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Relaxed selection following extirpation of predators or as a consequence of captive breeding may result in
the loss of adaptive antipredator behavior. We propose that it is equally possible for relaxed selection to
result in the loss or reduced effectiveness of parasite-defense behaviors such as grooming. In both cases,
the reintroduction of captive-bred animals into a predator- or parasite-rich area could have disastrous
consequences for the survival of the population. Tick infestation is a powerful force for the evolution
of adaptive tick-defense grooming behavior in the wild. The regulation of anti-tick grooming has been
well-studied in ungulates and consists of endogenous and exogenous mechanisms, corresponding to
the programmed and stimulus-driven grooming models. These models predict that (1) smaller animals
will groom more frequently than larger ones, (2) breeding males will groom less than females, (3) animals
will groom more during the high-tick season, and (4) animals will groom more in tick-rich vs. tick-sparse
Programmed grooming habitat. We studied the grooming behavior of Pére David’s deer (Elaphurus davidianus), which has expe-
Stimulus-driven grooming rienced genetic bottlenecks and possible relaxed selection as a result of hundreds of years in captivity and
Ticks was recently reintroduced into the wild in China. Our results indicate that most but not all patterns of
adaptive anti-tick grooming behavior have been retained, indicating that some aspects of parasite
defense have not undergone relaxed selection even after many years of captivity. Nonetheless, we pro-
pose that plans to reintroduce captive-bred animals should take into consideration the historical tick
exposure and present grooming behavior of the species in selecting suitable habitat for reintroduction.

© 2014 Elsevier Ltd. All rights reserved.
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1. Introduction likely they were to seek refuge from a predator as do their wild-

caught counterparts, indicating that reintroduced mice would

Relaxed selection occurs when populations experience the
weakening or removal of a selection factor important for the main-
tenance of a trait. Current investigation asks whether adaptive
behavior is lost or reduced under relaxed selection, and how fast
this can happen (Lahti et al., 2009). An important applied aspect
of relaxed selection involves small populations of endangered spe-
cies that are bred in captivity for later reintroduction into the wild.
If relaxed selection in captivity results in the loss or reduction of
traits important for survival, individuals that are later released
back into the wild may suffer high mortality and the reintroduc-
tion exercise may fail (Lahti et al., 2009). Recent studies have
focused on the potential loss of antipredator defenses when preda-
tors are extirpated from the wild, or absent in a captive breeding
situation. McPhee (2004) found that the more generations of Old-
field mice (Peromyscus polionotus) were kept in captivity, the less
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experience increased mortality and reduced survivorship.
Whether a species quickly loses antipredator behavior follow-
ing relaxed selection depends on the degree to which the behavior
is experience dependent (i.e., learned or innate) and the cost of
performing the behavior (Blumstein, 2002). In some cases, anti-
predator behavior may persist despite long absence of a predator
because other predators remain, the trait retains a different func-
tion, or the trait is more ‘hard-wired’ (Blumstein, 2002; Lahti
et al., 2009). However, when behavior is dependent upon learning,
antipredator defenses may be lost in a single generation of isola-
tion from predators. In the absence of predators, prey species
may experience loss or weakening of visual, acoustical, or chemical
recognition of predators (Lahti et al., 2009). For example, moose
(Alces alces) living where predators have been extirpated are less
vigilant and do not respond to cues from scavengers to avoid pre-
dators (Berger, 1999; Berger et al., 2001). Tammar wallabies (Macr-
opus eugenii) isolated from predators on islands for up to
1000 years no longer respond to the sounds or smells of predators
(Blumstein et al., 2000; Blumstein and Daniel, 2005), while black-
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tailed deer (Odocoileus hemionus) respond to current predators but
not to those now extinct (Stankowich and Coss, 2007).

Ticks are the most important ectoparasites of wild animals, and
the cost of these ectoparasites for host animals has been well docu-
mented (Sutherst et al., 1983; Norval et al., 1988; Kaiser et al., 1991;
Allan, 2001). Just as conservation managers must understand the
mechanisms underlying antipredator behavior before releasing
predator-naive animals into predator-rich areas (Blumstein,
2002), so managers must understand parasite-defense mechanisms
before releasing tick-naive animals into tick-rich areas. Will the
released animals retain the adaptive tick-defense grooming behav-
ior of their ancestors, or will this behavior be lost and/or take time to
be re-learned? Oldfield mice kept in captivity for up to 35 genera-
tions not only lost antipredator behavior, but they also performed
reduced grooming with increasing generations in their tick-free
captive setting (McPhee, 2004). Bighorn sheep (Ovis canadensis mex-
icana) of the Chihuahua Desert of New Mexico have been isolated
from ticks for thousands of years and as a result groom at an extre-
mely low rate in their tick-free environment, even lower than size-
matched ungulates in tick-free zoological parks (Mooring et al.,
2006a).

In some cases tick-defense grooming may not evolve fast
enough to avoid mortality and morbidity from ticks, just like in
North American moose, which are susceptible to tick-induced alo-
pecia, loss of blood, and even death from infestation by as many as
100,000 ticks per animal (Mooring and Samuel, 1998a). The vul-
nerability of moose to ticks has been attributed to their poor
grooming behavior, only responding to adult ticks biting them
but less sensitive to larvae and nymphs crawling on them, which
contrasts with the highly efficient grooming of sympatric white-
tailed deer and mule deer (Odocoileus virginianus, O. heimonus).
The difference may be due to odocoiline deer being under natural
selection from the winter tick (Dermacentor albipictus) for
~3.5 million years, compared to perhaps 10,000 years since moose
migrated from Asia and encountered the winter tick (Mooring and
Samuel, 1998a). Moose harbor up to 25 times greater tick burdens
than deer, and suffer mortality from other parasites to which they
have been recently exposed and that deer are well adapted to
(meningeal worm Parelaphostrongylus tenuis; liver fluke Fascioloi-
des magna). It appears that this species has still not evolved the
grooming behavior it needs (Mooring and Samuel, 1998a, 1999).
This begs the question as to whether a small population that has
gone through a genetic bottleneck and centuries in captivity may
have lost the essential tick-defense grooming behavior needed to
survive and thrive when introduced into a tick-rich area.

1.1. Pére David’s deer

Pére David’s deer (Elaphurus davidianus) is an endangered spe-
cies that was extirpated in the wild and has survived in captivity
for perhaps the last 800 years. Descended from a population kept
in the Nanyuang Royal Hunting Garden since as early as 1205,
the world population descends from 18 individuals that survived
in Woburn Abbey, UK during the early 20th century (Zeng et al.,
2007, 2013), resulting in significant inbreeding and genetic bottle-
necks. Thirty-nine individuals were reintroduced to Dafeng, China
from 7 British zoos in 1986, and now the population has increased
to about 2000 in 2013, making it the world’s largest population.
We presume that ancestral Pére David’s deer practiced the same
adaptive tick-defense grooming seen in other species of closely
related Cervus deer, but it is unclear what the level of tick exposure
was during their long period of enforced captivity. Although both
Woburn Abbey and Beijing Milu Park (present day site of the
Nanyuang Royal Hunting Garden) were not tick-free, they may
have had low densities of ticks (Ding, 2004). Furthermore, because
the Hoxb8 gene is critical to the expression of grooming behavior

(Greer and Capecchi, 2002), the low genetic diversity resulting
from bottlenecks and founder effects (Zeng et al., 2007, 2013)
raises the possibility that tick-defense grooming patterns have
been lost or compromised regardless of relaxed selection. The
death of two male Pére David's deer from heavy tick infestation
in 1995 and 2004 suggests that this might be the case (Shen
et al., 1996, 2007).

1.2. Adaptive grooming behavior

Grooming is the first line of defense against tick infestation for
wild mammals, and animals with restricted or poorly developed
grooming behavior are vulnerable to excessive tick infestation
(Koch, 1981, 1988; Mooring et al., 1996a; Mooring and Samuel,
1999). Two grooming models have been proposed to explain the
endogenous and exogenous regulation of tick-defense grooming.
The ‘programmed grooming model’ postulates a type of central
control that periodically evokes grooming behavior so as to remove
ticks before they attach and blood-feed (Hart et al., 1992; Mooring,
1995). There is ample evidence for central control of grooming
(Roth and Rosenblatt, 1967; Nelson et al., 1975; Colbern and
Gispen, 1988; Fentress, 1988; Spruijt et al., 1992). The ‘stimulus-
driven grooming model’ states that grooming rate is regulated as
a response to peripheral stimulation from tick bites triggered by
the release of histamine from dermal mast cells at the site of the
bite (Riek, 1962; Willadsen, 1980; Wikel, 1984). The two models
are not mutually exclusive, and indeed are likely to operate con-
currently as a complementary system (Mooring et al., 2004).

Two predictions emerge from the programmed grooming
model. The body-size principle is based on the recognition that
smaller animals, with a greater surface area-to-mass ratio, incur
higher costs for a given density of tick infestation relative to larger
ones (Hart et al,, 1992). Assuming an equal rate of infestation,
small-bodied animals should groom at a higher rate and conse-
quently maintain a lower density of ticks compared with larger
animals. Intraspecifically, subadults have been observed to groom
more than adults (Mooring and Hart, 1997a, 1997b; Mooring and
Samuel, 1998c, 1998b; Mooring et al.,, 2002, 2006a; Hart and
Pryor, 2004) and harbor fewer ticks as a result (Gallivan et al.,
1995). The vigilance principle predicts that males of polygynous
species will groom less than females in the same herd during the
breeding season (sexually dimorphic grooming) in order to main-
tain high levels of vigilance for rival males or estrous females
(Hart et al., 1992). Testosterone is the mechanism behind sexually
dimorphic grooming, with higher levels of testosterone resulting in
a physiological suppression of programmed grooming (Mooring
et al.,, 1998, 2004, 2006a; Kakuma et al., 2003). Sexually dimorphic
grooming as a consequence of the vigilance principle is indepen-
dent and additive to grooming rate differences among sex-age clas-
ses due to the body size principle (Mooring et al., 2004). A corollary
of the vigilance principle is that such males should carry more
ectoparasites. Sexually dimorphic grooming has been observed in
a wide range of ungulates (Hart et al., 1992; Mooring and Hart,
1995; Mooring et al., 1996b, 1998, 2002, 2006a, 2006b; Mooring
and Samuel, 1998b), and breeding male ungulates carried many
more ticks than females (Main et al., 1981; Drew and Samuel,
1985).

Two predictions also emerge from the stimulus-driven groom-
ing model. The tick challenge principle predicts that grooming rate
will track the intensity of tick exposure (Mooring, 1995). Because
tick challenge may vary dramatically over time and space and
grooming behavior has costs, animals will adjust their grooming
rate on a seasonal or geographical basis. This prediction has been
supported for African and North American ungulates (Mooring,
1995; Mooring and Hart, 1997b; Mooring and Samuel, 1998c).
Related to the tick challenge principle, the habitat principle
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predicts that because habitats with a greater density of ticks
expose hosts to a higher risk of infestation, animals that inhabit
such areas will groom more frequently than those utilizing habi-
tats of lower tick density. A broad generalization is that closed hab-
itats, such as woodland and forest, have a greater abundance of
ticks than open ones, such as grassland or savannah (Barnard,
1986; Garris et al., 1990; Carroll and Schmidtmann, 1996).

The goal of this study is to investigate whether effective tick-
defense grooming patterns have been retained in Pére David’s deer
subject to potential relaxed selection and loss of genetic diversity
over hundreds of years of captivity. We observed the grooming
behavior of two populations of deer, one introduced to the Dafeng
Milu Nature Reserve, where tick challenge varies by season and
habitat, and the other housed at the tick-free San Diego Zoo Safari
Park. We predicted that if relaxed selection has resulted in the loss
of effective anti-tick grooming behavior, tick-naive deer will not
groom according to the patterns observed in other ungulates in
accordance with the predictions of the programmed and stimu-
lus-driven grooming models. The reduced responsiveness of moose
grooming to tick infestation mentioned above (Mooring and
Samuel, 1998a) suggests that relaxed selection may result in a
quantitative reduction in grooming rather than its elimination. If
so, we might expect that tick-naive Pére David’s deer will respond
to increased tick challenge with a slightly increased grooming rate,
but perhaps not of the magnitude required to avoid heavy tick
infestations.

If Pére David’s deer still retain adaptive tick-defense grooming,
we predicted that their grooming would reflect the principles out-
lined above. Specifically:

(1) Grooming rate will be negatively associated with body size,
with fawns and subadults grooming more frequently than
larger adults (intraspecific body size prediction).

(2) Grooming rate will be higher for adult females compared
with breeding adult males (vigilance prediction).

(3) Grooming rate will be elevated for all deer during the high-
tick spring/summer seasons compared with the low-tick
fall/winter seasons (tick challenge prediction).

(4) Grooming rates will be elevated for all deer in higher tick
habitat (the first zone) compared with lower tick habitat
(habitat prediction).

2. Methods
2.1. Field study site

The field study was conducted in the Dafeng Milu Nature
Reserve (32°59'-33°03'N, 120°47'-120°53’E) in Jiangsu Province,
China. The reserve is located on the Yellow Sea coast in eastern
China and lies 2-4 m above sea level. Annual average temperature
is 14.1 °C, with an average temperature of 0.8 °C in January, 27.0 °C
in July and 217 frost-free days. Average precipitation is 1068 mm
with rain falling mostly between June and September. Dafeng
Reserve consists of three core zones, two of which are enclosed
by fences allowing Pére David's deer to range freely.

2.2. Study species

Pére David’s deer have pronounced sexual dimorphism: adult
males are about 35% heavier than adult females (Ding, 2004). The
mating system is harem polygamous, in which a strong harem
holder dominates the harem group and monopolizes nearly all
mating opportunities (Li et al., 2001, 2004). The rutting season
extends from May to July, and the calving season is typically from
March to May. In the area, ticks become active in the spring and
reach a peak in summer, becoming inactive in autumn and winter

(Wang et al., 1997; Ding, 2004). The study population occupies two
separate zones with different habitat types and tick densities. The
first zone is composed of grassland and woodland, whereas the
second zone is completely grassland (Yu and He, 2011).

2.3. Tick census

Ticks are common in the nature reserve and the dominant tick
species is Haemaphysalis longicornis, which is also the main threat
for the deer. Tick densities were measured using the flag sampling
method. The sampling flag was made of a 100 cm x 100 cm piece
of unbleached cotton muslin stapled to a wooden base. For each
sampling, we dragged the flag for 10 m and then collected the ticks
attached on the flag. We randomly sampled about 15 flags to cover
the study area each time and sampled two to three times in the
first and second core zones in spring and summer. We did not mea-
sure tick densities in autumn and winter because previous studies
indicated that ticks were inactive from late October till March
(Wang et al., 1997; Ding, 2004).

2.4. Behavioral sampling at Dafeng Reserve

The study at Dafeng Reserve was conducted in the first and sec-
ond fenced core zones during four consecutive seasons (Summer:
July 2012; Fall: late October to November 2012; Winter: January
2013; Spring: April 2013). We walked daily along trails looking
for deer groups. From one to a dozen individuals were selected
from each group depending of group size (ranging from 1 to
340). Focal individuals were randomly selected from different
groups or different parts of the same group to avoiding re-sampling
the same individuals (pseudoreplication), and each individual was
observed for 10-15 min, during which the focal subject was in full
view, using binoculars (8 x 56) or a telescope (20-60 x 63). At the
beginning of each focal observation, zone (first, second), sex and
age (fawn, subadult female, subadult male, adult female, adult
male), as well as group size and composition (male group, female
group, and mixed-sex group), date, and time (morning, afternoon),
were recorded. Observations were usually made from a shelter or
150 meters away from the focal individuals so as to reduce poten-
tial observer effects (Li et al., 2007). Although the animals were un-
marked, given the large population size it was unlikely that the
same individuals were sampled more than once on a given day.

Using size and general appearance, deer were classified into one
of five age-sex categories: fawns less than 1 year (12.6 + 1.4 kg),
subadult females between 1 and 3 years (100.4 + 5.7 kg), subadult
males between 1 and 4 years (130.1 + 2.8 kg), adult females older
than 3years (139.0%7.6kg), adult males older than 4 years
(184.2£17.2kg) (Li, 2013). For males, we distinguished ages
through antler structures: subadult males are one main beam with
0-2 branches while adult males are one main beam with 3 or more
branches. Two types of grooming behavior can be distinguished:
oral grooming using the lower incisors to scrape through the pel-
age and scratching with the antler or hoof of the hind leg, but we
mainly focused on oral grooming because there is evidence that
scratching is largely a temporary response to peripheral stimula-
tion from ticks or biting flies (Hart et al., 1992; Mooring, 1995;
Mooring et al., 1996b; Mooring and Hart, 1997b). We did not find
allogrooming behaviors in this deer. The number of grooming
bouts, defined as an uninterrupted sequence of grooming episodes,
was recorded during the observation session. Grooming bouts
were then extrapolated to grooming rate per hour.

2.5. Behavioral sampling at the San Diego Zoo Safari Park

We conducted observations on Pére David's deer at the San
Diego Zoo Safari Park (formerly the San Diego Wild Animal Park)
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in June 2001. Animals at the Safari Park were free of ticks and other
ectoparasites, which have not been detected during drag censuses
or examination of animals routinely immobilized by veterinary
staff. Although biting insects may cause irritation, insect-repelling
movements (e.g. tail switching, head shaking, et al.) are readily dis-
tinguished from tick-removal oral or scratch grooming (to be con-
servative, single-episode oral grooming bouts were discarded in
case they were directed at insects). We conducted observations
on 22 marked individuals (10 adult females, 5 adult males, and 7
subadults).

We used spotting scopes and binoculars to conduct focal animal
observations of 10 min duration in which grooming bouts were
continuously recorded and 1-min instantaneous scans recorded
activity budgets. We conducted three observations per individual,
each observed on a different day when they were standing and
active. We then calculated mean grooming rate for each animal
and took the grand mean to compute the mean grooming rate for
females, males, and subadults (there were no fawns).

2.6. Statistical analysis

For the tick data at Dafeng Reserve, we performed 140 flagging
censuses during the study period. Because of the relatively high
prevalence of zero counts, we used the Mann-Whitney test to
examine the effects of season and zone on tick density.

For the grooming data at Dafeng Reserve, we collected a total of
1247 behavioral samples, and the total observation time was 242 h
(14496 min) with an average (#SD) observation length of
11.6 £ 0.1 min. We used a generalized linear model with negative
binomial distribution and log link using the logarithm of focal
observation length as offset and the group id as a random factor.
The independent fixed factors considered were: zone (first vs. sec-
ond core zone), sex and age composition (adult and subadult
males, adult and subadult females, and fawns), activity type (bed-
ding vs. standing), season, group size and time of day (am vs. pm).
The final model was attained by sequentially removing non-signif-
icant factors. A priori contrasts were made to determine differ-
ences among levels of each independent variable.

For the zoo data, we analyzed the scan sampling data using a
logistic regression model with age class as the independent vari-
able (adult vs. subadult). Data from adult males and females were
pooled together given the rare occurrence of grooming.

3. Results
3.1. Dafeng Reserve

3.1.1. Tick density

Tick density varied between zones (Mann-Whitney test,
Z=-7.437, p<0.001) and seasons (Mann-Whitney test,
Z=-2.829, p=0.005), being much higher in the first zone
(43.67 £7.90 ticks per flag) than in the second zone (1.94 + 0.53
ticks per flag), and much higher in summer (31.94 £6.12 ticks
per flag) than in spring (4.14 £+ 1.51 ticks per flag).

3.1.2. Grooming

We collected a total of 1247 grooming samples. Of them, 374,
204, 272, 192 and 205 were respectively observed for adult male,
subadult male, adult female, subadult female and fawn; 294, 398,
316 and 239 were respectively observed in spring, summer,
autumn and winter; 765 and 482 were observed in the first zone
and second zone.

The expected frequency of oral grooming varied significantly
with age-sex combination (1=19.0, p=0.0008; Fig. 1), season
(4=22.0, p<0.0001; Fig. 2), zone (4= 8.0, p = 0.005), activity type
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Fig. 1. Least-squares means of the expected number of oral grooming bouts per
hour as a function of age and sex (black bars: adults; white bars: subadults). Bars
show one standard error.
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Fig. 2. Least-squares means of the expected number of oral grooming bouts per
hour as a function of season. Bars show one standard error.

(4=6.9, p=0.009) and time of day (4=4.3, p=0.04) but not with
group size (when added to the above model: 4= 0.27, p = 0.60).

Specifically, the frequency of grooming increased by a factor of
1.8 (95% confidence interval: 1.4-2.3) in fawns with respect to
subadults and adults (p <0.0001), by a factor of 1.3 (1.0-1.8) in
subadult females with respect to adult females (p = 0.04) and by
a factor of 1.8 (1.3-2.5) in subadult males with respect to adult
males (p =0.001). There was no significant difference in the fre-
quency of grooming between females and males (1.1 (0.83-1.5),
p=0.51) or between subadult males and adult females (1.4
(0.95-2.1), p = 0.09). The frequency of grooming increased by a fac-
tor of 1.7 (1.2-2.5) when standing rather than bedding, by a factor
of 1.7 (1.3-2.2) when in the first zone rather than in the second
zone, and by a factor of 1.3 (1.02-1.70) in the morning rather than
in afternoon. With respect to winter, the frequency of grooming
increased by a factor of 2.1 (1.3-3.4) in the spring (p = 0.003), by
a factor of 2.8 (1.9-4.3) in the summer (p < 0.0001), but only by a
factor of 1.2 (0.72-1.9) in the fall, a non-significant increase
(p=0.53).

3.2. San Diego Zoo Safari Park

A bout of oral grooming occurred only once across all scan sam-
ples for adults. Oral grooming was recorded in four of the seven
subadults between 1 and 3 times each. The odds of oral grooming
decreased by a factor of 0.065 (nearly 15 times less) in adults rel-
ative to subadults (95% CI: 0.008-0.52; p = 0.01, Fig. 3).



16 Z. Li et al./Biological Conservation 178 (2014) 12-18

Boutsperhour

0 : * i .

Males Females Juveniles

Fig. 3. Oral grooming bouts per hour at the San Diego Wild Animal Park for three
different sex-age classes.

4. Discussion

We asked whether Pére David’s deer have retained adaptive
tick-defense grooming patterns despite potential relaxed selection
and loss of genetic diversity through inbreeding, bottlenecks, and
founder effects during up to 800 years in captivity. This is an
important question to ask whenever threatened species are cap-
tive-bred and later released into tick-infested habitat in the wild.
Failure to respond to tick exposure with appropriate defensive
behavior could potentially result in the failure of reintroduction
efforts due to population decline and even mortality in extreme
cases. Although conservation practitioners are beginning to con-
sider the influence of relaxed selection on the antipredator behav-
ior of reintroduced species, to our knowledge this is the first time
that the influence of parasite-defense behavior has been examined
in the context of in situ conservation. Our results suggest that Pére
David’s deer have retained many (but perhaps not all) adaptive
patterns of anti-tick grooming previously identified in other ungu-
lates, including closely related Cervus species observed in the wild
and captivity (Mooring and Samuel, 1998b; Mooring et al., 2000,
2002, 2004).

4.1. Tick-defense grooming patterns

We examined the predictions of the programmed and stimulus-
driven grooming models. We found that oral grooming followed
the body size prediction of the programmed grooming model for
deer in both the Dafeng Reserve (tick-rich) and the Safari Park
(tick-free). At Dafeng, fawns groomed more than subadults who
groomed more than adults, while at the Safari Park, subadults
groomed more than adults. Similar findings have been documented
in other wild ungulate species, including closely-related elk (Cervus
elaphus) (Mooring et al, 1998, 2006b; Mooring and Samuel,
1998b). These results provide strong support that the deer have
retained tick-defense oral grooming regulated mainly by an intrin-
sic timing mechanism that operates in accordance with organismic
factors associated with parasite vulnerability.

Although the programmed grooming model predicts that larger
males will groom less than females in accordance with the body
size and vigilance principles (Hart et al., 1992), we did not find
any difference between males and females in general, and between
subadult males and adults females which have a similar body
mass. Previous studies on the reproductive and vigilance strategies
of Pére David’s deer during the rut showed that male deer, espe-
cially the masters, compete intensely with rival challengers and
need to be vigilant to hold their harems, detect females in estrous,
and mate with them (Li et al., 2001, 2004; Jiang et al., 2004). In
addition to this time constraint on grooming, testosterone levels
in males are extremely high during the rut (Li et al., 2001, 2004),

which may have a suppressive effect on grooming (Mooring
et al., 1998, 2004, 2006b; Kakuma et al., 2003). Nonetheless, adult
females were more vigilant than expected as seen in a recent study
(Zheng et al., 2013). Contrary to the vigilance prediction of the pro-
grammed grooming model, females usually spent as much time as
males in vigilance when in mixed-sex and even more when in sin-
gle-sex groups (Zheng et al., 2013). This is interesting when consid-
ering that the vigilance prediction has been supported for most
other ungulates including closely-related Cervus species (Mooring
et al., 2002). It is possible that the lack of evidence for the vigilance
principle arises because our observations took place mostly at the
end of the rut in July, when the adult males are not as aggressive
and vigilant as in the rut peak in May and June.

As predicted by the stimulus-driven model, Dafeng deer
groomed more frequently during seasons with higher tick densi-
ties. The main tick species H. longicornis at Dafeng, emerge from
hibernation in March, nymphs peak in May, adult ticks peak in June
and July, and larval ticks peak in August and September, and then
the ticks become inactive and move underground for hibernation
in late October (Wang et al., 1997; Ding, 2004). Our tick census also
showed a significant difference between spring and summer. Deer
thus suffer from heavier tick loads in summer, and therefore oral
groom the most during this season, lower during spring, and low-
est during non-tick autumn and winter.

Also in accordance with the predictions of stimulus-driven
grooming, deer adopted higher grooming rates in areas with
increased tick densities. Deer were observed in two fenced zones
at Dafeng: the first zone is composed by grassland and woodland,
while the second zone is completely grassland (Yu and He, 2011).
Closed and complex habitats such as woodland are usually more
suitable for tick survival than open habitat, such as grassland
(Barnard, 1986; Garris et al., 1990; Carroll and Schmidtmann,
1996), and this can explain why the first zone harbors more ticks.
In addition, deer density in the first zone is nearly twice that of the
second zone, and tick abundance is known to be closely related to
host density because higher host density enables amplified trans-
mission and reproduction of the tick population (Wilson et al.,
1985, 1988; Stafford, 2007; Vor et al., 2010). As a result, deer in
the first zone increased their grooming rate in response to the
more frequent tick bites.

5. Conclusion

It is important to understand whether captive bred populations
of threatened species have experienced a loss or attrition of adap-
tive tick-defense behavior before they are reintroduced into areas
with significant tick challenge. Pére David's deer are an ideal spe-
cies with which to test this premise given their long period of cap-
tivity with unknown consequences for relaxed selection and
documented loss of genetic diversity and potential loss of groom-
ing behavior. This species was extirpated in the wild but now is
being reintroduced into large fenced reserves where tick densities
are high in certain habitats and seasons. Our observations in both
tick-rich and tick-free environments support both the body size
prediction of the programmed grooming model and the tick chal-
lenge and habitat predictions of the stimulus-driven model. These
results suggest that Pére David’s deer have not lost their endoge-
nous (centrally regulated) or exogenous (peripherally activated)
tick-defense grooming behavior in the face of relaxed selection
and loss of genetic diversity. It is likely that this species has
retained effective grooming patterns because they were exposed
to some level of tick challenge during much of their captivity. How-
ever, this may not be the case for all species. Furthermore, the fail-
ure to support the vigilance prediction and past mortality of tick-
infested deer raises the possibility that some aspects of anti-tick
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grooming may have been altered and perhaps compromised in this
species. We therefore propose that for this and other small popula-
tions of endangered species, a consideration of the functionality of
anti-tick behavior would be as relevant to in situ conservation
efforts as the functionality of antipredator defense. Plans to rein-
troduce captive-bred animals should take into consideration the
historical tick exposure and current grooming behavior of the spe-
cies when selecting suitable habitat for reintroduction.

The following suggestions may be useful for tick burden man-
agement in this species at Dafeng. First, potential suitable areas
should be selected to reduce both deer density and tick exposure,
especially in the first core zone. Second, the reserve is now burning
grass every spring to control tick population size, but the effect of
burning needs to be explored in detail to determine the impact on
tick population biology and vegetation structure. Finally, biological
control of the tick population, with local bird species such as mag-
pies (Pica pica) and cattle egrets (Bubulcus ibis), may be an effective
means of controlling tick burden (Samish and Rehacek, 1999;
Fernandez et al., 2014), but this approach needs to be investigated
more specifically at Dafeng.

Acknowledgements

Financial support for this work was provided by the National
Natural Science Foundation of China (No. 31000174) and National
Nature Reserve Remote Sense Investigation and Assessment during
2000-2010 (No. STSN-7). We thank Prof. Yuhua Ding, Prof. Daming
Sun and all the staff members at Dafeng Milu National Natural
Reserve for supporting our field research. We also thank Mingwen
Dong, Pengyao Cao, Ya Yin, Wei Zheng, Eve Fernandez, Jianwei Xu,
Linquan Wu, and Long Wang for help with the field work, and Prof.
Dan Blumstein and Prof. Cheng Huang for useful discussions. We
also thank the three anonymous referees for their useful
comments.

References

Allan, S.A., 2001. Ticks (Class Arachnida: Order Acarina). In: Samuel, W.M., Pybus,
M., Kocan, A.A. (Eds.), Parasitic Diseases of Wild Mammals. lowa State
University Press, Ames.

Barnard, D.R., 1986. Aspects of the bovine host-lone star tick interaction process in
forage area. In: Sauer, J.R., Hair, J.A. (Eds.), Morphology, Physiology, and
Behavioural Biology of Ticks. Ellis Horwood, Chichester, pp. 428-444.

Berger, J., 1999. Anthropogenic extinction of top carnivores and interspecific animal
behaviour: implications of the rapid decoupling of a web involving wolves,
bears, moose and ravens. Proc. Roy. Soc. Lond. Ser. B: Biol. Sci. 266, 2261-2267.

Berger, J., Swenson, J.E., Persson, L.-L., 2001. Recolonizing carnivores and naive prey:
conservation lessons from Pleistocene extinctions. Science 291, 1036-1039.

Blumstein, D.T., 2002. Moving to suburbia: ontogenetic and evolutionary
consequences of life on predator-free islands. J. Biogeogr. 29, 685-692.

Blumstein, D.T., Daniel, J.C., 2005. The loss of anti-predator behaviour following
isolation on islands. Proc. Roy. Soc. B: Biol. Sci. 272, 1663-1668.

Blumstein, D.T., Daniel, ].C., Griffin, A.S., Evans, C.S., 2000. Insular tammar wallabies
(Macropus eugenii) respond to visual but not acoustic cues from predators.
Behav. Ecol. 11, 528-535.

Carroll, J.F., Schmidtmann, E.T., 1996. Dispersal of blacklegged tick (Acari: Ixodidae)
nymphs and adults at the woods-pasture interface. . Med. Entomol. 33, 554-
558.

Colbern, D.L., Gispen, W.H., 1988. Neural mechanisms and biological significance of
grooming behavior. Ann. N. Y. Acad. Sci. 525, R9-R10.

Ding, Y., 2004. Chinese Milu Research. Jilin Publishing House for Science and
Technology, Changchun, Jilin, China.

Drew, M.L., Samuel, W., 1985. Factors affecting transmission of larval winter ticks,
Dermacentor albipictus (Packard), to moose, Alces alces L., in Alberta, Canada. J.
Wildlife Dis. 21, 274-282.

Fentress, ].C., 1988. Expressive contexts, fine-structure, and central mediation of
rodent grooming. Ann. N. Y. Acad. Sci. 525, 18-26.

Fernandez, E.V., Li, Z., Zheng, W., Ding, Y., Sun, D., Che, Y., 2014. Intraspecific host
selection of Pére David's deer by Cattle Egrets in Dafeng, China. Behavior.
Process. 105, 36-39.

Gallivan, G.J., Culverwell, J., Girdwood, R., Surgeoner, G.A., 1995. Ixodid ticks of
impala (Aepyceros melampus) in Swaziland: effect of age class, sex, body
condition and management. S. Afr. J. Zool. 30, 178-186.

Garris, G.I, Popham, T.W., Zimmerman, R.H., 1990. Boophilus-microplus (Acari,
Ixodidae) - oviposition, egg viability, and larval longevity in grass and wooded
environments of Puerto-Rico. Environ. Entomol. 19, 66-75.

Greer, ].M., Capecchi, M.R., 2002. Hoxb8 is required for normal grooming behavior
in mice. Neuron 33, 23-34.

Hart, B.L., Pryor, P.A., 2004. Developmental and hair-coat determinants of grooming
behaviour in goats and sheep. Anim. Behav. 67, 11-19.

Hart, B.L.,, Hart, L.A., Mooring, M.S., Olubayo, R., 1992. Biological basis of grooming
behavior in antelope - the body size, vigilance and habitat principles. Anim.
Behav. 44, 615-631.

Jiang, Z.G., Li, C., Zeng, Y., 2004. “Harem defending” or “challenging”: alternative
individual mating tactics in Pere David’s deer under different time constraint.
Acta Zool. Sin. 50, 706-713.

Kaiser, M., Sutherst, R., Bourne, A., 1991. Tick (Acarina: Ixodidae) infestations on
zebu cattle in northern Uganda. Bull. Entomol. Res. 81, 257-262.

Kakuma, Y., Takeuchi, Y., Mori, Y., Hart, B.L., 2003. Hormonal control of grooming
behavior in domestic goats. Physiol. Behav. 78, 61-66.

Koch, H.G., 1981. Suitability of birds and mammals as hosts for immature stages of
the lone star tick, Amblyomma-Americanum (Acari, Ixodidae). ]. Med. Entomol.
18, 93-98.

Koch, H.G., 1988. Suitability of white-tailed deer, cattle, and goats as hosts for the
lone star tick, Amblyomma-Americanum (Acari, Ixodidae). J. Kansas Entomol.
Soc. 61, 251-257.

Lahti, D.C., Johnson, N.A., Ajie, B.C., Otto, S.P., Hendry, A.P., Blumstein, D.T., Coss, R.G.,
Donohue, K., Foster, S.A., 2009. Relaxed selection in the wild. Trends Ecol. Evol.
24, 487-496.

Li, Z.Q., 2013. Sex-age related rumination behavior of Pere David’'s deer under
constraints of feeding habitat and rainfall. PLoS One 8, e66261.

Li, CW,, Jiang, Z.G., Jiang, G.H., Fang, J.M., 2001. Seasonal changes of reproductive
behavior and fecal steroid concentrations in Pere David’s deer. Horm. Behav. 40,
518-525.

Li, CW., Jiang, Z.G., Zeng, Y., Yan, C., 2004. Relationship between serum testosterone,
dominance and mating success in Pere David’s deer stags. Ethology 110, 681~
691.

Li, C, Jiang, Z., Tang, S., Zeng, Y., 2007. Evidence of effects of human disturbance on
alert response in Pere David's deer (Elaphurus davidianus). Zoo Biol. 26, 461-
470.

Main, AJ., Sprance, H.E., Kloter, K.O., Brown, S.E., 1981. Ixodes dammini (Acari:
Ixodidae) on white-tailed deer (Odocoileus virginianus) in Connecticut. J. Med.
Entomol. 18, 487-492.

McPhee, E., 2004. Generations in captivity increases behavioral variance:
considerations for captive breeding and reintroduction programs. Biol.
Conserv. 115, 71-77.

Mooring, M.S., 1995. The effect of tick challenge on grooming rate by impala. Anim.
Behav. 50, 377-392.

Mooring, M.S., Hart, B.L., 1995. Differential grooming rate and tick load of
territorial-male and female impala, Aepyceros-melampus. Behav. Ecol. 6, 94—
101.

Mooring, M.S., Hart, B.L., 1997a. Reciprocal allogrooming in wild impala lambs.
Ethology 103, 665-680.

Mooring, M.S., Hart, B.L., 1997b. Self grooming in impala mothers and lambs:
testing the body size and tick challenge principles. Anim. Behav. 53, 925-934.

Mooring, M.S., Samuel, W.M., 1998a. The biological basis of grooming in moose:
programmed versus stimulus-driven grooming. Anim. Behav. 56, 1561-1570.

Mooring, M.S., Samuel, W.M., 1998b. Tick-removal grooming by elk (Cervus
elaphus): testing the principles of the programmed-grooming hypothesis. Can.
J. Zool. 76, 740-750.

Mooring, M.S., Samuel, W.M., 1998c. Tick defense strategies in bison: the role of
grooming and hair coat. Behaviour 135, 693-718.

Mooring, M.S., Samuel, W.M., 1999. Premature loss of winter hair in free-ranging
moose (Alces alces) infested with winter ticks (Dermacentor albipictus) is
correlated with grooming rate. Can. J. Zool. 77, 148-156.

Mooring, M.S., McKenzie, A.A., Hart, B.L., 1996a. Grooming in impala: role of oral
grooming in removal of ticks and effects of ticks in increasing grooming rate.
Physiol. Behav. 59, 965-971.

Mooring, M.S., McKenzie, A.A., Hart, B.L., 1996b. Role of sex and breeding status in
grooming and total tick load of impala. Behav. Ecol. Sociobiol. 39, 259-266.
Mooring, M.S., Gavazzi, AJ., Hart, B.L., 1998. Effects of castration on grooming in

goats. Physiol. Behav. 64, 707-713.

Mooring, M.S., Benjamin, J.E., Harte, C.R., Herzog, N.B., 2000. Testing the
interspecific body size principle in ungulates: the smaller they come, the
harder they groom. Anim. Behav. 60, 35-45.

Mooring, M.S., Reisig, D.D., Niemeyer, .M., Osborne, E.R., 2002. Sexually and
developmentally dimorphic grooming: a comparative survey of the ungulata.
Ethology 108, 911-934.

Mooring, M.S., Blumstein, D.T., Stoner, C.J., 2004. The evolution of parasite-defence
grooming in ungulates. Biol. J. Linn. Soc. 81, 17-37.

Mooring, M.S., Hart, B.L., Fitzpatrick, T.A., Reisig, D.D., Nishihira, T.T., Fraser, I.C.,
Benjamin, J.E., 2006a. Grooming in desert bighorn sheep (Ovis canadensis
mexicana) and the ghost of parasites past. Behav. Ecol. 17, 364-371.

Mooring, M.S., Patton, M.L,, Reisig, D.D., Osborne, E.R., Kanallakan, A.L., Aubery, S.M.,
2006b. Sexually dimorphic grooming in bison: the influence of body size,
activity budget and androgens. Anim. Behav. 72, 737-745.

Nelson, W.A., Keirans, J.E., Bell, J.F, Clifford, C.M., 1975. Host ectoparasite
relationships. J. Med. Entomol. 12, 143-166.


http://refhub.elsevier.com/S0006-3207(14)00272-9/h0005
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0005
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0005
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0010
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0010
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0010
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0015
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0015
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0015
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0020
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0020
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0025
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0025
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0030
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0030
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0035
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0035
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0035
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0040
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0040
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0040
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0045
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0045
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0050
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0050
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0055
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0055
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0055
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0060
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0060
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0065
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0065
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0065
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0070
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0070
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0070
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0075
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0075
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0075
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0080
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0080
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0090
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0090
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0085
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0085
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0085
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0095
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0095
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0095
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0100
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0100
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0105
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0105
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0110
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0110
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0110
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0115
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0115
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0115
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0120
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0120
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0120
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0140
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0140
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0130
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0130
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0130
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0135
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0135
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0135
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0125
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0125
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0125
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0145
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0145
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0145
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0150
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0150
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0150
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0155
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0155
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0175
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0175
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0175
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0180
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0180
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0185
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0185
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0215
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0215
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0220
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0220
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0220
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0225
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0225
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0230
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0230
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0230
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0195
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0195
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0195
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0200
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0200
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0170
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0170
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0160
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0160
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0160
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0210
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0210
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0210
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0165
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0165
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0190
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0190
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0190
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0205
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0205
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0205
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0235
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0235

18 Z. Li et al./Biological Conservation 178 (2014) 12-18

Norval, R.A.L, Sutherst, RW., Kurki, J., Gibson, J.D., Kerr, ].D., 1988. The effect of the
brown ear-tick Rhipicephalus-Appendiculatus on the growth of Sanga and
European Breed Cattle. Vet. Parasitol. 30, 149-164.

Riek, R, 1962. Studies on the reactions of animals to infestation with ticks. VI.
Resistance of cattle to infestation with the tick Boophilus microplus (Canestrini).
Crop Past. Sci. 13, 532-550.

Roth, L.L., Rosenblatt, ].S., 1967. Changes in self-licking during pregnancy in the rat.
J. Comp. Physiol. Psychol. 63, 397.

Samish, M., Rehacek, J., 1999. Pathogens and predators of ticks and their potential in
biological control. Annu. Rev. Entomol. 44, 159-182.

Shen, H., Ding, Y., Xu, A., 1996. Tick control in Dafeng Milu Nature Reserve. Grass
Livest. 3, 36.

Shen, H., Ding, Y., Xu, A, Ren, Y., Hou, L., Yuan, G., 2007. Prevention and control of
Ticks in Dafeng Milu Nature Reserve. Chin. J. Vet. Parasitol. 15, 60-61.

Spruijt, B.M., Vanhooff, ].A.R.A.M., Gispen, W.H., 1992. Ethology and neurobiology of
grooming behavior. Physiol. Rev. 72, 825-852.

Stafford, K.C., 2007. Tick Management Handbook: An Integrated Guide for
Homeowners, Pest Control Operators, and Public Health Officials for the
Prevention of Tick-Associated Disease. Connecticut Agricultural Experiment
Station New Haven, CT.

Stankowich, T., Coss, R.G., 2007. The re-emergence of felid camouflage with the
decay of predator recognition in deer under relaxed selection. Proc. Roy. Soc. B:
Biol. Sci. 274, 175-182.

Sutherst, RW., Maywald, G.F., Kerr, ].D., Stegeman, D.A., 1983. The effect of cattle
tick (Boophilus-Microplus) on the growth of Bos-Indicus x Bos-Taurus Steers.
Aust. J. Agric. Res. 34, 317-327.

Vor, T., Kiffner, C., Hagedorn, P., Niedrig, M., Riihe, F., 2010. Tick burden on European
roe deer (Capreolus capreolus). Exp. Appl. Acarol. 51, 405-417.

Wang, Z,, Li, T, Gao, Y., Li, S., Yang, Z., 1997. Fauna distribution and seasonal trends
of Haemaphysalis longicorni in Hebei Province. Chin. ]. Vet. Sci. Technol. 27, 17-
19.

Wikel, S.K., 1984. Immunomodulation of host responses to ectoparasite infestation
- an overview. Vet. Parasitol. 14, 321-339.

Willadsen, P., 1980. Immunity to ticks. Adv. Parasitol. 18, 293-313.

Wilson, M.L., Adler, G.H., Spielman, A., 1985. Correlation between abundance of deer
and that of the deer tick, Ixodes dammini (Acari: Ixodidae). Ann. Entomol. Soc.
Am. 78, 172-176.

Wilson, M.L,, Telford, S.R., Piesman, J., Spielman, A., 1988. Reduced abundance of
immature Ixodes dammini (Acari: Ixodidae) following elimination of deer. J.
Med. Entomol. 25, 224-228.

Yu, S., He, Q., 2011. Vegetation. In: Jiang, Z., Ding, Y. (Eds.), Milu and Biodiversity in
Dafeng. Beijing Forestry Press, Beijing, pp. 18-22.

Zeng, Y., Jiang, Z.G., Li, CW., 2007. Genetic variability in relocated Pere David’s deer
(Elaphurus davidianus) populations - implications to reintroduction program.
Conserv. Genet. 8, 1051-1059.

Zeng, Y., Li, CW.,, Zhang, L.Y., Zhong, Z.Y., Jiang, Z.G., 2013. No correlation between
neonatal fitness and heterozygosity in a reintroduced population of Pere David’s
deer. Curr. Zool. 59, 249-256.

Zheng, W., Beauchamp, G., Jiang, X.L,, Li, Z.Q., Yang, Q.L., 2013. Determinants of
vigilance in a reintroduced population of Pere David’s deer. Curr. Zool. 59, 265-
270.


http://refhub.elsevier.com/S0006-3207(14)00272-9/h0240
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0240
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0240
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0245
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0245
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0245
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0250
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0250
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0255
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0255
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0260
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0260
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0265
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0265
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0270
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0270
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0275
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0275
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0275
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0275
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0280
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0280
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0280
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0285
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0285
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0285
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0285
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0285
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0285
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0290
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0290
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0295
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0295
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0295
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0300
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0300
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0305
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0310
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0310
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0310
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0315
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0315
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0315
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0320
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0320
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0325
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0325
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0325
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0330
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0330
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0330
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0335
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0335
http://refhub.elsevier.com/S0006-3207(14)00272-9/h0335

	Relaxed selection for tick-defense grooming in Père David’s deer?
	1 Introduction
	1.1 Père David’s deer
	1.2 Adaptive grooming behavior

	2 Methods
	2.1 Field study site
	2.2 Study species
	2.3 Tick census
	2.4 Behavioral sampling at Dafeng Reserve
	2.5 Behavioral sampling at the San Diego Zoo Safari Park
	2.6 Statistical analysis

	3 Results
	3.1 Dafeng Reserve
	3.1.1 Tick density
	3.1.2 Grooming

	3.2 San Diego Zoo Safari Park

	4 Discussion
	4.1 Tick-defense grooming patterns

	5 Conclusion
	Acknowledgements
	References


