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ABSTRACT

From the fecundity data for Chinook salmon stocks, variability 
has been found both within and between populations.  This variability 
increases the difficulty in predicting recruitment, even if numbers and 
sizes of returning female spawners can be estimated.  We constructed 
length/fecundity models for fall run Chinook salmon on the Mokelumne 
River, a flow-regulated river in California, using 93 pre-spawn females.  
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by 50 percent during 1993-1997 (Pierce et al. 2000) and the number of depredation 
permits issued also declined during 1993-2000, at which point the bighorn sheep 
population recovery began (U. S. Fish and Wildlife Service 2008).

In the San Gabriel Mountains, the peak in mountain lion activity (1995-1996) 
coincided with the nadir of the decline of bighorn sheep (Fig. 1) and, presumably, 
after the mule deer population had reached its lowest level. Thus, the largest num-
ber of mountain lion depredation permits was issued when prey populations were 
at very low levels, as in the Sierra Nevada. The decline in the number of mountain 
lion depredation permits issued after 1996 (CDFG files) suggests the mountain lion 
population had decreased, and a lower rate of predation would be consistent with an 
increase in the sheep population.  The increase in bighorn sheep also coincided with 
wildfires that burned 36% of their winter-spring range habitat in 1997 and 2003.  Fires 
improve forage quality for 2 years in chaparral (Taber and Dasmann 1958) and they 
remove visual obstructions that allow bighorn sheep to detect predators; as a result 
the distribution of bighorn sheep in these mountains is positively associated with 
areas that have burned < 15 years ago (Bleich et al. 2008).

MANGEMENT IMPLICATIONS

The annual helicopter survey and efforts required to coordinate the ground sur-
veyors in the San Gabriel Mountains are expensive.  The resultant long-term data set 
produced by these efforts has proven to be an invaluable resource to monitor popula-
tion changes and state and federal agencies should include these costs as a line item 
in future budgets to ensure financial resources are available for the survey.  Similar 
to lessons learned from another long-term data set (Pelton and van Manen 1996), 
conclusions about the status of this population have changed, depending on what 
data are available when those conclusions were reached.  In response to the dramatic 
decline in the San Gabriel bighorn sheep population, one analysis demonstrated the 
population was eligible for listing as a distinct population segment under the federal 
Endangered Species Act (Holl 20026).  That determination facilitated funding for 
additional studies of adult survival that contributed to the current analysis and our 
conclusion that the population had been increasing since 1995.  Thus, long-term 
data sets are essential for adaptive management processes that increase the ability 
to identify the mechanisms that affect populations and allow managers to make in-
formed decisions.  Although little is known about the historic or current distribution 
of mountain lions or mule deer in the San Gabriel Mountains, recent observations 
indicate some additional monitoring may be warranted when the current trajectory of 
the bighorn sheep population changes to understand the relationship between bighorn 
sheep and other large mammals.   

The recent population increase coincided with a decline in mountain lion activ-
ity and serendipitous wildfires in 1997 and 2003 that improved habitat suitability.  
The habitat benefits of the 1997 fire will soon be lost (Bleich et al. 2008); therefore, 

6Holl, S. A. 2002.  Conservation strategies for bighorn sheep in the San Gabriel Mountains, 
California.  Los Angeles Fish and Game Commission, Los Angeles, CA.



Our model using non-loge- transformed data (y = 11.137x-3065.5; r2=0.54; 
n=93) had equivalent predictive power to models using loge-transformed 
data  (y = 1.7x-2.7068, r2=0.57; n=93).  In these models, fish length (x) 
accounted for 54-57% of the variability in fecundity (y), similar to that 
determined for Chinook salmon from other watersheds throughout the 
Pacific Northwest. These regression models should assist natural re-
sources managers in regulating river flows and temperatures to maximize 
wild Chinook salmon spawning success and assist hatchery managers 
in improving salmon population maintenance and restoration.

INTRODUCTION

Chinook salmon, Oncorhynchus tshawytscha, have a wide distribution around the 
Pacific Rim extending from Russia to the lower latitudes of California.  These stocks 
encompass a wide variety of life history adaptations ranging from lengthy (>1000 
km) to fairly short upstream (<100 km) migrations, as well as different seasonal runs 
within specific watersheds.  Sacramento River California Chinook salmon stocks, 
for example, are composed of four distinct runs: winter, spring, fall, and late-fall-run 
salmon (Moyle 2002).  California Chinook salmon stocks are typically characterized 
as ocean-type although there is evidence that Sacramento River spring and winter-
run Chinook salmon contain both ocean and stream-types (Healy 1994, Fisher 1994, 
Teel et al. 2000) and the late-fall run has been described as being stream-type (Moyle 
2002).  Current Mokelumne River, California, Chinook salmon stocks are fall-run, 
which exhibit an ocean-type life history. 

A number of variables influence Chinook salmon fecundity (egg number) including, 
but not limited to, egg size, fish length, life-history strategy (ocean- or stream-type), 
latitude of natal stream, as well as the potential influence of hatchery operations 
on egg size evolution (Healey 1991, Moyle 2002, Heath et. al. 2003).  Population 
density, food availability, and stream gradient also have been suggested as factors 
affecting fecundity in salmon as well as in other species (Wooton 1973; Dahlgreen 
1979).  Although fecundity generally increases with increasing female fish size when 
individuals uniformly produce eggs of similar size, Chinook salmon may deviate sub-
stantially from this model due to the variables listed above.  This apparent deviation 
from life history theory has been predicted for semelparous species exhibiting high 
pre-reproductive survival (Bell 1980).  Chinook salmon fecundity is determined from 
a combination of egg size and overall size of the individual (Nicholas and Hankin 
1988; Healey 1991).  Although larger Chinook salmon tend to produce larger eggs 
(Rounsefell 1957; Nicholas and Hankin 1988), fecundity estimates demonstrate 
large annual variances within populations with inter-population differences being 
even greater (Healey and Heard 1984; Nicholas and Hankin 1988).  Additionally, 
salmon fecundity generally decreases with decreasing latitude with the exception of 
Sacramento River stocks, which show relatively high fecundity (Healey and Heard 
1984). The observed population differences in Chinook salmon fecundity argue for 
the use of watershed-specific fecundity models for predictions of annual Chinook 
salmon ova production for use by fishery managers to manage Chinook salmon stocks 
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Population Estimates

This analysis provided population estimates for all missing years between 1983 
and 2005.  In an earlier analysis of this population, Holl et al. (2004) used a popula-
tion estimate of 90 animals during 1995-2002, compared to 130 in 1995 and 216 in 
2002 that we calculated for that same period in this analysis (Fig. 1).  The earlier 
estimate (Holl et al. 2004) was conservative because not all of the winter-spring ranges 
were surveyed each year.  Unlike the previous analysis (Holl et al. 2004), our results 
suggest the population had been increasing slowly since 1995.  In this analysis we 
estimated there were 130 bighorn sheep present in 1995; when we used that as the 
initial population estimate in two different models, the resulting population estimates 
were nearly identical with the estimate obtained from the survey results (Fig. 1).  
Assuming r does not change substantially in the immediate future, the population 
should exceed the recovery goal of 322 animals in 2008; unfortunately the annual 
survey was not completed in 2008 because of extremely poor weather conditions that 
substantially reduced the amount of flight time available.

Factors Affecting the Population

The San Gabriel Mountains bighorn sheep population has undergone significant 
changes during 1976-2006 and it has been hypothesized that wildfires and predation 
by mountain lions have been responsible for the changes between 1976 and 1995 (Holl 
et al. 2004).  From 1976-1982 the population was stable; however, a slow decline 
occurred during 1982-1989.  The decline was initiated 7-14 years after approximately 
22% of the habitat on winter-spring ranges had burned in wildfires that occurred in 
1968, 1970, and 1975.  After being initially attracted to newly burned areas,  the num-
ber of sheep using those burned areas progressively declines, until their distribution 
is negatively associated with habitat that is more than 15 years post-fire (Holl et al. 
2004, Bleich et al. 2008).  By 1989 all of the areas burned between 1968 and 1975 
were at least 14 years post-fire and habitat suitability had decreased substantially. 

Between 1989 and 1995 the population declined rapidly, characterized by a loss of 
adult bighorn sheep and a concurrent decline in mule deer (Holl et al. 2004).  Because 
of the sudden loss of adult bighorn sheep, a similar decline in mule deer, and an increase  
in the number of depredation permits issued for mountain lions in Los Angeles and 
San Bernardino counties Holl et al. (2004) hypothesized that mountain lion predation 
was, in part, responsible for the rapid  decline in bighorn sheep.  Mountain lions are 
confined largely to the Transverse Range in Los Angeles and San Bernardino counties, 
and the number of depredation permits provides an index of mountain lion activity 
(Torres et al. 1996).  In the Sierra Nevada, the number of mountain lion depredation 
permits increased during 1986-1991, as mule deer and bighorn sheep populations 
declined (U. S. Fish and Wildlife Service 2008).  Following the decline in mule deer 
and bighorn sheep in the Sierra Nevada, the mountain lion population index declined 
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(Healey and Heard 1984).  
The Mokelumne River, California, is a regulated river impacted by high tempera-

tures, low flows, mining, multiple pollution sources (e.g., agricultural and urban run-
off), dams, and water diversions that have adversely affected Chinook salmon stocks 
(CDFG 1959, Finlayson1 and Rectenwald 1978).  During the 1980s Chinook salmon 
augmentation, with ova and fry from Feather and American river stocks, represented 
>90% of salmon production (Estey2 1987).  These augmentations have resulted in a 
Mokelumne River Chinook salmon stock of mixed origins.  During their spawning 
migration, returning females can be identified by their morphology and their numbers 
and lengths estimated by staffed or video-equipped counting fences (Merz and Merz   
2004).  There is an approximate 12-hour to 10-day interval after passing video monitors 
at Woodbridge Irrigation District Dam (WIDD) fish ladders at (RKM 63, Workman3 
2002) to when fish arrive on the spawning grounds and at the Mokelumne River Fish 
Hatchery (MRFH, Merz 1996).  If lengths of fish passing fish-counting structures 
or ladders could be used to predict potential egg production, hatchery and natural 
resources managers could improve salmon population maintenance and restoration.  
For example, utilizing data on size, number, sex, and estimated fecundity, hatchery 
managers and biologists can estimate the proportion of salmon remaining in the river 
for a natural spawning in comparison to those spawned in the MRFH.  In-stream 
estimates of ova production could provide hatchery and fisheries biologists crucial 
information on which management recommendations should be made concerning 
the timing and magnitude of water releases necessary to maintain optimal spawning 
conditions (i.e., temperature, flow, substrate availability, and oxygenation) during 
critical spawning periods.  Our objective was to construct a Chinook salmon length/
fecundity model specific to the Mokelumne River watershed, which could be used 
as a predictive tool for hatchery and fisheries management in this system.

MATERIALS AND METHODS

Fish Collection

Mokelumne River Chinook salmon were sampled, depending on availability of 
returning, ripe females, during scheduled spawning events at the California Department 

1Finlayson, B.J. and H.J. Rectenwald  1978.  Toxicity of copper and zinc from the Penn Mine 
area on king salmon (Oncorhynchus tshawytscha) and steelhead trout (Salmo gairdneri) 
in the Mokelumne River Basin, California.  Environmental Services Branch Report No.- 
78-1.  California Department of Fish and Game, Rancho Cordova, California.

2Estey, D.F.  1987.  Mokelumne River Hatchery Annual Report 1985-1986.  Inland Fisheries 
Administrative Report No. 87-12.  California Department of Fish and Game, Sacramento 
California.

3Workman, M.L.  2002.  Lower Mokelumne River Upstream Fish Migration Monitoring con-
ducted at Woodbridge Irrigation District Dam August 2001 through July 2002.  Unpublished 
EBMUD report.  Lodi Fisheries and Wildlife Division. 20pp + Appendix.
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Areas Burned and Mountain Lion Abundance

Two wildfires occurred after 1995, one in 1997 that burned 920 ha (47%) in the 
East Fork San Gabriel winter-spring range and one in 2003 that burned 2,880 ha 
(75%) of winter-spring range in the Cucamonga subunit.  During 1983-1990 the mean 
number of depredation permits issued annually in Los Angeles and San Bernardino 
counties was 0.38 (range = 0-2) (CDFG files).  The number of depredation permits 
issued then increased and reached its peak in 1995 and 1996 (n = 5 each year) and 
then declined to a mean of 1.2 (range 0-2) annually during 2003-2006.

DISCUSSION

Adult survival

The estimated survival rate of 0.915 for adult females during 1995-2006 was 
similar to the annual survivorship (≈0.90) necessary for that cohort to increase in 
the Granite Mountains of southeastern Californian (Wehausen 1996).  Overall, the 
annual adult survival rate was 0.867 in the San Gabriel Mountains, which is higher 
than mean annual adult survival rates of 0.81 and 0.80 reported for declining bighorn 
sheep populations elsewhere in southern California (Hayes et al. 2000, Schaefer et 
al. 2000).  

Figure 1.  Total number of bighorn sheep counted and population estimates developed from 
those surveys and calculated population estimates using rates of increase (r) calculated from 
the double survey, the mean of total number counted and catch-per-unit effort, and adult survival 
and recruitment rates of young, San Gabriel Mountains, Los Angeles and San Bernardino coun-
ties, California, 1976-2006.

Total Sheep Counted

Double Surveys

r (population estimates)

r (mean)

Survival & Recruitment Rates
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of Fish and Game (CDFG) MRFH.  The number, and size, of fish selected during each 
sampling event was at the discretion of the MRFH manager.  Since ≥40% of returning 
Chinook salmon in the Mokelumne River were classified as grilse in some years, 
grilse should be included in the sampling regime and in the length/fecundity models 
to provide better estimates of Chinook salmon ova production (personal communi-
cation Workman4 2004).  To minimize time of return bias and potential differences 
in fecundity variability throughout the fall run Chinook salmon our objective was 
to select and sample 100 fish over the October to December 2003 spawning season.  
To this end eighty-six Chinook salmon were collected from the MRFH during 12 
spawning events between 23 October and 22 December 2003, with 7 additional fish 
collected as trapping mortalities at the Woodbridge Dam fish ladder.  Fish collection 
included adult females (fish > 610mm) and smaller, precociously mature fish clas-
sified as grilse, (fish ≤ 610 mm), for model construction.  Electroshocking was the 
principle method of anesthetizing salmon broodstock at the MRFH.  To minimize 
the impact on hatchery operations and to prevent the loss of ova during anesthesia 
and sorting of salmon broodstock we directed hatchery managers to select fish with 
eggs still bound to the ovary (“green” or unripe fish).  

Fish Processing

To reduce the likelihood of ova spoilage due to blood contamination of ovaries 
anesthetized females were killed by a blow to the head and exsanguinated by severing 
the gill arches on both sides of the fish.  Two length measurements were obtained 
prior to dissection of ova: fork length (FL) and the length from the posterior margin 
of the eye orbit to the end of the hypural plate (POH).  Ovaries of selected fish were 
removed from the body cavity and placed in labeled, individual plastic bags and stored 
on ice prior to processing.  Care was taken to account for any eggs remaining in the 
body cavity.  Ovaries collected at Woodbridge Dam were salted and frozen prior to 
processing.  Scale samples were taken posterior to the right pectoral fin in a subset 
of fish (n=55) sampled for the fecundity model to determine age (Jearld 1983).

Egg Processing

Chinook salmon ovaries were removed from storage bags, drained, and blotted 
dry prior to weighing.  For gravimetric, sub-sampling fecundity estimates, total 
ovarian weight was obtained within 6 hours of collection and single, double, or 
triple aliquots were subsequently selected and weighed prior to brine-processing for 
determination of ova number.  Individual aliquots contained a minimum of 20% of 
total ovarian weight.  Accuracy and precision of the gravimetric fecundity estimates 
were determined by counting all ova in 27% (25/93) of fish selected for inclusion in 

4Workman, M.L.  2004.  Personal  communication. Fisheries Biologist.  East Bay Municipal 
Utility District, 1 Winemaster’s Way, Suite K., Lodi , Ca. 95240
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of the preceding year when precipitation would have affected forage quality during 
gestation.  

Nine (5 males, 4 females) of 35 adult bighorn sheep died between September 
2003 and March 2006.  During 2004-2005 and 2005-2006 adult male survival rates 
were 0.909 (n = 12) and 0.732 (n = 17), respectively, with a mean of 0.82.  Adult 
female survival rates for the same periods were 0.79 (n = 10) and 0.83 (n = 16), 
respectively, with a mean of 0.81.  An adult female survival rate of 0.915 was nec-
essary in the modeling to maintain a mean adult sex ratio of 65:100, similar to that 
observed 1976-2006. 

Population Estimates

The similarity in r calculated during 1982-1989 described above, is supported by 
the population estimates.  In 1989, the population estimate obtained from the double 
survey was 501 ± 30; the estimate from the exponential growth equation was 491 
that same year using r calculated from all double survey results, and 496 using the 
mean r calculated from the number of animals observed (Fig. 1).  Using the mean r 
calculated from the number of animals observed we calculated that the population 
had declined to130 bighorn sheep in 1995 and then increased to 291 sheep in 2006.  
That value essentially is identical to the Peterson estimate of 292 ± 69 obtained 
from the survey data.  Using observed recruitment rates and adult male survival 
rates, estimated adult female survival rates, and an initial population of 130 bighorn 
sheep in 1995, the 2006 population was estimated to be 287, a value very close to the 
estimates obtained from the mark-recapture survey that year (292) and exponential 
growth equation (291) (Fig. 1).

Population statistic used 
to calculate rate of 
increase

Rate of increase

Time period

1976-1982 1982-1989 1989-1995 1995-2006

1. Population estimate 0.015 –0.046

2. Number sheep counted –0.038 –0.258 0.087

3. Catch-per-unit effort –0.067 –0.195 0.061

Mean (2+3)/2 –0.052 –0.226 0.074

Table 1.  Rates of increase for bighorn sheep in the San Gabriel Mountains, Los Angeles 
and San Bernardino counties, California, 1976-2006. 
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the fecundity model.  Of these total count samples, single aliquots were analyzed in 
52% (13/25) whereas double and triple aliquot estimates were determined in 32% 
(8/25) and 16% (4/25), respectively.

 To release and preserve individual ova, a brine solution was heated to near-boiling 
temperatures, and the selected aliquots were placed into the solution.  The brine 
consisted of saturated solutions of 250 ml NaCl (salt) and 250 ml Na2B4O7

 ּ10H2O 
(borax) added to two liters of water.  Aliquots of the ovary were gently agitated in 
the heated brine until all ova were released (5 to 10 min) from the ovarian tissue.  
Ova were removed from the solution, drained of excess fluid, allowed to cool, liber-
ally salted, and packed into labeled, Ziploc-type plastic bags, and stored at -20° C, 
30-60 days, prior to analysis. 

Ova Counts and Fecundity Predictions

Salted ova were removed from storage bags, placed in a strainer, and rinsed with 
fresh water.  Rinsed ova were placed onto acrylic boards and individually counted.  
Once counted, a fecundity estimate was calculated for individual fish using the fol-
lowing formula (Snyder 1921):

Fecundity estimate = ((Eggs in Aliquot) * (Aliquot weight)-1) * Total ovarian 
weight 

Age Estimates

Scale samples were collected posterior to the right pectoral fin, placed into coin 
envelopes, and labeled with the date, sex, and FL measurements.  Six to ten non-
regenerated scales were examined from each of the fish selected for aging.  Scale 
annuli were counted using a microfiche reader (Jearld 1983).  To reduce bias, the 
reader conducted scale reading without knowledge of length measurements.  A single 
individual made all age estimates.

Data Analysis

Statistical analysis of the data (one-way ANOVA, P = 0.05) was conducted with 
SYSTAT SigmaStat 2.03 statistical software comparing total fecundity counts with 
estimates of fecundity derived from single, double and triple ova counts for our cal-
culations.  To facilitate comparisons between published literature values and models, 
we constructed simple linear regression models from both the total fecundity counts 
and estimates of fecundity using the gravimetric method (Snyder 1021, Healey and 
Heard 1984).  Linear regression models were constructed, plotted, and analyzed for 
statistical significance with the use of the SigmaPlot 2000 statistical software package 
published by SYSTAT software, Inc.
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recruitment rates.  An initial population estimate (N
0
) of 130 animals in March 1995 

was calculated from the exponential growth equation.  The number of adult males and 
females and young in N

0
 was calculated using an adult sex ratio of 0.66 males:females 

and the observed recruitment rate in 1995.  The numbers of adult males and females 
the following March (N

t
) were calculated with a simple deterministic time model 

similar to that used by Logan and Sweanor (2001): 
N

t
 = (A

m
*s) + ((Y/2)*s) + (A

f
*s) + ((Y/2)*s) + (L)

where A was the number of adult males (m) or females (f) estimated the previous year, 
Y was the number of yearlings (young recruited the previous year), L was the number 
of young that will be recruited (adult females plus half the  yearlings multiplied by 
the observed recruitment rate) and s was the sex- or age-specific survival rate.  No 
survey was conducted in 2003; therefore, we used the mean recruitment rate (0.31) 
from the previous 7 years in the modeling effort for that year.  

Area Burned and Mountain Lion Abundance

We determined the area of bighorn sheep winter-spring range burned during 
1995-2006 by comparing Forest Service maps of large fires and the perimeters 
of winter-spring ranges, as described by Holl (20042).  Changes in mountain lion 
activity were determined by evaluating the number of depredation permits issued 
annually by the CDFG in Los Angeles and San Bernardino counties.  In these coun-
ties, mountain lions are confined to the San Gabriel and San Bernardino Mountains 
(Torres et al. 1996).

RESULTS 

Rate of Increase

Exponential rates of increase varied during each of the four time periods (Table 
1), with a population increase during 1976-1982 and 1995-2006 and a population 
decline during 1982-1995.  During 1982-1989, r derived from the population estimates 
(–0.046) was similar to the mean r (–0.052) calculated from the number of bighorn 
sheep counted (–0.038) and the catch-per-unit effort (–0.067).  Although this is the 
only period where r calculated from different samples could be compared, the close 
agreement among those values (Table 1) suggests the mean r would produce results 
similar to those calculated directly from population estimates. 

 Recruitment and Adult Survival Rates 1995-2006

During 1995-2006, recruitment rates ranged from 18 to 53 young/100 females, with 
a mean of 34 (± 3.0).  There was no relationship (P > 0.05) between lamb recruitment 
rates and monthly precipitation or aggregates of months, during November-March 
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Adult Survival and Recruitment

Personnel from CDFG captured 35 adult bighorn sheep with a hand-held net gun 
fired from a helicopter (Krausman et al. 1985) during September 2003-January 2006.  
Each animal was fitted with a radio telemetry collar that included a mortality sensor 
(Telonics, Inc; Mesa, AZ5).  CDFG estimated the location of all collared animals once  
monthly from an airplane, and telemetry signals were monitored from the ground 
3-5 times each week.  All mortality signals were investigated; however, the cause of 
mortality could not always be determined.  

We calculated annual survival rates of radio-collared adults using the Kaplan-
Meier procedure as modified for staggered entry by Pollock et al. (1989).  Each 
biological year started April 1, just before young were born and ended March 31 the 
following year, when all young surviving to that date were presumed to be recruited 
into the population. 

We calculated the mean adult survival rate from annual adult survival rates during 
2004-2005 and 2005-2006.  We also estimated the female survival rate by an itera-
tive process that maintained a male to female ratio of approximately 0.66 (the mean 
adult sex ratio observed from 1976-2006) during 1995-2006. Only one yearling (1.5 
years old) was fitted with a radio collar and it was alive at the end of 2006.  Survival 
rates of yearling bighorn sheep generally are higher than are those of older animals 
(Geist 1971, Leslie and Douglas 1979, Hansen 1980, Festa-Bianchet 1989), except in 
declining populations (Festa-Bianchet 1989, Rubin et al. 2002).  Therefore, yearling 
survival rates were always assumed to be 0.98, the mean derived from other bighorn 
sheep populations (Festa-Bianchet 1989), and an equal sex ratio was assumed.  We 
did not use yearling survival rates from desert populations because the San Gabriel 
Mountains are a mesic range, unlike the xeric ranges occupied by other populations 
of bighorn sheep in southeastern California.  Observed recruitment rates (lambs:ewes) 
derived from survey data were used to estimate annual recruitment into the adult 
cohort, assuming an even sex ratio.  Additionally, we used monthly precipitation 
from Mount Wilson, Los Angeles County to test for relationships between rainfall 
and lamb recruitment.

Population Estimates

We developed population estimates for missing individual years from 1979-1989 
and for all years from 1990-2006 using the exponential growth equation, N

t
 = N

0
*ert.  

During those four time periods, N
0 
was the population estimate obtained from POP50 

in 1976; the estimates obtained from the double survey in 1982 and 1989; and the 
estimate from 1995 that had been calculated from the exponential growth equation.  
Rates of increase were calculated from the population estimates and again from the 
mean of the number of animals counted and the catch-per-unit effort data.  

We also calculated population estimates for 1995-2006 using adult survival and 

5The use of trade names does not imply endorsement by the California Department of Fish 
and Game. 
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Figure 1A.  Size distribution of Chinook salmon sampled during spawning events at the Mokelumne 
River Fish Hatchery, California.  Mean fork length of Chinook salmon in our sample set was 762 
mm (range: 527 – 991 mm, n=93).  Grilse salmon: hatched bar.  Figure 1B.  Length-frequency 
distribution of 2003 fall-run Chinook salmon passing video monitors on the lower Mokelumne 
River, August 2003 to January 2004.  Grilse: hatched bars.  Length estimate ± 5 cm, n = 9,981

SAN GABRIEL MOUNTAINS BIGHORN SHEEP POPULATION 79

et al. 19723, Holl and Bleich 19834).  During summer and fall some bighorn sheep 
migrate to higher elevation (≈ 2,000 - 3,300 m) ranges (Weaver et al. 19723, Holl and 
Bleich 19834), presumably to take advantage of more nutritional forage.  Other large 
mammals that occur on bighorn sheep seasonal ranges include mule deer, mountain 
lions, and black bears, Ursus americanus.

METHODS

Population Surveys

Annual helicopter surveys of bighorn sheep in the San Gabriel Mountains have 
been conducted since 1976 during March, when bighorn sheep concentrate on winter-
spring ranges (Holl et al. 2004).  At that time young were approximately 10-11 months 
old and we assumed they would be recruited into the population.  We recorded the 
location, sex, and age class of individual bighorn sheep, and the number of bighorn 
sheep observed per hour of helicopter survey time (catch-per-unit effort), on each 
winter-spring range.  Although dense chaparral cover could affect observability of 
bighorn sheep during aerial surveys, available evidence is to the contrary (Bleich et 
al. 2008).  During the 30 year period different methods were used to calculate popula-
tion estimates using the best available data.  From 1976 to 1978 population estimates 
were calculated from the helicopter surveys and a model, POP50 (Holl and Bleich 
19834); from 1979-1989, population estimates were calculated from double samples 
(Magnusson et al. 1978) obtained during concurrent aerial and ground surveys.  The 
ground surveys were discontinued after 1989 because maturing chaparral limited 
access to observation areas.  No other population estimates were available until 
2006, when the population estimate was calculated using radio-collared animals in 
a Peterson index as corrected by Bailey (Caughley 1977).

  
Bighorn Sheep Demography

Exponential Rate of Increase

We calculated an r during each of four time periods (1976-1982, 1982-1989, 
1989-1995, and 1995-2006) using the population estimates, total number of animals 
counted, and catch-per-unit effort (Caughley 1977).  We established the four time 
periods by evaluating changes in the number of animals counted and the trajectory 
of population indices (Holl et al. 2004).

3Weaver, R.  W., J.  L. Mensch, W. Timmerman, and J.  M.  Hall.  1972.  Bighorn sheep in the 
San Gabriel and San Bernardino Mountains.  Wildlife Management Administrative Report 
2-2, California Department of Fish and Game, Sacramento, California, USA.

4Holl, S. A. and V. C. Bleich.  1983.  San Gabriel mountain sheep: biological and management 
considerations.  San  Bernardino National Forest, San Bernardino, California, USA.
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Fish size 
(mm)

Estimated # 
of eggs

Actual egg 
count

Percent of 
actual count

Egg count 
differenced

800     4638a ± NA 5711 81.2 -1073
625     3325a ± NA 3951 84.2 -626
610     3316a ± NA 3674 90.3 -357
740     5365a ± NA 5685 94.4 -320
750     5125a ± NA 5286 97.0 -161
746     4353a ± NA 4425 98.4 -71
820     7937a ± NA 7977 99.5 -39
830     6053a ± NA 6079 99.6 -25
619     3093b ± 12 3097 99.9 -3
740     3775b ± 20 3776 100.0 -1
751     3973a ± NA 3964 100.2 9
895     7402c ± 85 7382 100.3 21
724     4837b ± 99 4820 100.4 18
753     5243c ± 69 5217 100.5 26
799     5033c ± 114 4999 100.7 35
775     6284c ± 123 6239 100.7 45
776     4928c ± 38 4882 100.9 46
826     6940c ± 99 6842 101.4 98
743     5686c ± 140 5606 101.4 81
781     5080c ± 50 5003 101.6 78
800     4596a ± NA 4468 102.9 129
768     4955a ± NA 4799 103.3 156
816     6438b ± 14 6232 103.3 207
700     3933a ± NA 3776 104.2 158
813     8139a ± NA 7103 114.6 1037
Mean # ova     5218 ± 1385 5240 99.2 -21.3
Min. # ova     3094 3097 81.2 -1073
Max. # ova     8140 7977 104.3 1037

RESULTS

Fish Collection

Ninety-three individuals (527-991 mm FL [mean: 762 mm]), including 86 adults 
and 7 grilse were used to construct the Mokelumne River Chinook salmon length/
fecundity model (Table 1, Fig. 1A).  This sample is representative of the adult and 
grilse component of the entire 2003 run (Fig. 1B, Workman5 2004).

Table 2.  Comparison of gravimetric sub-sampling estimates of Mokelumne River Chi-
nook salmon fecundity versus actual fecundity counts.  Reported are the results of singlea, 
doubleb(median), and triplec (mean) aliquot estimates of ova counts.

dEgg count difference = Estimated count – Actual count. (Positive = overestimate and nega-
tive = underestimate).

5Workman, M.L.  2004.  Lower Mokelumne River Upstream Fish Migration Monitoring con-
ducted at Woodbridge Irrigation District Dam August 2003 through July 2004.  Unpublished 
EBMUD report.  Lodi Fisheries and Wildlife Division. 23pp + Appendix
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sheep decline, a strategy to increase the population was prepared for the Los Ange-
les County Fish and Game Commission, California Department of Fish and Game 
(CDFG) and USDA Forest Service (Holl 20042).  The goal of that strategy was to 
achieve a self-sustaining population, defined by a prescribed number of females on 
each of six winter-spring ranges for 6 consecutive years and a minimum population 
of 322 sheep well distributed for 6 consecutive years.  

Prior to implementing any of the management recommendations in the restora-
tion strategy,  participants in annual surveys from 2002-2006 counted 170, 148, and 
167 bighorn sheep, respectively, and by March 2006 the population estimate was 
292 ± 69 (± SE).  The apparent population increase during 2002-2006 exceeded the 
intrinsic rate of increase reported for bighorn sheep (Buechner 1960), in which case 
the population would double every 2.7 years. 

We prepared this retrospective analysis to reevaluate and identify changes in 
the trajectory of the population immediately before and after 1995 and developed a 
hypothesis explaining why the trajectory of the population changed. This analysis is 
necessary to evaluate the performance of the San Gabriel Mountains bighorn sheep 
population relative to the goals of the restoration strategy.  

STUDY AREA

The San Gabriel Mountains are oriented on an east-west axis in eastern Los 
Angeles and western San Bernardino counties, California, and are a portion of the 
Transverse Range.  The mountains are characterized by steep slopes and narrow can-
yon bottoms, where water usually is available.  At elevations ≤ 1,850 m the climate 
is Mediterranean and the vegetation is dominated by chaparral and oak (Quercus) 
woodlands.  Above 1,850 m the climate is cooler, with snow common in winter, and 
vegetation is dominated by montane shrubs and open stands of Jeffrey pine, Pinus 
jeffreyi, and white fir, Abies concolor.  Lodgepole pine, P. contorta, and dwarf scrub 
vegetation occurs at the highest elevations.  Fire is the major source of disturbance 
in this mountain range, with large conflagrations driven by hot, dry Santa Ana winds 
common during the fall.  Approximately 95% of the mountain range is public land 
administered by the Angeles and San Bernardino national forests.  

Bighorn sheep occur in four subgroups (Cucamonga Peak, Mt. San Antonio, Iron 
Mountain, and Twin Peaks), and the Cucamonga subgroup occupies five winter-spring 
ranges (Middle and South Forks Lytle Creek, Deer Canyon, Cucamonga Canyon, 
and Barrett-Cascade  Canyons).  All other subgroups occupy one winter-spring range 
each (Cattle Canyon, East Fork San Gabriel River, and San Gabriel Wilderness, 
respectively).  All of these winter-spring ranges vary in elevation from ≈ 1,000 to 
1,900 m, and are used following the first snows in early winter until late May (Weaver 

2Holl, S. A.  2004.  Implementation strategy to restore the San Gabriel Mountains bighorn 
sheep population. Prepared for the Los Angeles County Fish and Game Commission, Los 
Angeles, California, USA; California  Department of Fish and Game; and Angeles and 
San Bernardino National Forests.
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Fecundity Estimation

There were no significant differences (ANOVA, P = 0.95) between fecundity 
estimates and actual counts, using the single, double, or triple aliquot method (Table 
2).  Egg count differences, Table 2, between gravimetric estimates and total ova 
counts tended to be higher in single (mean = 320) aliquot counts, but they were not 
statistically greater (ANOVA, P = 0.07) when compared to egg count differences 
with double (mean = 57) or triple (mean = 53) aliquot counts.  Fecundity estimates 
varied from actual egg counts by <1% to 19%, with 84% of the estimates within 4% 
of the total ova counts and 44% of the estimates within 1% of total counts.  Further-
more, gravimetric fecundity estimates were about as likely to overestimate (60% of 
the samples) ova counts as to underestimate them (40% of samples).  Salting and 
freezing of egg masses was found to produce very fragile eggs which were subject to 
breakage during storage, processing, or handling.  These broken eggs decreased both 
the accuracy and precision of ova counts for fecundity estimation.  In comparison, the 

Figure 2.  Regression of Mokelumne River Chinook salmon fork length and estimated number 
of ova, including grilse.

Figure 3.  Regression of estimated fecundity in Mokelumne River Chinook salmon, excluding 
grilse (FL > 610 mm).

RECONSTRUCTING THE SAN GABRIEL MOUNTAINS 
BIGHORN SHEEP POPULATION

STEPHEN A. HOLL 
Steve Holl Consulting
 7049 Pine View Drive

 Folsom, CA 95630 
email: steve@hollconsulting.com

VERNON C. BLEICH1

Sierra Nevada Bighorn Sheep Recovery Program
California Department of Fish and Game 

407 West Line Street 
Bishop, CA 93514

 The San Gabriel Mountains bighorn sheep, Ovis canadensis nelsoni, 
population has undergone substantial changes during 1976-2006 and it 
has been hypothesized that wildfires and predation by mountain lions, 
Puma concolor, have been responsible for the changes between 1976 
and 1995.  During1995-2002 an estimated 90 bighorn sheep inhabited 
the San Gabriel Mountains and it was thought the population was stable.  
In 2006, the population estimate was 292 ± 69 (±SE) and the popula-
tion increase during 2002-2006 exceeded the intrinsic rate of increase 
reported for bighorn sheep.  We used survey results, survival rates of 
adult animals, and recruitment rates to reconstruct the population.  The 
results indicated the population had been increasing slowly since 1995.  
The recent population increase coincided with wildfires in 1997 and 2003 
that burned 36% of winter-spring ranges occupied by bighorn sheep, and 
a decline in mountain lion activity, suggested a reduction in predation 
also played a role in the population increase.   

INTRODUCTION

Previous investigators (Holl et al. 2004) reported the population of bighorn sheep, 
Ovis canadensis nelsoni, inhabiting the San Gabriel Mountains declined by approxi-
mately 88% between 1982 and 1995.  During 1995-2002 we estimated 90 bighorn 
sheep inhabited that range, and the exponential rate of increase (r) (Caughley 1977) 
indicated the population was stable.  Furthermore, we hypothesized that the initial 
population decline was associated with declining habitat suitability on maturing 
chaparral-dominated ranges that had burned earlier, followed by  an increase in preda-
tion on bighorn sheep by mountain lions, Puma concolor, in response to a concurrent 
decline in mule deer, Odocoileus hemionus californicus.  In response to the bighorn

1Current address: Department of Biological Sciences, Idaho State University, Pocatello, ID  
83209
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hot-brine preparation method produced a uniform, intact, durable egg for counting 
with little to no egg breakage during processing or storage.

Fecundity Estimation Models

Chinook salmon lengths were positively correlated to their fecundities, albeit 

Figure 4. Regression models constructed with data from 25 individual salmon where both estimates 
and actual counts are known.  Figure 4A shows the regression of fork length on fecundity while 
Figure 4B shows the regression of fork length on the estimated fecundity which was calculated 
by determining the proportion of eggs each aliquot represented of the total skein weight.

CALIFORNIA FISH AND GAME76

Northern Region, Terrestrial Wildlife Program.
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with substantial variability.  Inclusion of grilse produced a length/fecundity model 
where length explains 54% (r2=0.54) of the variability in Mokelumne River Chinook 
salmon fecundity with a correlation coefficient (r) of 0.75 (Fig. 2).  Exclusion of 
grilse decreased the r2 to 0.43 (Fig. 3).  Regression analysis of FL and POH versus 
fecundity produced near-identical regression models (fecundity = 10.75FL - 2747; 
r2 = 0.43 versus fecundity = 13.19POH - 3048; r2 = 0.46). 

Construction of three regression models showed similar predictive power (Fig. 4 
A, B and Fig. 5).  In the two models using the non-transformed actual and estimated 
fecundity data from Table 2, FL accounts for 62% (r2=0.62) of the variability in 
fecundity in the fecundity estimate and actual fecundity models.  This is an increase 
in predictive power of ≈ 6% over the length/fecundity estimate model that included 
grilse (Fig. 2) and 13% increase over the length/fecundity model for adult Mokelumne 
River Chinook salmon without grilse (Fig. 3).  To compare fecundity differences 
among the three models, we used an average female FL of 762 mm to calculate model 
predictions.  Estimates from all models were within 3% of each other, with 5,421 
ova from the Figure 2 model and Figure 4 A and B models providing estimates of 
5,268 and 5,251 ova, respectively.  The log

e
-transformed Mokelumne River model, 

including both grilse and adults, show increased linearity with a slight (2%) increase  
(r2=0.57) in predictive power over models constructed with non-transformed data 
(Fig. 5).  The fecundity prediction from this model for a 762-mm Mokelumne River 
female Chinook salmon was 5,293 ova, which is within 2% of the estimates obtained 
from the non-log

e
-transformed models.  Finally, we found no difference between the 

two length measurements, FL and POH, in our model predictions.

Figure 5. Regression of loge FL and loge fecundity data collected from the returning Fall 2003 
Chinook salmon run of the Mokelumne River.

PANEL TRAPPING AND REVERSIBLE IMMOBILIZATION OF WILD ROOSEVELT ELK 75

captive red deer immobilized with TLZ and XLZ, 0² saturation increased following a short 
decrease at the beginning of anesthesia, and leveled off at 80-95% (Janovsky et al. 2000).   
Read et al. (2001) reported levels of 0² saturation similar to our study for wild and farmed 
elk (Cervus elaphus) immobilized with TLZ and XLZ, but found that upon administration 
of nasal oxygen insufflation that mean 0² saturations significantly increased to 95%.  It may 
be important when using TLZ-MED combinations in field situations that a portable oxygen 
delivery system is available for artificial ventilation.   

Absence of corneal, swallow, and palpebral reflexes indicate a surgical or deep plane of 
anesthesia (Kreeger et al. 2002).  The associated risk from anesthesia requires monitoring and 
clinical care often not available in field situations.  However, this risk to the animal must be 
balanced with the risk to personnel from the potential spontaneous arousal of a large ungulate 
which may occur when using an alpha-2 agonist as a major immobilizing agent (Kreeger et al. 
2002).  In a trap situation, a rapid induction may reduce animal injuries by allowing the quick 
release of unwanted animals.  In confined elk, measured, stepwise reductions in dosages may 
be feasible as familiarity with the effects of the drugs on the elk increases.  However, when 
free range darting; a rapid induction with deep anesthesia is crucial to preventing loss of the 
animal in dense forest and steep terrain. The absence of immediate or delayed mortality seen 
in this study suggests that the levels of anesthesia were safe and effective.
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Age and Fecundity

Returning Mokelumne River Chinook salmon spawning stocks consisted of at 
least 4 year classes in 2003 (Table 3).  Our sample set consisted of 13% 2-year-old 
fish, 55% 3-year-old fish, 31% 4-year-old fish, and 2% 5-year-old fish.  There was 
a general increase in fecundity with increased age although the differences between 
mean ova counts in 3- and 4-year-old fish were minimal and statistically insignificant 
(one-way ANOVA, P = 0.63).  Two-year-old fish were less fecund than either 3- and 
4-year-old fish (one-way ANOVA, P = 0.003).  The one 5-year-old salmon datum 
precluded statistical comparisons.

 DISCUSSION

A paucity of fecundity data has been published regarding specific Chinook salmon 
stocks.  Available data indicate a high degree of inter-individual variability within 
these Chinook salmon stocks as well as a high degree of inter-population variation 
among stocks examined (Healey and Heard 1984).  For example, Sacramento River 

Number of eggs
(500 egg interval)

Number of fish of each age
2 years 3 years 4 years 5 years

2,000-2,500 1
2,500-3,000
3,000-3,500 1 1
3,500-4,000 2 1
4,000-4,500 1
4,500-5,000 4 2
5,000-5,500 6 4
5,500-6,000 1 5 3
6,000-6,500 1 6 1
6,500-7,000 2 6
7,000-7,500 1 1 1
7,500-8,000
8,000-8,500 2
8,500-9,000 1

Total Individuals 6 30 17 1
Mean number of eggs 4,185 5,838 5,994 7,403
Standard Deviation 1348 1205 784 NA

Table 3.  Age structure and corresponding fecundity in Mokelumne River Chinook salmon.  
With a trend of increasing fecundity with age, there was a statistically significant difference 
in fecundity between 2 year-old fish and 3 & 4 year-old fish (ANOVA, P=0.002)
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discourage elk from attempting to jump, and the combination of trapping at night, reduction 
in visual disturbance, and the availability of nutritious feed may have provided conditions 
where elk remained relatively calm.  We believe this technique provides a portable method 
for capturing elk on ranges where other methods of capture are ineffective.   

TLZ is a powerful dissociative anesthetic with potential side effects that include lengthy 
anesthesia times, rough inductions and recoveries, tachycardia, and convulsions.  Sedatives 
are used synergistically with TLZ to lessen its side effects and required dosages.  Only three 
authors have reported the use of TLZ as the primary immobilizing agent in elk (Cervus ela-
phus).  Janovsky et al. (2000) recommended the use of TLZ (2.4 mg/kg) and XLZ (2.3 mg/
kg) for darting feral red deer, but reported mean inductions of >8 min, the need for additional 
dosages, and several fatalities.  Rocky mountain elk (Cervus elaphus nelsoni) immobilized in 
clover traps using TLZ (2.5 mg/kg) and xylazine (0.35 mg/kg) required an additional dose and 
long recovery times (Milspaugh et al. 1995).  In Oklahoma, Walter et al. (2005) immobilized 
14 free ranging rocky mountain elk with TLZ (500 mg) and XLZ (200 mg), but reported five 
elk required additional dosages and one mortality.  Elk from our study required lower mean 
doses of TLZ to quickly achieve full anesthesia without significant side effects, re-dosing, 
or mortality.   It may be that the synergistic benefit of using a more powerful alpha-2 in this 
study increased the effectiveness of anesthesia, providing a reliable non-narcotic alternative 
for effectively immobilizing wild elk.  

Reversible anesthesia is desired in wildlife immobilization to reduce anesthesia times, 
avoid side effects from prolonged down times, and decrease handling times in monitoring 
animals during lengthy recovery periods.  When using cyclohexane – alpha 2 combinations 
in field situations, dosages need to be adequate to achieve safe levels of anesthesia while 
attempting to avoid the potential for residual drug effects upon recovery.  Milspaugh et al. 
(1995) reversed the effects of a TLZ-XLZ cocktail at 20 min but reported a mean reversal time 
of 14 min when reversed intravenously and 124 minutes IM.  Walters et al. (2005) reversed 
a combination of TLZ-XLZ in less than 40 minutes and reported a mean time to standing for 
elk at 27 minutes.   In our study, the effects of MED were antagonized at 70 ±13 minutes, 
resulting in shorter and more consistent reversal times.  Indeed, patterns of reversal and total 
anesthesia times from this study suggest that increasing anesthesia time allows for increased 
elimination of TLZ through liver metabolism (Kreeger et al. 2002), and reversal times are 
decreased (Figure 10).  Recently, this protocol has been used in three free ranging elk with 
similar results (RJS personal observation).  In this study, the use of TLZ in combination with 
MED provided reversible anesthesia in wild Roosevelt elk, optimally when the effects of MED 
were not immediately reversed.   

Medical concerns when using alpha-2 agonists include reduced rumen motility and as-
sociated side effects such as bloat and respiratory depression (Kreeger et al. 2002).  Factors 
contributing to bloat in one elk from this study may have been the use of pure alfalfa for 
baiting, and allowing elk to remain laterally recumbent during anesthesia.  Alfalfa is a con-
centrated legume that was not available in the study area and was highly desired by trapped 
elk, potentially adding greater risk of excess rumen gas accumulation.   Allowing elk to remain 
laterally recumbent during processing likely increased the retention of gas within the rumen 
and prevented eructation.   Adjusting the type and amount of bait used when trapping under 
similar conditions and quickly placing immobilized elk in a sternal position is important for 
reducing risk of alpha-2 complications when using this technique.        

Hypoxemia is a commonly observed complication during the chemical restraint of wild 
ruminants and can predispose animals to arrhythmias, organ failure, and capture myopathy 
(Celly et al. 1997, Read et al. 2001).   Arnemo (1995) reported mean 0² saturations at 89% ± 3 
for free ranging moose (Alces alces) immobilized with MED and KET in early autumn.  For 
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and all elk were alive at >12 months. 
DISCUSSION

Elk became habituated to baiting and would re-enter the trap after being previously caught 
and processed with >20 elk recorded inside the trap at one time (Figure 9).  Elk caught in the 
trap did not become overly agitated but would move to the opposite side of the trap when ap-
proached.  In a previous effort using a trap without plywood extensions (2.74 m height), the 
potential for injuries to elk during successful and non successful attempts to leap out of the trap 
was of great concern (RJS personal observation).  The increased height of this trap seemed to 

Table 2. Summary of physical measurements and physiological monitoring for eight adult 
Roosevelt elk that were panel trapped and immobilized with medetomidine (20 mgs) and 
Telazol® (500 mgs) in Siskiyou County, California during January and February 2007.

    Mean ± SD  Range

Estimated weight (kg)   243 ± 24.1   215-294
Estimated age   6 ± 1.4   3-7
Heart rate (bpm)   61 ± 22    43-96
SpO2 (%)    71.8 ± 7.4   62-84
Rectal temperature (f)   101.8 ± .5   100.8 – 102.7  

Figure 9.  Photo of elk feeding inside the panel trap taken from a digital video recorder near 
the South Fork Salmon River showing at the center a collared elk previously trapped 10 days 
earlier.
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Chinook salmon were nearly twice as fecund as similar-size Klamath River Chinook 
salmon (Table 4).  Whereas Klamath River Chinook stocks averaged 3,752 eggs per 
female (range 1,718-8,406) with 46% (r2=0.46) of the variation in fecundity explained 
by salmon length, Sacramento River Chinook salmon have a mean of 7,423 eggs 
per female  (range 4,795-11,012) with 15% (r2=0.15) of the variability in fecundity 
explained by salmon length (McGregor 1922, Healey and Heard 1984).  In our study, 
the Mokelumne River Chinook salmon stock averaged 5,423 eggs per female (range 
2,132-9,492), nearly at the midpoint between Klamath and Sacramento Chinook 
salmon stocks with the percent variability explained by fork length ranging from 
43-66% depending on which model was used.  While 38-87% of the variability in 
Chinook salmon fecundity has been explained by length in prior studies, the remaining 
sources of variability have not been determined (Healey and Heard 1984).  Previous 
fall surveys conducted on the Mokelumne River showed that size class composition 
of returning salmon varied greatly between yearly runs (Kano 2003 a6 and b7, 20048).  
The grilse (FL ≤ 610 mm) percentage of returning salmon increased from 2.5% in 
1997, to 21.5% in 1998 and 43% in 1999. Long-term-trend data collected by the East 
Bay Municipal Utility District (EBMUD) show 3 years where the Mokelumne run 
was composed of greater than 30% grilse from 1990 to 2003 (1992, 1996, and 1999, 
pers. communication Workman4 2004).  In all years, even where the grilse component 
is high, it is typically male-dominated (60-75% male; Workman5 2004).

 Fish Collection

McGregor (1922) found that Chinook salmon size appeared to vary with month 
of entry into the Klamath River system.  In that study, seven salmon grouped at the 
extreme length range of the data set entered the Klamath River system in September.  
To minimize size-selection bias in our study via potential return timing differences of 
various size and year classes within the Mokelumne River system, we collected fish 
over a 60-day period, 23 October- 22 December 2003.  Chinook salmon used for our 
length/fecundity models show a normally distributed representation of the various 
size classes returning to spawn in the Mokelumne River in 2003 (Fig. 1B, Work-
man5 2004).   Returning fall-run salmon spawning salmon stocks on the Mokelumne 
River may contain a significant number of grilse in any given year.  Our data show 
that inclusion of grilse in the regression model increases the predictive power of the 
model by 11 percent (r2=0.54 with grilse versus r2= 0.43 without grilse)
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chest girth measurements (Cook et al. 2003) and age estimated using mandibular dentition 
(Quimby and Gaab 1957).  Telemetry collars with mortality sensors were attached to each elk 
for monitoring survival (Advanced Telemetry Systems Inc.).

Atipamezole (100 mgs, 5 mgs / ml) was administered intramuscularly (IM) in the gluteus 
muscles to reverse the effects of MED.   Reversal (to standing) and arousal (i.e., head up, ear 
twitch, or sternal recumbency) times were recorded from when the antagonist was adminis-
tered.   Trap exit times were recorded from when the antagonist was delivered. The ambient 
temperature during trapping ranged from -10° to -2°C.

RESULTS

During January and February 2007, a total of 35 elk were captured during three trap nights 
in which eight adults (seven females / one male) were immobilized with mean dosages of 
TLZ (2 mg/kg, ±0.11, range = 1.7 – 2.2) and MED (.08 mg/kg, ±.008, range .06 - .09).  Up to 
three elk were darted and immobilized in succession (Figure 8).  Once all elk were laterally 
recumbent the trap door was opened and remaining elk released with no elk injured.  The 
mean time for first sign of sedation was 4.75 ± 2.2 min (Table 1).   Induction, anesthesia, and 
reversal times were 7.25 ± 2.7 min., 70 ± 13.8 min., and 6 ± 2.7 min., respectively.  Mean 
arousal times were 4.8 ± 2.1 min., and elk exited the trap in 9.5 ± 4.5 min.  Mean SpO2 (%) 
and heart rate was 71.8 ± 7.4% and 61 ± 22 bpm (Table 2).  All elk were >3 years old with an 
estimated mean weight of 243 ± 24.1 kg.  

Inductions and reversals were generally smooth and unremarkable.  Upon reversal, three 
elk were either briefly disoriented or stumbled after standing.  During anesthesia one elk 
regurgitated and began to bloat; it was quickly placed sternal and eructated with no further 
complications.  All but one elk had no reflexes and appeared in a surgical or deep plane of 
anesthesia (Kreeger et al. 2002).  Observations in summer indicated that all females had calves 

Table 1.  Summary of induction, arousal, reversal and trap exit times (min) for eight adult 
Roosevelt elk panel trapped and immobilized with medetomidine (20 mgs) and Telazol® 
(500 mgs) in Siskiyou County, California during January – February 2007.

    Mean ± SD  Range

First sign of sedation (a)  4.75 ± 2.2  3-9
Induction (b)   7.25 ± 2.7  5-10
Total anesthesia (c)   70 ± 13.8   50-89
Arousal (d)   4.8 ± 2.1   2-9
Reversal (e)   6 ± 2.7   3-10
Trap exit (f)   9.5 ± 4.5   4-18

(a) Time from darting to first inductive response
(b) Time from darting to laterally recumbent.
(c) Time from laterally recumbent to antagonist. 
(d) Time from delivery of antagonist to first sign of recovery
(e) Time from delivery of antagonist to standing.
(f) Time from delivery of antagonist to trap exit.
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Fecundity Estimation

Gravimetric estimation of fecundity has been reported to be accurate to about 
1% of actual fecundity (Snyder 1921; McGregor 1922).  These older studies utilized 
small (10 g) aliquots, representing approximately ≤ 1% of total ovarian weight.  Our 
fecundity estimation procedure used larger aliquots, ≈20% of ovarian weight, to es-
timate total number of ova, and we found that 84% of our estimates were within 4% 
of total counts with 44% within 1% of total ova counts.  There was no statistically 
significant improvement in the accuracy in gravimetric ova predictions utilizing triple 
or double aliquots when compared to the single aliquot estimations, nor did larger 
aliquot sizes improve precision of fecundity estimates.  Based on these data we feel 
single aliquot samples, representing 1-20% of salmon ovarian tissue, provide an ac-
curate estimation of fecundity.

Fecundity Estimation Models

Many reports on Chinook salmon fecundity use non-transformed data to construct 
models (Rounsefell 1957).  The rationale given was that there was no improvement in 
prediction power between models constructed using transformed and non-transformed 
data.  However, life history theory (Bell 1980, Healey and Heard 1984, Moyle and 
Cech 2004) suggests that fecundity should be proportional to the cube of fish length 
and that log transformation makes the data linear, stabilizing the variances in the 
data set (Healey and Heard 1984).  In our length/fecundity analysis we compared 
both model construction methods and found that, while log

e
 transformation increased 

linearity, the models were comparable in predictive power.  While this deviation from 
life history theory is predicted (Bell 1980) and observed in our and other published 
Chinook salmon fecundity models, the underlying mechanism remains unclear.  A 
number of factors may contribute to this deviation, including changes in female 
salmon morphology with increasing size, watershed gradient, food availability, and 
population density as well as hatchery influence on egg size.

Our fecundity regression models show similar results to those reported for other 
Pacific Rim Chinook salmon. For comparative purposes we constructed regression 
models using log

e
-transformed data from literature values on fecundity for Klamath 

River and Sacramento River Chinook salmon stocks, as well as Mokelumne River 
Chinook salmon length/fecundity data (Table 4).  Previous fecundity reports, based 
on log

e
-transformed data, show that length, on average, explains 62% of the vari-

ability in fecundity between populations of Chinook salmon, extending from 14% 
for Sacramento River stocks to 76% for Columbia River stocks (Healey and Heard 
1984).  Healey and Heard (1984) report that the slope of the log

e
-regression model on 

salmon fecundity is low (slope < 2) when compared to those of other species (slope 
> 3), probably due to both the large size of salmon eggs and that fecundity increases 
less with size in Chinook salmon when compared to that in other fish species (Healey 
and Heard 1984, Moyle 2002).  In our regression model we found that the slope of 
the log

e
-transformed model was 1.7, consistent with other Pacific Chinook salmon 
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Figure 7.  Panel trap door showing cable and pulley attachment (without weight) on the south 
fork Salmon River during winter 2007, Siskiyou County, California. (Photo by RJS)

Figure 8.  Three anesthetized elk captured in a panel trap at night during January and February 
2007 near the South Fork Salmon River, Siskiyou County, California (Photo by RJS).
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fecundity models (Healey and Heard 1984).

Age and Fecundity Relationship

While we found a positive relationship between fecundity and age in Mokelumne 
River Chinook salmon, the relationship was largely driven by the high and low fe-
cundities at the extremes of the age distribution.  In contrast, Snyder (1921) found no 
correlation between the age and fecundity of Klamath River Chinook salmon, although 
he noted that the 5-year-old fish showed the highest fecundities.  McGregor (1922), 
with a larger sample size, found a distinct increase in fecundity with increasing age 
among 3, 4, 5, and 6 year-old Klamath River salmon. Additionally, recent studies have 
found that hatcheries may accelerate the evolution of smaller egg size in salmonids 
by removal of selection pressures and may markedly increase fecundity (Heath et. al. 
2003).  These recent studies have also found that while larger egg size may facilitate 
greater survival of salmon fry, the evolution of small egg size and its influence on 
survival may be offset by the increased fecundity associated with smaller egg size 
(Heath et. al. 2003).  In our study we found increasing fecundity from 2 year olds to 
3 and 4 year olds, with no significant difference between 3 and 4 year olds.

CONCLUSIONS

In the Mokelumne River, Chinook salmon ova production is from two distinct 
sources, hatchery operations and in-stream spawning.  By combining length/sex data 
from the Woodbridge fish ladder 40 rkm downstream of the MRFH with our Chinook 
salmon length/fecundity models, managers can make predictions of total production 
of Chinook salmon ova in the Mokelumne River watershed before river spawning 
and hatchery escapement occur. Variations among three California Chinook salmon 
fecundity models, with Mokelumne River fecundity estimates typically higher than 
those from the Klamath River and below those from the Sacramento River, under-
line the need for the construction of watershed-specific models to obtain accurate 
ova production estimates for management of Chinook salmon stocks.  Prediction of 
potential hatchery and in-stream production of Chinook salmon ova in a given wa-
tershed has important ramifications for fishery management. These issues range from 
the timing and magnitude of water releases from upstream dams for management of 
in-stream temperatures and flows to maximize Chinook salmon spawning success, to 
evaluating long-term effects of environmental change (e.g., global climate change) 
on salmon populations.  The relatively high variability observed in our data from 
the Mokelumne River may reflect its mixed-stock heritage as well as the potential 
influence from years of hatchery reproduction on egg size, hatchery-feeding regimes, 
as well as undetermined physiological and environmental attributes that influence 
the timing and age of Chinook salmon returning to this watershed.  With these new 
models and continued fish passage monitoring of Chinook salmon sex and length, 
fisheries managers will be able to predict ova production, in both the hatchery and 
natural spawning, to better optimize salmon reproduction and escapement in the 
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Figure 5.  Door release device used for trapping elk on the south fork Salmon River during Janu-
ary and February 2007, Siskiyou County, California. (Photo by RJS)

Figure 6.  Placement of fishing line (in front of bait) inside the elk panel trap during January and 
February 2007 on the south fork Salmon River, Siskiyou County, California. (Photo by RJS) 
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Mokelumne River watershed.
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Burlap was wrapped on the outside of the trap to limit visibility (Figure 4), and caution was 
taken not to disturb trapped elk.  A remote 12 v digital video recorder (MemoCam®) was placed 
inside the trap at a height of 2.5 m to record patterns of elk use.  Elk were baited inside and 
outside the trap with pure alfalfa (Medicago sativa) and apples.  The trap was set when the 
door was held open with a rope attached to a large snap-trap placed on a post outside the trap 
(Figure 5).  The door would close when elk would enter to feed, moving through a fishing line 
stretched from the snap-trap across the inside of the trap at knee height, releasing the rope and 
closing the door (Figure 6).  A 5 kg weight was attached to the door with a cable and pulley 

Figure 4.  A completed panel trap wrapped in burlap for capturing elk near the south fork Salmon 
River during January and February 2007 in Siskiyou County, California (Photo by RJS).

that would quickly pull and hold the door shut once it was released (Figure 7).

Chemical Immobilization

Standard doses of TLZ (500 mg, 250 mgs/ml) reconstituted with MED (20 mg, 20 mgs/ml) 
and sterile water (1.0 ml) were delivered into the gluteus muscles of elk with a 2cc pneu-Dart® 
and pistol projector (Pneu-Dart® model 190).  Induction times were recorded from dart impact 
to lateral recumbency (head down).  The first sign of anesthesia (i.e., stumbling or licking) was 
also recorded.  Total anesthesia times were recorded from initial lateral recumbency to when 
the antagonist was administered.  Immobilized elk were monitored for clinical complications 
such as bloat, regurgitation and respiratory depression.  Eyes were covered and an ophthalmic 
ointment applied to prevent corneal drying. 

Physiological monitoring occurred at approximately 15 and 45 minutes into anesthesia.  
Heart rate and relative (%) oxygen saturation were recorded using pulse oximetry (Nellcor 
Inc.) with the sensor applied to the tongue.  Rectal temperature and presence of the ear twitch, 
swallow, palpebral, and corneal reflexes were recorded.  Elk weights were estimated using 
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Figure 2.  Illustration of portable elk panel trap design used on the south fork Salmon River in 
winter 2007.

Figure 3.  Construction of a panel trap used for capturing elk in the winter of 2007 on the south 
fork Salmon River, Siskiyou County, California (Photo by RJS).




