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Abstract: Studies of biomass and carbon dynamics and community composition change after forest
wind disturbance have predominantly examined trends after low and intermediate severity events,
while studies after very severe wind disturbance have been few. This study documents trends in
aboveground biomass and carbon across 10 years of forest recovery after severe wind disturbance. In
July 1989, a tornado struck mature Tsuga canadensis-Pinus strobus forest in northwest Connecticut,
USA, causing damage across roughly 8 ha. Canopy tree damage and regeneration were surveyed
in 1991 and 1999. Two primary hypotheses were tested, both of which derive from regeneration
being primarily via the release of suppressed saplings rather than new seedling establishment: (1)
Biomass and carbon accumulation will be faster than accumulation reported from a similar forest that
experienced similar severity of wind disturbance; and (2) The stand will experience very little change
in species composition or diversity. Estimated immediate post-disturbance (1989) aboveground live-
tree carbon was 20.7± 43.9 Mg ha−1 (9.9% of pre-disturbance) Ten years after the disturbance, carbon
in aboveground live tree biomass increased to 37.1 ± 47.9 Mg ha−1; thus for the first decade, annual
accumulation averaged 1.6 Mg ha−1 of carbon; this was significantly faster than the rate reported in
a similar forest that experienced similar severity of wind disturbance. The species diversity of woody
stems ten years after the disturbance was significantly higher (nonoverlapping confidence intervals
of rarefaction curves) than pre-disturbance canopy trees. Thus, hypothesis 1 was confirmed while
hypothesis 2 was rejected. This study augments the limited number of longer-term empirical studies
that report biomass and carbon accumulation rates after wind disturbance, and can therefore serve
as a benchmark for mechanistic and modeling research.

Keywords: Betula; disturbance; Connecticut; forest regeneration; Prunus; tornado; Tsuga; windthrow

1. Introduction

Disturbances have the potential to greatly alter community characteristics such as
species composition and diversity, as well as ecosystem traits such as biomass and carbon
pools [1,2]; but we have yet to achieve an understanding that fully addresses the interacting
effects of type and severity of disturbance, forest characteristics, and abiotic and edaphic
conditions. Development of such understanding surely requires empirical sampling from
the full range of disturbance types and severities. Carbon dynamics have been documented
predominantly after fire, harvest, and insect outbreak [3,4], while fewer examples are avail-
able after wind disturbances. In addition, the research available after wind disturbances
has often followed low and intermediate severity events [5–7]. Such limitations hinder the
development of robust theory and generalizations [8] that will enable useful predictions of
how carbon dynamics will be altered from ongoing climate change that will likely bring
altered intensity, size, and frequency of storms.

At the community level, substantial literature has developed over the last few decades
describing post-wind damage species composition and diversity, see reviews in [9,10].
An especially noteworthy general trend is that wind disturbance to canopy trees often
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results in the release of suppressed advance regeneration, and if the canopy disturbance
is not too severe, survival and subsequent sprouting of canopy trees (lower severity
events in [7]). When canopy-size survivors dominate the recovering forest e.g., [5,11], the
compositional change from pre-disturbance to recovery is limited; whereas if released
advanced regeneration becomes dominant, the compositional change depends on whether
the advanced regeneration is made up of the same species as was in the pre-disturbance
canopy e.g., [12,13], or if it is a different suite of species e.g., [14]. After an especially
severe wind disturbance, abundant new seedling establishment may drive a shift in species
composition (e.g., [15–17], high-severity events in [7]), usually towards a more early- or
mid-successional suite of species. Thus, in terms of change in species composition, wind
disturbance that damages canopy tree crowns while leaving lower trunks and root systems
intact will result in the least change in species composition, while situations that result in
an abundant new seedling establishment (e.g., very high severity, sometimes combined
with chronic pre-disturbance herbivory that removes advance regeneration) will result in
the most compositional change. Situations that result in regeneration from the release of
advanced regeneration and subcanopy saplings, will result in limited compositional change
if the advanced regeneration is populated by the same species as was in the canopy, or
substantial compositional change if the advanced regeneration is compositionally distinct
from the canopy species. Because this site had advanced regeneration comprised of similar
species as those in the canopy, the first hypothesis tested here is that regeneration will show
little change from pre-disturbance canopy tree composition or species diversity.

Trends observed in the literature allow the formulation of a general hypothesis re-
garding rates of biomass and carbon accumulation after wind disturbance. Perhaps the
longest time span that reports biomass and carbon accumulation is [18]—71 years after a
1938 hurricane severely damaged the old-growth white pine forest remnant at the Harvard
Tract of southern New Hampshire, they found aboveground carbon accumulation rates in
live trees of 2.0 Mg ha−1 yr−1 (derived from biomass accumulation of 4.0 Mg ha−1 yr−1) in
the first few years, decreasing to 0.6 Mg ha−1 yr−1 in the last few years. In an old-growth
hemlock-beech forest of northwestern Pennsylvania, aboveground carbon accumulated in
live trees at rates of 1–2 Mg ha−1 yr−1 during the first 20 years after especially severe wind
damage [17]. Two accumulation studies in the Neotropics report slightly higher or similar
accumulation rates. Following a hurricane in Nicaragua, rates of aboveground carbon
accumulation of 2.3–2.8 Mg ha−1 yr−1 were reported [5] during the first twelve years; while
Amazon forests damaged by squall-line storm events amassed aboveground carbon at
mean net rates of 2 Mg ha−1 yr−1 [7] during years 4–27 post-disturbance. The Amazon
trends are net biomass increment-biomass accumulation by tree and sapling growth was
sometimes offset by highly-variable post-windthrow delayed mortality.

In summary, the rate of accumulation of biomass and carbon are expected to decrease
across regeneration mechanisms in the order (fastest to slowest) of sprouting and refoliation
of surviving adult stems, to the release of subcanopy and advanced regeneration, to
germination of new seedlings. The site reported here had a substantial subcanopy and
sapling layer that survived the storm and was subsequently released cf. [14,19,20]; therefore,
the second hypothesis tested here is that first-decade biomass and carbon accumulation
rates in this site will be higher than the rates reported in [17] where regeneration began
with small seedlings.

2. Materials and Methods
2.1. Study Site and Disturbance Event

This study was carried out at Cathedral Pines, a 16.2 ha forest preserve owned by the
Connecticut Nature Conservancy, and bordered on three sides by agricultural land, and
on a fourth side by younger forest. It is near the village of Cornwall, Litchfield County,
Connecticut (41◦50′ N, 73◦20′ W). Elevation ranges from roughly 200 to 250 m, slopes are up
to 25◦, and the aspect is westerly. Soils are Enfield silt loams (Entic Haplorthods and Aquic
Fluventic Eutrochrepts, derived from numerous types of acid rocks) in lower positions
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on the hillside, and Charlton very stony fine sandy loam (also an Entic Haplorthod, from
schists) in higher elevations [21].

The average annual temperature at Falls Village NWS station, 15 km away, is 8.6 ◦C,
the average July temperature is 21.2 ◦C, and the average January temperature is −4.6 ◦C.
The mean length of the frost-free period is 141 days; the mean annual precipitation is
1042 mm [22].

The history of the Cathedral Pines stand is complex, but most of the dominant pre-
windthrow pines date from a period from roughly 1790–1803, and the hemlocks from the
mid-1800s [23,24]. The uniformity of pine ages and the presence of charcoal in a majority
of sample pits around the site suggest that the site was cleared and burned in the mid-
to-late 18th century, which allowed the white pines that were emergent trees in 1989 to
establish [25]. Pre-disturbance vegetation was detailed in [26], and consisted primarily of
mature individuals of hemlock (Tsuga canadensis Carr.) and white pine (Pinus strobus L.),
with smaller proportions of white oak (Quercus alba L.), red maple (Acer rubrum L.), yellow
birch (Betula alleghaniensis Ehrh.), and black birch (Betula lenta L.). The woody understory
was well-developed and consisted mostly of black birches and small hemlocks. The
herbaceous vegetation was sparse. Nomenclature follows [27].

On 10 July, 1989, an F2-rated tornado formed over Litchfield County, and moved
south-southeast for 16 km in a series of hops, creating three separate swaths of destruction
averaging 75 m wide [28]. In this area, the intensity of the tornado may have been as
high as F3, with estimated wind speeds of 254–332 km/h (C. MacClintock, pers. comm.).
Several reports attest that the winds caused nearly complete (>90%) canopy tree destruc-
tion in the northern and western half of the forest preserve, where my sampling was
conducted [23,25,29]. Following the tornado, concern about fire risk to the nearby village
prompted the Nature Conservancy to have a commercial logger remove all woody debris
from a 15 m strip around the periphery of the damaged area.

2.2. Field and Statistical Methods

Canopy tree sampling was concentrated roughly in the center of the most severely-
disturbed portion of Cathedral Pines, which is also the older section (the southern and
eastern portions are much younger). An inventory of damage to pre-disturbance canopy
trees was carried out in August 1991 in six 20-m by 20-m contiguous plots, in two rows of
three. Within each plot, the following were recorded for all pre-disturbance trees > 10 cm
diameter at breast height (dbh): species, status (living or dead), diameter at breast height
(1.4 m above ground; dbh), type of treefall (snap vs. uproot vs. bent), and the long
dimension of the root plate and pit for uprooted trees. Trees deemed dead at the time of
the storm were excluded; those dead in 1991 had died since the 1989 storm. There were no
obvious indications that the canopy tree composition and structure of the damage survey
area were not representative of the slightly larger area covered by the revegetation survey
(see below); therefore characteristics of the damaged survey area (e.g., basal area, biomass)
were used as the pre-disturbance benchmark.

The recovering vegetation was sampled in August 1999, in 55 plots (2 m radius)
distributed along five, 100-m long parallel transects. These transects began near the base
of the hillside and continued up the face of the hill to the east. The area covered by the
vegetation regeneration plots was centered on, but somewhat larger than, the area covered
by the canopy tree damage survey; thus it encompassed some less-severely damaged areas.
For all woody plants > 2 m tall and within 2 m of the plot center stake, the diameter at
breast height (1.4 m; dbh), and species identity was recorded.

Species diversity was explored via rarefaction curves. Based on the 87 stems of pre-
disturbance canopy trees in the six large plots, three rarefaction curves were constructed
from (a) the pre-disturbance canopy trees (all 87 stems); (b) the 1999 survivors and regener-
ation stems > 5 cm dbh; and (c) the 1999 survivors and regeneration stems > 2 m tall. In
the latter two cases, the rarefaction curves were calculated up to 87 stems, for comparison
with the pre-disturbance trees. Rarefaction was accomplished with the iNextOnline soft-
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ware (chao.shinyapps.io/iNextOnline/, accessed on 11 January 2021), set to generate 95%
confidence limits.

A number of trees and saplings surveyed in 1999 were clearly too large to have
been established after the tornado and were therefore classified as having been advanced
regeneration at the time of the 1989 storm. The aboveground biomass in 1989 of these
surviving stems was estimated as follows. Potential diameter growth rates by species were
obtained from [30] and used to infer the 1989 dbh by subtracting the estimated annual
diameter growth across each year, beginning with the 1999 dbh. The potential diameter
growth rates derived from [30] were species- and size-specific, and therefore the amount
subtracted from the “current” dbh changed slightly from year to year because of the change
in stem diameter. Thus, for example, a B. lenta that was 6.8 cm dbh in 1999 would have a
growth increment of 1.943 mm, resulting in a 1998 dbh of 6.61 cm. This tree would in turn
have a 1998 growth increment of 1.964 mm, resulting in a 1997 dbh of 6.41, etc. Because of
the nearly-complete canopy removal by the disturbance, the neighborhood competition
term available in [30] was not used in the calculation of annual diameter growth.

Whether using the pre-disturbance tree dbh, the inferred 1989 dbh, or the measured
1999 dbh, biomass was calculated using the species-specific allometric equations of [31] for
stems > 10 cm dbh, and of [32] for stems between 1 cm and 10 cm dbh. It was assumed
that aboveground biomass was approximately 50% carbon, and therefore biomass was
multiplied by 0.50 to obtain estimated carbon, which comprises the majority of what is
reported here. Variability is estimated on the basis of six plots for the pre-disturbance
estimates of basal area, biomass and carbon; and on the basis of 55 plots for the estimated
1989 and directly-measured 1999 results. Annual rates of accumulation assume linear
change between 1989 and 1999 and are simply the difference between the biomass in 1989
and 1999, divided by ten.

3. Results
3.1. Pre-Disturbance Canopy Structure and Composition

Prior to the disturbance, the sampled area supported a basal area of 58.50 m2/ha of
trees (>10 cm DBH), the majority of which was T. canadensis (45.50 m2/ha), with smaller
amounts of P. strobus (5.09 m2/ha), Quercus alba (5.11 m2/ha), and other species (Figure 1).

Figure 1. Pre-disturbance (black bars) and ten years post-disturbance (grey bars) basal area of
standing live trees > 10 cm dbh, for the dominant species.

chao.shinyapps.io/iNextOnline/
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Pre-disturbance tree density (362 trees/ha) was dominated by T. canadensis, again with
relatively similar minor contributions from other species. Individuals of only five species
were of canopy size (>10 cm dbh) in the 0.24 ha area sampled (Figure 1). Trees of different
species differed significantly in size (Kruskal-Wallis test, χ2 = 11.83, p = 0.019, 4 d.f.). Q. alba
was, on average, the largest (72.0 ± 5.5 [mean ± std. dev.] cm dbh), followed by P. strobus
(59.2 ± 22.6 cm dbh), and then T. canadensis (39.4 ± 18.1 cm dbh).

Total pre-disturbance aboveground carbon was quite high at 209.4 ± 50.5 Mg ha−1

(Figure 2). Spatial variation of basal area and aboveground carbon was also high, with a
roughly two-fold difference among the six 20 m × 20 m plots. Smaller, 100 m2 grid cells
reached maxima of 116.5 m2 ha−1 for basal area and 457.2 Mg ha−1 for aboveground carbon.

Figure 2. Aboveground live tree carbon from pre-disturbance, immediately after disturbance, and
ten years after disturbance. Error bars are one standard deviation; pre-disturbance sampling from six
20 m × 20 m plots; 1989 and 1999 sampling from 55, 12.57 m2 plots.

3.2. Structural Damage, Mortality, and Sprouting

The tornado reduced standing canopy tree density by 96% and basal area by 99% in
the damage survey area, and while seedling mortality from the storm was not quantified,
it appeared to be limited to the small percentage of seedlings literally crushed beneath
fallen trees. Nevertheless, scattered saplings and small pole-size trees (most < 10 cm dbh)
remained standing in the larger revegetation sampling area. The estimated 1989
post-disturbance aboveground carbon for the revegetation sampling area was
20.7 ± 43.9 Mg ha−1, which was 9.9% of the pre-disturbance levels (Figure 2). Among
the 87 trees (>10 cm dbh) in the damage survey area, 64 (74.4%) uprooted, 20 (23.2%)
experienced trunk breakage (snapped), and 3 lost branches or were bent (2.4%).

The disturbance also greatly reduced the mean diameter of standing trees in the
damage survey area, from 41.1 cm (±19.1) to 13.1 cm (±4.8) dbh; damage was clearly much
greater in larger sizes.

Mortality was already very high by 1991; among the >10 cm dbh trees sampled, only
9.2% remained alive relative to the pre-disturbance tree density. Type of damage appeared
to strongly influence survival in the 1991 survey; snapping and uprooting were clearly
much more likely to cause mortality than lesser forms of damage.

Based on inferred sizes and abundances of advanced regeneration in 1989, and the
few surviving canopy trees found in 1991, the woody species had 7.8 ± 14.2 m2 ha−1 of
immediate post-disturbance basal area. The dominant species soon after the disturbance
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was T. canadensis (Figure 1), with 67.9% of basal area. B. lenta was a distant second (19.4% of
basal area).

3.3. Revegetation

A total of 363 saplings and trees were inventoried in 1999, of which 145 were estimated
(via the size- and species-specific potential diameter growth rates from [30]) to have been
≥1 cm dbh in 1989, and 13 were estimated to have been >10 cm dbh in 1989. The basal
area in 1999 for stems estimated to be post-disturbance recruits (all species pooled) was
9.58 m2 ha−1. The ranking for the relative basal area among post-disturbance recruits was
B. lenta (62% of total), T. canadensis (32% of total), P. pensylvanica (17% of total), A. rubrum
(12% of total), and Fagus grandifolia (9% of total). In terms of frequency, B. lenta was present
in the highest proportion of sample plots.

Combining the post-disturbance recruits with the advanced regeneration that sur-
vived the disturbance, gives an overall picture of the 1999 vegetation. Ten years after the
disturbance, the total basal area of surviving trees, released understory stems, sprouts, and
new seedlings was 16.71 m2 ha−1 or 28.5% of the pre-disturbance basal area. T. canadensis
was the dominant species in 1999, with twice the basal area (8.8 m2 ha−1) of the second most
dominant species, B. lenta (3.9 m2 ha−1), as well as the greatest mean dbh among species
(Figure 3). Other major species were P. pensylvanica (1.1 m2 ha−1), A. rubrum (0.8 m2 ha−1),
and B. alleghaniensis (0.5 m2 ha−1). The P. strobus and Q. alba that were important in the
pre-disturbance canopy were virtually absent.

Figure 3. Mean and standard deviation of diameter at breast height (dbh, in cm) for stems in
recovering stand, ten years after disturbance.

Species diversity among tree species was greater in 1999 than prior to the disturbance.
Rarefaction to a total of 87 stems (the number of > 10 cm pre-disturbance trees in the large
plots) shows (Figure 4) many more species for a given number of stems in the 1999 survey,
whether counting all stems > 2 m tall, or only those saplings > 5 m dbh. The 1999 survey
documented a total of 20 woody species > 2 m tall, and 11 woody species > 5 cm dbh. The
lack of overlap of error bars shows that the higher diversity in both regeneration categories
was significantly greater than in the pre-disturbance canopy trees.
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Figure 4. Species-accumulation curves for pre-disturbance canopy trees and two size classifica-
tions of post-disturbance woody vegetation in 1999 (combining survivors and new recruits). Error
bars = 95% confidence intervals.

Aboveground live-tree carbon increased from 20.7 ± 43.9 Mg ha−1 in 1989 to
37.1 Mg ha−1 in 1999 or 17.7% of the pre-disturbance levels. This amounted to a mean
accumulation rate of 1.6 ± 0.7 Mg ha−1. This annual rate across 10 years was compared to
the annual accumulation rate across six years at the Tionesta site [17]; non-normality of
data and disparate sample sizes required a non-parametric Mann-Whitney rank sum test
(Figure 5). The rate at Cathedral Pines (median = 1.6 Mg ha−1) was significantly greater
than the rate at Tionesta (median = 0.3 Mg ha−1; U = 5288, T = 12,147, nsmall = 55, nbig = 289,
p < 0.001).

Figure 5. Annual carbon accumulation rates (Mg ha−1) across six years at Tionesta (ref. [17]),
n = 289) and across ten years (n = 55) at Cathedral Pines. Bars show median rate; error bars indicate
75th percentile.

4. Discussion

Cathedral Pines, while not meeting strict definitions of “old-growth” in terms of stand
history, nevertheless easily meets structural criteria for old-growth forests of the eastern
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United States. [33] characterized old-growth forest remnants as having aboveground
biomass of 220–260 Mg ha−1 and up to 30% of aboveground biomass in trees > 70 cm
dbh; the biomass values of 418 Mg ha−1 and 19.4% at Cathedral Pines suggest that it was
structurally similar to typical northeastern U.S. old-growth sites, see also [18,34].

The 1989 tornado that struck Cathedral Pines dramatically altered aboveground
carbon in live trees, size distribution, and species diversity, while species composition
showed small to moderate changes. This disturbance was unusually severe in comparison
to the majority of wind disturbance studies [9,35], and the high severity of the disturbance,
along with the particular species that were then dominant and the landscape setting, may
provide useful context for understanding patterns of damage and recovery, see a similar
concept in [7].

The pre-disturbance Cathedral Pines stand, comprised mostly of Q. alba, P. strobus,
and T. canadensis, may have been especially vulnerable to wind damage [36]. The dominant
conifers, T. canadensis and P. strobus, are not only species known to be vulnerable to
windthrow [19,37], but were present as unusually large individuals. Larger trees are nearly
always more vulnerable to wind than smaller ones e.g., [10,36]. In addition to vegetational
influences, the thin, rocky soils on sometimes steep slopes at Cathedral Pines (personal
observation) may have provided poor anchorage for the trees, and the exposed hillside
provided no topographic sheltering from the winds of the tornado. Consequently, the
canopy destruction at Cathedral Pines was especially severe.

Among the damaged pre-disturbance canopy trees, only 9.2% survived the first two
years, a notable contrast to trends observed in the simulated hurricane created in 1990
at Harvard Forest [38], although the high survival observed there in years 1–5 declined
substantially in subsequent years [11]. The limited survival and lack of resprouting of
damaged individuals (personal observation) may be largely due to T. canadensis and
P. strobus—two non-sprouting conifers—being dominant. In some wind-damaged tropical
forests, the great majority of damaged but standing trees sprout [5], some sites in [7],
providing a means for maintaining the species composition, as well as rapid regrowth
because tall trunks and intact root systems already exist. To the extent that surviving trunks
sprout, a wind-disturbed forest should therefore exhibit rapid regrowth and limited shift
in species composition.

The moderate level of new seedling establishment at Cathedral Pines was largely made
up of intolerant (P. pensylvanica) and mid-tolerant (B. lenta) species, but did substantially
increase woody plant richness. Germination of their seeds may have been facilitated
by the prevalence of uprooting rather than trunk breakage among canopy trees, which
created a large number of treefall pits and mounds whose disturbed soil often prompts
abundant seed germination of colonizing tree species [39,40]. As has been observed in
other situations where a single species overwhelmingly dominates, events that break that
dominance, even briefly, can facilitate a wave of establishment that augments diversity
even if the pre-event dominant eventually reasserts itself. [41,42]. Nevertheless, although
new seedling colonization was common, this regeneration mechanism was of secondary
importance by the tenth year, and post-disturbance recruits were not destined to be the
initial canopy dominants (Figure 6).
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Figure 6. Proportion of 1999 basal area made up of stems of pre-disturbance vs. post-disturbance
origin. Cohorts defined based on inferred 1989 dbh; all stems with inferred 1989 dbh > 1 cm were
considered of pre-disturbance origin.

The majority of dominant stems ten years after the disturbance was derived from
previously-suppressed T. canadensis saplings that were 1–10 cm dbh at the time of distur-
bance; this is consistent with trends observed in several other post-windthrow revegetation
studies e.g., [14,19]. Closed-canopy T. canadensis stands, such as existed prior to the dis-
turbance at Cathedral Pines, are very heavily shaded, which likely explains the paucity of
species other than T. canadensis in the advanced regeneration [43,44]. Given the substantial
size advantage of the T. canadensis at the time of disturbance, along with the potential
long life of this species, this species might be expected to be canopy dominant for many
decades or a century or more. In this scenario, the recovering forest in the first several
decades would be a mix of released advanced regeneration (with T. canadensis dominant),
with subordinate seedling recruits of several hardwood species. However, it is likely that
T. canadensis will experience high mortality from the hemlock woolly adelgid, suggesting
that the more likely species composition scenario is that T. canadensis will steadily decline
in dominance over several decades, leaving B. lenta to inherit the dominant role, with
A. rubrum and P. serotina as subordinates, and several other tree species contributing to
elevated (compared to pre-storm) species diversity over the next century. The result is
likely to be very little compositional change initially, which then steadily increases until
the pre-disturbance dominant species is eliminated. Thus, the wave of post-disturbance
new seedling establishment will likely eventually result in a more diverse forest, albeit
one that initially passes through a low-diversity phase of dominance by T. canadensis.
Figure 7 shows the compositional variation among the 1999 survey plots, as well as their
distinctiveness from the pre-disturbance canopy trees; this figure thus hints at the more
variable composition in the smaller seedling layers that will emerge after mortality of the
initially dominant T. canadensis. The future more-diverse stand may even be less vulnerable
to wind disturbance due to the absence of P. strobus and T. canadensis. Hypothesis 1 would
therefore appear to be confirmed initially, but in later decades the increase in diversity and
change in composition would suggest that Hypothesis 1 is no longer supported.
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Figure 7. Nonmetric multidimensional scaling ordination of pre-disturbance canopy trees (open
triangles) and 1999 seedlings and saplings (closed squares). Ellipse encloses all of the pre-disturbance
sample plots. Positions of species in ordination space are also shown with text. Final stress for
2-dimensional solutions = 26.71.

This proposed temporal dynamic does not neatly fit the predictions of any of the
major successional concepts, nor does it match empirical trends at two similar forests after
catastrophic wind damage. First, the Cathedral Pines trajectory appears quite distinct
from that in the old-growth Tionesta forest of western Pennsylvania [15,17], where the
pre-disturbance dominant hemlock and beech will be replaced for at least the first century
by a mix of B. lenta and B. alleghaniensis, with smaller amounts of A. rubrum. Hemlock at the
Tionesta site was eliminated by pervasive deer browse combined with a summer drought
that killed small seedlings in the third post-disturbance year. Beech advance regeneration
was abundant immediately after disturbance at Tionesta, but only as small (i.e., <3 m tall)
stems; these survived but were rapidly outgrown by Betula species in the first two decades,
and are already being eliminated by beech bark disease (personal observation). Thus,
the Tionesta site recovered mostly via seedling recruits and species composition changed
substantially [15,17].

Second, the 1938 New England hurricane severely damaged a white pine-dominated
landscape. Recovery across the first five decades [45,46] was a mix of released advance
regeneration and post-disturbance seedling recruits. The composition was dominated
by fast-growing but short-lived P. pensylvanica and Betula populifolia initially, but these
species declined dramatically or disappeared by 40 years post-disturbance, allowing the
remaining white pine to share dominance with a mix of longer-lived hardwoods. In
contrast, Cathedral Pines will be dominated in the first decades after disturbance by the
pre-disturbance dominant, which is likely to then be gradually eliminated by the impacts
of an introduced insect, leaving somewhat long-lived birches and red maple as dominants.

The 1990 simulated hurricane experiment at Harvard Forest [11,38] provides a third
comparison and is the site whose post-disturbance dynamics are most similar to Cathedral
Pines. Severity was somewhat lower in the simulated hurricane experiment than at
Cathedral Pines, and by 20 years after the disturbance, surviving canopy trees were the
dominant mechanism of regeneration and oaks the largest contributor to the basal area.
Nevertheless, the simulated hurricane also resulted in lesser but substantial contributions
from new seedlings as well as released advanced regeneration. A striking compositional
similarity between Cathedral Pines, Tionesta, and the simulated hurricane is that B. lenta
became a dominant or subdominant species in all three situations; this species appears
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likely to be the benefactor of wind disturbances across a large area of Mid-Atlantic and
New England portions of the U.S.

Thus, the oft-mentioned tendency for wind disturbances to result in little composi-
tional change is probably restricted to events that allow survival and release of subcanopy
and sapling-size stems that are a similar species to the pre-disturbance canopy. Such would
be the scenario for Cathedral Pines in the absence of the likely upcoming T. canadensis
mortality from the adelgid. Wind disturbances are likely to produce substantial changes
in the composition if abundant new seedling establishment is favored [47], such as when
severity is very high and chronic herbivory has eliminated the advanced regeneration
layer [15].

Aboveground live-tree carbon accumulation rates fit expectations for very severe
disturbance of conifer forests where the release of large advanced regeneration occurs.
Because damaged T. canadensis and P. strobus cannot recover by sprouting, that mechanism
of regeneration was largely precluded at Cathedral Pines, reducing the maximal possible
recovery rate, see [5]. Conversely, growth of released large advance regeneration stems
may allow more rapid aboveground carbon accumulation than situations where recovery
must start from very small new seedlings [15,17]; this is shown in the significantly higher
carbon accumulation at Cathedral Pines than at the Tionesta site, leading to confirmation
of Hypothesis 2. Together, these two factors seem to have resulted in an intermediate rate
of accumulation during the first post-disturbance decade at Cathedral Pines; the rate of
1.6 Mg ha−1 yr−1 found here is intermediate among the comparable temperate studies, but
well below carbon accumulation rates reported for some tropical sites.

This study was originally conceived to document compositional and species diversity
changes rather than biomass and carbon dynamics, and as such, has some limitations in
regards to the latter purposes. In light of the finding in [17] that carbon accumulation was
slow in the first few years but then accelerated, this study would have been improved with
additional sample dates between 1991 and 1999. The objective of the 1991 sampling was to
document canopy tree damage, therefore direct information is lacking on seedlings and
saplings at the time of the disturbance or shortly thereafter. The lack of such data may
have substantially compromised findings if regeneration had relied mostly on seedling
or small sapling recruitment, as in [17]. However, in this case, the large saplings and
subcanopy trees at Cathedral Pines were released by the disturbance and will dominate in
the early decades of regeneration; these early dominants are almost entirely T. canadensis,
which casts especially deep shade, which will preclude recruitment from below as long
as the T. canadensis dominants maintain a closed canopy. In terms of biomass and carbon,
seedlings < 2 m tall are a very small fraction of total biomass and carbon, so the totals
reported here are an underestimate, although a very small one. Lastly, the 1991 and 1999
sampling was conducted with different numbers and sizes of plots. The small number (6)
of large plots in 1991 was used because of the focus on canopy trees, whereas the larger
number (55) of small plots in 1999 was used to focus on smaller seedlings and saplings. The
small plots were broadly and approximately evenly spread throughout the area covered
by the 1991 sampling but the slightly larger area covered in 1999 did include some less
severely-disturbed zones. This likely led to slightly higher estimates of the 1989 basal area
and aboveground carbon totals than if the small plots had been entirely restricted to the
most severely damaged central zone.

5. Conclusions

Several aspects of the damage and regeneration of the Cathedral Pines forest follow
trends observed in a few other wind-disturbed old-growth forests in which P. strobus
and/or T. canadensis were dominants [17,18]. It is suggested that high severity and the
species identity of damaged trees, combined to minimize tree survival and sprouting and
to create abundant disturbed-soil microsites that facilitated the seedling establishment of
early-seral hardwood species. Compared to a forest of similar composition that experienced
similar severity of disturbance, the biomass and carbon accumulation rate here was higher,
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as hypothesized for sites where regeneration derives primarily from the release of advanced
regeneration and suppressed saplings.

Funding: Initial sampling was carried out with funding from the Nature Conservancy Small Grants
program. During part of this research period, I was supported by the National Science Foundation
grant BSR 91-07243. The 1999 resurvey was funded by a grant from the Andrew Mellon Foundation.

Data Availability Statement: The data presented in this study are openly available in Figshare at
https://doi.org/10.6084/m9.figshare.c.4926801.v1 (accessed on 11 January 2021), reference “Cathe-
dral Pines 10-year recovery”.

Acknowledgments: I thank the Connecticut chapter of The Nature Conservancy for permission to
conduct this research at Cathedral Pines. I particularly acknowledge Julie Tritschler for setting up
plots, and Scott Robison and Bob Duff for assisting with the damage and revegetation surveys.

Conflicts of Interest: The author declares no conflict of interest.

References
1. Bradford, J.B.; Fraver, S.; Milo, A.M.; D’Amato, A.W.; Palik, B.; Shinneman, D.J. Effects of multiple interacting disturbances and

salvage logging on forest carbon stocks. For. Ecol. Manag. 2012, 267, 209–214. [CrossRef]
2. Kasischke, E.S.; Amiro, B.D.; Barger, N.N.; French, N.H.F.; Goetz, S.J.; Grosse, G.; Harmon, M.E.; Hicke, J.A.; Liu, S.; Masek, J.G.

Impacts of disturbance on the terrestrial carbon budget of North America. J. Geophys. Res. Biogeosciences 2013, 118, 303–316.
[CrossRef]

3. Williams, C.A.; Gu, H.; MacLean, R.; Masek, J.G.; Collatz, G.J. Disturbance and the carbon balance of US forests: A quantitative
review of impacts from harvests, fires, insects, and droughts. Glob. Planet. Chang. 2016, 143, 66–80. [CrossRef]

4. Ghimire, B.; Williams, C.A.; Collatz, G.J.; Vanderhoof, M. Fire-induced carbon emissions and regrowth uptake in western U.S.
forests: Documenting variation across forest types, fire severity, and climate regions. J. Geophys. Res. 2012, 117, G03036. [CrossRef]

5. Mascaro, J.; Perfecto, I.; Barros, O.; Boucher, D.H.; Granzow de la Cerda, I.; Ruiz, J.; Vandermeer, J. Aboveground biomass
accumulation in a tropical wet forest in Nicaragua following a catastrophic hurricane disturbance. Biotropica 2005, 37, 600–608.
[CrossRef]

6. Meigs, G.W.; Keeton, W.S. Intermediate-severity wind disturbance in mature temperate forests: Legacy structure, carbon storage,
and stand dynamics. Ecol. Appl. 2018, 28, 798–815. [CrossRef]

7. Magnabosco Marra, D.; Trumbore, S.E.; Higuchi, N.; Ribeiro, G.H.P.M.; Negron-Juarez, R.I.; Holzwarth, F.; Rifai, S.W.;
dos Santos, J.; Lima, A.J.N.; Kinupp, V.F.; et al. Windthrows control biomass patterns and functional composition of Ama-
zon forests. Glob. Chang. Biol. 2018, 2018, 1–15. [CrossRef] [PubMed]

8. Liu, S.; Bond-Lamberty, B.; Hicke, J.A.; Vargas, R.; Zhao, S.; Chen, J.; Edburg, S.L.; Hu, Y.; Liu, J.; McGuire, A.D. Simulating the
impacts of disturbances on forest carbon cycling in North America: Processes, data, models, and challenges. J. Geophys. Res.
2011, 116, G00K08. [CrossRef]

9. Everham, E.M.; Brokaw, N.V.L. Forest damage and recovery from catastrophic wind. Bot. Rev. 1996, 62, 113–185. [CrossRef]
10. Mitchell, S.J. Wind as a natural disturbance agent in forests—A synthesis. Forestry 2013, 86, 147–157. [CrossRef]
11. Plotkin, A.B.; Foster, D.; Carlson, J.; Magill, A. Survivors, not invaders, control forest development following simulated hurricane.

Ecology 2013, 94, 414–423. [CrossRef]
12. Webb, S.L.; Scanga, S.E. Windstorm disturbance without patch dynamics: Twelve years of change in a Minnesota forest. Ecology

2001, 82, 893–897. [CrossRef]
13. Lain, E.J.; Haney, A.; Burris, J.M.; Burton, J. Response of vegetation and birds to severe wind disturbance and salvage logging in a

southern boreal forest. For. Ecol. Manag. 2008, 256, 863–871. [CrossRef]
14. Holzmueller, E.J.; Gibson, D.J.; Suchecki, P. Accelerated succession following an intense wind storm in an oak-dominated forest.

For. Ecol. Manag. 2012, 279, 141–146. [CrossRef]
15. Peterson, C.J.; Pickett, S.T.A. Forest reorganization: A case study in an old-growth forest catastrophic blowdown. Ecology

1995, 76, 763–774. [CrossRef]
16. Lang, K.D.; Shulte, L.A.; Guntenspergen, G.R. Windthrow and salvage logging in an old-growth hemlock-northern hardwoods

forest. For. Ecol. Manag. 2009, 259, 56–64. [CrossRef]
17. Peterson, C.J. Twenty-five years of aboveground biomass and carbon accumulation following extreme wind damage in an

old-growth forest. Forests 2019, 10, 289. [CrossRef]
18. D’Amato, A.W.; Orwig, D.A.; Foster, D.R.; Plotkin, A.B.; Schoonmaker, P.K.; Wagner, M.R. Long-term structural and biomass

dynamics of virgin Tsuga canadensis-Pinus strobus forests after hurricane disturbance. Ecology 2017, 98, 721–733. [CrossRef]
[PubMed]

19. Webb, S.L. Contrasting windstorm consequences in two forests, Itasca State Park, Minnesota. Ecology 1989, 70, 1167–1180.
[CrossRef]

https://doi.org/10.6084/m9.figshare.c.4926801.v1
https://doi.org/10.6084/m9.figshare.c.4926801.v1
http://doi.org/10.1016/j.foreco.2011.12.010
http://doi.org/10.1002/jgrg.20027
http://doi.org/10.1016/j.gloplacha.2016.06.002
http://doi.org/10.1029/2011JG001935
http://doi.org/10.1111/j.1744-7429.2005.00077.x
http://doi.org/10.1002/eap.1691
http://doi.org/10.1111/gcb.14457
http://www.ncbi.nlm.nih.gov/pubmed/30256494
http://doi.org/10.1029/2010JG001585
http://doi.org/10.1007/BF02857920
http://doi.org/10.1093/forestry/cps058
http://doi.org/10.1890/12-0487.1
http://doi.org/10.1890/0012-9658(2001)082[0893:WDWPDT]2.0.CO;2
http://doi.org/10.1016/j.foreco.2008.05.018
http://doi.org/10.1016/j.foreco.2012.05.036
http://doi.org/10.2307/1939342
http://doi.org/10.1016/j.foreco.2009.09.042
http://doi.org/10.3390/f10030289
http://doi.org/10.1002/ecy.1684
http://www.ncbi.nlm.nih.gov/pubmed/27984662
http://doi.org/10.2307/1941384


Forests 2021, 12, 231 13 of 13

20. Webb, S.L. Disturbance by wind in temperate-zone forests. In Ecosystems of Disturbed Ground; Walker, L.R., Ed.; Elsevierz:
Amsterdam, The Netherland, 1999; pp. 187–222.

21. Gonick, W.N.; Shearin, A.E.; Hill, D.E. Soil Survey, Litchfield County, Connecticut; Soil Conservation Service: Washington,
DC, USA, 1970.

22. National Climatic Data Center, U.S. Department of Commerce. Climate Norms for Litchfield County, CT; National Climatic Data
Center, U.S. Department of Commerce: Asheville, NC, USA, 1981.

23. Patterson, W.A., III; Foster, D.R. “Tabernacle Pines”—The rest of the story. J. For. 1990, 88, 23–25.
24. Siccama, T.; Kim, B. Cathedral Pines 1989—An update. Interim Rep. Nat. Conserv. 1989. Unpublished.
25. Navitsky, S. Pines in A Pasture: The History of Cathedral Pines, Northwestern Connecticut and the Blowdown of July 1989.

Unpublished B. S. Honors Thesis, Harvard University Cambridge, Cambridge, MA, USA, 1990.
26. Cobleigh, H.N., Jr. Vegetation and Soils of the Cathedral Pines. M.F. Thesis, Yale School of Forestry, New Haven, CT, USA, 1957.
27. Gleason, H.A.; Cronquist, A. Manual of Vascular Plants of Northeastern United States and Adjacent Canada; New York Botanical

Garden: Bronx, NY, USA, 1991; p. 910.
28. National Climatic Data Center, U.S. Department of Commerce. Storm Data; Department of Commerce: Asheville, NC, USA, 1989;

Volume 31.
29. Tritschler, J.M.; Elliott, M. Assessment of Disturbance Patterns in the Wind Damaged Cathedral Pines of Cornwall, CT; Interim Report to

The Nature Conservancy; 1989; Unpublished.
30. Canham, C.D.; Papaik, M.J.; Uriarte, M.; McWilliams, W.H.; Jenkins, J.; Twery, M.J. Neighborhood analyses of canopy tree

competition along environmental gradients in New England forests. Ecol. Appl. 2006, 16, 540–554. [CrossRef]
31. Jenkins, J.C.; Chojnacky, D.C.; Heath, L.S.; Birdsey, R.A. National-scale biomass estimators for United States tree species. For. Sci.

2003, 49, 12–35.
32. Fatemi, F.D.; Hanai, R.D.; Hamburg, S.P.; Vadeboncoeur, M.A.; Arthur, M.A.; Briggs, R.D.; Levine, C.R. Allometric equations for

young northern hardwoods: The importance of age-specific equations for estimating aboveground biomass. Can. J. For. Res.
2011, 41, 881–891. [CrossRef]

33. Brown, S.; Schroeder, P.; Birdsey, R. Aboveground biomass distribution of US eastern hardwood forests and the use of large trees
as an indicator of forest development. For. Ecol. Manag. 1997, 96, 37–47. [CrossRef]

34. Hoover, C.M.; Leak, W.B.; Keel, B.G. Benchmark carbon stocks from old-growth forests in northern New England, USA.
For. Ecol. Manag. 2012, 266, 108–114. [CrossRef]

35. Brokaw, N.V.L.; Walker, L.R. Summary of the effects of Caribbean hurricanes on vegetation. Biotropica 1991, 23, 442–447. [CrossRef]
36. Peterson, C.J. Consistent influence of tree diameter and species on damage in nine eastern North America tornado blowdowns.

For. Ecol. Manag. 2007, 250, 96–108. [CrossRef]
37. Foster, D.R. Species and stand response to catastrophic wind in central New England. J. Ecol. 1988, 76, 135–151. [CrossRef]
38. Cooper-Ellis, S.M.; Foster, D.R.; Carlton, G.; Lezberg, A. Vegetation and ecosystem response to catastrophic wind; evaluation of

an experimental hurricane. Ecology 1999, 80, 2683–2696. [CrossRef]
39. Peterson, C.J.; Carson, W.P.; McCarthy, B.C.; Pickett, S.T.A. Microsite variation and soil dynamics within newly created treefall

pits and mounds. Oikos 1990, 58, 39–46. [CrossRef]
40. Carlton, G.C.; Bazzaz, F.A. Regeneration of three sympatric birch species on experimental hurricane blowdown microsites.

Ecol. Monogr. 1998, 68, 99–120. [CrossRef]
41. Nakashizuka, T. Regeneration of beech (Fagus crenata) after the simultaneous death of undergrowing dwarf bamboo (Sasa

kurilensis). Ecol. Res. 1988, 3, 21–35. [CrossRef]
42. Walker, L.R.; Landau, F.H.; Velazquez, E.; Shiels, A.B.; Sparrow, A.D. Early successional woody plants facilitate and ferns inhibit

forest development on Puerto Rican landslides. J. Ecol. 2010, 98, 625–635. [CrossRef]
43. Frelich, L.E.; Calcote, R.R.; Davis, M.B.; Pastor, J. Patch formation and maintenance in an old-growth hemlock-hardwood forest.

Ecology 1993, 74, 513–527. [CrossRef]
44. Catovsky, S.; Bazzaz, F.A. Feedbacks between canopy composition and seedling regeneration in mixed conifer-broad-leaved

forests. Oikos 2008, 98, 403–420. [CrossRef]
45. Hibbs, D.E. Forty years of forest succession in central New England. Ecology 1983, 64, 1394–1401. [CrossRef]
46. Mabry, C.; Korsgren, T. A permanent plot study of vegetation and vegetation-site factors fifty-three years following disturbance

in central New England, U.S.A. Ecoscience 1998, 5, 232–240. [CrossRef]
47. Frelich, L.E.; Reich, P.B. Neighborhood effects, disturbance severity, and community stability in forests. Ecosystems 1999, 2, 151–166.

[CrossRef]

http://doi.org/10.1890/1051-0761(2006)016[0540:NAOCTC]2.0.CO;2
http://doi.org/10.1139/x10-248
http://doi.org/10.1016/S0378-1127(97)00044-3
http://doi.org/10.1016/j.foreco.2011.11.010
http://doi.org/10.2307/2388264
http://doi.org/10.1016/j.foreco.2007.03.013
http://doi.org/10.2307/2260458
http://doi.org/10.1890/0012-9658(1999)080[2683:FRTCWR]2.0.CO;2
http://doi.org/10.2307/3565358
http://doi.org/10.1890/0012-9615(1998)068[0099:ROTSBS]2.0.CO;2
http://doi.org/10.1007/BF02348692
http://doi.org/10.1111/j.1365-2745.2010.01641.x
http://doi.org/10.2307/1939312
http://doi.org/10.1034/j.1600-0706.2002.980305.x
http://doi.org/10.2307/1937493
http://doi.org/10.1080/11956860.1998.11682454
http://doi.org/10.1007/s100219900066

	Introduction 
	Materials and Methods 
	Study Site and Disturbance Event 
	Field and Statistical Methods 

	Results 
	Pre-Disturbance Canopy Structure and Composition 
	Structural Damage, Mortality, and Sprouting 
	Revegetation 

	Discussion 
	Conclusions 
	References

