X.; Wu, S.F.; Gao, C.F. Susceptibility of fall armyworm, Spodoptera

frugiperda (JE Smmith), to eight insecticides in China, with special reference to lambda-cyhalothrin. Pestic. Biochem. Phys. 2020,
168, 104623. [CrossRef] [PubMed]

9. Weisenburger, D.D. Human health-effects of agrichemicals use. Hum. Pathol. 1993, 24, 571–576. [CrossRef]
10. Desneux, N.; Decourtye, A.; Delpuech, J.M. The sublethal effects of pesticides on beneficial arthropods. Annu. Rev. Entomol. 2007,

52, 81–106. [CrossRef] [PubMed]
11. Huang, N.X.; Jaworski, C.C.; Desneux, N.; Zhang, F.; Yang, P.Y.; Wang, S. Long-term and large-scale releases of Trichogramma

promote pesticide decrease in maize in northeastern China. Entomol. Gen. 2020, 40, 331–335. [CrossRef]
12. Tepa-Yotto, G.T.; Tonnang, H.E.; Goergen, G.; Subramanian, S.; Kimathi, E.; Abdel-Rahman, E.M.; Flø, D.; Thunes, K.H.; Fiaboe,

K.K.M.; Niassy, S.; et al. Global habitat suitability of Spodoptera frugiperda (JE Smith) (Lepidoptera, Noctuidae): Key parasitoids
considered for its biological control. Insects 2021, 12, 273. [CrossRef] [PubMed]

13. Shylesha, A.N.; Jalali, S.K.; Gupta, A.; Varshney, R.; Venkatesan, T.; Shetty, P.; Ojha, R.; Ganiger, P.C.; Navik, O.; Subaharan, S.;
et al. Studies on new invasive pest Spodoptera frugiperda (JE Smith)(Lepidoptera: Noctuidae) and its natural enemies. J. Biol.
Control 2018, 32, 145–151. [CrossRef]

14. Sisay, B.; Simiyu, J.; Malusi, P.; Likhayo, P.; Mendesil, E.; Elibariki, N.; Wakgari, M.; Ayalew, G.; Tefera, T. First report of the fall
armyworm, Spodoptera frugiperda (Lepidoptera: Noctuidae), natural enemies from Africa. J. Appl. Entomol. 2018, 142, 800–804.
[CrossRef]

15. Desneux, N.; O’neil, R.J.; Yoo, H.J.S. Suppression of population growth of the soybean aphid, Aphis glycines Matsumura, by
predators: The identification of a key predator and the effects of prey dispersion, predator abundance, and temperature. Environ.
Entomol. 2006, 35, 1342–1349. [CrossRef]

16. Desneux, N.; Kaplan, I.; Yoo, H.J.S.; Wann, S.; O’Neil, R.J. Temporal synchrony mediates the outcome of indirect effects between
prey via a shared predator. Entomol. Gen. 2019, 39, 127–136. [CrossRef]

17. Desneux, N.; O’neil, R.J. Potential of an alternative prey to disrupt predation of the generalist predator, Orius insidiosus, on the
pest aphid, Aphis glycines, via short-term indirect interactions. Bull. Entomol. Res. 2008, 98, 631–639. [CrossRef]

18. Zhao, J.; Guo, X.; Tan, X.; Desneux, N.; Zappala, L.; Zhang, F.; Wang, S. Using Calendula officinalis as a floral resource to enhance
aphid and thrips suppression by the flower bug Orius sauteri (Hemiptera: Anthocoridae). Pest. Manag. Sci. 2017, 73, 515–520.
[CrossRef]

19. Wang, Y.; Xiang, M.; Hou, Y.Y.; Yang, X.B.; Dai, H.J.; Li, J.T.; Zang, L.S. Impact of egg deposition period on the timing of adult
emergence in Trichogramma parasit. Entomol. Gen. 2019, 39, 339–346. [CrossRef]

20. Liu, P.; Jia, W.; Zheng, X.; Zhang, L.; Sangbaramou, R.; Tan, S.Q.; Liu, Y.Q.; Shi, W.P. Predation functional response and life table
parameters of Orius sauteri (Hemiptera: Anthocoridae) feeding on Megalurothrips usitatus (Thysanoptera: Thripidae). Fla. Entomol.
2018, 101, 254–259. [CrossRef]

21. Wang, S.; Tan, X.L.; Michaud, J.P.; Zhang, F.; Guo, X.J. Light intensity and wavelength influence development, reproduction and
locomotor activity in the predatory flower bug Orius sauteri (Poppius) (Hemiptera: Anthocoridae). BioControl 2013, 58, 667–674.
[CrossRef]

22. Holling, C.S. Some characteristics of simple types of predation and parasitism1. Can. Entomol. 1959, 91, 385–398. [CrossRef]
23. Miller, D.A.; Grand, J.B.; Fondell, T.F.; Anthony, M. Predator functional response and prey survival: Direct and indirect interactions

affecting a marked prey population. J. Anim. Ecol. 2006, 75, 101–110. [CrossRef] [PubMed]
24. Hassell, M.P.; Lawton, J.H.; Beddington, J.R. Sigmoid functional responses by invertebrate predators and parasitoids. J. Anim.

Ecol. 1977, 249–262. [CrossRef]

http://doi.org/10.1002/ps.5505
http://doi.org/10.1127/entomologia/2018/0553
http://doi.org/10.16688/j.zwbh.2019121-en
http://doi.org/10.1016/S2095-3119(19)62839-X
http://doi.org/10.3897/jhr.73.39136
http://doi.org/10.1016/j.gecco.2019.e00865
http://doi.org/10.3390/insects10020045
http://doi.org/10.1016/j.pestbp.2020.104623
http://www.ncbi.nlm.nih.gov/pubmed/32711763
http://doi.org/10.1016/0046-8177(93)90234-8
http://doi.org/10.1146/annurev.ento.52.110405.091440
http://www.ncbi.nlm.nih.gov/pubmed/16842032
http://doi.org/10.1127/entomologia/2020/0994
http://doi.org/10.3390/insects12040273
http://www.ncbi.nlm.nih.gov/pubmed/33804807
http://doi.org/10.18311/jbc/2018/21707
http://doi.org/10.1111/jen.12534
http://doi.org/10.1093/ee/35.5.1342
http://doi.org/10.1127/entomologia/2019/0824
http://doi.org/10.1017/S0007485308006238
http://doi.org/10.1002/ps.4474
http://doi.org/10.1127/entomologia/2019/0896
http://doi.org/10.1653/024.101.0216
http://doi.org/10.1007/s10526-013-9522-2
http://doi.org/10.4039/Ent91385-7
http://doi.org/10.1111/j.1365-2656.2005.01025.x
http://www.ncbi.nlm.nih.gov/pubmed/16903047
http://doi.org/10.2307/3959


Insects 2021, 12, 1063 9 of 10

25. Zhang, A.S.; Yu, Y.; Li, L.L.; Zhang, S.C.; Men, X.Y. Functional response and searching rate of Orius sauteri adults on Frankliniella
occidentalis nymphs. Chin. J. Ecol. 2007, 26, 1233–1237.

26. Ge, Y.; Camara, I.; Wang, Y.; Liu, P.P.; Zhang, L.; Xing, Y.J.; Li, A.M.; Shi, W.P. Predation of Aphis craccivora (Hemiptera: Aphididae)
by Orius sauteri (Hemiptera: Anthocoridae) under different temperatures. J. Econ. Entomol. 2018, 111, 2599–2604. [CrossRef]

27. Gitonga, L.M.; Overholt, W.A.; Löhr, B.; Magamboa, J.K.; Muekec, J.M. Functional response of Orius albidipennis (Hemiptera:
Anthocoridae) to Megalurothrips sjostedti (Thysanoptera: Thripidae). Biol. Control 2002, 24, 1–6. [CrossRef]

28. Lu, Y.; Wu, K.; Jiang, Y.; Guo, Y.Y.; Desneux, N. Widespread adoption of Bt cotton and insecticide decrease promotes biocontrol
services. Nature 2012, 487, 362–365. [CrossRef]

29. Ragsdale, D.W.; Landis, D.A.; Brodeur, J.; Heimpel, G.E.; Desneux, N. Ecology and management of the soybean aphid in North
America. Annu. Rev. Entomol. 2011, 56, 375–399. [CrossRef]

30. Hulle, M.; Chaubet, B.; Turpeau, E.; Simon, J.C. Encyclop’Aphid: A website on aphids and their natural enemies. Entomol. Gen.
2020, 40, 97–101. [CrossRef]

31. Thomine, E.; Rusch, A.; Supplisson, C.; Monticelli, L.; Desneux, E.; Lavoir, A.; Desneux, N. Highly diversified crop systems
can promote the dispersal and foraging activity of the generalist predator Harmonia axyridis. Entomol. Gen. 2020, 40, 133–145.
[CrossRef]

32. Koch, R.L.; Hutchison, W.D.; Venette, R.C.; Heimpel, G.E. Susceptibility of immature monarch butterfly, Danaus plexippus
(Lepidoptera: Nymphalidae: Danainae), to predation by Harmonia axyridis (Coleoptera: Coccinellidae). Biol. Control 2003, 28,
265–270. [CrossRef]

33. Feng, Y.; Zhou, Z.X.; An, M.R.; Yu, X.L.; Liu, T.X. The effects of prey distribution and digestion on functional response of Harmonia
axyridis (Coleoptera: Coccinellidae). Biol. Control 2018, 124, 74–81. [CrossRef]

34. Huang, Z.; Qureshi, J.; Zhou, X.; Pu, Z.; Chen, G.; Yu, J.; Zhang, H. Predation and functional response of the multi-coloured Asian
ladybeetle Harmonia axyridis on the adult Asian citrus psyllid Diaphorina citri. Biocontrol Sci. Technol. 2019, 29, 293–307. [CrossRef]

35. Chen, X.; Xiao, D.; Du, X.; Zhang, F.; Zang, L.; Wang, S. Impact of polymorphism and abiotic conditions on prey consumption by
Harmonia axyridis. Entomol. Gen. 2019, 39, 251–258. [CrossRef]

36. Wang, Y.S.; Yao, F.L.; Soares, M.A.; Basiri, S.E.; Edwige, D.; Campos, M.; Lavoir, A.; Desneux, N. Effects of four non-crop plants on
life history traits of the lady beetle Harmonia axyridis. Entomol. Gen. 2020, 40, 243–252. [CrossRef]

37. Jaworski, C.C.; Xiao, D.; Xu, Q.; Ramirez-Romero, G.; Guo, X.J.; Wang, S.; Desneux, N. Varying the spatial arrangement of
synthetic herbivore-induced plant volatiles and companion plants to improve conservation biological control. J. Appl. Ecol. 2019,
56, 1176–1188. [CrossRef]

38. Wang, S.; Di, N.; Chen, X.; Zhang, F.; Biondi, A.; Desneux, N.; Wang, S. Life history and functional response to prey density of the
flower bug Orius sauteri attacking the fungivorous sciarid fly Lycoriella pleuroti. J. Pest. Sci. 2019, 92, 715–722. [CrossRef]

39. Van Lenteren, J.C.; Manzaroli, G. Evaluation and use of predators and parasitoids for biological control of pests in greenhouses. In
Integrated Pest and Disease Management in Greenhouse Crops; Springer: Dordrecht, The Netherlands, 1999; pp. 183–201. [CrossRef]

40. Pehlivan, S.; Alinc, T.; Achiri, T.D.; Atakan, E. Functional responses of two predatory bugs (Hemiptera: Anthocoridae) to changes
in the abundance of Tetranychus urticae (Acari: Tetranychidae) and Bemisia tabaci (Hemiptera: Aleyrodidae). Eur. J. Entomol. 2020,
117, 49–55. [CrossRef]

41. Zeng, G.; Zhi, J.R.; Zhang, C.R.; Zhang, T.; Ye, J.; Zhou, L.; Hu, C.; Ye, M. Orius similis (Hemiptera: Anthocoridae): A promising
candidate predator of Spodoptera frugiperda (Lepidoptera: Noctuidae). J. Econ. Entomol. 2021, 114, 582–589. [CrossRef]

42. Aragón-Sánchez, M.; Román-Fernández, L.R.; Martínez-García, H.; Aragón-García, A.; Pérez-Moreno, I.; Marco-Mancebón,
V. Rate of consumption, biological parameters, and population growth capacity of Orius laevigatus fed on Spodoptera exigua.
BioControl 2018, 63, 785–794. [CrossRef]

43. Isenhour, D.J.; Layton, R.C.; Wiseman, B.R. Potential of adult Orius insidiosus [Hemiptera: Anthocoridae] as a predator of the fall
armyworm, Spodoptera frugiperda [Lepidoptera: Noctuidae]. Entomophaga 1990, 35, 269–275. [CrossRef]

44. Yang, S.; Yang, S.Y.; Zhang, C.P.; Wei, J.N.; Kuang, R.P. Population dynamics of Myzus persicae on tobacco in Yunnan Province,
China, before and after augmentative releases of Aphidius gifuensis. Biocontrol Sci. Tech. 2009, 19, 219–228. [CrossRef]

45. Lee, J.H.; Kang, T.J. Functional response of Harmonia axyridis (Pallas) (Coleoptera: Coccinellidae) to Aphis gossypii Glover
(Homoptera: Aphididae) in the Laboratory. Biol. Control 2004, 31, 306–310. [CrossRef]

46. Dutra, C.C.; Koch, R.L.; Burkness, E.C.; Meissle, M.; Romeis, J.; Hutchison, W.D.; Fernandes, M.G. Harmonia axyridis (Coleoptera:
Coccinellidae) exhibits no preference between Bt and non-Bt maize fed Spodoptera frugiperda (Lepidoptera: Noctuidae). PLoS ONE
2012, e44867. [CrossRef] [PubMed]

47. Islam, Y.; Shah, F.M.; Shah, M.A.; Khan, M.; Rasheed, M.; Rehman, S.; Ali, S.; Zhou, X. Temperature-dependent functional
response of Harmonia axyridis (Coleoptera: Coccinellidae) on the eggs of Spodoptera litura (Lepidoptera: Noctuidae) in laboratory.
Insects 2020, 11, 583. [CrossRef] [PubMed]

48. Symondson, W.O.C.; Sunderland, K.D.; Greenstone, M.H. Can generalist predators be effective biocontrol agents? Ann. Rev.
Entomol. 2002, 47, 561–594. [CrossRef]

49. Hou, Y.Y.; Yang, X.; Zang, L.S.; Zhang, C.; Monticelli, l.; Desneu, N. Effect of oriental armyworm Mythimna separata egg age on the
parasitism and host suitability for five Trichogramma species. J. Pest. Sci. 2018, 91, 1181–1189. [CrossRef]

http://doi.org/10.1093/jee/toy255
http://doi.org/10.1016/S1049-9644(02)00001-4
http://doi.org/10.1038/nature11153
http://doi.org/10.1146/annurev-ento-120709-144755
http://doi.org/10.1127/entomologia/2019/0867
http://doi.org/10.1127/entomologia/2020/0894
http://doi.org/10.1016/S1049-9644(03)00102-6
http://doi.org/10.1016/j.biocontrol.2018.04.009
http://doi.org/10.1080/09583157.2018.1553028
http://doi.org/10.1127/entomologia/2019/0874
http://doi.org/10.1127/entomologia/2020/0933
http://doi.org/10.1111/1365-2664.13353
http://doi.org/10.1007/s10340-018-1032-7
http://doi.org/10.1007/0-306-47585-5_13
http://doi.org/10.14411/eje.2020.005
http://doi.org/10.1093/jee/toaa318
http://doi.org/10.1007/s10526-018-9906-4
http://doi.org/10.1007/BF02374802
http://doi.org/10.1080/09583150802696525
http://doi.org/10.1016/j.biocontrol.2004.04.011
http://doi.org/10.1371/journal.pone.0044867
http://www.ncbi.nlm.nih.gov/pubmed/23024772
http://doi.org/10.3390/insects11090583
http://www.ncbi.nlm.nih.gov/pubmed/32882812
http://doi.org/10.1146/annurev.ento.47.091201.145240
http://doi.org/10.1007/s10340-018-0980-2


Insects 2021, 12, 1063 10 of 10

50. Kenis, M.; Du Plessis, H.; Van den Berg, J.; Ba, M.N.; Goergen, G.; Kwadjo, K.C.; Baoua, I.; Tefera, T.; Buddie, A.; Cafà, G.; et al.
Telenomus remus, a candidate parasitoid for the biological control of Spodoptera frugiperda in Africa, is already Present on the
Continent. Insects 2019, 10, 92. [CrossRef]

51. Karp, D.S.; Chaplin-Kramer, R.; Meehan, T.D.; Martind, E.A.; DeClerck, F.; Grab, H.; Gratton, C.; Hunt, L.; Larsen, A.; Martínez-
Salinas, A.; et al. Crop pests and predators exhibit inconsistent responses to surrounding landscape composition. Proc. Nat. Acad.
Sci. USA 2018, 11, E7863–E7870. [CrossRef] [PubMed]

52. Zang, L.S.; Wang, S.; Zhang, F.; Desneux, N. Biological control with Trichogramma in China: History, present status, and
perspectives. Annu. Rev. Entomol. 2021, 66, 463–484. [CrossRef] [PubMed]

http://doi.org/10.3390/insects10040092
http://doi.org/10.1073/pnas.1800042115
http://www.ncbi.nlm.nih.gov/pubmed/30072434
http://doi.org/10.1146/annurev-ento-060120-091620
http://www.ncbi.nlm.nih.gov/pubmed/32976724

	Introduction 
	Materials and Methods 
	Study Organisms 
	Spodoptera frugiperda 
	Orius sauteri and Harmonia axyridis 

	Experimental Methodology 
	Predatory Capacity of Orius sauteri and Harmonia axyridis on Spodoptera frugiperda Larvae 
	Predatory Capacity of Orius sauteri and Harmonia axyridis on Spodoptera frugiperda Eggs 
	Effects of Natural Enemy Density on Predatory Response 

	Statistics and Analysis 

	Results 
	Predation by Orius sauteri on Larvae and Eggs of Spodoptera frugiperda 
	Effect of Predator Density on Consumption of Spodoptera frugiperda by Orius sauteri and Harmonia axyridis 
	Predation by Harmonia axyridis on Larvae and Eggs of Spodoptera frugiperda 
	Functional Response of Predators Consuming Spodoptera frugiperda 

	Discussion 
	References

