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Summary

• In masting trees, synchronized, heavy reproductive events are thought to deplete stored

resources and to impose a replenishment period before subsequent masting. However, direct

evidence of resource depletion in wild, masting trees is very rare. Here, we examined the tim-

ing and magnitude (local vs individual-level) of stored nutrient depletion after a heavy mast

event in Pinus albicaulis.

• In 2005, the mast year, we compared seasonal changes in leaf and sapwood nitrogen (N)

and phosphorus (P) concentrations and leaf photosynthetic rates in cone-bearing branches,

branches that never produced cones, and branches with experimentally removed cones. We

also compared nutrient concentrations in cone branches and branches that had never had

cones between 2005 and 2006, and measured tree ring width and new shoot growth during

2005.

• During the mast year, N or P depletion occurred only in tissue fractions of reproductive

branches, where photosynthetic rates were reduced. However, by the end of the following

year, nutrients were depleted in all branches, indicating individual-level resource depletion.

New shoot and radial growth were not affected by masting.

• We provide direct evidence that mast events in wild trees deplete stored nutrients. Our

results highlight the importance of evaluating reproductive costs over time and at the individ-

ual level.

Introduction

A fundamental tenet in life history theory is that tradeoffs among
vital rates in organisms arise because resources are finite and pref-
erential allocation to a given function reduces resources available
for other competing functions (Williams, 1966; Roff, 1992). In
plants, for instance, costs of reproduction are very common
(Obeso, 2002). Although limiting resources are the physiological
basis of life history trade-offs, emphasis in the literature for wild
plants has been on either documenting the demographic costs or
quantifying several interrelated measures of proportional resource
allocation to reproduction and subsequent effects on vegetative
growth (see Obeso, 2002 for a review). By contrast, few studies
have directly measured the degree to which reproduction depletes
stored resources (i.e. measurements of storage) in wild plants
(Cipollini & Stiles, 1991; Newell, 1991). Such data are especially
relevant for long-lived, large plants that can store a significant
amount of resources and retrieve them during times of demand
(Chapin et al., 1990). If storage pools are large enough to meet
competing demands, the short-term costs of reproduction on
growth may not be detected, although depletion of stored
resources may lead to longer term costs. In this case, a more
meaningful measure of the direct costs of reproduction is the

degree of stored resource depletion (Reznick, 1985; Ehrlen &
Van Groenendael, 2001).

Resource depletion is expected to be particularly high in
masting species, which are characterized by the synchronous and
intermittent production of large seed or fruit crops (Herrera
et al., 1998; Kelly & Sork, 2002; Crone et al., 2011). Indeed,
preferential resource allocation to reproduction during mast
events has long been thought to deplete storage pools and to
require a replenishment period with low reproductive output
before the next mast event (Janzen, 1974; Harper, 1977; Rathcke
& Lacey, 1985; Kelly, 1994; Newbery et al., 2006). Consistently,
resource depletion is a key assumption of theoretical models to
explain masting patterns (Yamauchi, 1996; Satake & Iwasa,
2000; Masaka & Maguchi, 2001; Rees et al., 2002; Satake &
Bjørnstad, 2008). While depletion of stored resources has been
shown in orchard species that are bred for increased fruit yield
(Goldschmidt & Golomb, 1982; Brown et al., 1995; Rosecrance
et al., 1998), empirical direct data for wild plants (Crone et al.,
2009) are very rare. Direct data on resource depletion in wild
masting trees exists only for carbohydrates, and the evidence is
mixed and species-specific, with no effects in some species (Hoch
et al., 2003) and tissue-specific depletion in other species
(Miyazaki et al., 2002; Ichie et al., 2005). These mixed results
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likely reflect the fact that carbon is not necessarily the best
currency to measure costs of reproduction (Ashman, 1994;
Hemborg & Karlsson, 1998), particularly if plants compensate
for carbon demands during reproduction (Reekie & Bazzaz,
1987a), or if carbon does not necessarily limit growth in the short
term (Körner, 2003; Sala & Hoch, 2009).

Compared to carbohydrates, mineral nutrients, particularly
nitrogen (N) and phosphorus (P), may be a more appropriate
currency because they are usually limiting in the environment
and because reproductive structures (particularly seeds and
fruits) are generally nutrient enriched relative to vegetative bio-
mass (Reekie & Bazzaz, 1987b). Convincing evidence for
depletion of stored nutrients after mast events exists only for
orchard trees (Goldschmidt & Golomb, 1982; Brown et al.,
1995; Rosecrance et al., 1998). In wild trees, by contrast, such
evidence is rare and more indirect. For instance, nutrient alloca-
tion to reproductive structures during mast events has been
related to strongly phosphorus-depleted litter in some species
(Newbery et al., 1997), and to nutrient-limited flower primor-
dia development in others (Han et al., 2008). In both cases,
reproduction is hypothesized to deplete within-tree nutrient
reserves, but direct measurements were not available. By con-
trast, Yasumura et al. (2006) reported no nutrient-depleted litter
after a mast event, although their results are equivocal due to
limitations of the study design.

The assessment of costs of reproduction in trees is further com-
plicated by the fact that trees are modular organisms where
branches operate as semiautonomous units (Watson & Casper,
1984; Lovett-Doust & Lovett-Doust, 1988; Sprugel et al., 1991)
and costs of reproduction may vary depending on the modular
level examined (Obeso, 1997). With respect to carbohydrate
demands, branch autonomy has been shown to be species-
specific, with some species showing complete autonomy (Hoch,
2005) and others relying to a variable degree on carbohydrate
import from other parts of the tree (Obeso, 1998; Miyazaki
et al., 2002). However, branches cannot be indefinitely autono-
mous with respect to mineral nutrients. Depending on the overall
nutrient demand for reproduction, nutrients may be drawn from
branches bearing reproductive structures only (local depletion) or
from other equivalent branches regardless of reproductive status
(nonlocal depletion). Whether resource depletion is local vs non-
local is likely to influence temporal patterns of reproduction.
Under local resource depletion sexually mature branches that did
not reproduce in a given year may have enough resources to
reproduce the subsequent year. Therefore, individuals may be
able to reproduce to some degree every year leading to lower
inter-annual variation of reproductive output. By contrast, if
reproduction in a given year causes all branches to become
resource-depleted regardless of their reproductive status (nonlocal
resource depletion), then we expect strong decreases of reproduc-
tive output after years with high seed set, which is the typical
pattern in masting species. In spite of the fundamental, and often
invoked, role of stored nutrients in wild masting trees, there are
few convincing data on nutrient depletion in standing biomass
during and after masting events, as well as on the degree to which
costs of reproduction are local vs nonlocal.

Here, we document reproductive output and stored resource
dynamics in Pinus albicaulis (whitebark pine), a high elevation
masting pine. Specifically, we examine the timing (during and
after a masting event) and magnitude (local vs nonlocal) of
resource depletion. From the onset of an unusually heavy mast
event in 2005, we compared seasonal changes in leaf and branch
sapwood N and P concentrations and leaf photosynthetic rates in
cone-bearing branches, branches not bearing cones, and branches
where we removed cones. To test the timing and magnitude (local
vs nonlocal) of resource depletion we compared nutrient concen-
trations in cone branches and branches that had never had cones.
We also examined the consequences of masting for short-term
growth by measuring new shoot growth during the mast event and
tree ring growth from 1995 to 2010. Specifically, we addressed the
following two main questions: does cone maturation deplete
nutrients in reproductive branches (local-level depletion)? and, to
what extent is nutrient depletion during and after the mast event
local vs nonlocal (at the branch- vs the individual-level)? We also
explored whether masting was associated with a short-term growth
decline. Because whitebark pine produces very large, nutritious
seeds (Lanner & Gilbert, 1994), we hypothesized that years of
high reproductive output would incur significant nutrient costs
with negative physiological consequences. We also hypothesized
that if resource switching between reproduction and storage influ-
ences future reproduction, then nonlocal resource depletion
should occur at some point after the mast event.

Materials and Methods

Study species

Pinus albicaulis Engelm. (whitebark pine) is a long-lived,
stress-tolerant tree found in relatively cool climates of the north-
western US and southwestern Canada, usually at high elevations
with relatively low rainfall (Weaver, 2001). Across much of its
range P. albicaulis is an early successional species and it facilitates
community development by mitigating an otherwise extreme
environment (Tomback et al., 2001). Trees reach reproductive
age at c. 20–30 yr (McCaughey & Tomback, 2001). Pinus
albicaulis is monoecious, and female cones, which are nonphoto-
synthetic, take 2 yr to develop. In Montana, male and female
cones are visible as buds during spring (mid-June) of their first
year, and wind pollination occurs in July, after which male cones
senesce in early to mid-August (Weaver, 2001). Female cones are
visibly expanded (but still small) by early July of their second
year, and mature in late summer or early fall, that is, c. 18
months after initiation. Cones are nondehiscent and produce
large, nonwinged seeds, very rich in nitrogen (N), phosphorus
(P) and lipids (Lanner & Gilbert, 1994) which are an important
food source for many animals, including the main seed disperser,
Clark’s nutcracker (Nucifraga columbiana), as well as grizzly bear
(Ursus arctos) and red squirrel (Tamiasciurus hudsonicus;
Tomback et al., 2001). Like most other pine species, whitebark
pine is a masting tree, although regional patterns of masting are
highly variable (Crone et al., 2011). Pinus albicaulis is undergo-
ing broad species decline due primarily to the introduced white
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pine blister rust (Cronartium ribicola) which has reached epi-
demic status in many populations (Tomback et al., 2001). In the
past decade, a mountain pine beetle epidemic is also causing dev-
astating mortality in high-elevation whitebark pine stands (Hicke
& Logan, 2009). Restoration efforts for whitebark pine currently
rely on seed collections from rust-resistant trees, but the physio-
logical costs of seed production and their consequences for
masting patterns are not known.

Site, experimental manipulations and sampling

We studied resource dynamics in relation to cone production
during (2005) and after (2006) an unusually heavy mast event at
a site located in the Flint Creek range of western Montana, USA
(46.2�N and 113.3�W; 2300 m elevation). Female cones for this
event were fertilized in the spring of 2004. Cone expansion, seed
filling and final maturation occurred during the 2005 growing
season. The site has a mixed stand dominated by whitebark pine
and subalpine fir (Abies lasiocarpa (Hook.) Nutt.). The under-
story is composed of a mixture of grasses and shrubs with a domi-
nance of the small shrub Arctostaphylos uva-ursis (L.) Spreng.
Mean annual air temperature (1990–2011) at the closest weather
station (c. 12 km away; Warm Springs Snotel Site, Montana,
c. 2360 m elevation) was 1.1�C, with mean January and July
temperatures of ) 6.7 and 12.2�C, respectively. Mean total
annual precipitation was 572 mm. The specific site is located on
a local plateau, where the sampled stand surrounds a relatively
moist meadow with an ephemeral spring dissecting it.

In early July 2005, we selected nine trees based on accessibility
for climbing. Tree diameter at breast height (DBH, 1.3 m)

ranged from 19 to 54 cm. Trees were sufficiently spaced to pre-
vent significant shading by neighbors. Some trees had multiple
boles, a pattern that results from germination of cached seeds by
Clark’s nutcracker (Tomback et al., 2001). In this case, sampling
over time was limited to the same main bole. In July 2005, as
soon as the site was accessible after snowmelt, we climbed the
trees and selected eight upper-canopy, terminal branches per tree
for sampling: five with cones and three without cones (see
Table 1 for sampling details). We removed the cones from two of
the five branches with cones, leaving three sets of branches
(cone-bearing (C), removed cones (RC) and noncone bearing
(NC)) for sampling over time: early July (only C and NC), late
July and late August (C, NC and RC; Table 1). Branches of the
different treatments were randomly assigned for sampling at each
time (i.e. one branch of each treatment was harvested at each har-
vest period, except for the first sampling when cone removal was
implemented and only C and NC branches were sampled). All
branches assigned for late July and late August sampling (includ-
ing NC) were protected with c. 15 · 15 cm wide and 50-cm long
wire mesh cages to prevent predation by squirrels or nutcrackers
once cones matured. Processing of late August cones led us to sus-
pect that seeds were not yet completely mature, so we harvested
one more set of C and NC upper-canopy branches per tree in late
September. At this time, however, we did not have RC branches
left for sampling. Because of the heavy mast event in 2005, it was
not possible to find a set of nearby trees with no cones to sample.

In 2006 we sampled two classes of noncone-bearing branches
for each tree: branches not bearing cones but that had produced
cones in 2005 (C5), and branches that had never produced cones
(NCE –no cones ever; Table 1). Like other stone pines (subgenus

Table 1 Sampling details and statistical analyses conducted showing the specific contrasts and subset of Pinus albicaulis (whitebark pine) samples used

Sampling details
Statistical analyses: type and
subset of samples

Year Branch type Description Treatment Sampling time 2005: C vs NC 2005: C vs RC
2005–2006:
C5 vs NCE

2005 C Bearing cones C Early July, Late July,
Late August,
Late Septembera

C: all dates C: Late July,
Late August

C5: Early July (E05),
Late September (L05)

RC: cones
removed

Late July, Late August RC: Late July,
Late August

NC Not bearing
cones

na Early July, Late July,
Late August,
Late Septembera

NC: all dates NCE (subset of NC):
Early July (E05; n = 4),
Late September
(L05; n = 6)

2006 C5 Bearing cones
in 05, but not
in 06

na Early July,
Late September

C5: Early July (E06),
Late September (L06)

NCE Never produced
Cones

na Early July,
Late September

NCE: Early July (E06),
Late September (L06)

Except when indicated, sample size generally ranged from 8 to 9. The only exceptions were cases when limited amount sample for P analyses reduced
sample size to 6 or 7 (two cases each). na, not applicable.
aA late September sampling of C and NC branches was added after the fact (see text).
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Strobus), P. albicaulis cones leave visible scars on branches (Crone
et al., 2011). Sampling took place as soon as the site was accessi-
ble (early July) and at the end of the season (late September). On
some occasions, damage to caged branches (in 2005) or difficult
access to cone branches reduced sample size from 9 to 8 trees.

Field measurements

At each sampling time in 2005, we harvested each of the treatment
branches per tree for subsequent nutrient analyses. Photosynthetic
rates were measured in early July (n = 6 trees), early August (n = 4
trees) and late August (n = 9 trees). Once on the ground, the cut
end of each branch was immediately placed in a plastic bag with a
moist paper towel and branches were kept illuminated. Shortly
after harvesting, photosynthesis rates were measured in 1-yr-old
needles and in older needles (generally 4 yr old) with a LICOR
6400 portable photosynthesis system (LICOR, Lincoln,
Nebraska, USA) equipped with an LED light source. Based on
light response curves for whitebark pine (Sala et al., 2001) photo-
synthetically active radiation was kept at 1000 lmol m)2 s)1.
The CO2 concentration in the chamber was kept at 400 lmol
m)2 s)1 and temperature at 18�C (early July) or 20�C
(subsequent samplings). Five needles were placed in a 2 · 3 cm
chamber with care to prevent overlap. We verified that gas
exchange was not negatively affected from the time branches were
cut to the time they were measured (generally no > 20 min). Nee-
dle width was measured to calculate projected leaf area in the
chamber. Photosynthesis rates were expressed on a projected leaf
surface area. All harvested branches, including those used for gas
exchange measurements, were kept in a cooler with ice until trans-
port to the laboratory.

Cone counts on each sampled tree were done in late September
from 2005 to 2009 with binoculars (cone counts by two separate
observers were highly correlated; r2 = 0.98). The number of seeds
per cone and seed weight were also measured from 2007 to 2009
(cones were not caged in 2006 and were eaten by the time we
harvested). In late September 2009, one increment core from
each tree was taken for subsequent growth analyses. Cores were
taken at breast height (1.3 m) from the north side with an incre-
ment borer.

Sample processing

For 2005 samples, once in the laboratory, we removed the most
recent (1-yr-old), fully mature needle cohort (young) and the
older, 4- to 5-yr-old cohort (old) per branch. Samples were
oven-dried at 65�C for 72 h and ground to a fine power to pass a
0.25 mm mesh. For the late August and late September sampling
times, we counted the number of cones on C branches, the num-
ber of seeds per cone, and measured the seed weight after remov-
ing the seed coat. Seeds from different cones per tree were
pooled, oven-dried as before and ground with a mortar and pestle
to a uniform paste for subsequent analysis. For the early July
(early season) and late September (end of season) sampling times,
a segment of each branch per tree between 9 and 13 mm of
diameter was cut below the oldest needle cohort, the bark

removed, and oven dried as before. Branch sapwood was ground
with a Wiley mill and subsequently to a fine powder as before.
Then 3 mg seed, 8 mg needle and 10 mg branch material were
weighed into tin capsules for subsequent N content analysis at
the Stable Isotope Laboratory of the University of California,
Davis. Dried samples (50–100 mg) were sent to the Colorado
State University Soil Plant and Water Testing Laboratory (Fort
Collins, Colorado, USA) for P analyses. Occasionally, the limited
amount of material for P analyses reduced sample size from nine
trees to a minimum of five (one case) or six (two cases). Current
yr shoot length and diameter was measured in late August and
late September with a digital caliper as indicators of shoot
growth. Because measurements for C and NC branches did not
change from late August to September (paired t-test; P > 0.05),
we used the late August data when we also had data for RC
branches. Processing of the 2006 branches (needles and branch
sapwood) was the same as for 2005, except that we did not mea-
sure seed traits and shoot extension.

Tree cores were mounted, sanded and ring width was mea-
sured to the nearest 0.01 mm with a dissecting scope using an
eyepiece reticle calibrated against a stage micrometer. Cores were
cross-dated manually because only 10 yr of growth was analysed.

Statistical analyses

We conducted three analyses of resource dynamics through time
(Table 1). First, we compared the nutrient concentrations in nee-
dles of C and NC branches collected at four times during the
2005 growing season (mast year). In 2005 in the field we did not
distinguish between NC branches that had never produced cones
and those that had previously produced cones. Based on cone
scars during the past 10 yr we later identified which of the NC
branches had produced cones in the past and which had never
produced cones (about half of each; Table 1). Nutrient concen-
trations and photosynthetic rates on any given date did not differ
between branches that had previously had cones and branches
that had never produced cones (equivalent to the NCE sampled
in 2006; paired t-tests; P > 0.05 in all cases) and data were
pooled. Second, we compared nutrient concentrations of C and
RC branches collected in late July and late August 2005.
(Due to the timing of cone removals, RC branches were not
available for the late September sampling –see ‘Site, experimental
manipulations and sampling’ in the Materials and Methods sec-
tion). Third, to evaluate long-term consequences of mast-seeding,
we analysed changes in N and P concentrations in branches over
time: early July 2005 (before cone maturation), late September
2005 (after cone maturation), early July 2006, and late
September 2006. Temporal changes were analysed for two
groups (status) of branches (Table 1): (1) C5 branches: branches
that produced mature cones in 2005. These included C branches
sampled in 2005, and branches sampled in 2006 that did not
bear cones but that had mature cones in 2005; (2) NCE (no cone
ever) branches: branches that had never produced cones sampled
in 2005 and 2006. NCE branches from 2005, were a subset of
NC branches for which there were no signs of previous cone pro-
duction based on cone scars (n = 4 and 6 for early July and late
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September, respectively; Table 1). In this third analysis, we use
C5 branches to estimate ‘local’ effects of mast-seeding on
branches that produced cones in 2005, and NCE branches to
estimate ‘nonlocal’ effects of mast-seeding on resource concen-
trations in other parts of the tree.

All three analyses were implemented as linear mixed models
with nutrient concentrations as the dependent variable, and
time (harvest period), treatment (C vs NC, C vs RC, or C5 vs
NCE), and time · treatment interactions as independent vari-
ables. To account for repeated sampling from individual trees,
all analyses included tree identity as a random effect. Statistical
significance of main effects and interactions was assessed using
likelihood ratio tests of models with each term removed,
relative to the full model (i.e. marginal effects). Following
significant main effects or interactions, we calculated post hoc
comparisons of specific group pairs using t-statistics (ratio of
difference in means to standard error) for that pair in the full
model. Post hoc comparisons were implemented in R (R
Development Core Team, 2009) by re-running the full model
with each treatment combination coded as a separate group,
and one member of each pair set to be the reference group.
Note that P-values for t-tests in mixed models are approximate
(Baayen et al., 2008).

Results

Reproductive output and resource status in 2005 before
cone maturation

Cone production in 2005, the mast year, was much higher than
that from 2006 to 2009 (Fig. 1). On average trees produced
125.6 ± 28.5 (SE) cones per tree in 2005 and 15.4 ± 3.3 cones
per tree in 2006. Subsequently, cone production until 2009 did
not exceed 25 cones per tree. One tree produced only 20 cones in
2005. However, it was included in all analyses because, although
low, cone production in 2005 was higher than in any subsequent
year (11, 0, 0 and 4 cones from 2006 to 2009, respectively). In
2005, C branches produced an average of 2.4 cones, with an aver-
age of 83.9 ± 23.0 seeds each, and an average seed weight (with-
out the seed coat) of 119.4 ± 13.9 mg. On average, trees
produced 1257.7 ± 285.4 g of seeds (without seed coat) in 2005.
The number of seeds per cone, individual seed weight and total

seed mass per tree were lower and quite variable in subsequent
years, with a population average among years of 33.9 ± 16.4
seeds per cone, 46.9 ± 16.0 mg per seed, and 19.1 ± 9.7 g of
seeds per tree. The population-level coefficient of variation (CVp)
was calculated based on the mean of the population annual
means (�vp) and the standard deviation (SD) of the annual means
(CVp = SD ⁄ �vp; Koenig et al., 2003). The CVp of total seed mass
and total seed number per tree during the study period was 1.85
and 1.56, respectively.

Average seed nitrogen (N) and phosphorus (P) concentrations
(excluding coats) were 33.54 ± 1.96 and 7.95 ± 0.96 (SE)
mg g)1, respectively. Leaf and branch sapwood N and P concen-
trations in early 2005 were similar or higher in cone relative to
no cone branches (Fig. 2; compare C5 vs NCE). Significantly
higher values were found for N and P in branch sapwood
(post hoc t = ) 2.27, n = 11, P = 0.0317; t = ) 3.01, n = 11,
P = 0.0058, respectively). Values for N in young needles also
tended to be higher, but the differences were not statistically
significant at the 0.05 level (post hoc t = ) 1.90, n = 11,
P = 0.0680).

Resource depletion, photosynthesis and growth

During 2005, N concentration in young needles of C branches
decreased over time, while that of NC and RC branches increased
(C vs NC, June, July, Aug & Sept harvests: treatment · time
effect: v2 = 16.3, df = 3, n = 74, P = 0.001; C vs RC, July &
August harvests: v2 = 7.7, df = 1, n = 43, P = 0.006; Fig. 3;
Supporting Information Table S1). By contrast, seasonal dynam-
ics of N concentration in old needles and P concentration in
young and old needles did not differ between C and NC
branches in 2005 (v2 < 2.3, P > 0.50 for all treatment and treat-
ment · time effects; Table S1). Seed mass and N concentration
(without seed coat) did not differ between late August and late
September, coinciding with no change of N in needles (Fig. 3).
By contrast, there was a large significant increase of seed P
(t = ) 3.3; df = 13; P = 0.002; Fig. 3), which coincided with a
slight decrease in P concentration of old needles during the same
period (albeit the time effect was not statistically significant when
all periods were included in the analysis). Seasonal N depletion
in young needles in 2005 coincided with significantly lower leaf
photosynthetic rates in August in young needles of C branches
relative to NC or RC (mixed model with random effect of tree;
early August: v2 = 310.23; df = 1, n = 8 samples, P = 0.0014;
late August: v2 = 21.80; df = 1, n = 27 samples, P = < 0.001;
Fig. 4). Values for C and NC branches in early July differed less
(Fig. 4), and were not statistically significant at the 0.05 level
(v2 = 3.46; df = 1, n = 12 samples, P = 0.063).

Nitrogen and P concentrations in all tissues generally declined
from 2005 to 2006 (Fig. 2, Table 2). The time effect was signifi-
cant for all fractions, although for P in young needles, an increase
in early 2006 contributed to this effect. However, when the early
2006 sampling was excluded from the analysis, the time effect
remained significant (n = 38, df = 2; v2 = 7.1; P = 0.029) con-
sistent with the decline from early 2005 to late 2006 in all other
fractions. In 2005 (during the mast year), significant resource

Fig. 1 Average number of cones per Pinus albicaulis (whitebark pine) tree
from 2005 to 2009. n = 9, error bars are ± SE.
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depletion (either N or P) from early to late in the growing season
occurred only in tissue fractions of cone-bearing branches (C5),
whereas by late 2006, significant depletion occurred in both pre-
viously cone-bearing (C5) and noncone-bearing (NCE) branches
(Fig. 2; Tables 2, S2). This was reflected by significant time ·
status interactions for N in young needles: v2 = 10.6, df = 3,
n = 60, P = 0.014 and for P in branch sapwood: v2 = 9.4, df =
3, n = 57, P = 0.025. There also was a marginal interaction effect
for P in old needles (v2 = 6.8, df = 3, n = 52, P = 0.081;
Table S1). Nutrient concentrations in early and late 2006 did
not differ between C5 and NCE branches.

By the end of 2005, growth of new shoots was similar for
branches with cones, branches without cones but reproductively

mature (i.e. that had cones in the past) and branches where cones
had been experimentally removed (Fig. 5; linear mixed model
with random effect of tree: v2 = 0.76; df = 2, n = 20 observa-
tions, P = 0.684). Similarly, the mast event in 2005 was not asso-
ciated with a radial growth decline (Fig. 6; linear mixed model
with random effect of tree: v2 = 2.92; df = 2, n = 20 observa-
tions, P = 0.232). Rather, tree ring width was relatively constant
from 1994 to 2009, with the exception of a growth peak in 2003
followed by a decrease in 2004 (Fig. 6). Within individual trees,
cone production from 2005 to 2009 was not related to tree ring
width for the same year or the year after (P > 0.05 in all cases)
and in most trees, tree ring width remained constant or increased
in 2005 and 2006 relative to 2004 (only two trees showed a

Fig. 3 Left panels: nitrogen (N) concentration in Pinus

albicaulis (whitebark pine) fully mature 1-yr-old needles
(upper) and phosphorus (P) concentrations in 4-yr-old
needles (lower) in cone-bearing branches (C), branches
not bearing cones (NC), and branches with cones experi-
mentally removed (RC) at four times during the mast
season of 2005: early July (black bars), late July (white
bars), late August (light gray bars) and late September
(dark gray bars). Right panels: N (upper) and P (lower)
concentrations of seeds sampled in late August and late
September. N ranges from 7 to 9 trees, except when
limiting sample for P analyses reduced sample size to 5 or
6 (only one case each). Error bars ± SE. Significant main
effects (see text for details) are indicated on left panels.
Additional statistical details are in Supporting Information
Table S1. Different letters on right panels indicate statisti-
cally significant differences between sampling times.

Fig. 2 Nitrogen (N) and phosphorus (P) concentrations in Pinus albicaulis (whitebark pine) young needles (fully mature 1-yr-old), old needles (4–6-yr old)
and branch sapwood at four sampling times: July (early) 2005 (05E), September (late) 2005 (05L), July (early) 2006 (E06) and September (late) 2006 (06L).
In each year, measurements were done in branches that produced cones in 2005 (C5; closed bars) and branches that had never produced cones (NCE; open
bars). Error bars are ± SE. Significant effects of time, branch reproductive status and their interaction and the corresponding P values are indicated. Addi-
tional statistical details are in Supporting Information Table S1.
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decrease of tree ring width). Our short time series did not reveal
any significant correlation between tree ring width and climatic
variables.

Discussion

Although mast events have long been thought to cause a depletion
of storage resource pools in plants (see the Introduction section),
direct empirical data for wild trees is lacking (for nutrients) or
inconclusive (for nonstructural carbohydrates). For whitebark
pine, we show that a heavy mast event depleted stored nutrients.
Initially (during the mast year), nutrients were depleted locally (in
reproductive branches only), but by the subsequent year nutrient
depletion was also observed at the individual level (in all terminal
branches, regardless of their reproductive status). Our results pro-
vide direct evidence of a decline of stored nutrients after a mast
event in a wild tree. This is consistent with data from orchard
alternate-bearing trees (Goldschmidt & Golomb, 1982; Brown
et al., 1995; Rosecrance et al., 1998), and suggests that nutrient
depletion is not unique to species specifically bred for high crop

yield. Results are also consistent with nitrogen-limited flower bud
development after mast events (Han et al., 2008) and with indi-
rect evidence based on nutrient-depleted litter (Newbery et al.,
1997). Together, these results support the argument that mast
events in wild trees impose a replenishment period before a
subsequent mast event.

Nutrient depletion was based on concentrations, rather than
total resource pools. Therefore, declines in concentration could,
in principle, reflect dilution due to an increase of biomass. How-
ever, in our system, this is highly unlikely and probably unrealistic.
Based on biomass allocation equations (Callaway et al., 2000), the
annual biomass increment of a 38-cm DBH whitebark pine tree
(the average diameter of our sampled trees) is 1.4% of the total
standing biomass. In the present study, decreases in nutrient
concentrations ranged from 13% to 72% (Table 2), depending
on the nutrient and tissue fraction, which is at least one order of
magnitude greater than the average annual biomass increment.

Table 2 Percentage decrease (i.e. amount lost) of nitrogen (N) and
phosphorus (P) concentrations in late 2006 (relative to 2005) in different
tissue fractions of Pinus albicaulis (whitebark pine) branches bearing
cones in 2005 (C5) and branches that had never produced cones (NCE)

Nutrient Tissue C5 NCE

Nitrogen Young Needles 13.6 (156.6)** 15.8 (186.8)a,***
Old Needles 18.4 (180.9)** 18.3 (181.0)***
Branch Sapwood 22.9 (89.0)** ) 11.1ns

Phosphorus Young Needles 18.3 (48.2)* 16.5ns

Old Needles 15.7ns 21.4 (14.6)a,*
Branch Sapwood 71.5 (37.0)*** 45.9 (13.5)***

Negative values represent an increase. In parentheses are equivalent mg of
N or P per 100 g tissue based on initial concentration and percent
decrease.
aIndicates declines only from late 2005 to late 2006 (see Table S2).
P values (pairwise post hoc comparisons): *, P £ 0.1; **, P £ 0.05;
***, P £ 0.01.

Fig. 4 Photosynthetic rates (A) of Pinus albicaulis (whitebark pine)
1-yr-old needles in branches bearing cones (C), no cones (NC), and
branches where we removed cones (RC) in early July, early August and late
August. n = 6, 4 and 9 trees per treatment, respectively. Error bars ± SE.
Within a given date, different letters denote statistically significant differ-
ences at P > 0.05 (see text for details).

Fig. 5 Length and diameter of Pinus albicaulis (whitebark pine) new
shoots produced in 2005 in cone bearing branches (C), reproductively
mature branches that did not produce cones in 2005 (NC05) and branches
with removed cones (RC). n = 9 for C and RC branches and 4 for NC
branches. Bars indicate + SE.

Fig. 6 Pinus albicaulis (whitebark pine) tree ring width measured at diam-
eter at breast height from 1995 to 2009. Bars indicate ± SD, n = 9 trees.
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In whitebark pine, cone production in 2005 was unusually
high. Similar cone crops in the region were recorded only once in
the past 15–20 yr (Crone et al., 2011; Interagency Grizzly Bear
Study Team, unpublished). At our site, cone scar analysis also
indicated that cone crops in the past 10 yr were low (Crone
et al., 2011). Accordingly, the CVp of seed mass and seed num-
ber based on only 5 yr (1.85 and 1.56, respectively) are at the
very high end of the CVp range reported for other pines (maxi-
mum 1.8; Herrera et al., 1998). Given the high cone crop in
2005 and the large and nutritious seeds of whitebark pine (Fig. 3;
Lanner & Gilbert, 1994), the substantial nutrient depletion
(between 14% and 72%, depending on the nutrient and tissue
fraction; Table 2) is not surprising. Interestingly, depletion
occurred incrementally over time: by the end of the masting sea-
son resource depletion was local (reproductive branches), but by
the end of the next season nutrient depletion was at the individ-
ual level (in all terminal branches, regardless of their reproductive
status during the mast event). This switch from local to nonlocal
nutrient depletion suggests complex resource dynamics after
masting in trees and highlights the importance of evaluating
reproductive costs over time and at the individual level.

Depletion in cone-bearing branches during the 2005 mast sea-
son occurred only in tissues where nutrient concentrations before
cone maturation were significantly higher than that in nonrepro-
ducing branches (young needles became N depleted and branch
sapwood became N and P depleted). Cipollini & Stiles (1991)
and Karlsson (1994) also reported higher resource concentrations
in reproductive branches before fruit maturation. Because we did
not sample before the mast event we cannot tell whether higher
nutrients in reproductive branches contributed to cone initiation
or the reverse. In any case, nutrient storage in cone-bearing
branches was not sufficient to meet reproductive demands and by
the subsequent season nutrients were depleted in all branches.
A possibility is that the depletion in 2006 was caused by factors
other than the mast event. However, this seems unlikely. First,
2006 was a year of near average annual precipitation (572 mm)
but above average temperatures (2.8�C). This suggests that nutri-
ent availability in 2006 was not limited by low water or cold
temperatures. Second, radial growth data does not suggest any
unusual growth pattern in 2006 that could have altered nutrient
dynamics. On the contrary, in subalpine pines, tree ring growth
is generally stimulated by warmer temperatures (Salzer et al.,
2009) as it appeared to be the case in 2003. Thus, it could be that
the lack of growth stimulation in 2006 reflects nutrient limita-
tions induced by masting in 2005. Our results are consistent with
those of Han et al. (2008) suggesting that nutrient limitation
impeded flower bud primordial development after a mast event.
Newbery et al. (1997) also documented P-depleted litter after a
mast event and hypothesized that reproduction depleted
within-tree P reserves. However, direct evidence of nutrient
depletion (in standing biomass) was not available in either case
and alternative explanations are possible. For instance,
litter-based inferences may be limited by the degree to which
nutrient resorption offsets nutrient demands for reproduction
and buffers changes in storage. Unless critical resource thresholds
for reproduction are very low, the nutrient depletion we

document suggests that a period of nutrient replenishment fol-
lowed by appropriate climate cues is required before a subsequent
mast event (Smaill et al., 2011).

Most of the few studies on resource costs of mast-seeding in
trees have focused on nonstructural carbohydrates and results
have been mixed (Miyazaki et al., 2002; Hoch et al., 2003; Ichie
et al., 2005). This may reflect in part the degree to which current
photosynthate production by foliage (and sometimes by
reproductive structures) compensates for carbon demands by
reproduction (McDowell et al., 2000; Obeso, 2002; Ichie et al.,
2005). In contrast to nonstructural carbohydrates, nutrients are
often considered a better currency to measure costs of reproduc-
tion in plants (Ashman, 1994; Hemborg & Karlsson, 1998). In
trees, this is particularly true because carbon is often not limiting
growth in the short term (Körner, 2003; Millard et al., 2007;
Sala & Hoch, 2009), as is the case for whitebark pine (Sala et al.,
2011). In addition, individual branches cannot be indefinitely
autonomous with respect to nutrients (Sprugel et al., 1991).
Further, whitebark pine occurs in subalpine habitats (Tomback
et al., 2001) where short-term growth and reproduction are often
nutrient- (Bowman et al., 1993; Karlsson, 1994) but not
carbon-limited (Hoch et al., 2003; Hoch, 2005). The investment
of leaf N to reproduction in cone-bearing branches at the cost of
C assimilation via photosynthesis is consistent with nutrient-
but not C-limited reproduction. In contrast to other results
(Wheelwright & Logan, 2004), this apparent C cost did not
affect new shoot or radial growth also suggesting that C does not
limit growth in the short term. Current resource dynamics
models to explain masting patterns are based on stored photoas-
similates (Isagi et al., 1997; Satake & Iwasa, 2000). Our results
for whitebark pine indicate that these models should be
interpreted more generally as dynamics of stored resources
(carbohydrates and ⁄ or nutrients), depending on what resources
limit reproduction in different species. For example, depletion of
carbohydrates, but not nutrients, followed mast years in a
mast-seeding perennial wildflower (Crone et al., 2009) suggest-
ing that carbon may be more limiting in herbaceous than in
woody plants.

Relative N depletion was roughly similar in needles and branch
sapwood while relative P depletion was greater in branch
sapwood than in needles. However, much lower nutrient concen-
trations in branch sapwood translated to higher absolute
N extraction from foliage relative to sapwood and roughly similar
P extraction from both fractions (Table 2). Therefore, foliage
contributed proportionally more N, but not P, to reproduction
than branch sapwood, which may reflect a greater surplus of N
relative to P. This is consistent with the proposed N storage
function of the carboxylating enzyme rubisco in leaves of trees
(Millard et al., 2007), with P-limited growth in whitebark pine
(Perkins, 2004), and with the importance of P acquisition for
reproduction in other masting trees (Newbery et al., 2006).
Interestingly, a major peak of P allocation to seeds (but not N)
was observed later in the season, which coincided with a slight
decrease of P concentration in older needles from late August to
late September. It may be that such ‘last minute’ allocation of P
to seeds is a strategy to maximize P use or to prevent premature P
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loss to seed predators such as red squirrels (Tomback et al.,
2001). The role of foliage as a nutrient source for reproduction is
consistent with the hypothesis that the unusual proportional
increase of leaf biomass with tree size in whitebark pine is a strat-
egy for nutrient storage for reproduction at the cost of water loss
and carbon assimilation (Sala, 2006). The storage role of foliage
is also consistent with increases in litter fall after mast seeding in
Himalayan oaks (Singh et al., 1990) and in Nothofagus species
(Alley et al., 1998). This is because nutrient re-allocation from
foliage to reproduction could trigger leaf senescence if nutrient
levels fall below critical thresholds to sustain a positive leaf carbon
balance (Reich et al., 2009).

Although nutrient costs of reproduction decreased photosyn-
thetic rates in reproductive branches in 2005, short-term growth
at the branch or the tree level was not affected. Rather, nutrient
depletion was followed by reduced future reproduction. This
pattern in whitebark pine is consistent with that in other species
where resource switching during reproductive events occurs
between storage and reproduction rather than between growth
and reproduction (Stearns, 1989; Ehrlen & Van Groenendael,
2001). Apparently, at our site, factors other than reproduction
influenced radial growth because no heavy mast event occurred
since at least 1995 (Crone et al., 2011), but tree ring growth
decreased from a high peak in 2003, a year with higher (11.2�C)
than average (9.5�C) June and July temperatures (but near aver-
age precipitation), to 2004, a year whose June and July tempera-
ture (9.47�C) and precipitation (30 mm) were near average
(34 mm). These fluctuations probably reflect the combined effect
of climatic and internal factors, although our short tree ring
growth series did not reveal significant relationships between tree
ring growth and climatic variables. Interestingly, mature cones in
2005 (mast year) were initiated following a warm year in 2003,
which is consistent with previous findings that relatively high
temperatures cue mast seeding in tree species (Selas et al., 2002).
Resource switching between storage and reproduction during
reproductive events may operate in other mast-seeding tree
species for which tradeoffs between growth and reproduction
have not been detected (Despland & Houle, 1997; Yasumura
et al., 2006; Knops et al., 2007).

True masting (Kelly, 1994), a distinct bimodal pattern of
reproductive output with years of very high seed production
interspaced between years of no or minimal reproduction, is rare
in plants, and most species fall somewhere along a continuum
from true masting to random variation in reproduction through
time (Herrera et al., 1998). In our study region, whitebark pines
span a broad range of variability along this continuum (Crone
et al., 2011). Past studies (see review by Kelly & Sork, 2002)
have tended to explain variability in masting in terms of variation
in the costs of reproduction and the presence of external synchro-
nizing factors such as pollen availability, drought and tempera-
ture. Recent work also indicates that the effect of some
synchronizing climatic cues may be mediated via changes in
nutrient availability (Smaill et al., 2011). Our results further sug-
gest that differences in mast-seeding could also be caused by the
extent to which nutrient depletion is synchronized within indi-
viduals. For example, if costs of reproduction are moderate (e.g.

where or when nutrient availability and resource storage is high)
resource depletion may tend to be more localized (and therefore
less synchronized within a tree) in which case subsequent repro-
duction may occur in branches that did not reproduce the year
before, thus reducing annual variation in reproductive output.
This is consistent with the prediction by Kelly & Sork (2002)
that the coefficient of variation of seed fall should be lower in
more productive habitats.

Acknowledgements

We are grateful to E. Miller, K. Asakawa, G. Peters, J. Gremer and
E. Lahr, for assistance with field and laboratory work. The com-
ments of three reviewers also helped improve this manuscript.
This research was supported by an RJVA from the US Forest
Service Rocky Mountain Research Station, and a National Science
Foundation research grant (DEB 05-15756 to E.C. and AS.).

References

Alley JC, Fitzgerald BM, Berben PH, Haslett SJ. 1998. Annual and seasonal

patterns of litter-fall of hard beech Nothofagus truncata and silver beech

Nothofagus menziesii in relation to reproduction. New Zealand Journal of
Botany 36: 453–464.

Ashman TL. 1994. A dynamic perspective on the physiological cost of

reproduction in plants. American Naturalist 144: 300–316.

Baayen RH, Davidson DJ, Bates DM. 2008. Mixed-effects modeling with

crossed random effects for subjects and items. Journal of Memory and Language
59: 390–412.

Bowman WD, Theodose TA, Schardt JC, Conant RT. 1993. Constraints of

nutrient availability on primary production in two alpine tundra communities.

Ecology 74: 2085–2097.

Brown PH, Weinbaum SA, Picchioni GA. 1995. Alternate bearing influences

annual nutrient consumption and the total nutrient content of mature

pistachio trees. Trees – Structure and Function 9: 158–164.

Callaway RM, Sala A, Keane RE. 2000. Succession may maintain high leaf area:

sapwood ratios and productivity in old subalpine forests. Ecosystems 3:

254–268.

Chapin FS, Schulze ED, Mooney HA. 1990. The ecology and economics

of storage in plants. Annual Review of Ecology and Systematics 21:

423–447.

Cipollini ML, Stiles EW. 1991. Costs of reproduction in Nyssa sylvatica: sexual

dimorphism in reproductive frequency and nutrient flux. Oecologia 86:

585–593.

Crone EE, McIntire EJB, Brodie J. 2011. What defines mast-seeding?

Spatiotemporal patterns of cone production by whitebark pine. Journal of
Ecology 99: 438–444.

Crone EE, Miller E, Sala A. 2009. How do plants know when other plants are

flowering? Resource depletion pollen limitation and mast-seeding in a

perennial wildflower. Ecology Letters 11: 1119–1126.

Despland E, Houle G. 1997. Climate influences on growth and reproduction of

Pinus banksiana Pinaceaee at the limit of the species distribution in eastern

North America. American Journal of Botany 84: 928–937.

Ehrlen J, Van Groenendael J. 2001. Storage and the delayed costs of

reproduction in the understorey perennial Lathyrus vernus. Journal of Ecology
89: 237–246.

Goldschmidt EE, Golomb A. 1982. The carbohydrate balance of alternate

bearing citrus trees and the significance of reserves for flowering and

fruiting. Journal of the American Society for Horticultural Science 107:

206–208.

Han Q, Kabeya D, Iio A, Kakubari Y. 2008. Masting in Fagus crenata and its

influence on the nitrogen content and dry mass of winter buds. Tree Physiology
28: 1269–1276.

New
Phytologist Research 197

� 2012 The Authors

New Phytologist � 2012 New Phytologist Trust

New Phytologist (2012) 196: 189–199

www.newphytologist.com



Harper JL. 1977. Population biology of plants. London, UK: Academic Press.

Hemborg AM, Karlsson PS. 1998. Somatic cost of reproduction in eight

subarctic plant species. Oikos 82: 149–157.

Herrera CM, Jordano P, Guitián J, Traveset A. 1998. Annual variability in seed

production by woody plants and the masting concept: reassessment of

principles and relationship to pollination and seed dispersal. American
Naturalist 152: 576–594.

Hicke JA, Logan J. 2009. Mapping whitebark pine mortality caused by a

mountain pine beetle outbreak with high spatial resolution satellite imagery.

International Journal of Remote Sensing 30: 4427–4441.

Hoch G. 2005. Fruit-bearing branchlets are carbon autonomous in mature

broad-leaved temperate forest trees. Plant, Cell & Environment 28: 651–659.

Hoch G, Richter A, Körner C. 2003. Non-structural carbon compounds in

temperate forest trees. Plant, Cell & Environment 26: 1067–1081.

Ichie T, Kenzo T, Kitahashi Y, Koike T, Nakashizuka T. 2005. How does

Dryobalanops aromatica supply carbohydrate resources for reproduction in a

masting year? Trees 19: 703–710.

Isagi Y, Sugimura K, Sumida A, Ito H. 1997. How does masting happen and

synchronize? Journal of Theoretical Biology 187: 231–239.

Janzen DH. 1974. Tropical blackwater rivers animals and mast fruiting by the

Dipterocarpaceae. Biotropica 6: 69–103.

Karlsson PS. 1994. The significance of internal nutrient cycling in branches for

growth and reproduction of Rhododendron lapponicum. Oikos 70: 191–200.

Kelly D. 1994. Evolutionary ecology of mast seeding. Trends in Ecology and
Evolution 9: 465–470.

Kelly D, Sork VL. 2002. Mast seeding in perennial plants: why how and where?

Annual Review of Ecology and Systematics 33: 427–447.

Knops JMH, Koenig WD, Carmen WJ. 2007. A negative correlation does not

imply a tradeoff between growth and reproduction in California oaks.

Proceedings of the National Academy of Sciences, USA 104: 16,982–16,985.

Koenig WD, Kelly D, Sork VL, Duncan RP, Elkinton JS, Peltonen MS,

Westfall RD. 2003. Dissecting components of population-level variation in

seed production and the evolution of masting behavior. Oikos 102:

581–591.

Körner C. 2003. Carbon limitation in trees. Journal of Ecology 91: 4–17.

Lanner RM, Gilbert BK. 1994. Nutritive value of whitebark pine seeds and the

question of their variable dormancy. In: Schmidt WC, Holtmeier F-K,

compilers. Proceedings-International workshop on subalpine stone pines and their
environment: the status of our knowledge. USDA Forest Service INT-GTR-309,

206–221.

Lovett-Doust J, Lovett-Doust L. 1988. Modules of production and reproduction

in a dioecious clonal shrub Rhus typhina. Ecology 69: 741–750.

Masaka K, Maguchi S. 2001. Modelling the masting behaviour of Betula
platyphylla var japonica using the resource budget model. Annals of Botany 88:

1049–1055.

McCaughey WW, Tomback D. 2001. The natural regeneration process. In:

Tomback DF, Arno SF, Keane RE, eds. Whitebark pine communities: ecology
and restoration. Washington, DC: Island Press, 105–120.

McDowell SCL, McDowell NG, Marshall JD, Hultine K. 2000. Carbon and

nitrogen allocation to male and female reproduction in Rocky Mountain

Douglas-fir Pseudotsuga menziesii var glauca Pinaceae. American Journal of
Botany 87: 539–546.

Millard P, Sommerkorn M, Grelet GA. 2007. Environmental change and carbon

limitation in trees: a biochemical ecophysiological and ecosystem appraisal.

New Phytologist 175: 11–28.

Miyazaki Y, Huira T, Kato E, Funada R. 2002. Allocation of resources to

reproduction in Styrax obassia in a masting year. Annals of Botany 89: 767–772.

Newbery DM, Alexander IJ, Rother JA. 1997. Phosphorus dynamics in a

lowland African rain forest: the influence of ectomycorrhizal trees. Ecological
Monographs 67: 367–409.

Newbery DM, Chuyong GB, Zimmermann L. 2006. Mast fruiting of large

ectomycorrhizal African rain forest trees: importance of dry season intensity

and the resource-limitation hypothesis. New Phytologist 170: 561–579.

Newell EA. 1991. Direct and delayed costs of reproduction in Aesculus californica.

Journal of Ecology 79: 365–378.

Obeso JR. 1997. Costs of reproduction in Ilex aquifolium: effects at tree branch

and leaf levels. Journal of Ecology 85: 159–166.

Obeso JR. 1998. Effects of defoliation and girdling on fruit production in Ilex
aquifolium. Functional Ecology 12: 486–491.

Obeso JR. 2002. The costs of reproduction in plants. New Phytologist 155:

321–348.

Perkins JL. 2004. Pinus albicaulis seedling regeneration after fire. PhD thesis, The

University of Montana, Missoula, USA.

R Development Core Team. 2009. R: a language and environment for statistical
computing. Vienna, Austria: R Foundation for Statistical Computing. URL

http://wwwR-projectorg.

Rathcke B, Lacey EP. 1985. Phenological patterns of terrestrial plants. Annual
Review of Ecology and Systematics 16: 179–214.

Reekie EG, Bazzaz FA. 1987a. Reproductive effort in plants. I. Carbon allocation

to reproduction. American Naturalist 129: 876–896.

Reekie EG, Bazzaz FA. 1987b. Reproductive effort in plants. II Does carbon

reflect the allocation of other resources? American Naturalist 129: 897–906.

Rees M, Kelly D, Bjørnstad ON. 2002. Snow tussocks, chaos, and the evolution

of mast seeding. American Naturalist 160: 44–59.

Reich PB, Falster DS, Ellsworth DS, Wright IJ, Westoby M, Oleksyn J, Lee

TD. 2009. Controls on declining carbon balance with leaf age among 10

woody species in Australian woodland: do leaves have zero daily net carbon

balances when they die? New Phytologist 183: 153–166.

Reznick D. 1985. Cost of reproduction: an evaluation of the empirical evidence.

Oikos 44: 257–267.

Roff DA. 1992. The evolution of life histories: theory and analysis. London, UK:

Chapman and Hall.

Rosecrance RC, Weinbaum SA, Brown PH. 1998. Alternate bearing affects

nitrogen phosphorus potassium and starch storage pools in mature pistachio

trees. Annals of Botany 82: 463–470.

Sala A. 2006. Hydraulic compensation in Northern Rocky Mountain conifers:

does successional position and life history matter? Oecologia 149: 1–11.

Sala A, Carey EV, Keane RE, Callaway RM. 2001. Water use by whitebark pine

and subalpine fir: consequences of fire suppression in subalpine forests. Tree
Physiology 21: 717–725.

Sala A, Fouts W, Hoch G. 2011. Carbon storage in trees: does relative carbon

supply decrease with tree size? In: Meinzer FC, Lachenbruch B, Dawson TE,

eds. Size- and age-related changes in tree structure and function. Dordrecht, the

Netherlands: Springer, 287–306.

Sala A, Hoch G. 2009. Height-related growth declines in ponderosa pine are not

due to carbon limitation. Plant, Cell & Environment 32: 22–30.

Salzer MW, Hughes MK, Bunn AG, Kipfmueller KF. 2009. Recent

unprecedented tree-ring growth in bristlecone pine at the highest elevations and

possible causes. Proceedings of the National Academy of Sciences, USA 106:

20,348–20,353.

Satake A, Bjørnstad ON. 2008. A resource budget model to explain intraspecific

variation in mast reproductive dynamics. Ecological Research 23: 3–10.

Satake A, Iwasa Y. 2000. Pollen coupling of forest trees: forming synchronized

and periodic reproduction out of chaos. Journal of Theoretical Biology 203:

63–84.

Selas V, Piovesan G, Adams JM, Bernabei M. 2002. Climatic factors controlling

reproduction and growth of Norway spruce in southern Norway. Canadian
Journal of Forest Research 32: 217–225.

Singh SP, Rawat YS, Rana BS, Negi GCS. 1990. Effects of unusually large seed

crop on litterfall and nitrogen retranslocation in Himalayan oaks. Forest Ecology
and Management 32: 79–86.

Smaill SJ, Clinton PW, Allen RB, Davis MR. 2011. Climate cues and resources

interact to determine seed production by a masting species. Journal of Ecology
99: 870–877.

Sprugel DG, Hinckley TM, Schaap W. 1991. The theory and practice of branch

autonomy. Annual Review of Ecology and Systematics 22: 309–334.

Stearns SC. 1989. Trade-offs in life-history evolution. Functional Ecology 3:

259–268.

Tomback DF, Arno SF, Keane RE, eds. 2001. Whitebark pine communities:
ecology and restoration. Washington, DC: Island Press.

Watson MA, Casper BB. 1984. Morphogenetic constraints on patterns of

carbon distribution in plants. Annual Review of Ecology and Systematics 15:

233–258.

198 Research

New
Phytologist

� 2012 The Authors

New Phytologist � 2012 New Phytologist Trust

New Phytologist (2012) 196: 189–199

www.newphytologist.com



Weaver T. 2001. Whitebark pine and its environment. In: Tomback DF, Arno

SF, Keane RE, eds. Whitebark pine communities: ecology and restoration.

Washington, DC: Island Press, 41–73.

Wheelwright NT, Logan BA. 2004. Previous-year reproduction reduces

photosynthetic capacity and slows lifetime growth in females of a neotropical

tree. Proceedings of the National Academy of Sciences, USA 101: 8051–8055.

Williams GC. 1966. Natural selection the costs of reproduction and the

refinement of Lack’s principle. American Naturalist 100: 687–690.

Yamauchi A. 1996. Theory of mast reproduction in plants: storage-size

dependent strategy. Evolution 50: 1795–1807.

Yasumura Y, Hikosaka K, Hirose T. 2006. Resource allocation to vegetative and

reproductive growth in relation to mast seeding in Fagus crenata. Forest Ecology
and Management 229: 228–233.

Supporting Information

Additional supporting information may be found in the online
version of this article.

Table S1 Details for the statistical comparisons of nutrient
concentrations during 2005, and from 2005 to 2006

Table S2 P-values for the pairwise comparisons of N and P
concentrations between early and late 2005 and between late
2005 and late 2006

Please note: Wiley-Blackwell is not responsible for the content or
functionality of any supporting information supplied by the
authors. Any queries (other than missing material) should be
directed to the New Phytologist Central Office.

New Phytologist is an electronic (online-only) journal owned by the New Phytologist Trust, a not-for-profit organization dedicated
to the promotion of plant science, facilitating projects from symposia to free access for our Tansley reviews. 

Regular papers, Letters, Research reviews, Rapid reports and both Modelling/Theory and Methods papers are encouraged. 
We are committed to rapid processing, from online submission through to publication ‘as ready’ via Early View – our average time
to decision is <25 days. There are no page or colour charges and a PDF version will be provided for each article. 

The journal is available online at Wiley Online Library. Visit www.newphytologist.com to search the articles and register for table
of contents email alerts.

If you have any questions, do get in touch with Central Office (np-centraloffice@lancaster.ac.uk) or, if it is more convenient,
our USA Office (np-usaoffice@ornl.gov)

For submission instructions, subscription and all the latest information visit www.newphytologist.com

New
Phytologist Research 199

� 2012 The Authors

New Phytologist � 2012 New Phytologist Trust

New Phytologist (2012) 196: 189–199

www.newphytologist.com


