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Abstract
Wide-ranging large carnivores pose myriad challenges for conservation, especially in highly

fragmented landscapes. Over a 13-year period, we combined monitoring of radio collared

pumas (Puma concolor) with complementary multi-generational genetic analyses to inform

puma conservation in southern California, USA. Our goals were to generate survivorship

estimates, determine causes of mortality, identify barriers to movement, and determine the

genetic and demographic challenges to puma persistence among >20,000,000 people and

extensive urban, suburban, and exurban development. Despite protection from hunting,

annual survival for radio collared pumas was surprisingly low (55.8%), and humans caused

the majority of puma deaths. The most common sources of mortality were vehicle collisions

(28% of deaths), and mortalities resulting from depredation permits issued after pumas

killed domestic animals (17% of deaths). Other human-caused mortalities included illegal

shootings, public safety removals, and human-caused wildfire. An interstate highway (I-15)

bisecting this study area, and associated development, have created a nearly impermeable

barrier to puma movements, resulting in severe genetic restriction and demographic isola-

tion of the small puma population (n ~ 17–27 adults) in the Santa Ana Mountains west of I-

15. Highways that bisect habitat or divide remaining “conserved” habitat, and associated

ongoing development, threaten to further subdivide this already fragmented puma popula-

tion and increase threats to survival. This study highlights the importance of combining

demographic and genetic analyses, and illustrates that in the absence of effective mea-

sures to reduce mortality and enhance safe movement across highways, translocation of

pumas, such as was done with the endangered Florida panther (P. c. coryi), may ultimately

be necessary to prevent further genetic decline and ensure persistence of the Santa Ana

Mountains population.
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Introduction
Many large carnivores have been extirpated from substantial portions of their historic range,
and extant populations are threatened by habitat loss and fragmentation, and conflict with
humans [1]. Human population growth expected over the next century exacerbates these
threats [2–5], and exurban development will have substantial impacts on habitat that today is
still relatively intact [6]. Because large carnivores pose myriad challenges for conservation in
urbanizing landscapes, we began a long-term study of pumas (Puma concolor) in 2001 in
southern California, USA, to provide quantitative insights and guidance for conservation of
pumas and other large carnivores in human-dominated habitats.

Pumas, also known as mountain lions, cougars, or panthers, are wide-ranging carnivores
that historically occurred throughout the Americas. Humans have extirpated or greatly
reduced puma numbers in much of their former range in the past 200 years [2]. The only docu-
mented breeding population of pumas remaining in the eastern United States is in Florida,
where a small population of federally endangered pumas (Florida panthers–Puma concolor
coryi) persists, largely because their endangered status spurred intensive management includ-
ing translocation and genetic introgression [7, 8]. In the western United States, pumas are
hunted for sport in several states, but there is considerable controversy and uncertainty about
the long-term consequences of hunting on population persistence. For example, a recent study
of heavily-hunted and semi-protected puma populations in Utah [9] did not detect a compen-
satory decrease in natural mortality in response to heavy hunting pressure, and concluded that
uncertainties in the functional relationship between natural and anthropogenic mortality could
lead to biased conclusions and mismanagement.

In California, pumas are considered a “specially protected mammal” and hunting is prohib-
ited [10]. Despite these protections, recent genetic studies of pumas in southern California
show that the genetic viability and long-term persistence of some populations are in jeopardy
[11, 12]. The threats facing pumas in southern California—habitat loss, increased conflict with
humans, demographic isolation, and genetic restriction [11–15]—mirror the challenges facing
large carnivores in urbanizing landscapes around the world [3], and long-term studies intended
to guide conservation and management in these settings are difficult and expensive to conduct.
We addressed this information gap by conducting a 13-year study of pumas in the California
south coast ecoregion, USA, a biodiversity hotspot [16, 17] with a growing population of
>20,000,000 people [18].

Sandwiched between the sprawling metropolitan areas of greater Los Angeles and San
Diego, much of the available puma habitat in our study area is not protected from new high-
ways and development, and is subject to ongoing habitat loss and fragmentation [15]. Our
goals for this study were to generate survivorship estimates and cause-specific mortality data
for pumas in this region, and identify options for improving survivorship and facilitating
movement within and among conserved and non-conserved areas. This demographic study
builds upon and complements our recent genetic analysis [11], and provides the essential eco-
logical context for understanding the causes and potential solutions to the genetic restriction
we found in pumas in the Santa Ana Mountains.

Materials and Methods

Statement
We operated under Protocol 10950/PHS, Animal Welfare Assurance number A3433-01, with
capture and sampling procedures approved in Protocol number 17233 by the Animal Care and
Use Committee at the University of California, Davis, and Memoranda of Understanding and
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Scientific Collecting Permits from the California Department of Fish and Wildlife (CDFW).
Permits and permissions for access to conserved lands where captures and monitoring were
conducted were obtained from CDFW, California Department of Parks and Recreation, The
Nature Conservancy, United States (U.S.) Fish andWildlife Service, U.S. Forest Service, U.S.
Bureau of Land Management, U.S. Navy / Marine Corps, U. S. Fish and Wildlife Service,
Orange County Parks Department, San Diego County Parks Department, Riverside County
Parks Department, San Diego State University, University of California—Riverside, Audubon
Starr Ranch, Vista Irrigation District, Rancho Mission Viejo / San Juan Company, Sweetwater
Authority, California Department of Transportation, the City of San Diego Water Department
and Parks Department, and the Irvine Ranch Conservancy. Anesthetic drug combinations
used in capture procedures were either teletamine / zolazapam (Telazol) or medetomidine /
ketamine at dosages prescribed in the scientific literature.

Study Area and Population
The study area encompassed the Santa Ana Mountains (a portion of the Peninsular Ranges)
and the remainder of the Peninsular Mountain Ranges and surrounding foothills to the east
(hereafter referred to as the eastern Peninsular Range). These areas constitute the majority of
occupied puma habitat in southern California south of greater Los Angeles (Fig 1). Pumas are
the primary large carnivore remaining in the study area since grizzly bears (Ursus arctos califor-
nicus) were extirpated in the early 1900s [19, 20].

Fig 1. Puma study area in southern California, USA, and regional context. The focal area of this study includes the Santa Ana Mountains and the
eastern Peninsular Range. Inset shows location within California.

doi:10.1371/journal.pone.0131490.g001
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An extensive and growing network of roads, some carrying more than 250,000 vehicles per
day, encircles and fragments the study area [21] (Fig 1). Interstate highway 15 (I-15) connects
the greater Los Angeles, Riverside, and San Diego metropolitan areas, and the highway and
associated development have been hypothesized to be a barrier to puma movement between
the Santa Ana Mountains in the west and the eastern Peninsular Ranges [11, 13, 22, 23]. There-
fore, we assigned pumas that were captured or found dead west of I-15 to a putative “Santa
Ana Mountains” source population, and those east of I-15 to a putative “eastern Peninsular
Range” source population.

Land use varies considerably across the study area, with the eastern Peninsular Ranges gen-
erally having less intensive development and more rural, undeveloped, and protected lands.
Burdett et al. [15] classified land use and urbanization in the study area into five categories:
protected public lands (55% of the study area), private undeveloped (9.5%), rural (14.4%;
>16.18 ha per housing unit), exurban (15.7%; 0.68–16.18 ha per housing unit), and suburban/
urban (5.4%;<0.68 ha per housing unit). The Santa Ana Mountains have substantial protected
public lands, but new highway construction, development, and land use practices tend to be
much more intensive immediately adjacent to remaining high quality puma habitat [15].

Capture and Monitoring Methods
We captured, marked, and monitored radio collared pumas from 2001 through 2013. Pumas
were captured primarily using baited cage traps [24], and to a lesser extent using hounds or foot-
hold snares [25, 26]. Each captured animal was tattooed in one ear with a unique numerical iden-
tifier (“marked”) and a numbered tag was placed in the opposite ear. Age was determined from
dental characteristics and body morphometrics as described in Ashman et al. [27] and Laundre
et al. [28, 29]. We classified pumas<18 months as kittens, 18–30 months as subadults, and>30
months as adults [30]. We applied Very High Frequency (“VHF”; MOD500 Telonics, Mesa, AZ),
and/or Global Positioning System (“GPS”; Simplex P-1D, Televilt, Lindesberg, Sweden; TGW
3580, Telonics, Mesa, AZ; GPS4400S, GPS3300S, and GlobalstarTrack S, Lotek, Ontario, Canada)
radio collars to pumas if their body weight exceeded 22.7 kg. GPS locations were collected at vary-
ing time intervals from every 5 minutes to every 6 hours depending on specific study objectives.

Puma Movements
We hypothesized that the Pacific Ocean, Sonoran Desert, major highways, and urban centers
would form barriers that constrained pumas in our study area into one or more discrete popu-
lations. To test this hypothesis, we examined movements of radio collared pumas from 2001–
2013 to determine the degree of interchange within and between the Santa Ana Mountains and
eastern Peninsular Range populations, and whether monitored pumas emigrated out of the
entire study area. We were particularly interested in determining if ongoing habitat fragmenta-
tion had created or hardened existing barriers, and in evaluating puma movements relative to
corridors or linkages identified through previous modeling efforts. These included: 1) the east-
west “Santa Ana—Palomar Mountains Linkage” across I-15 that connects the Santa Ana
Mountains and eastern Peninsular Range puma populations [31]; 2) the “Coal Canyon Corri-
dor” under California State Route 91 (SR-91) linking the Santa Ana Mountains and the Chino
Hills to the north [17, 32]; and 3) the “Parque-to-Park Linkage” connecting California and
Baja California, Mexico to the south [33].

Mortality and Survival Analyses
The distribution of radio collared pumas in the populations west and east of the I-15 freeway
were compared using the Fisher exact test to determine if they differed by sex or age class,
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and a two-sample t-test was used to determine if they differed by average age at entry or exit
to the study (in months), or the average number of days monitored (STATA IC 13.0, STATA-
Corp, College Station, Texas, USA). A P value of� 0.05 was used as the cutoff for significance
for all analyses.

Deaths of radio collared pumas from 2001–2013 were detected when VHF or GPS data indi-
cated a lack of movement, and the cause of death was determined by field investigation and
necropsy. In addition, we combined mortality data for our marked (n = 36) pumas with
“unmarked” (n = 218) pumas that were confirmed to have died in the study area from 1981–
2013 based on CDFW records. Age determination was less precise for unmarked animals due
to conditions of carcasses at discovery or variable experience of reporting parties in the aging
of pumas. Therefore, we classified unmarked pumas as either subadults (�30 months) or
adults (>30 months) [30].

We compared long-term trends in the number of pumas being killed under depredation
permits in our dataset to the total number of puma mortalities across all of California during
the same time period, as reported by CDFW [34], by plotting 5-year simple moving averages
for each dataset. For each calendar year, the number of puma mortalities was averaged for the
current year and previous 4 years. This allowed us to smooth short-term fluctuations and visu-
alize long-term trends in the data.

Radio collared pumas entered the study on the date they were first captured, and exited on
the date of mortality or the last date of detection by radiotelemetry. The number of days each
animal was monitored was calculated as the time between entry and exit dates. Cause of death
was determined at necropsy for both marked and unmarked animals unless the state of carcass
decomposition precluded definitive diagnosis. In those cases, cause of death was classified as
“unknown”. Because numbers of at-risk individuals varied across the course of the study, a for-
mal cause-specific mortality analysis was not possible [35]. However, source population, sex,
and age class (at time of mortality) were evaluated in both marked and unmarked populations
for associations with the various causes of mortality using the Fisher exact test (STATA IC
13.0, STATACorp, College Station, Texas, USA).

We estimated survival using the known-fate model in ProgramMARK (Version 7.1) [36].
We chose a set of 8 models a priori for analysis that included combinations of population, sex,
and age class (at the time of collaring) as parameters. Support for each model was assessed
using Akaike’s Information Criterion (AIC), corrected for small sample size (AICc). The sin
link function was used to run all models. If no model was clearly superior to all others (AICc
weight>90% andΔAIC>2) [36–38], we performed model averaging to reduce the uncertainty
in our parameter estimates.

We used a Cox proportional hazards model (STATA IC 13.0) to evaluate the relationship of
biologically important covariates (source population, sex, age, and year of mortality) to the
length of time pumas survived during the study. Adult age class (>30 months old) and mortal-
ity years 2007 and 2008 were used as reference categories in the models. Staggered entry into
the study was addressed by including the Andersen-Gill formulation [39, 40]. The Breslow
approximation method was used to address tied failure times [41], and Schoenfeld residuals
were used to test the proportional hazards assumption that relative risk for each variable of
interest was the same for the duration of the study.

Results

Puma Monitoring and Movements
Our analyses included 74 pumas that were captured, marked, and radio collared between
March 2001 and December 2013 (Table 1). The distribution of these marked pumas in the
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eastern Peninsular Range (n = 43) and Santa Ana Mountains (n = 31) did not differ signifi-
cantly by sex, age class, average age at entry or exit to the study, or the average number of days
monitored.

We detected numerous long distance (>80 km) movements by radio collared pumas from
2001–2013, but only one radio collared puma moved out of the overall study area. In 2009, a
young adult male (M53) traveled approximately 150 km south from his capture site in the east-
ern Peninsular Range, utilizing the Parque-to-Park Linkage to cross the U.S.-Mexico border
(Fig 2). He reached a point 70 km south of the border before returning to his original location
in the U.S. Several other radio collared pumas were detected near, but not across, the U.S.-
Mexico border (Fig 2).

Radio collared puma movements between the eastern Peninsular Range and Santa Ana
Mountains were limited, indicating the pumas in these regions formed relatively discrete popu-
lations. In 2010, a dispersing sub-adult male (M56) crossed I-15 from west to east several miles
south of the proposed Santa Ana Mountains—Palomar Mountains Linkage (Fig 2), but he was
killed 25 days later for depredating domestic sheep.

None of the radio collared pumas used the Coal Canyon undercrossing beneath SR-91 at
the northern tip of the Santa Ana Mountains to move into the Chino Hills to the north (Fig 2).
However, two unmarked pumas were killed from 2001–2013 while attempting to cross this
major freeway within 3 km of the Coal Canyon undercrossing.

Puma Mortality
The number of pumas alive (n = 38) vs. dead (n = 36) by the end of the study did not differ
between source populations, sexes, or age class at entrance or exit (Table 1). Though time-at-
risk and sample size constraints prevented a formal cause-specific mortality analysis, we report
here proportional mortality of both marked and unmarked pumas over the entire study period.
Over the course of the entire study period, proportional mortality due to vehicle collisions and
depredation permits was greater than for all other causes of mortality. Other known sources of
mortality included disease, illegal shooting, arson-caused wildfire, public safety removal, and
intraspecific aggression (Table 2). Proportional mortality due to vehicle strikes and

Table 1. Demographic characteristics of radio collared pumas in southern California, USA from 2001–2013.

Variable Number of pumas

Total Santa Ana Mountains Eastern Peninsular Ranges

Sex

Females 37 17 20

Males 37 14 23

Outcome

Survived 38 18 20

Died 36 13 23

Age class at entry

<18 months 19 6 13

18 to 30 months 19 9 10

>30 months 36 16 20

Age class at exit

<18 months 2 0 2

18 to 30 months 16 7 9

>30 months 56 24 32

doi:10.1371/journal.pone.0131490.t001
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depredation permits differed between pumas from the eastern Peninsular Range and Santa
Ana Mountains populations (P = 0.034), but did not differ by sex or age class. In fact, all mor-
talities of marked pumas due to depredation permits occurred in the eastern Peninsular Range,
while 60% of mortalities due to vehicle collisions were in the Santa Ana Mountains (Table 2;
Figs 3 and 4). With the exception of vehicle strikes and depredation, the data were too sparse to
evaluate relationships between specific causes of mortality and various risk factors.

Fig 2. Puma GPS collar data points collected from 2001–2013 in southern California, USA.GPS collar data points are overlaid on lands classified (by
color) based on their relative levels of puma protection and typical usage. Primary linkages within the study area are noted and GPS collar data points from
pumas M53 and M56 are highlighted. Inset shows location within California.

doi:10.1371/journal.pone.0131490.g002
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In the combined dataset (marked and unmarked pumas; n = 254), proportional mortality
due to depredation permits was approximately 3.4 times higher for males than females
(54M:16F; P = 0.001), while proportional mortality due to vehicle collisions was equal for both
sexes (45M:45F). In the combined dataset, proportional mortality varied between the eastern
Peninsular Range and Santa Ana Mountains populations (P< 0.001). There were more mor-
talities due to depredation permits in the eastern Peninsular Range (n = 62, compared to n = 11
in the Santa Ana Mountains), and almost equal numbers of mortalities due to vehicle collisions
in the two populations (n = 46 in the eastern Peninsular Range, compared to n = 50 in the
Santa Ana Mountains; Fig 5). Mortality varied substantially year by year in the combined data-
set, but the trend for mortalities due to depredation permits tended to increase from 1981 to
2004 and then began to decline, before trending upward again through 2013 (Fig 6), a pattern
generally similar to that seen in CDFW’s graph of statewide depredation data (http://www.dfg.
ca.gov/wildlife/lion/depredation.html). In contrast, the trend for deaths due to vehicle colli-
sions increased steadily through 2013, with no decline or downward trend detected after 2004
(Fig 6). Vehicle mortalities occurred throughout the study area (Figs 3 and 4), however the
majority of vehicle-related mortalities in the Santa Ana Mountains occurred on California
State Highway 241 (SR-241) and SR-74, two highways that traverse puma habitat, and I-15 in
the Santa Ana Mountains to Palomar Mountains Linkage area (Fig 3).

Puma Survival
Survival estimates were calculated using data from the 74 radio collared pumas that were moni-
tored from 2001–2013 for a total of 29,578 puma days (mean = 400, SE = 38 days per animal).
Using the known-fate model within ProgramMARK, the estimated mean annual survival rate
was 55.8%, (95% CI = 44.5–65.6%). In the most parsimonious model survival was constant
across populations, sexes, and ages (“S(.)”; Table 3). Two models had ΔAIC values<2: model
“S(Sex)” which included sex as a parameter (model likelihood = 0.43), and model “S(Popula-
tion)” which included population as a parameter (model likelihood = 0.37; Table 3). These
models yielded annual survival estimates of 58.6% for females and 52.5% for males across the
entire study area, and 56.5% for the Santa Ana Mountains population and 55.4% for the eastern
Peninsular Range population across all sexes and age groups (Table 3). Due to the distribution
of AICc weights among the top models (Table 3), we performed model averaging of similarly

Table 2. Proportions and numbers of radio collared pumas that died from different causes in Southern California study areas from 2001–2013.

Cause of mortality Total Santa Ana Mountains Eastern Peninsular Ranges

Vehicle Strikea 0.28 (10) 0.46 (6) 0.17 (4)

Depredation Permita 0.17 (6) 0.00 (0) 0.26 (6)

Killed illegally 0.11 (4) 0.23 (3) 0.04 (1)

Disease suspected 0.11 (4) 0.08 (1) 0.13 (3)

Disease confirmed 0.06 (2) 0.00 (0) 0.09 (2)

Fire 0.06 (2) 0.08 (1) 0.04 (1)

Public safety 0.03 (1) 0.00 (0) 0.04 (1)

Killed by other puma 0.03 (1) 0.00 (0) 0.04 (1)

Capture related 0.03 (1) 0.00 (0) 0.04 (1)

Unknown 0.14 (5) 0.15 (2) 0.13 (3)

Total 36 13 23

a Mortalities secondary to depredation permits and vehicle strikes

differed between the two populations (P = 0.034; Fisher’s exact test).

doi:10.1371/journal.pone.0131490.t002
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parameterized models but did not detect any differences among groups (95% CI of survival
estimates overlapped).

Survival rates varied widely among years, and the Cox proportional hazards model identi-
fied calendar years 2001, 2003 2005, 2006, and 2009 as having significantly higher hazard ratios
compared to years 2007 and 2008 (Table 4). All other covariates, including source population,
sex, and age at entry were not significantly associated with time to death. Evaluation of the pro-
portional hazards assumption for the final model based on a test of Schoenfeld residuals

Fig 3. Sites and causes of pumamortalities in the Santa Ana Mountains, 1981–2013. The Coal Canyon Corridor and Santa Ana—Palomar Mountains
Linkage are noted, as well as the limits of a wildlife fencing project on SR 241. Inset shows location within California.

doi:10.1371/journal.pone.0131490.g003
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indicated that the relative risk for each variable of interest, after including year as a variable in
the model, did not differ for the duration of the study (P = 0.99).

Discussion
This 13-year study demonstrates the high risk of mortality for pumas associated with fragmen-
tation and urbanization, and coupled with our genetic analyses [12], we conclude that puma

Fig 4. Sites and causes of pumamortalities in the eastern Peninsular Range, 1981–2013. Area depicted is generally east of Interstate 15, with the
Parque to Park linkage noted. Inset shows location within California.

doi:10.1371/journal.pone.0131490.g004
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persistence in this human-dominated landscape is threatened [42–46]. Annual puma survival
rates for radio collared pumas in the Santa Ana Mountains (56.5%) and eastern Peninsular
Range (55.4%) were very low from 2001–2013, and were similar to those in heavily hunted
populations [2, 9, 43]. Indeed, annual survival rates for our study population were lower than
rates for pumas in the peri-urban Santa Monica Mountains population northwest of Los Ange-
les (>75%) [12], and are within the range that is considered a threat to persistence of puma
populations [13].

Our movement data (this paper) and our genetic findings [11] support the hypothesis that
pumas in the Santa Ana Mountains and eastern Peninsular Range effectively form two subpop-
ulations, bisected by an interstate highway and neighboring development. Our data demon-
strate that both subpopulations had low survival; and though proportional mortality is a crude
measure of causes of death in a population, the major causes of puma proportional mortality

Fig 5. Percentages of pumas dying from different causes of mortality in southern California, USA.Mortalities of radiocollared (n = 36; 2001–2013) and
unmarked (n = 212; 1981–2013) pumas were assigned to the Santa Ana Mountains or the eastern Peninsular Ranges subpopulation. Six unmarked pumas
were not included in this figure because they were found on the I-15 freeway and could not be assigned to a population.

doi:10.1371/journal.pone.0131490.g005
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differed between these areas. Depredation permits were the most common proportional mor-
tality factor in the eastern Peninsular Range and primarily affected males, whereas vehicle
strikes were the main source of proportional mortality in the Santa Ana Mountains, affecting
males and females equally. Conservation biologists have long expressed concern about demo-
graphic and genetic isolation of pumas in the Santa Ana Mountains [11, 13], and this study,
coupled with our companion genetic study [11], provides a comprehensive view of the frac-
tured demographic and genetic connectivity among pumas in this region.

Ernest et al. [11] concluded that Santa Ana Mountains pumas monitored in this study “had
high average pairwise relatedness, high individual internal relatedness, a low estimated effective
population size, and strong evidence of a bottleneck and isolation from other populations in
California.” Genetic restriction and isolation were pronounced even though limited gene flow

Fig 6. Pumas killed secondary to vehicle collisions or depredation permits from 1981–2013 in southern California, USA. Five year moving average
of pumas killed secondary to vehicle collisions or depredation permits (n = 174) in the Santa Ana Mountains and eastern Peninsular Ranges.

doi:10.1371/journal.pone.0131490.g006

Table 3. Results of the known-fate model (ProgramMARK) for survival (S) for radio collared pumas in southern California, USA.

Model AICc ΔAICc AICc Weights Model Likelihood Number Parameters Deviance

S(.) 397.21 0.00 0.4668 1.00 1 327.25

S(Sex) 398.89 1.68 0.2012 0.43 2 326.93

S(Population) 399.20 1.99 0.1724 0.37 2 327.24

S(Age) 400.24 3.03 0.1026 0.22 3 326.27

S(Population*Sex) 402.69 5.48 0.0301 0.06 4 326.72

S(Population*Age) 403.68 6.48 0.0183 0.04 6 323.70

S(Sex*Age) 405.22 8.01 0.0085 0.02 6 325.24

S(Population*Sex*Age) 414.57 17.37 0.0001 0.00 12 322.52

doi:10.1371/journal.pone.0131490.t003
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did occur from the eastern Peninsular Ranges into the Santa Ana Mountains. Genetic analysis
showed that a male puma (M86) captured in the Santa Ana Mountains was likely born in the
eastern Peninsular Ranges, and successfully migrated into the Santa Ana Mountains during
our study. This male, and two females (F61 and F89) captured in the Santa Ana Mountains,
were the likely parents of four pumas born in the Santa Ana Mountains in 2010–2011 (M91,
F92, M93, and M97) [11]. However, this is the only evidence of successful genetic interchange
between the two populations during the study period other than an 8 month old kitten (F102)
[11] killed by a car in the Santa Ana Mountains in August 2003. In 13 years, none of the pumas
radio collared in the eastern Peninsular Range were observed to move west into the Santa Ana
Mountains, and the single radio collared male that did move from the Santa Ana Mountains
into the eastern Peninsular Range was killed for depredating domestic sheep within weeks of
crossing I-15. This suggests that the estimated 17–27 adult pumas in the Santa Ana Mountains
[13] have become an insular population, much like the small population of pumas located in
the Santa Monica Mountains [12]. The combination of small population size, limited potential
for immigration of new individuals (male and female) into the area, female mortality rates that
are similar to males, and negative effects of genetic restriction [11], collectively put the Santa
Ana Mountains population at risk for demographic collapse [13, 22, 47].

Southern California has been the focus of multiple regional-scale conservation planning
efforts aimed at protecting a network of natural habitats, among extensive urban, suburban,
and exurban development and a burgeoning population of>20,000,000 people [48]. Pumas
have been a focal species for these efforts because of their ecological value, their inherent value
to humans, and their utility as surrogates for other wide-ranging taxa in conservation planning
[13, 22, 42, 49–52]. Despite some concerted conservation efforts (e.g. [14]), this study shows
that pumas are currently subject to high levels of human-caused mortality, and that wildlife
corridors that facilitate safe movement through the landscape are lacking or insufficient. These

Table 4. Variables related to time to death in the Cox proportional hazardsmodel of survival of radio collared pumas in southern California, USA.

Covariatea Hazard Ratio SE Z P>|z| 95% CI

Age at Entryb

<18 months 0.53 0.28 -1.21 0.23 0.19–1.48

18–30 months 1.56 0.75 0.93 0.35 0.61–3.99

Year at Exitc

2001* 149.20 209.78 3.56 0.00 9.48–2347.27

2002 5.16 6.85 1.24 0.22 0.38–69.63

2003* 9.86 8.34 2.71 0.01 1.88–51.73

2004 5.41 6.98 1.31 0.19 0.43–67.91

2005* 12.75 11.51 2.82 0.01 2.18–74.76

2006* 7.10 6.82 2.04 0.04 1.08–46.64

2009* 8.02 7.79 2.14 0.03 1.20–53.77

2010 1.70 1.71 0.53 0.60 0.24–12.16

2011 3.03 4.03 0.84 0.40 0.23–40.89

2012 6.16 6.14 1.82 0.07 0.87–43.44

2013 3.55 3.48 1.29 0.20 0.52–24.23

*Covariates significant at P � 0.05.
aThe final model controlled for population and sex which were not significantly associated with time to mortality
bOldest age class (>30 months old) designated as reference category.
cYears 2007 and 2008 designated as reference category

doi:10.1371/journal.pone.0131490.t004
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threats will only grow worse without further action. For example, additional urban develop-
ment is underway or proposed on both the east and west sides of I-15 in the Santa Ana–Palo-
mar Mountains Linkage (Figs 2 and 3) [53, 54], and 14,000 new homes and associated
highways will be constructed at the south end of SR-241 in the center of puma habitat in the
Santa Ana Mountains [55].

Conserving core habitat areas and functional wildlife corridors has been the main focus of
conservation efforts for pumas in southern California [15, 31, 32, 56, 57] and coordinated
regional action in the form of targeted investment in habitat protection is especially urgent to
maintain viability of the Santa Ana Mountains population. However, our analysis highlights
that land protection alone will not be sufficient to ensure puma persistence in the region. Also
important will be directed focus on improving road infrastructure to facilitate safe wildlife
crossings, and reducing depredation conflicts that precipitate puma deaths. Options for
enhancing movements across I-15 and other highways include protection of additional lands
on both sides of the highway, improving or adding large culverts, adding exclusionary fencing
[58] such as that currently being constructed on SR 241 (Fig 3) [59], and possibly constructing
vegetated overpasses for wildlife use [60, 61]. Strategies to reduce mortalities stemming from
depredation permits include education activities to promote wider use of predator-proof enclo-
sures for their domestic animals during the crepuscular periods and at night [62–65]. A focus
on land protection, roadway and wildlife crossing design, and landowner outreach will be criti-
cal for persistence of puma in southern California, and may well be a formula for conserving
large carnivores in highly populated and fragmented landscapes generally.

The combination of long term field monitoring of radio collared animals coupled with
genetic analyses was critical for understanding puma biology and providing directions for con-
servation efforts in southern California. The movement of puma M86 across I-15 from the
eastern Peninsular Ranges may aid in the genetic rescue of the Santa Ana population, but only
if his offspring survive and reproduce. To date, only one of his four known offspring are still
alive in the wild—a female with two dispersal-age offspring, and evidence points towards
pumas being less likely to successfully navigate this human-dominated landscape in the future.
In the absence of effective measures to reduce mortality and enhance safe movement across
highways, translocation of pumas, such as was done with the Florida panther [66], may ulti-
mately be necessary to prevent further genetic decline and assure persistence of the Santa Ana
Mountains population.

Acknowledgments
We thank the following for their technical and administrative assistance: G. Lee, M. Plancarte,
L. Hull, and L. Stockbridge. Field work assistance was provided by J. Bauer, C. Bell, P. Bryant,
K. Davis, D. Dawn, M. Ehlbroch, K. Krause, D. Krucki, K. Logan, B. Martin, J. Messin, B. Mill-
sap, M. Puzzo, T. Ryan, D. Sforza, L. Sweanor, P. Taylor, T. Walden, C. Wallace, T. Watkins, S.
Weldy, C. Wiley, S. Winston, E. York, and numerous volunteers, as well as rangers, biologists,
wardens, and animal control officers from multiple agencies. Thanks to E. Boydston, K.
Crooks, R. Fisher, and L. Lyren for assistance coordinating field projects and data. We appreci-
ate advice and / or assistance received from C. Basilovec, A. Bridges, J. Burger, S. Clemenza, D.
Clifford, L. Coley-Eisenberg, L. Correa, J. Dice, S. DeSimone, P. DeSimone, J. Embery, D. Fere-
menga, J. Gannaway, J. Gump, K. Greer, B. Hillis, B. Hudgens, M. Jennings, M. Jorgensen, P.
Jorgensen, M. Kenyon, N. Martinez, V. McFall, M. Mitrovich, K. Preston, Z. Principe, J. Ran-
dall, R. Rempel, S. Riley, D. Steele, P. Swift, B. Tippets, S. Torres, and S. Vandewoude. We are
appreciative of necropsy and pathology services provided by multiple veterinary pathologists at
the California Animal Health and Food Safety Laboratory System of the University of

Puma Survival in an Urban Landscape

PLOS ONE | DOI:10.1371/journal.pone.0131490 July 15, 2015 14 / 18



California, Davis, and cooperation provided by the University of California South Coast
Research and Extension Center, the California Department of Transportation, and all of the
land owners and managers who allowed field activities on their properties.

This paper is dedicated to the memory of deceased biologists Eric York, Deana Dawn, and
Donna Krucki, whose hard work and devotion to the well-being and long-term persistence of
pumas were critical to the success of this project.

Author Contributions
Conceived and designed the experiments: TWVWMB RB SAM PRH TS HBE. Performed the
experiments: TWVWMB RB HBE JNS. Analyzed the data: TWVWMB JNS CKJ BSC HBE
PRH RB. Contributed reagents/materials/analysis tools: JNS CKJ HBE SAM BSC. Wrote the
paper: TWV JNS CKJ SAM RB TS BSC PRH HBEWMB.

References
1. Galetti M, Dirzo R. Ecological and evolutionary consequences of living in a defaunated world. Biological

Conservation. 2013; 163: 1–6. doi: 10.1016/J.Biocon.2013.04.020WOS:000321724400001

2. Cougar Management Guidelines Working Group. Cougar management guidelines. First edition.
Washington, DC: Wiley, on behalf of theWildlife Society; 2005.

3. Winterbach H, Winterbach C, Somers M, Hayward M. Key factors and related principles in the conser-
vation of large African carnivores. Mammal Review. 2013; 43(2): 89–110. doi: 10.1111/J.1365-2907.
2011.00209.XWOS:000315958500001

4. Miotto RA, Cervini M, Begotti RA, Galetti PM Jr. Monitoring a puma (Puma concolor) population in a
fragmented landscape in southeast Brazil. Biotropica. 2012; 44(1):98–104. doi: 10.1111/J.1744-7429.
2011.00772.XWOS:000298944400013

5. Mondol S, Bruford MW, Ramakrishnan U. Demographic loss, genetic structure and the conservation
implications for Indian tigers. Proc Biol Sci. 2013; 280(1762): 20130496. doi: 10.1098/rspb.2013.0496
PMID: 23677341; PubMed Central PMCID: PMC3673047

6. Theobald DM. Landscape patterns of exurban growth in the USA from 1980 to 2020. Ecology and Soci-
ety. 2005; 10(1): 32. WOS:000230237900017

7. Beier P, Vaughan MR, Conroy MJ, Quigley H. Evaluating scientific inferences about the Florida pan-
ther. Journal of Wildlife Management. 2006; 70(1): 236–45. doi: 10.2193/0022-541x(2006)70[236:
Esiatf]2.0.Co;2 WOS:000237217900027

8. Hostetler JA, Onorato DP, Jansen D, Oli MK. A cat's tale: the impact of genetic restoration on Florida
panther population dynamics and persistence. The Journal of animal ecology. 2013; 82(3): 608–20.
doi: 10.1111/1365-2656.12033 PMID: 23252671

9. Wolfe ML, Koons DN, Stoner DC, Terletzky P, Gese EM, Choate DM, et al. Is anthropogenic cougar
mortality compensated by changes in natural mortality in Utah? Insight from long-term studies. Biologi-
cal Conservation. 2015; 182: 187–96. doi: 10.1016/j.biocon.2014.12.008

10. Nowell K, Jackson P. Status survey and conservation action plan: Wild cats. International Union for
Conservation of Nature and Natural Resources. Cambridge, UK: Burlington Press; 1996.

11. Ernest HB, Vickers TW, Morrison SA, Buchalski MR, BoyceWM. Fractured Genetic Connectivity
Threatens a Southern California Puma (Puma concolor) Population. PLOSONE. 2014; 9(10):
e107985. doi: 10.1371/journal.pone.0107985 PMID: 25295530; PubMed Central PMCID:
PMC4189954

12. Riley SP, Serieys LE, Pollinger JP, Sikich JA, Dalbeck L, Wayne RK, et al. Individual behaviors domi-
nate the dynamics of an urban mountain lion population isolated by roads. Curr Biol. 2014; 24(17):
1989–94. doi: 10.1016/j.cub.2014.07.029 PMID: 25131676

13. Beier P, Barrett RH. The Cougar in the Santa Ana Mountain Range, California. Final Report, Orange
County Cooperative Mountain Lion Study. University of California, Berkeley, CA, Management DoFaR;
1993.

14. Morrison SA, BoyceWM. Conserving connectivity: some lessons frommountain lions in southern Cali-
fornia. Conservation Biology. 2009; 23(2): 275–85. doi: 10.1111/J.1523-1739.2008.01079.X
WOS:000264272000012 PMID: 18983604

Puma Survival in an Urban Landscape

PLOS ONE | DOI:10.1371/journal.pone.0131490 July 15, 2015 15 / 18

http://dx.doi.org/10.1016/J.Biocon.2013.04.020
http://dx.doi.org/10.1111/J.1365-2907.2011.00209.X
http://dx.doi.org/10.1111/J.1365-2907.2011.00209.X
http://dx.doi.org/10.1111/J.1744-7429.2011.00772.X
http://dx.doi.org/10.1111/J.1744-7429.2011.00772.X
http://dx.doi.org/10.1098/rspb.2013.0496
http://www.ncbi.nlm.nih.gov/pubmed/23677341
http://dx.doi.org/10.2193/0022-541x(2006)70[236:Esiatf]2.0.Co;2
http://dx.doi.org/10.2193/0022-541x(2006)70[236:Esiatf]2.0.Co;2
http://dx.doi.org/10.1111/1365-2656.12033
http://www.ncbi.nlm.nih.gov/pubmed/23252671
http://dx.doi.org/10.1016/j.biocon.2014.12.008
http://dx.doi.org/10.1371/journal.pone.0107985
http://www.ncbi.nlm.nih.gov/pubmed/25295530
http://dx.doi.org/10.1016/j.cub.2014.07.029
http://www.ncbi.nlm.nih.gov/pubmed/25131676
http://dx.doi.org/10.1111/J.1523-1739.2008.01079.X
http://www.ncbi.nlm.nih.gov/pubmed/18983604


15. Burdett CL, Crooks KR, Theobald DM, Wilson KR, Boydston EE, Lyren LM, et al. Interfacing models of
wildlife habitat and human development to predict the future distribution of puma habitat. Ecosphere.
2010; 1(1): 1–21. doi: 10.1890/es10-00005.1WOS:000208809800004

16. Spencer WD, White MD, Stallcup JA. On The Global and Regional Ecological Significance of Southern
Orange County: Conservation Priorities for a Biodiversity Hotspot. San Diego, A Conservation Biology
Institute; 2001. 44 p.

17. Crooks KR, Sanjayan M. Connectivity Conservation. Cambridge, UK: Cambridge University Press;
2006.

18. United States Census Bureau. 2010 Census of Population and Housing, Summary Population and
Housing Characteristics. CPH-1-6, California. Washington, DC: U.S. Government Printing Office;
2012.

19. Grinnell J, Dixon JS, Linsdale JM. Fur-bearing mammals of California: their natural history, systematic
status, and relations to man. Berkeley, CA: University of California Press; 1937.

20. Storer TI, Tevis J. California grizzly. Los Angeles, CA: University of California Press; 1996.

21. United States Department of Transportation. Most Travelled Urban Highways Average Annual Daily
Traffic > 250,000; 2014. Available: http://www.fhwa.dot.gov/policyinformation/tables/02.cfm.

22. Beier P. Dispersal of juvenile cougars in fragmented habitat. Journal of Wildlife Management. 1995; 59
(2): 228–37. doi: 10.2307/3808935WOS:A1995QT32800005

23. Ernest HB, BoyceWM, Bleich VC, May B, Stiver SJ, Torres SG. Genetic structure of mountain lion
(Puma concolor) populations in California. Conservation Genetics. 2003; 4(3): 353–66. doi: 10.1023/
A:1024069014911WOS:000183322800009

24. Bauer JW, Logan KA, Sweanor LL, BoyceWM, Jones CA. Scavenging behavior in puma. The South-
western Naturalist. 2005; 50(4): 466–71. doi: 10.1894/0038-4909(2005)050[0466:Sbip]2.0.Co;2
WOS:000234496100008

25. Logan KA, Irwin LL, Skinner R. Characteristics of a hunted mountain lion population in Wyoming. Jour-
nal of Wildlife Management. 1986; 50(4): 648–54. doi: 10.2307/3800975WOS:A1986F590600018

26. Logan KA, Sweanor LL, Smith JF, Hornocker MG. Capturing pumas with foot-hold snares. Wildlife
Society Bulletin. 1999; 27(1): 201–8. WOS:000081736800031

27. Ashman D, Christensen G, Hess M, Tsukamoto G, WichershamM. The mountain lion in Nevada:
Nevada Fish and Game Department, Federal Aid in Wildlife Restoration, Final Report, Project W-48-
15; 1983.

28. Laundre JW, Hernindez L, Streubel D, Altendorf K, Gonzalez CL. Aging mountain lions using gum-line
recession. Wildlife Society Bulletin. 2000; 28(4): 963–6. WOS:000166582600026

29. Laundre JW, Hernandez L. Growth curve models and age estimation of young cougars in the Northern
Great Basin. Journal of Wildlife Management. 2002; 66(3): 849–58. doi: 10.2307/3803149
WOS:000177475600027

30. Logan KA, Sweanor LL. Desert puma: evolutionary ecology and conservation of an enduring carnivore.
Washington, DC: Island Press; 2001.

31. Luke C, Penrod K, Cabañero CR, Beier P, Spencer W, Shapiro S. A Linkage Design for the Santa Ana
—Palomar Mountains Connection. Unpublished report. San Diego, CA: San Diego State University
Field Station Programs; 2004.

32. Noss R, Beier P, ShawW. Evaluation of the Coal Canyon Biological Corridor. 2006 Contract No.: 22
October 2014.

33. Conservation Biology Institute. Las Californias Binational Conservation Initiative. Unpublished Report;
2004. 44 p.

34. California Department of Fish andWildlife. Mountain Lion Depredation Statistics Summary; 2014. Avail-
able: http://www.dfg.ca.gov/wildlife/lion/depredation.html.

35. Heisey DM, Fuller TK. Evaluation of survival and cause-specific mortality rates using telemetry data.
Journal of Wildlife Management. 1985; 49(3): 668–74. doi: 10.2307/3801692WOS:
A1985ANC1100024

36. White GC, Burnham KP. ProgramMARK: survival estimation from populations of marked animals. Bird
Study. 1999; 46(S1): 120–39. WOS:000084390400015

37. Arnold TW. Uninformative parameters and model selection using Akaike's Information Criterion. The
Journal of Wildlife Management. 2010; 74(6): 1175–8.

38. Burnham KP, Anderson DR. Model selection and multi-model inference: a practical information-theo-
retic approach. Berlin: Springer; 2002.

39. Andersen PK, Gill RD. Cox's regression model for counting processes: a large sample study. The
annals of statistics; 1982. pp. 1100–20.

Puma Survival in an Urban Landscape

PLOS ONE | DOI:10.1371/journal.pone.0131490 July 15, 2015 16 / 18

http://dx.doi.org/10.1890/es10-00005.1
http://www.fhwa.dot.gov/policyinformation/tables/02.cfm
http://dx.doi.org/10.2307/3808935
http://dx.doi.org/10.1023/A:1024069014911
http://dx.doi.org/10.1023/A:1024069014911
http://dx.doi.org/10.1894/0038-4909(2005)050[0466:Sbip]2.0.Co;2
http://dx.doi.org/10.2307/3800975
http://dx.doi.org/10.2307/3803149
http://www.dfg.ca.gov/wildlife/lion/depredation.html
http://dx.doi.org/10.2307/3801692


40. Johnson CJ, Boyce MS, Schwartz CC, Haroldson MA. Modeling survival: application of the Andersen-
Gill model to Yellowstone grizzly bears. Journal of Wildlife Management. 2004; 68(4): 966–78.

41. Breslow N. Covariance analysis of censored survival data. Biometrics. 1974; 30(1): 89–99. PMID:
4813387

42. Riley SP, Pollinger JP, Sauvajot RM, York EC, Bromley C, Fuller TK, et al. A southern California free-
way is a physical and social barrier to gene flow in carnivores. Molecular Ecology. 2006; 15(7): 1733–
41. doi: 10.1111/J.1365-294x.2006.02907.XWOS:000237516500002 PMID: 16689893

43. Packer C, Kosmala M, Cooley HS, Brink H, Pintea L, Garshelis D, et al. Sport hunting, predator control
and conservation of large carnivores. PLOS ONE 2009; 4(6): e5941. doi: 10.1371/journal.pone.
0005941 PMID: 19536277

44. Ordeñana MA, Crooks KR, Boydston EE, Fisher RN, Lyren LM, Siudyla S, et al. Effects of urbanization
on carnivore species distribution and richness. Journal of Mammalogy. 2010; 91(6): 1322–31. doi: 10.
1644/09-mamm-a-312.1

45. Riley S, Boydston E, Crooks K, Lyren L. Bobcats (Lynx rufus). In: Gehrt S, Riley S, Cypher B, editors.
Urban carnivores: ecology, conflict, and conservation. Baltimore, MD: The Johns Hopkins University
Press; 2010. pp. 121–38.

46. Packer C, Loveridge A, Canney S, Caro T, Garnett ST, Pfeifer M, et al. Conserving large carnivores:
dollars and fence. Ecol Lett. 2013; 16(5): 635–41. doi: 10.1111/ele.12091 PMID: 23461543

47. Roelke ME, Martenson JS, O'Brien SJ. The consequences of demographic reduction and genetic
depletion in the endangered Florida panther. Curr Biol. 1993; 3(6): 340–50. PMID: 15335727

48. California Department of Fish andWildlife. Natural Community Conservation Planning; 2014. Available:
https://www.dfg.ca.gov/habcon/nccp/status/index.html.

49. Crooks KR. Relative sensitivities of mammalian carnivores to habitat fragmentation. Conservation Biol-
ogy. 2002; 16(2): 488–502. doi: 10.1046/J.1523-1739.2002.00386.XWOS:000174750800027

50. Dickson BG, Jenness JS, Beier P. Influence of vegetation, topography, and roads on cougar movement
in southern California. Journal of Wildlife Management. 2005; 69(1): 264–76. doi: 10.2193/0022-541x
(2005)069<0264:Iovtar>2.0.Co;2WOS:000228650600025

51. Teel TL, Dayer AA, Manfredo MJ, Bright AD. Wildlife Values in the West (Project Rep. No. 58). Fort Col-
lins, CO: Colorado State University Human Dimensions in Natural Resources Unit; 2005. p. 58.

52. Kunkel KE, Atwood TC, Ruth TK, Pletscher DH, Hornocker MG, Gompper M, et al. Assessing wolves
and cougars as conservation surrogates. Animal Conservation. 2013; 16(1): 32–40. doi: 10.1111/j.
1469-1795.2012.00568.x WOS:000314171600006

53. Peters M. Notice of Preparation of a Draft Environmental Impact Report for the Temecula Creek Inn
Specific Plan. 2011 Contract No.: 22 October 2014.

54. Ambient Communities. VillageWest; 2014. Available: http://ambientcommunities.com/communities/
planned-communities/village-west/.

55. Boucly C. New community coming to South County Orange County, California, USA. The Orange
County Register; 2013. Available: http://www.ocregister.com/articles/mission-345695-moiso-rancho.
html.

56. McRae BH, Hall SA, Beier P, Theobald DM. Where to restore ecological connectivity? Detecting barri-
ers and quantifying restoration benefits. PLOS ONE. 2012; 7(12): e52604. doi: 10.1371/journal.pone.
0052604 PMID: 23300719; PubMed Central PMCID: PMC3531461

57. LaPoint S, Gallery P, Wikelski M, Kays R. Animal behavior, cost-based corridor models, and real corri-
dors. Landscape Ecology. 2013; 28(8): 1615–30. doi: 10.1007/S10980-013-9910-0
WOS:000325076100014

58. Schwab AC, Zandbergen PA. Vehicle-related mortality and road crossing behavior of the Florida pan-
ther. Applied Geography. 2011; 31(2): 859–70. doi: 10.1016/J.Apgeog.2010.10.015
WOS:000288971900046

59. Orange County Transportation Corridor Agency. Foothill/Eastern Transportation Corridor Agency
Board of Directors Agenda; 2013. Available: https://www.thetollroads.com/assets/objects/51/fba_
121213.pdf.

60. Clevenger AP, Hardy A, Gunson K, Bissonette J. Analyses of wildlife-vehicle collision data: applications
for guiding decision-making for wildlife crossing mitigation and motorist safety. Unpublished Report.
Logan, UT: Utah State University; 2006.

61. Corlatti L, Hacklander K, Frey-Roos F. Ability of wildlife overpasses to provide connectivity and prevent
genetic isolation. Conserv Biol. 2009; 23(3): 548–56. doi: 10.1111/j.1523-1739.2008.01162.x PMID:
19210301

Puma Survival in an Urban Landscape

PLOS ONE | DOI:10.1371/journal.pone.0131490 July 15, 2015 17 / 18

http://www.ncbi.nlm.nih.gov/pubmed/4813387
http://dx.doi.org/10.1111/J.1365-294x.2006.02907.X
http://www.ncbi.nlm.nih.gov/pubmed/16689893
http://dx.doi.org/10.1371/journal.pone.0005941
http://dx.doi.org/10.1371/journal.pone.0005941
http://www.ncbi.nlm.nih.gov/pubmed/19536277
http://dx.doi.org/10.1644/09-mamm-a-312.1
http://dx.doi.org/10.1644/09-mamm-a-312.1
http://dx.doi.org/10.1111/ele.12091
http://www.ncbi.nlm.nih.gov/pubmed/23461543
http://www.ncbi.nlm.nih.gov/pubmed/15335727
https://www.dfg.ca.gov/habcon/nccp/status/index.html
http://dx.doi.org/10.1046/J.1523-1739.2002.00386.X
http://dx.doi.org/10.2193/0022-541x(2005)069&lt;0264:Iovtar&gt;2.0.Co;2
http://dx.doi.org/10.2193/0022-541x(2005)069&lt;0264:Iovtar&gt;2.0.Co;2
http://dx.doi.org/10.1111/j.1469-1795.2012.00568.x
http://dx.doi.org/10.1111/j.1469-1795.2012.00568.x
http://ambientcommunities.com/communities/planned-communities/village-west/
http://ambientcommunities.com/communities/planned-communities/village-west/
http://www.ocregister.com/articles/mission-345695-moiso-rancho.html
http://www.ocregister.com/articles/mission-345695-moiso-rancho.html
http://dx.doi.org/10.1371/journal.pone.0052604
http://dx.doi.org/10.1371/journal.pone.0052604
http://www.ncbi.nlm.nih.gov/pubmed/23300719
http://dx.doi.org/10.1007/S10980-013-9910-0
http://dx.doi.org/10.1016/J.Apgeog.2010.10.015
https://www.thetollroads.com/assets/objects/51/fba_121213.pdf
https://www.thetollroads.com/assets/objects/51/fba_121213.pdf
http://dx.doi.org/10.1111/j.1523-1739.2008.01162.x
http://www.ncbi.nlm.nih.gov/pubmed/19210301


62. Clark TW, Rutherford MB. The institutional system of wildlife management: Making it more effective. In:
Clark TW, Rutherford MB, Casey D, editors. Coexisting with large carnivores: Lessons from Greater
Yellowstone. Washington, DC: Island Press; 2005. pp. 211–53.

63. Kertson BN, Spencer RD, Grue CE. Demographic influences on cougar residential use and interactions
with people in western Washington. Journal of Mammalogy. 2013; 94(2): 269–81. doi: 10.1644/12-
Mamm-a-051.1 WOS:000318129600002

64. California Department of Fish andWildlife. Keep MeWild; 2014. Available: https://www.dfg.ca.gov/
keepmewild/lion.html.

65. Mountain Lion Foundation. Defining mountain lion depredation in California; 2014. Available: http://
mountainlion.org/defining mountain lion depredation in California.asp.

66. JohnsonWE, Onorato DP, Roelke ME, Land ED, CunninghamM, Belden RC, et al. Genetic restoration
of the Florida panther. Science. 2010; 329(5999): 1641–5. doi: 10.1126/science.1192891 PMID:
20929847.

Puma Survival in an Urban Landscape

PLOS ONE | DOI:10.1371/journal.pone.0131490 July 15, 2015 18 / 18

http://dx.doi.org/10.1644/12-Mamm-a-051.1
http://dx.doi.org/10.1644/12-Mamm-a-051.1
https://www.dfg.ca.gov/keepmewild/lion.html
https://www.dfg.ca.gov/keepmewild/lion.html
http://mountainlion.org/defining
http://mountainlion.org/defining
http://dx.doi.org/10.1126/science.1192891
http://www.ncbi.nlm.nih.gov/pubmed/20929847

