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Abstract
1. The term “applied ecology of fear” was recently introduced to describe the grow-

ing research field that applies the theory of the ecology of fear to manage wildlife 
behaviour. The management goal is to drive targeted species spatially and tempo-
rally away from areas of human interest by inducing cues from real or simulated 
predators to reduce human- wildlife conflict.

2.	 We	aimed	 to	quantify,	 through	a	meta-	analysis,	 if	 prey	 anti-	predator	 response	
would vary among field trials versus pen- based studies, predator cue types, pred-
ator hunting style and prey feeding type, and be stronger in response to larger 
predators relative to the prey's size. We also explored what studies found in terms 
of wildlife habituation to cues.

3. We used species belonging to the Cervidae family as a case study since deer are 
among the group of species with the highest degree of human- wildlife conflict. 
We retrieved 114 studies from online databases and collected information from 
39 of those studies that fitted our research scope.

4.	 We	found	that	acoustic	cues	more	frequently	 led	to	an	anti-	predator	response	
in deer than olfactory or visual cues. Neither predator hunting strategy nor deer 
feeding strategy or type of study (free- ranging or pen- based animals) influenced 
the	extent	 to	which	deer	responded	to	cues.	Deer	more	frequently	 responded	
to cues that belonged to a larger predator relative to their size. Habituation was 
reported in less than one- third of the studies, with a study period ranging from 1 
to	90 days,	and	occurred	as	soon	as	7 days	after	the	start	of	the	study	on	average.

5. Our meta- analysis suggested that acoustic cues hold most potential as a tool to 
manage deer behaviour. These findings support the development of applied ecol-
ogy of fear tools that introduce predator cues to reduce human- wildlife conflicts. 
Major	knowledge	gaps	remain	that	limit	the	effective	use	of	such	tools	in	wildlife	
management and future research should focus on improving our understanding 
of habituation to cues, on comparing the effectiveness of different types of cues, 
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1  |  INTRODUC TION

Several wildlife species are increasing in numbers and expand-
ing in range across large areas of the northern hemisphere, in-
cluding multiple deer species and certain large carnivores (Côté 
et al., 2004; Ramirez et al., 2018; Weber & Gonzalez, 2003). This 
wildlife	 comeback	 has	 many	 positive	 consequences,	 including	
contributions to biodiversity and a diverse set of ecosystem pro-
cesses (Bakker & Svenning, 2018). This comeback, however, can 
also challenge human- wildlife coexistence, particularly in areas 
that are densely populated by humans, and the social and mone-
tary costs associated with human- wildlife conflict can be signifi-
cant (Linnell et al., 2020).	At	the	same	time,	views	on	wildlife	and	
wildlife management are changing. One of such changes is a shift 
towards more ecocentric worldviews, focused on human- wildlife 
mutualism—including animal welfare—leading to increasing calls 
for nonlethal wildlife management tools (van Eeden et al., 2017). 
Moreover,	 hunting	 alone	 is	 not	 always	 successful	 in	 reducing	
negative interactions between humans and wildlife (Sudharsan 
et al., 2006; Takatsuki, 2009). There has thus been an increas-
ing interest in how we can more effectively manage wildlife be-
haviours to reduce human- wildlife conflict (Cromsigt et al., 2013; 
Gaynor et al., 2021).

The “ecology of fear” (Brown et al., 1999) describes how the 
risk of predation affects anti- predator behaviour in prey species 
across spatial and temporal scales, triggering behavioural responses 
in individuals, demographic processes at the population level and 
ultimately the effects prey animals have on their environments 
(Clinchy et al., 2013; Laundré, 2010; Zbyryt et al., 2018). Gaynor 
et al. (2021) introduced the “applied ecology of fear” framework 
that integrates “ecology of fear” theory into wildlife conservation 
and	management	practices.	Applied	ecology	of	fear	capitalizes	on	
the fear that prey species have for real or simulated predators to 
manage risk avoidance behaviours in prey species proactively, such 
as patterns of habitat selection, movement and foraging (Gaynor 
et al., 2019). The management goal of applied ecology of fear is 
to change animal behaviour in such a way that it reduces human- 
wildlife conflicts, for example by driving animals away from areas 
of human interest. One example of such applied ecology of fear is 
the development of nonlethal tools to manage wildlife behaviour by 
introducing predator cues to the environment to deter deer from 
production land (Gaynor et al., 2021).

Prey	 can	 assess	 predation	 risk	 through	 a	 diversity	 of	 cues,	
by detecting predators visually or by hearing (acoustic cues) or 

smelling (olfactory cues) them even when they are not present 
in the direct vicinity. Diverse experimental work has indeed con-
firmed anti- predator responses to these visual cues (Stankowich 
& Coss, 2007), olfactory cues (Chabot et al., 1996; Kuijper 
et al., 2014), and acoustic cues (Li et al., 2011; Widén et al., 2022). 
However, different types of cues likely vary in their effectiveness 
in inducing anti- predator responses for diverse reasons. For exam-
ple, environmental conditions, such as rain, light availability and 
structural cover, can limit or enhance how prey species sense a 
certain type of cue in the environment. Experience of prey inter-
acting with predators may also shape the strength with which prey 
respond to different cues (Berger et al., 2001).	Moreover,	even	if	
prey sense a cue, this does not always lead to an anti- predator 
response since prey continuously face a trade- off between anti- 
predator behaviour and other essential behaviours such as the 
need for foraging when an individual is in a poor health condition 
(Clare et al., 2023; Gaynor et al., 2019).

Functional traits of predator and prey are likely both import-
ant drivers of how effectively predator cues elicit anti- predator 
behaviour	 in	 prey	 (Apfelbach	 et	 al.,	2005; Hettena et al., 2014). 
Two key hypotheses were previously formulated: the predator–
prey body mass ratio hypothesis and the predator type hypothesis 
(Schmitz, 2017; Tsai et al., 2016). The body mass ratio hypothesis 
suggests that prey will respond more strongly to larger predators, 
and that cues from predators of similar size to the prey will elicit 
weaker anti- predator responses as they are seen as a reduced 
threat (Tsai et al., 2016). The predator type hypothesis suggests 
that the responses of prey species will depend on the type of 
predator that preys upon them, that is the hunting strategy that 
their main predator employs (Hirt et al., 2020). Hirt et al. (2020) 
separated predators into three hunting strategies: those that sit- 
and- wait to ambush prey (ambush predators), those that pursue 
their prey (pursuit predators) and those that hunt prey in groups 
(group hunting). The latter two predator types both follow their 
prey across larger distances and can jointly be referred to as 
coursing predators. We expect that prey species that are preyed 
upon by ambush predators will rely more on olfactory and acous-
tic cues to sense a predator hiding in dense vegetation. Instead, 
prey species that are more vulnerable to coursing predators (i.e. 
pursuit predators or group hunters, sensu, Hirt et al., 2020) will 
rely more on visual cues to sense a predator roaming in an open 
environment (Schmitz, 2017). In addition to predator hunting type, 
prey feeding type may also influence the type of cue prey is most 
responsive to. For example, it has been suggested that herbivores 

on simultaneously using a combination of cue types, and on testing cues at spa-
tial–temporal scales of actual land- uses.

K E Y W O R D S
Cervid, consumer- resource interactions, habituation, landscape of fear, predation, predator 
cues, wildlife behaviour, wildlife management
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    |  3 of 13RAMIREZ et al.

that predominately graze in open habitats may be adapted to using 
visual cues, whereas those that browse in wooded habitats with 
reduced visibility may rely more on acoustic or olfactory cues 
(Leuthold, 2012).

Prey	 may	 become	 less	 responsive	 to	 predator	 cues	 when	 ex-
posed	 to	 the	 cue	 very	 frequently;	 this	 process	 is	 known	 as	 habit-
uation	 (Apfelbach	et	al.,	2005). From an evolutionary perspective, 
habituation allows prey to filter irrelevant and repetitive informa-
tion from their environment to reduce energy expenditure on anti- 
predator behaviours and to relocate that energy to other essential 
behaviours, such as foraging and reproduction (Rankin et al., 2009). 
Studies on habituation report contrasting findings, for example 
during a field experiment with wild white- tailed deer they did not ha-
bituate	after	continuous	exposure	to	wolf	urine	for	35 days;	whereas	
in a captive study elk or wapiti in pens habituated to coyote urine 
after	only	2 days	(Andelt	et	al.,	1992;	Palmer	et	al.,	2021). The main 
drivers of habituation are the characteristics of the exposure to the 
cue and the traits of the predator emitting and the prey receiving the 
cue (Blumstein, 2016). Traits like body mass, sex, age, degree of soci-
ality and temperament are known to explain to a certain extent the 
variation	in	habituation	since	they	modulate	the	resource	acquisition	
and predator avoidance trade- off (Blumstein, 2016). Other factors 
mediating	habituation	are	the	duration	and	frequency	at	which	the	
cue	is	emitted,	whether	there	are	lethal	consequences	for	the	prey	
if not reacting to the cue, and the extent to which prey is experi-
encing other stressors, such as food stress (Blumstein, 2016; Smith 
et al., 2021). Habituation is an important research topic for the ap-
plied ecology of fear as it determines the effectiveness of nonlethal 
management tools.

We are unaware of studies that systematically reviewed the 
response of prey to visual, olfactory and acoustic cues. Such a 
systematic analysis is necessary for a more effective application 
of risk cues in wildlife management and for identifying knowl-
edge gaps (Smith et al., 2020). Here, we focus on species of the 
Cervidae family as a prime species group for applied ecology of 
fear, as several deer species are strongly increasing across large 
parts of their native range in the northern hemisphere leading 
to human- wildlife conflicts in these regions (Côté et al., 2004; 
Linnell et al., 2020;	Martin	 et	 al.,	2020; Ramirez, 2021; Ramirez 
et al., 2023). Similarly, several deer species are increasing as 
non- native species across significant parts of the southern hemi-
sphere,	including	Australasia,	Southern	Africa	and	South	America,	
where they were originally introduced for hunting and now have 
many undesired impacts (Castley et al., 2001; Davis et al., 2016; 
Flueck, 2010).	We	aimed	to	quantify,	 through	a	meta-	analysis	of	
the global literature: (I) how deer respond to different types of 
experimentally induced predator cues, (II) how predator hunting 
strategy affects how deer respond to cues (predator type hypoth-
esis), (III) how deer feeding type affects how deer respond to cues 
(prey feeding type hypothesis), (IV) if individual predator–prey 
body mass ratio modulates anti- predator responses in deer (body 
mass ratio hypothesis) and (V) how long it takes for deer to habit-
uate to predator cues.

2  |  MATERIAL S AND METHODS

We searched two online literature databases (Scopus & Web of 
Science) for scientific publications on the behavioural responses 
of deer to experimentally induced predator cues (visual, olfactory, 
acoustic) across all ecosystems worldwide (February 4th 2023). 
We used all combinations of the following search criteria: “(artifi-
cial or simulate or fake or mock or synthetic or imitation or human 
or man- made) and (deer or cervid or ungulate) and (sound or audio 
vocalization or bark or growl or grunt roar or howl or sight or visual 
or aural or model or poster or billboard or smell or olfactory or scent 
or aroma or trace) and (cue or clue or signal or display or playback 
or hint or trial) and (response or behaviour or behavior or vigilance 
or visitation or flee or flight or escape or fight or forage or walk or 
browse or graze or damage or habituate)”. The search did not include 
geographical restrictions and therefore, potentially, included studies 
on deer outside their native range. We retrieved 114 articles after 
deleting	 duplicates.	 For	 our	meta-	analysis,	we	 used	 the	 Preferred	
Reporting	Items	for	Systematic	reviews	and	Meta-	Analysis	(PRISMA)	
guidelines. These are standardized guidelines for systematically 
gathering, processing, and reporting information through systematic 
reviews	(Page	et	al.,	2021).

We excluded 84 articles during the screening process since 
they were out of the research scope by reading the titles and ab-
stracts	 (see	Appendix	S1:	Figure S1 for exclusion criteria). When 
evaluating the remaining literature by reading the content of the 
articles, we excluded an additional 11 articles, but we retrieved 
20 new articles that were listed in the bibliography lists of the 
screened publications. The most common exclusion criteria were 
articles that were not peer- reviewed or that were written in other 
languages than English, articles on species that did not belong to 
the Cervidae family, and articles on a topic that deviated too much 
from our defined scope; for example, articles on intra- specific 
communication and on responses to non- predator chemical or 
naturally occurring cues. The exclusion process yielded a final 
total	 of	 39	 peer-	reviewed	 publications	 (see	 Appendix	 S1:	 Data	
Source S1), from which we extracted the following information: 
authors, study location, type of study (field trial or captive study), 
predator species, type of cue (olfactory, visual, acoustic), type of 
deer population (wild or captive), deer species and behavioural 
responses (Table 1).	 Predators	 and	 deer	were	 also	 grouped	 into	
functional	types	(see	Appendix	S1 for the species in each group: 
Tables S1 and S2).	Predators	were	grouped	into	hunting	strategies	
following the classification of Hirt et al. (2020) (i.e. ambush pred-
ators or coursing predators, including pursuit predation and group 
hunting), while deer were grouped into feeding types (i.e. brows-
ers, intermediate, grazers). The latter feeding strategy, grazers, 
was finally excluded from this categorization because it grouped 
only one species. Yet, this species was kept for the rest of the anal-
yses that did not contrast deer feeding types. We distilled sepa-
rate values for each response for studies that presented results 
for multiple large predators (including humans) and deer species. 
For example if one study tested the response of three deer species 
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(roe, red & fallow deer) to wolf cues, we extracted three individual 
responses, one for each of the deer species. The same procedure 
was followed for responses to multiple predator species. Given 
the wide array of statistical analyses and responses presented in 
the articles, we did not use the exact effect sizes of the response 
(these were also not always reported). Instead, we classified each 
response in each study as either the presence of an anti- predator 
response to a predator cue (the deer displayed an anti- predator 
response) or the absence of such a response (see Table 1 for this 
classification).	A	binary	approach	allowed	us	to	directly	compare	
studies with a wide range of experimental methods, from captive 
to	 wild	 deer	 populations	 and	 from	 quantifying	 cardiac	 rhythms	
to feeding behaviour. We used a p- value of <0.05 as a threshold 
value to separate anti- predator responses from no responses.

We	used	10	chi-	square	 tests	 to	 investigate	how	deer	 respond	
to	different	types	of	cues.	The	chi-	square	tests	were	constructed	
with contingency tables and by setting anti- predator behaviour 
by deer (as yes vs. no) as response and cues from predators as the 
predictor, clustered by type of cue, type of study, predator hunting 
strategy, deer feeding type and a combination that grouped pred-
ator hunting strategy and deer feeding type with type of cue. We 
controlled for variables with small sample sizes by omitting those 
with <4 samples from all analyses. Type I error was not controlled 
for in the set of models given that we had clear hypotheses for each 
of	our	research	questions	and	by	adjusting	the	p- values, the likeli-
hood	of	type	II	error	increases.	Chi-	square	tests	are	also	inherently	
conservative in their estimates, reducing the probability of type I 
error (Narum, 2006). To test whether individual predator–prey body 
mass proportion affects anti- predator responses in deer, we cal-
culated	the	metabolic	body	mass	proportion	(MBP).	We	calculated	
the	MBP	as	the	proportional	metabolic	body	mass	of	each	individ-
ual predator to each individual deer species for each of the trials 
in the systematic literature review by applying the following for-
mula:	 MBPspecies = MBpredator/MBprey,	 where	 MBspecies = mspecies

0.75 
(Kleiber, 1947). We used metabolic mass instead of body mass as 
metabolic mass better reflects the energetic needs of a species. 
Average	body	mass	was	sourced	from	Hirt	et	al.	(2020) for preda-
tors	and	Pérez-	Barbería	and	Gordon	(2001) for deer, supplemented 
with other scientific references for species that were lacking in 

those	 two	 studies	 (see	 Appendix	 S1:	Tables S1 and S2 for a ref-
erence per species). We ran a logistic regression model with the 
anti-	predator	behaviour	as	a	response	(as	yes	vs.	no)	and	MBP	and	
cue type (visual, olfactory, acoustic) plus the interaction between 
these	variables	as	predictors.	A	p- value <0.05 was used as a thresh-
old for a significant relationship between response and predictors 
and all given coefficients were standardized. We described habitu-
ation patterns reported in the pool of studies by extracting infor-
mation related to the number of days when habituation occurred. 
The package “lme4, version 1.1–23” was used for modelling (Bates 
et al., 2015) and the packages “ggplot2, version 3.3.2” and “cir-
clize, version 0.4.15” for plotting the relationships (Gu et al., 2014; 
Wickham & Winston, 2016).	All	statistical	analyses	were	conducted	
in R 4.0.2 (R Core Team, 2013).

3  |  RESULTS

3.1  |  Geographical distribution of studies and main 
species

Twenty- eight out of the 39 studies used olfactory cues, 11 used 
acoustic cues and five visual cues. Only five studies compared differ-
ent cue types within the same study (two studies compared acoustic 
and visual cues, one study olfactory and acoustic cues and one study 
all	three	cues).	Most	studies	assessed	individual	deer	responses	and	
not the responses of the whole group. Studies were conducted in 
12 different countries (13 territories, including Greenland) and the 
number of studies conducted per territory ranged between 1 and 23 
(Figure 1). The studies simulated 13 predator species and analysed the 
behavioural responses of 11 deer species (Figure 2a,b respectively).

3.2  |  Effectiveness of cues clustered by type

The 39 studies resulted in 256 independent tests of, the presence 
or absence of, behavioural responses of deer to single predator 
cues (Figure 3a,–b	 respectively,	 Appendix	 S1:	 Tables S3–S5 and 
Figure S2). No experiments tested responses to a combination of 

TA B L E  1 List	and	description	of	anti-	predator	behaviours	used	in	the	39	studies	synthesized	in	the	results	section.	That	is	at	least	one	of	
the 39 studies used one of the below response variables as a proxy for deer antipredator response when exposed to predator cues.

Response name Response description Presence of anti- predator response

Behaviour Variation in behaviour such as vigilance, snorting, tail flagging & stamping Increase in behaviour incidence

Crop damage Variation in crop damage Decrease in crop damage

Diel activity Variation in daily activity pattern compared to baseline activity Increase or decrease in activity

Fleeing behaviour Variation in incidence of flee Increase flee incidence

Foraging Variation in foraging time, food consumption or food selection. Some studies 
reported crop damage as a proxy for foraging

Decrease	foraging	time	&	quality

Heart rate Variation in heart rate compared to baseline Increase or decrease in heart rate

Patch	use Variation in time spend at a specific patch compared to baseline Increase or decrease utilization

Visitation Variation in visitation to a specific site or visitation span Decrease in visitation
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    |  5 of 13RAMIREZ et al.

cues. Twenty- eight studies experimented with wild deer in field tri-
als (201 responses) and 11 studies looked at captive deer in pens (55 
responses); yet, the type of study (field trials vs. pen- based studies) 
did not influence the likelihood of anti- predator responses in deer 
(x2 = 2.47,	p = 0.130,	Appendix	S1:	Figure S3). The 256 responses to 
predator cues were distributed across the three cue types as fol-
lows: visual (34), olfactory (133) and acoustic (89) cues from preda-
tors. Overall, there was a difference in anti- predator response to the 
different predator cues (x2 = 21.04,	p < 0.001,	Figure 4,	Appendix	S1:	
Figure S4),	where	deer	responded	more	frequently	to	acoustic	cues	
(in 85% of all acoustic cues presented) than to olfactory (60%) or 
visual (50%) cues.

3.3  |  Effectiveness of predator cues by predator 
hunting strategy and deer feeding type

Hunting strategy did not influence the likelihood of overall anti- 
predator responses (x2 = 1.03,	 p = 0.310,	 Figure 5a,	 Appendix	
S1: Figure S5).	 Predator	 hunting	 strategy	 did	 not	 influence	 the	
likelihood of an anti- predator response to visual cues (x2 = 0.68,	
p = 0.682,	 Figure 6a,	 Appendix	 S1:	 Figure S6), olfactory cues 
(x2 = 0.05,	 p = 0.861,	 Appendix	 S1:	 Figure S7) and acoustic cues 
(x2 = 0.47,	p = 0.673,	Appendix	S1:	Figure S8). Deer feeding type did 
not influence the likelihood of deer responding to cues (x2 = 0.69,	
p = 0.423,	Figure 5b,	Appendix	S1:	Figure S9). Deer feeding type did 

F I G U R E  1 The	number	of	studies	conducted	in	12	countries	(13	territories)	across	the	northern	hemisphere.	The	approximate	natural	
distribution of deer (excluding introductions) at the country level is shown in green colour.

F I G U R E  2 The	number	of	studies	that	simulated	different	predator	species	(panel	a)	and	the	number	of	studies	that	quantified	the	
response of different deer species (b) to predators. Species indicated by an asterisk (*) group similar species to facilitate visualization of the 
figure but were treated independently for the rest. Black bear, brown bear and grizzly bear were pooled as Bear; leopard and snow leopard 
were pooled as Leopard, and bobcat and lynx were pooled as Lynx.
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6 of 13  |     RAMIREZ et al.

not influence the likelihood of an anti- predator response to visual 
cues (x2 = 0.87,	p = 0.350,	Figure 6b,	Appendix	S1:	Figure S10), ol-
factory cues (x2 = 0.79,	 p = 0.443,	 Appendix	 S1:	 Figure S11) and 
acoustic cues (x2 = 0.99,	p = 0.469,	Appendix	 S1:	Figure S12) from 
predators.

3.4  |  Anti- predator responses mediated by 
predator–prey body mass

Anti-	predator	responses	to	visual	cues	increased	with	predator–prey	
MBP	 (β = 0.75,	 p = 0.05;	 Table 2, Figure 7); whereas anti- predator 

responses to olfactory and acoustic cues had no relationship with 
predator–prey	MBP.

3.5  |  Deer habituation

Twelve studies reported on deer habituation to predator cues with 
contrasting	results,	whereas	the	other	27	studies	did	not	report	at	all	
on habituation. Four of the twelve studies reported that deer habitu-
ated	to	predator	cues	after	as	soon	as	1–10 days	with	an	average	of	
7 days;	the	other	eight	studies	reported	that	they	found	no	habituation	
after	an	experimental	period	of	7–90 days	with	an	average	of	36 days.

4  |  DISCUSSION

Here, we hypothesized that deer anti- predator response would vary 
(I) between cue types, (II) predator hunting style, (III) deer feeding 
type, and (IV) be stronger in response to larger predators relative to 
the prey's own size. We also explored (V) what studies found in terms 
of	deer	habituation	to	cues.	Acoustic	cues	more	frequently	triggered	
an	anti-	predator	response	in	deer	than	olfactory	or	visual	cues.	As	hy-
pothesized,	deer	responded	more	frequently	to	cues	of	larger	preda-
tors relative to their own size. In contrast to our hypotheses, predator 
hunting strategy and deer feeding strategy did not influence the fre-
quency	at	which	deer	responded	to	predator	cues.	The	type	of	study	
(i.e. field vs. captive) did not influence the likelihood of anti- predator 
responses in deer. Only one- third of the studies analysed reported 
results on habituation to cues with contrasting results.

F I G U R E  3 Chord	diagram	showing	the	pool	of	anti-	predator	behavioural	responses	of	deer	species	to	predator	species,	ignoring	the	type	
of	cue.	Anti-	predator	responses	to	visual,	olfactory	and	acoustic	cues	from	predators	are	presented	in	(a)	and	no	responses	in	(b).	Black	bear,	
brown bear and grizzly bear were pooled as Bear; leopard and snow leopard were pooled as Leopard, and bobcat and lynx were pooled as 
Lynx for visualization purpose.

F I G U R E  4 Bar	graph	for	the	percentage	of	anti-	predator	
responses presented by deer to visual, olfactory and acoustic cues 
from predators. The number between parenthesis on the x- axis 
indicates the total number of responses. The level of significance is 
presented in the x- axis title: p	value = ***<0.001.
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4.1  |  Acoustic playback cues are stronger in 
shaping deer behavioural responses

Acoustic	 cues	were	more	 likely	 to	 trigger	 an	 anti-	predator	 behav-
iour in deer (in 85% of all acoustic cues presented) than olfactory 
(60%) or visual cues (50%). Only four studies directly compared 
the effectiveness of different types of cues within the same study 
(Berger et al., 2001; Espmark & Langvatn, 1985; Li et al., 2011;	Padié	
et al., 2015). No studies looked at the effect of combining the cues 
simultaneously. Testing the combined effect of cues on deer behav-
ioural responses is an important future research avenue to develop 
effective tools to manage deer populations through their behaviour. 
Similarly, there is a strong need for studies that investigate how cue 
intensity,	duration	and	frequency	affect	responses	to	the	cue.

4.2  |  Predator–prey body ratio modulates deer 
behavioural responses

Our findings confirmed that the relative size of predators is an impor-
tant driver of anti- predator responses in their prey (Bryce et al., 2017; 
Chalcraft & Resetarits, 2003).	Anti-	predator	responses	increased	with	
MBP,	that	is	with	increasing	predator	size	relative	to	the	size	of	prey,	
but only when exposed to visual cues. Deer can easily assess the size of 
their predator visually and, by doing so, deer can adapt their response to 
the size of the predator. This result suggests that, when inducing artifi-
cial predator cues to the environment, using cues from larger predators 
in relation to deer size will increase the likelihood of triggering stronger 
fear responses in deer. Group size may actually influence these rela-
tionships because deer species vary in social behaviour, where some 
occur in large herds (e.g. fallow deer) while others are largely solitary 
or only occur in small groups (e.g. moose). It remains underexplored 
how group size affects how deer respond to cues from predators and 
how group size effects may interact with deer body mass. Here, it is 
relevant to note that larger groups also consist of variable body masses 

since	each	individual	has	a	unique	body	mass	associated	with	their	age	
and	sex	(Apfelbach	et	al.,	2005; Hamilton, 1971).

4.3  |  Anti- predator behaviour in relation to type of 
study, predator hunting or deer feeding strategies

Neither predator hunting strategy nor deer feeding strategy ex-
plained deer anti- predator responses. The type of study (field vs. 
captive) likewise did not influence deer anti- predator behaviour. 
Here, we should emphasize the very small sample size of only 39 
studies in total. This meant that sample sizes per hunting strat-
egy, feeding type or type of study were very small. Given that 
the studies also varied in a large number of other variables (e.g. 
habitat, wild versus captive, geographic location, etc.), it is not 
surprising that we did not find evidence for an effect of hunt-
ing	strategy,	deer	feeding	type	and	type	of	study.	Moreover,	it	is	
important to stress that our binary approach (yes or no response 
to predator cues) to analysing antipredator responses may have 
obscured more complex behavioural responses of the deer to 
predator cues. Future studies should explore multivariate ap-
proaches to look at the complex response of deer to cues, but for 
this, there is a need for larger samples than the 39 studies that 
we	analysed.	Almost	two-	thirds	of	the	studies	experimented	with	
wild deer in field trials but we call for many more studies under 
such	 natural	 circumstances.	More	work	 is	 needed	 on	 how	 deer	
feeding strategy (browser vs. grazer) and predator hunting strat-
egy (course vs. ambush) affect deer responses to predator cues. 
Moreover,	we	need	more	insight	into	how	responses	to	cues	vary	
across natural environments that differ in vegetation structure. 
Such studies would better inform the development of predator 
cues as deer management tools than captive studies, especially 
in terms of identifying what type of cue will be most effective in 
inducing anti- predator responses in deer with contrasting feeding 
types and across different environments.

F I G U R E  5 Bar	graph	for	the	percentage	of	anti-	predator	responses	presented	by	deer	to	predator	cues	clustered	by	predator	hunting	
strategy (a) and deer feeding type (b). The number between parentheses on the x- axis indicates the total number of responses. The level of 
significance is presented in the x- axis title: p	value = not	significant	(ns)	>0.05.
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4.4  |  Significant knowledge gap on habituation to 
predator cues

Less than one- third of the included studies reported findings on 
habituation to cues and those studies had contrasting results. 
This highlights that habituation to predator cues is an urgent 
field for further study. Such future studies should investigate the 
role of different drivers of variation in habituation levels, includ-
ing	the	role	of	food	shortage	(Andelt	et	al.,	1992),	the	quality	of	
food	(Andelt	et	al.,	1992) the population size of the deer (Ramirez, 

Zwerts, et al., 2021), the type of predator cues used (Chabot 
et al., 1996),	the	dose	of	the	cue	(Prugh	et	al.,	2019), the scheme 
used to induce the cue in the environment (Belant et al., 1998), 
the landscape matrix (Sahlén et al., 2016) and the presence of 
real predators in the experimental area (Blumstein, 2006). We 
argue that future habituation studies should focus on field trials 
because captive deer may be more prone to fast habituation to 
novel predator cues given that these deer are already habituated 
to humans and human infrastructure. We also found that stud-
ies that did look at habituation did so for rather short periods (a 

F I G U R E  6 Bar	graph	for	the	percentages	in	deer	behavioural	responses	to	predator	cues	grouped	by	type	of	cue	(visual,	olfactory	and	
acoustic) and predator hunting strategy (a) and deer feeding type (b). The number between parentheses on the x- axis indicates the total 
number of responses. Species with n < 4	were	not	included	in	the	analysis.	The	level	of	significance	is	presented	in	the	x- axis title: p	value = 	
not significant (ns) >0.05.
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couple of weeks to months). This time span remains rather short 
if one considers the aim of effectively managing deer behaviour 
at temporal scales that are relevant to human- wildlife conflict. 
We thus also call for studies on habitation that span relevant 
time scales, such as crop growing seasons and/or multi- annual 
habituation.

4.5  |  A geographical, predator and deer 
species bias

Most	of	 the	 studies	 analysed	 in	 this	 research	were	 conducted	 in	
North	America	and,	to	a	lesser	extent,	in	Europe.	Our	understand-
ing of this topic is limited to these two geographical regions even 
though	deer	also	have	a	natural	distribution	in	South	America	and	
Asia.	 Moreover,	 deer	 have	 been	 introduced	 outside	 their	 native	
range, including extensive parts of the southern hemisphere, for 
hunting or leisure purposes and have significant impacts on the 
native vegetation in these regions (Coomes et al., 2003; Davis 
et al., 2016; Dolman & Wäber, 2008; Flueck, 2010). Thus, testing 

the effectiveness of predator cues in these areas will help develop 
nonlethal tools to manage both native and introduced deer popula-
tions. In terms of species, studies have mostly used cues from a 
group of widely distributed predator species (wolf, human, coyote) 
and less of other relevant predator species (Chapron et al., 2014; 
Hody & Kays, 2018). Similarly, some deer species are overrepre-
sented (white- tailed deer, red deer, roe deer, black- tailed deer) 
compared to other deer species.

4.6  |  Our key findings and major identified 
knowledge gaps in relation to applying artificial 
predator cues in wildlife management

Changing land use, increasing human populations, and increasing 
populations of wildlife, such as deer, are currently going hand- 
in-	hand	 in	 large	parts	of	Europe	and	North	America.	As	 a	 result,	
these areas increasingly experience negative human- wildlife in-
teractions (Ramirez, Jansen, den Ouden, Li, et al., 2021; Ramirez, 
Jansen,	den	Ouden,	Moktan,	et	al.,	2021). In the case of humans 
and deer, interactions such as crop damage, vehicle- collisions, dam-
age to human infrastructure and the transmission of zoonotic dis-
eases	are	perceived	as	the	most	problematic	(Martin	et	al.,	2020). 
Introducing artificial predator cues to the environment, as analysed 
in this study, has been suggested as a potential tool to trigger anti- 
predator behaviour to deter deer away from areas of human inter-
est (see e.g. Cromsigt et al., 2013; Gaynor et al., 2021). If effective, 
this may help facilitate human- wildlife coexistence by keeping deer 
away from economically sensitive areas (e.g. croplands and forest 
production	sites),	while	providing	them	with	sufficient	high-	quality	
habitat elsewhere to maintain their well- being. Similarly, artificial 
predator cues may also help relieve biodiversity and certain eco-
logical processes (e.g. plant recruitment) from high deer pressure in 
areas where they occur at very high densities, for example due to a 
lack of large carnivores. Our meta- analysis has highlighted several 
findings that help in the development of using artificial predator 

TA B L E  2 Behavioural	responses	of	deer	to	the	Metabolic	Body	
Mass	Proportion	(MBP)	of	individual	predator	to	individual	deer	
clustered by type of predator cue. The model's coefficient of 
determination (pseudo) is 0.12. The logistical regression model is 
accompanied by the standardized coefficients of the predictor, 
standard errors, z values and p	values.	Asterisk	(*)	indicates	
significance.

Response Estimate
Std. 
error z value p- value

Intercept 1.49 0.31 −4.80 <0.001*

MBP	(acoustic) −0.48 0.41 −1.16 0.245

Cue (olfactory) −0.82 0.37 −2.22 0.026*

Cue (visual) −2.05 0.55 −3.69 <0.001*

MBP:	Cue	(olfactory) 0.28 0.44 0.63 0.529

MBP:	Cue	(Visual) 1.23 0.63 1.96 0.049*

F I G U R E  7 Logistic	regression	fits	
for the behavioural responses of deer 
to	the	Metabolic	Body	Mass	Proportion	
(MBP)	of	predators	to	deer	clustered	
by	type	of	predator	cue.	Points	depict	
individual values whereas solid lines 
indicate significant and dashed lines non- 
significant relationships.
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cues	as	wildlife	management	tool.	At	the	same	time,	it	has	identi-
fied major knowledge gaps that need to be responded to before 
the tool can be effectively applied at scale. Here we synthesize 
our key findings and the main knowledge gaps. The major finding 
of our meta- analysis is that acoustic cues from predators may be 
much	more	effective	than	olfactory	and	visual	cues.	Moreover,	in	
the case of visual cues, large predator images or three- dimensional 
models should be favoured given that deer responded more 
strongly when the simulated predator was proportionally larger 
than	their	body	size.	Major	knowledge	gaps	that	our	meta-	analysis	
highlighted include developing a better understanding of; how deer 
respond to multiple types of predator cues induced simultaneously, 
how individuals with contrasting body size (e.g. juveniles versus 
adults) respond to predator cues, and how anti- predator responses 
vary across different land uses. However, arguably the most urgent 
knowledge gap is the issue of habituation, that is how long- lasting 
the effects of predator cues on deer are, and what drives variation 
in habituation. We predict that habituation can be reduced by com-
bining predator cues (visual, olfactory, acoustic), when cue levels 
mimic those present in natural areas and when cues are induced to 
the environment dynamically (i.e. with varying intensity, duration 
and	frequency).	We	also	identify	a	major	need	for	studies	that	test	
the use of these cues in real- life practical management situations. 
Most	urgently,	the	effectiveness	of	cues	needs	to	be	tested	at	the	
scale of average- sized croplands and fields, or forestry plantation 
sites, for relevant periods (such as the full crop growing period), 
since most current studies were done at small experimental scales 
for very short periods. Such landscape- scale studies should also 
specifically look at the effect of the predator cues on deer redistri-
bution across the landscape and potential spill- over effects. That is 
the risk that cues effectively reduce deer impacts on certain parts 
of the landscape (certain croplands or fields) but increase their im-
pacts elsewhere in that landscape (e.g. other croplands or forest 
areas). When thinking about real- life situations, it is also relevant 
to consider the potential effects of the cues on the behaviour and 
distribution of non- target species, such as meso- carnivores or non- 
target herbivores that may also respond to the introduced predator 
cues. Future studies should also monitor and report the responses 
of non- target species when employing applied ecology of fear 
experiments.

5  |  CONCLUSION

The	‘Applied	ecology	of	fear’	is	a	growing	field	of	research	that	seeks	
to develop and test non- lethal tools as part of the wildlife manage-
ment kit complementing potential lethal methods. Our meta- analysis 
suggests that inducing acoustic cues from predators to the environ-
ment holds more promise as non- lethal tool than visual and olfac-
tory cues. Yet, we identified major knowledge gaps that currently 
prevent us from applying such non- lethal tools to effectively facili-
tate	human-	wildlife	 coexistence.	Most	urgently,	we	need	 to	 study	
habituation and its drivers at spatial and temporal scales that reflect 

actual human land use and wildlife management settings. Future re-
search can address this knowledge gap by setting up experiments 
that measure deer responses and their habituation to combinations 
of different types of predator cues, across different land uses at the 
landscape scale, and during periods that reflect the relevant human 
activities (e.g. multiple crop growing seasons).

AUTHOR CONTRIBUTIONS
J. Ignacio Ramirez conceived the research idea, designed the method-
ology, analysed the data, led the writing of the manuscript and led the 
acquisition	of	funding.	Joris	P.	G.	M.	Cromsigt	contributed	to	the	de-
signing	of	the	methodology	and	data	analysis.	Joris	P.	G.	M.	Cromsigt,	
Johan	Olofsson,	Tim	R.	Hofmeester,	Dries	P.	 J.	Kuijper,	Matthias	B.	
Siewert, Christian Smit and Fredrik Widemo were co- applicants for 
the	funding	acquisition,	assisted	with	the	interpretation	of	results	and	
supported	the	writing	of	the	manuscript.	All	authors	critically	contrib-
uted to this study and gave final approval for publication.

ACKNOWLEDG EMENTS
This	 study	 was	 financed	 by	 the	 Wildlife	 Management	 Fund	
(Viltvårdsfonden)	of	the	Swedish	Environmental	Protection	Agency	
(Naturvårdsverket;	grant	number:	2021-	00029).	We	also	thank	our	
two anonymous reviewers for improving this article with their valu-
able feedback.

CONFLIC T OF INTERE S T S TATEMENT
We, the authors, declare no conflict of interest.

PEER RE VIE W
The peer review history for this article is available at https:// www. 
webof scien ce. com/ api/ gatew ay/ wos/ peer-  review/ 10. 1002/ 2688-  
8319. 12322 .

DATA AVAIL ABILIT Y S TATEMENT
Data are already published and publicly available since the study was 
based	on	secondary	data.	As	such,	there	was	no	local	data	collection.	
See the Supporting Information section for an overview of the data 
and the references of the literature used for this study.

S TATEMENT OF INCLUSION
Our	 global	 meta-	analysis	 was	 based	 on	 a	 quantitative	 analysis	 of	
secondary data. The research background of the authorship team 
broadly represents the major regions of interest in the meta- analysis, 
supporting the inclusion of data from peer- reviewed studies pub-
lished in English and ensuring the appropriate interpretation of data 
and results.

ORCID
J. Ignacio Ramirez  https://orcid.org/0000-0003-1836-8105 
Dries P. J. Kuijper  https://orcid.org/0000-0002-0324-5893 
Tim R. Hofmeester  https://orcid.org/0000-0003-2101-5482 
Fredrik Widemo  https://orcid.org/0000-0002-3688-9847 
Joris P. G. M. Cromsigt  https://orcid.org/0000-0002-8632-9469 

 26888319, 2024, 2, D
ow

nloaded from
 https://besjournals.onlinelibrary.w

iley.com
/doi/10.1002/2688-8319.12322 by Sw

edish U
niversity O

f A
gricultural Sciences, W

iley O
nline L

ibrary on [24/04/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://www.webofscience.com/api/gateway/wos/peer-review/10.1002/2688-8319.12322
https://www.webofscience.com/api/gateway/wos/peer-review/10.1002/2688-8319.12322
https://www.webofscience.com/api/gateway/wos/peer-review/10.1002/2688-8319.12322
https://orcid.org/0000-0003-1836-8105
https://orcid.org/0000-0003-1836-8105
https://orcid.org/0000-0002-0324-5893
https://orcid.org/0000-0002-0324-5893
https://orcid.org/0000-0003-2101-5482
https://orcid.org/0000-0003-2101-5482
https://orcid.org/0000-0002-3688-9847
https://orcid.org/0000-0002-3688-9847
https://orcid.org/0000-0002-8632-9469
https://orcid.org/0000-0002-8632-9469


    |  11 of 13RAMIREZ et al.

R E FE R E N C E S
Andelt,	W.	F.,	Baker,	D.	L.,	&	Burnham,	K.	P.	(1992).	Relative	preference	

of captive cow elk for repellent- treated diets. Journal of Wildlife 
Management, 56,	164–173.	https://	doi.	org/	10.	2307/	3808805

Apfelbach,	 R.,	 Blanchard,	 C.	 D.,	 Blanchard,	 R.	 J.,	 Hayes,	 R.	 A.,	 &	
McGregor,	I.	S.	(2005).	The	effects	of	predator	odors	in	mammalian	
prey	species:	A	review	of	field	and	laboratory	studies.	Neuroscience 
and Biobehavioral Reviews, 29, 1123–1144. https:// doi. org/ 10. 1016/ 
j. neubi orev. 2005. 05. 005

Bakker, E. S., & Svenning, J. C. (2018). Trophic rewilding: Impact on eco-
systems under global change. Philosophical Transactions of the Royal 
Society, B: Biological Sciences, 373,	 20170432.	 https:// doi. org/ 10. 
1098/	rstb.	2017.	0432

Bates,	 D.,	 Mächler,	 M.,	 Bolker,	 B.,	 &	 Walker,	 S.	 (2015).	 Fitting	 linear	
mixed- effects models using lme4. Journal of Statistical Software, 67, 
1–48. https:// doi. org/ 10. 48550/  arXiv. 1406. 5823

Belant,	 J.	 L.,	 Seamans,	 T.	 W.,	 &	 Tyson,	 L.	 A.	 (1998).	 Predator	 urines	
as chemical barriers to white- tailed deer. In Proceedings of the 
Eighteenth Vertebrate Pest Conference, 18, (pp. 359–362). http:// dx. 
doi.	org/	10.	5070/	V4181	10042	

Berger,	J.,	Swenson,	J.	E.,	&	Persson,	I.-	L.	(2001).	Recolonizing	carnivores	
and naïve prey: Conservation lessons from pleistocene extinctions. 
Science (1979), 291, 1036–1039. https:// doi. org/ 10. 1126/ scien ce. 
1056466

Blumstein, D. T. (2006). The multipredator hypothesis and the evolution-
ary persistence of antipredator behavior. Ethology, 112,	 209–217.	
https:// doi. org/ 10. 1111/j. 1439-  0310. 2006. 01209. x

Blumstein, D. T. (2016). Habituation and sensitization: New thoughts 
about old ideas. Animal Behaviour, 120, 255–262. https:// doi. org/ 
10. 1016/j. anbeh av. 2016. 05. 012

Brown,	J.	S.,	Laundré,	J.	W.,	&	Gurung,	M.	(1999).	The	ecology	of	fear:	
Optimal foraging, game theory, and trophic interactions. Journal of 
Mammalogy, 80, 385–399. https://	doi.	org/	10.	2307/	1383287

Bryce,	C.	M.,	Wilmers,	C.	C.,	&	Williams,	T.	M.	 (2017).	 Energetics	 and	
evasion	dynamics	of	 large	predators	and	prey:	Pumas	vs.	hounds.	
PeerJ, 5,	e3701.	https://	doi.	org/	10.	7717/	peerj.	3701

Castley,	J.,	Boshoff,	A.,	&	Kerley,	G.	(2001).	Compromising	South	Africa's	
natural biodiversity- inappropriate herbivore introductions. South 
African Journal of Science, 97, 344–348.

Chabot,	D.,	Gagnon,	P.,	&	Dixon,	E.	A.	(1996).	Effect	of	predator	odors	on	
heart rate and metabolic rate of wapiti (Cervus elaphus canadensis). 
Journal of Chemical Ecology, 22, 839–868. https://	doi.	org/	10.	1007/	
BF020 33590 

Chalcraft,	D.	R.,	&	Resetarits,	W.	J.	(2003).	Predator	identity	and	ecologi-
cal impacts: Functional redundancy or functional diversity? Ecology, 
84,	2407–2418.	https:// doi. org/ 10. 1890/ 02-  0550

Chapron,	 G.,	 Kaczensky,	 P.,	 Linnell,	 J.	 D.	 C.,	 von	 Arx,	 M.,	 Huber,	 D.,	
Andrén,	 H.,	 López-	Bao,	 J.	 V.,	 Adamec,	 M.,	 Álvares,	 F.,	 Anders,	
O.,	 Balčiauskas,	 L.,	 Balys,	 V.,	 Bedő,	 P.,	 Bego,	 F.,	 Blanco,	 J.	 C.,	
Breitenmoser, U., Brøseth, H., Bufka, L., Bunikyte, R., … Boitani, L. 
(2014). Recovery of large carnivores in Europe's modern human- 
dominated landscapes. Science (1979), 346,	1517–1519.	https:// doi. 
org/	10.	1126/	scien	ce.	1257553

Clare, J. D. J., Zuckerberg, B., Liu, N., Stenglein, J. L., van Deelen, T. 
R.,	 Pauli,	 J.	 N.,	 &	 Townsend,	 P.	 A.	 (2023).	 A	 phenology	 of	 fear:	
Investigating scale and seasonality in predator–prey games be-
tween wolves and white- tailed deer. Ecology, 104, e4019. https:// 
doi. org/ 10. 1002/ ECY. 4019

Clinchy,	M.,	Sheriff,	M.	J.,	&	Zanette,	L.	Y.	(2013).	Predator-	induced	stress	
and the ecology of fear. Functional Ecology, 27, 56–65. https:// doi. 
org/	10.	1111/	1365-		2435.	12007	

Coomes,	D.	A.,	Allen,	R.	B.,	Forsyth,	D.	M.,	&	Lee,	W.	G.	(2003).	Factors	
preventing the recovery of New Zealand forests following control 
of invasive deer. Conservation Biology, 17, 450–459. https:// doi. org/ 
10.	1046/j.	1523-		1739.	2003.	15099.	x

Côté,	S.	D.,	Rooney,	T.	P.,	Tremblay,	J.-	P.,	Dussault,	C.,	&	Waller,	D.	M.	
(2004). Ecological impacts of deer overabundance. Annual Review 
of Ecology, Evolution, and Systematics, 35,	113–147.	https:// doi. org/ 
10.	1146/	annur	ev.	ecols	ys.	35.	021103.	105725

Cromsigt,	J.	P.	G.	M.,	Kuijper,	D.	P.	J.,	Adam,	M.,	Beschta,	R.	L.,	Churski,	
M.,	Eycott,	A.,	Kerley,	G.	I.	H.,	Mysterud,	A.,	Schmidt,	K.,	&	West,	K.	
(2013). Hunting for fear: Innovating management of human–wild-
life conflicts. Journal of Applied Ecology, 50, 544–549. https:// doi. 
org/	10.	1111/	1365-		2664.	12076	

Davis,	N.	E.,	Bennett,	A.,	 Forsyth,	D.	M.,	Bowman,	D.	M.	 J.	 S.,	 Lefroy,	
E.	C.,	Wood,	S.	W.,	Woolnough,	A.	P.,	West,	P.,	Hampton,	J.	O.,	&	
Johnson,	C.	N.	(2016).	A	systematic	review	of	the	impacts	and	man-
agement	of	introduced	deer	(family	Cervidae)	in	Australia.	Wildlife 
Research, 43, 515–532. https://	doi.	org/	10.	1071/	WR16148

Dolman,	P.	M.,	&	Wäber,	K.	(2008).	Ecosystem	and	competition	impacts	
of introduced deer. Wildlife Research, 35, 202–214. https:// doi. org/ 
10.	1071/	WR07114

Espmark, Y., & Langvatn, R. (1985). Development and habituation of car-
diac and behavioral responses in young red deer calves (Cervus ela-
phus) exposed to alarm stimuli. Journal of Mammalogy, 66,	702–711.	
https://	doi.	org/	10.	2307/	1380796

Flueck,	W.	 (2010).	Exotic	deer	 in	southern	Latin	America:	What	do	we	
know about impacts on native deer and on ecosystems? Biological 
Invasions, 12, 1909–1922. https://	doi.	org/	10.	1007/	S1053	0-		009-		
9618-		X/	METRICS

Gaynor,	K.	M.,	Brown,	J.	S.,	Middleton,	A.	D.,	Power,	M.	E.,	&	Brashares,	
J. S. (2019). Landscapes of fear: Spatial patterns of risk perception 
and response. Trends in Ecology & Evolution, 34, 355–368. https:// 
doi. org/ 10. 1016/j. tree. 2019. 01. 004

Gaynor,	 K.	M.,	 Cherry,	M.	 J.,	 Gilbert,	 S.	 L.,	 Kohl,	M.	 T.,	 Larson,	 C.	 L.,	
Newsome,	T.	M.,	Prugh,	L.	R.,	Suraci,	J.	P.,	Young,	J.	K.,	&	Smith,	J.	
A.	(2021).	An	applied	ecology	of	fear	framework:	Linking	theory	to	
conservation practice. Animal Conservation, 24, 308–321. https:// 
doi. org/ 10. 1111/ acv. 12629 

Gu,	Z.,	Gu,	L.,	Eils,	R.,	Schlesner,	M.,	&	Brors,	B.	 (2014).	Circlize	 imple-
ments and enhances circular visualization in R. Bioinformatics, 30, 
2811–2812. https:// doi. org/ 10. 1093/ bioin forma tics/ btu393

Hamilton,	 W.	 D.	 (1971).	 Geometry	 for	 the	 selfish	 herd.	 Journal of 
Theoretical Biology, 31, 295–311. https:// doi. org/ 10. 1016/ 0022-  
5193(71)	90189	-		5

Hettena,	 A.	M.,	Munoz,	N.,	 &	Blumstein,	D.	 T.	 (2014).	 Prey	 responses	
to	predator's	sounds:	A	review	and	empirical	study.	Ethology, 120, 
427–452.	https:// doi. org/ 10. 1111/ eth. 12219 

Hirt,	M.	 R.,	 Tucker,	M.,	Müller,	 T.,	 Rosenbaum,	B.,	&	Brose,	U.	 (2020).	
Rethinking trophic niches: Speed and body mass colimit prey space 
of mammalian predators. Ecology and Evolution, 10,	 7094–7105.	
https:// doi. org/ 10. 1002/ ece3. 6411

Hody,	J.	W.,	&	Kays,	R.	(2018).	Mapping	the	expansion	of	coyotes	(Canis 
latrans)	 across	 North	 and	 Central	 America.	 Zookeys, 759,	 81–97.	
https://	doi.	org/	10.	3897/	zooke	ys.	759.	15149	

Kleiber,	M.	(1947).	Body	size	and	metabolic	rate.	Physiological Reviews, 27, 
511–541. https://	doi.	org/	10.	1152/	physr	ev.	1947.	27.4.	511

Kuijper,	D.	P.	 J.,	Verwijmeren,	M.,	Churski,	M.,	Zbyryt,	A.,	Schmidt,	K.,	
Jędrzejewska,	B.,	&	Smit,	C.	 (2014).	What	 cues	do	ungulates	use	
to assess predation risk in dense temperate forests? PLoS One, 9, 
e84607.	https://	doi.	org/	10.	1371/	journ	al.	pone.	0084607

Laundré, J. W. (2010). Behavioral response races, predator–prey shell 
games, ecology of fear, and patch use of pumas and their ungu-
late prey. Ecology, 91,	 2995–3007.	 https:// doi. org/ 10. 1890/ 08-  
2345. 1

Leuthold, W. (2012). African ungulates: A comparative review of their ethol-
ogy and behavioral ecology. Springer Verlag.

Li, C., Yang, X., Ding, Y., Zhang, L., Fang, H., Tang, S., & Jiang, Z. (2011). Do 
Père	David's	deer	lose	memories	of	their	ancestral	predators?	PLoS 
One, 6, e23623. https://	doi.	org/	10.	1371/	journ	al.	pone.	0023623

 26888319, 2024, 2, D
ow

nloaded from
 https://besjournals.onlinelibrary.w

iley.com
/doi/10.1002/2688-8319.12322 by Sw

edish U
niversity O

f A
gricultural Sciences, W

iley O
nline L

ibrary on [24/04/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.2307/3808805
https://doi.org/10.1016/j.neubiorev.2005.05.005
https://doi.org/10.1016/j.neubiorev.2005.05.005
https://doi.org/10.1098/rstb.2017.0432
https://doi.org/10.1098/rstb.2017.0432
https://doi.org/10.48550/arXiv.1406.5823
http://dx.doi.org/10.5070/V418110042
http://dx.doi.org/10.5070/V418110042
https://doi.org/10.1126/science.1056466
https://doi.org/10.1126/science.1056466
https://doi.org/10.1111/j.1439-0310.2006.01209.x
https://doi.org/10.1016/j.anbehav.2016.05.012
https://doi.org/10.1016/j.anbehav.2016.05.012
https://doi.org/10.2307/1383287
https://doi.org/10.7717/peerj.3701
https://doi.org/10.1007/BF02033590
https://doi.org/10.1007/BF02033590
https://doi.org/10.1890/02-0550
https://doi.org/10.1126/science.1257553
https://doi.org/10.1126/science.1257553
https://doi.org/10.1002/ECY.4019
https://doi.org/10.1002/ECY.4019
https://doi.org/10.1111/1365-2435.12007
https://doi.org/10.1111/1365-2435.12007
https://doi.org/10.1046/j.1523-1739.2003.15099.x
https://doi.org/10.1046/j.1523-1739.2003.15099.x
https://doi.org/10.1146/annurev.ecolsys.35.021103.105725
https://doi.org/10.1146/annurev.ecolsys.35.021103.105725
https://doi.org/10.1111/1365-2664.12076
https://doi.org/10.1111/1365-2664.12076
https://doi.org/10.1071/WR16148
https://doi.org/10.1071/WR07114
https://doi.org/10.1071/WR07114
https://doi.org/10.2307/1380796
https://doi.org/10.1007/S10530-009-9618-X/METRICS
https://doi.org/10.1007/S10530-009-9618-X/METRICS
https://doi.org/10.1016/j.tree.2019.01.004
https://doi.org/10.1016/j.tree.2019.01.004
https://doi.org/10.1111/acv.12629
https://doi.org/10.1111/acv.12629
https://doi.org/10.1093/bioinformatics/btu393
https://doi.org/10.1016/0022-5193(71)90189-5
https://doi.org/10.1016/0022-5193(71)90189-5
https://doi.org/10.1111/eth.12219
https://doi.org/10.1002/ece3.6411
https://doi.org/10.3897/zookeys.759.15149
https://doi.org/10.1152/physrev.1947.27.4.511
https://doi.org/10.1371/journal.pone.0084607
https://doi.org/10.1890/08-2345.1
https://doi.org/10.1890/08-2345.1
https://doi.org/10.1371/journal.pone.0023623


12 of 13  |     RAMIREZ et al.

Linnell,	J.	D.	C.,	Cretois,	B.,	Nilsen,	E.	B.,	Rolandsen,	C.	M.,	Solberg,	E.	J.,	
Veiberg,	V.,	Kaczensky,	P.,	van	Moorter,	B.,	Panzacchi,	M.,	Rauset,	
G. R., & Kaltenborn, B. (2020). The challenges and opportunities of 
coexisting with wild ungulates in the human- dominated landscapes 
of	 Europe's	 Anthropocene.	 Biological Conservation, 244, 108500. 
https:// doi. org/ 10. 1016/j. biocon. 2020. 108500

Martin,	J.-	L.,	Chamaillé-	Jammes,	S.,	&	Waller,	D.	M.	(2020).	Deer,	wolves,	
and people: Costs, benefits and challenges of living together. 
Biological Reviews, 95,	782–801.	https://	doi.	org/	10.	1111/	brv.	12587	

Narum, S. R. (2006). Beyond Bonferroni: Less conservative analyses for 
conservation genetics. Conservation Genetics, 7,	783–787.	https:// 
doi.	org/	10.	1007/	s1059	2-		005-		9056-		y

Padié,	S.,	Morellet,	N.,	Cargnelutti,	B.,	Hewison,	A.	J.	M.,	Martin,	J.	L.,	&	
Chamaillé- Jammes, S. (2015). Time to leave? Immediate response 
of roe deer to experimental disturbances using playbacks. European 
Journal of Wildlife Research, 61,	871–879.	https://	doi.	org/	10.	1007/	
s1034 4-  015-  0964-  y

Page,	M.	J.,	McKenzie,	J.	E.,	Bossuyt,	P.	M.,	Boutron,	I.,	Hoffmann,	T.	C.,	
Mulrow,	C.	D.,	Shamseer,	L.,	Tetzlaff,	J.	M.,	Akl,	E.	A.,	Brennan,	S.	
E.,	Chou,	R.,	Glanville,	 J.,	Grimshaw,	J.	M.,	Hróbjartsson,	A.,	Lalu,	
M.	M.,	Li,	T.,	Loder,	E.	W.,	Mayo-	Wilson,	E.,	McDonald,	S.,	…	Moher,	
D.	(2021).	The	PRISMA	2020	statement:	An	updated	guideline	for	
reporting systematic reviews. International Journal of Surgery, 88, 
105906. https:// doi. org/ 10. 1016/j. ijsu. 2021. 105906

Palmer,	 M.	 S.,	 Portales-	Reyes,	 C.,	 Potter,	 C.,	 Mech,	 L.	 D.,	 &	 Isbell,	 F.	
(2021). Behaviorally- mediated trophic cascade attenuated by prey 
use of risky places at safe times. Oecologia, 195, 235–248. https:// 
doi.	org/	10.	1007/	s0044	2-		020-		04816	-		4

Pérez-	Barbería,	F.	J.,	&	Gordon,	I.	J.	(2001).	Relationships	between	oral	
morphology	and	feeding	style	in	the	Ungulata:	A	phylogenetically	
controlled evaluation. Proceedings of the Royal Society of London- 
Series B: Biological Sciences, 268, 1023–1032. https:// doi. org/ 10. 
1098/ rspb. 2001. 1619

Prugh,	L.	R.,	Sivy,	K.	J.,	Mahoney,	P.	J.,	Ganz,	T.	R.,	Ditmer,	M.	A.,	van	de	
Kerk,	M.,	Gilbert,	S.	L.,	&	Montgomery,	R.	A.	(2019).	Designing	stud-
ies of predation risk for improved inference in carnivore- ungulate 
systems. Biological Conservation, 232,	194–207.	https:// doi. org/ 10. 
1016/j. biocon. 2019. 02. 011

R Core Team. (2013). R: A language and environment for statistical comput-
ing	(pp.	275–286).	R	Foundation	for	Statistical	Computing.

Ramirez, J. I. (2021). Uncovering the different scales in deer–forest in-
teractions. Ecology and Evolution, 11,	 5017–5024.	https:// doi. org/ 
10.	1002/	ece3.	7439

Ramirez,	J.	I.,	Jansen,	P.	A.,	den	Ouden,	J.,	Li,	X.,	Iacobelli,	P.,	Herdoiza,	
N.,	&	Poorter,	L.	(2021).	Temperate	forests	respond	in	a	non-	linear	
way to a population gradient of wild deer. Forestry: An International 
Journal of Forest Research, 94, 502–511. https:// doi. org/ 10. 1093/ 
fores try/ cpaa049

Ramirez,	J.	 I.,	 Jansen,	P.	A.,	den	Ouden,	J.,	Moktan,	L.,	Herdoiza,	N.,	&	
Poorter,	 L.	 (2021).	 Above-		 and	 below-	ground	 cascading	 effects	
of wild ungulates in temperate forests. Ecosystems, 24,	 153–167.	
https://	doi.	org/	10.	1007/	s1002	1-		020-		00509	-		4

Ramirez,	J.	I.,	Jansen,	P.	A.,	&	Poorter,	L.	(2018).	Effects	of	wild	ungulates	
on the regeneration, structure and functioning of temperate for-
ests:	A	 semi-	quantitative	 review.	Forest Ecology and Management, 
424, 406–419. https:// doi. org/ 10. 1016/j. foreco. 2018. 05. 016

Ramirez,	 J.	 I.,	 Poorter,	 L.,	 Jansen,	 P.	 A.,	 den	 Ouden,	 J.,	 Siewert,	 M.,	 &	
Olofsson, J. (2023). Top- down and bottom- up forces explain patch 
utilization by two deer species and forest recruitment. Oecologia, 
2022(201), 229–240. https://	doi.	org/	10.	1007/	s0044	2-		022-		05292	-		8

Ramirez,	J.	I.,	Zwerts,	J.	A.,	van	Kuijk,	M.,	Iacobelli,	P.,	Li,	X.,	Herdoiza,	N.,	
&	Jansen,	P.	A.	(2021).	Density	dependence	of	daily	activity	in	three	
ungulate species. Ecology and Evolution, 11,	7390–7398.	https:// doi. 
org/	10.	1002/	ece3.	7570

Rankin,	 C.	 H.,	 Abrams,	 T.,	 Barry,	 R.	 J.,	 Bhatnagar,	 S.,	 Clayton,	 D.	 F.,	
Colombo,	J.,	Coppola,	G.,	Geyer,	M.	A.,	Glanzman,	D.	L.,	Marsland,	

S.,	McSweeney,	F.	K.,	Wilson,	D.	A.,	Wu,	C.	F.,	&	Thompson,	R.	F.	
(2009).	Habituation	revisited:	An	updated	and	revised	description	
of the behavioral characteristics of habituation. Neurobiology of 
Learning and Memory, 92, 135–138. https:// doi. org/ 10. 1016/j. nlm. 
2008. 09. 012

Sahlén,	E.,	Noell,	S.,	DePerno,	C.	S.,	Kindberg,	J.,	Spong,	G.,	&	Cromsigt,	J.	
P.	(2016).	Phantoms	of	the	forest:	Legacy	risk	effects	of	a	regionally	
extinct large carnivore. Ecology and Evolution, 6,	791–799.	https:// 
doi. org/ 10. 1002/ ece3. 1866

Schmitz,	O.	 (2017).	Predator	and	prey	functional	 traits:	Understanding	
the adaptive machinery driving predator–prey interactions. 
F1000Research, 6,	 1767.	https:// doi. org/ 10. 12688/  f1000 resea rch. 
11813. 1

Smith,	J.	A.,	Gaynor,	K.	M.,	&	Suraci,	J.	P.	(2021).	Mismatch	between	risk	
and response may amplify lethal and non- lethal effects of humans 
on wild animal populations. Frontiers in Ecology and Evolution, 9, 
604973.	https://	doi.	org/	10.	3389/	fevo.	2021.	604973

Smith,	J.	A.,	Suraci,	J.	P.,	Hunter,	J.	S.,	Gaynor,	K.	M.,	Keller,	C.	B.,	Palmer,	
M.	 S.,	 Atkins,	 J.	 L.,	 Castañeda,	 I.,	 Cherry,	 M.	 J.,	 Garvey,	 P.	 M.,	
Huebner,	S.	E.,	Morin,	D.	J.,	Teckentrup,	L.,	Weterings,	M.	J.	A.,	&	
Beaudrot, L. (2020). Zooming in on mechanistic predator–prey ecol-
ogy: Integrating camera traps with experimental methods to reveal 
the drivers of ecological interactions. Journal of Animal Ecology, 89, 
1997–2012.	https:// doi. org/ 10. 1111/ 1365-  2656. 13264 

Stankowich,	T.,	&	Coss,	R.	G.	(2007).	The	re-	emergence	of	felid	camou-
flage with the decay of predator recognition in deer under relaxed 
selection. Proceedings of the Royal Society B: Biological Sciences, 274, 
175–182.	https://	doi.	org/	10.	1098/	rspb.	2006.	3716

Sudharsan, K., Riley, S., & Winterstein, S. R. (2006). Relationship of au-
tumn	hunting	season	to	the	frequency	of	deer-	vehicle	collisions	in	
Michigan.	Journal of Wildlife Management, 70, 1161–1164.

Takatsuki,	S.	 (2009).	Effects	of	sika	deer	on	vegetation	 in	Japan:	A	re-
view. Biological Conservation, 142, 1922–1929. https:// doi. org/ 10. 
1016/j. biocon. 2009. 02. 011

Tsai,	C.-	H.,	Hsieh,	C.,	&	Nakazawa,	T.	 (2016).	Predator–prey	mass	ratio	
revisited: Does preference of relative prey body size depend on in-
dividual predator size? Functional Ecology, 30,	1979–1987.	https:// 
doi. org/ 10. 1111/ 1365-  2435. 12680 

van	Eeden,	L.	M.,	Dickman,	C.	R.,	Ritchie,	E.	G.,	&	Newsome,	T.	M.	(2017).	
Shifting public values and what they mean for increasing democracy 
in wildlife management decisions. Biodiversity and Conservation, 26, 
2759–2763.	https://	doi.	org/	10.	1007/	s1053	1-		017-		1378-		9

Weber,	 M.,	 &	 Gonzalez,	 S.	 (2003).	 Latin	 American	 deer	 diversity	 and	
conservation:	A	 review	of	 status	 and	distribution.	Ecoscience, 10, 
443–454. https://	doi.	org/	10.	1080/	11956	860.	2003.	11682792

Wickham,	H.,	&	Winston,	C.	 (2016).	 Package	 ‘ggplot2.’	Create	 elegant	
data visualisations using the grammar of graphics 2:1–189.

Widén,	A.,	Clinchy,	M.,	 Felton,	A.	M.,	Hofmeester,	 T.	 R.,	Kuijper,	D.	 P.	
J.,	Singh,	N.	J.,	Widemo,	F.,	Zanette,	L.	Y.,	&	Cromsigt,	J.	P.	G.	M.	
(2022).	Playbacks	of	predator	vocalizations	reduce	crop	damage	by	
ungulates. Agriculture, Ecosystems and Environment, 328,	 107853.	
https://	doi.	org/	10.	1016/j.	agee.	2022.	107853

Zbyryt,	A.,	Bubnicki,	J.	W.,	Kuijper,	D.	P.	J.,	Dehnhard,	M.,	Churski,	M.,	&	
Schmidt, K. (2018). Do wild ungulates experience higher stress with 
humans than with large carnivores? Behavioral Ecology, 29, 19–30. 
https:// doi. org/ 10. 1093/ beheco/ arx142

SUPPORTING INFORMATION
Additional	 supporting	 information	 can	 be	 found	 online	 in	 the	
Supporting Information section at the end of this article.
Appendix S1. Table S1. List of common names of predator species 
included in this study.
Table S2. List of common names of deer species included in this 
study.
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Table S3. Information extracted from the collection of 39 studies 
that presented behavioural responses of deer to visual cues from 
predators.
Table S4. Information extracted from the collection of 39 studies 
that presented behavioural responses of deer to olfactory cues from 
predators.
Table S5. Information extracted from the collection of 39 studies 
that presented behavioural responses of deer to acoustic cues from 
predators.
Figure S1. Criteria and selection process of literature for the 
quantitative	analysis.
Figure S2. Chord diagram showing the behavioural responses of 
deer species to predator species.
Figure S3. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by type of study.
Figure S4. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by type of cue.
Figure S5. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by predator hunting strategy.
Figure S6. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by predator hunting strategy 
and visual cues.
Figure S7. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by predator hunting strategy 
and olfactory cues.

Figure S8. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by predator hunting strategy 
and acoustic cues.
Figure S9. Contribution of the different deer anti- predator responses 
(1 = yes,	2 = no)	to	the	x2 value grouped by type of deer feeding strategy.
Figure S10. Contribution of the different deer anti- predator 
responses	(1 = yes,	2 = no)	to	the	x2 value grouped by deer feeding 
type and visual cues.
Figure S11. Contribution of the different deer anti- predator 
responses	(1 = yes,	2 = no)	to	the	x2 value grouped by deer feeding 
type and olfactory cues.
Figure S12. Contribution of the different deer anti- predator 
responses	(1 = yes,	2 = no)	to	the	x2 value grouped by deer feeding 
type and acoustic cues.
Data Source S1. List of references from which data was extracted.
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