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EFFECT OF TEMPERATURE ON DEVELOPMENT,
DRY-MATTER PRODUCTION, DRY-MATTER
DISTRIBUTION AND QUALITY OF FORAGE MAIZE
(ZEA MAYS L). AN ANALYSIS

INTRODUCTION

In maize, temperature strongly influences growth, morphology, development,
production, quality and the time necessary to reach maturity. The following
discussion will be limited to temperature conditions that are not injurious to
the ptant.

Germination processes (both imbibition and elongation) are strongly tempe-
rature dependent (BLACKLOW, 1972a, 1972b; GrzZesiaK et al., 1981). The maxi-
mum rates of shoot and radicle elongation are achieved at approximately 30°C,
but elongation ceases at temperatures below 9°C and above 40°C., Soil tempera-
ture during the first month after sowing is the most relevant growth-limiting
climatic factor in many maize-growing areas. Soil temperature during germina-
tion may also affect the rate of development at later stages of growth (COLIGADO
and BrownN, 1975a).

After emergence, higher soil and air temperatures accelerate leaf appearance
(see, among others: GROBBELAAR, 1963; BROUWER et al.,, 1973; GMELIG MEy-
LING, 1973; TOLLENAAR et al., 1979), but also advance tassel initiation (COLIGA-
po and BROwN, 1975a, 1975b; BREUER et al., 1976). This effect of temperature
on the duration of the pre-tassel initiation period is independent of photoperiod
(BREUER et al., 1976). At temperatures between 25-30°C the shortest pre-tasse!
initiation period is achieved (CoLiGADO and BrOwN, 1975b); the fastest rate
of leaf appearance occurs at a temperature of 31-32°C (ToLLENAAR et al., 1979).
Although they curtail the pre-tassel initiation period, higher temperatures lead
to an increase in final number of leaves of about 2 leaves per plant per 10°C
increase in temperature (TOLLENAAR et al, 1979; ToLLENAAR and HUNTER,
1981), independent of photoperiod. This increase in leaf number can only be
induced during a short period prior to tassel initiation (TOLLENAAR and HUNTER,
1981).

Little is known about specific reactions to temperature during the period from
tassel initiation to silking. STRUIK (1982a) found that plant height, stem thick-
ness, leaf area, number of tillers, date of anthesis and silking, synchronization
of anthesis and silking, and tassel and ear size may all be influenced by tempera-
ture during this period.

After grain set, the rate of kernel growth is stimulated, but the duration of
leaf area and of grain filling is shortened at higher temperatures, and therefore
the optimum temperature for grain yield is low. This is true for maize, other
cereals and pulses (SOFIELD et al., 1974; HUNTER ¢t al., 1977; SPIERTZ, 1977;
CHOWDHURY and WARDLAW, 1978; JoNES et al., 1981; Vos, 1981; WIEGAND and
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CUELLAR, 1981; TI. WHNGAARDEN, 1982, personal communication).

Photosynthesis, respiration, transpiration, transport and cell growth are also
promoted by higher temperature. Net photosynthesis, however, is stimulated
less than development, although both achieve their maximum rates at about
30-33°C(Duncan and HESKETH, 1968; DUNCAN, 1975). Maximum whole-plant
yields are therefore obtained when the temperatures during late vegetative and
reproductive development are rather low. Moreover, development, respiration,
transport and celi growth are stimulated by a higher mean 24-hours temperature,
whereas transpiration and photosynthesis are promoted by the temperatures
prevailing during the light phase (DuNcaN, 1975). High night temperatures are
therefore particularly deleterious (GrzEesiak et al., 1981).

Crop quality as ruminant feed

Digestibility is one of the primary factors in the conversion of forage to animal
product. Other factors, not discussed in this paper, are intake and feed efficiency.

A plant is composed of cellular contents and cell walls. The cellular contents
are almost completely digestible by ruminants (VAN SOEST, 1965, 1967; DEINUM,
1974; Hacker and MinsoN, 1981), but digestibility of cell walls is much lower
and it varies. Cell walls are composed of pectin, hemicellulose, cellulose, lignin,
glycoprotein and silica. The proportion of these compounds may vary. The qual-
ity of hemicellulose, cellulose and lignin is also variable.

Temperate grasses are generally more digestible for ruminants than tropical
grasses, In addition to specific and genotypic differences and differences in crop
structure, climatic conditions seem to be responsible for this general rule. It
is commonly assumed that temperature is the major determinant for the digesti-
bility of Gramineae (MiNsoN and McLeop, 1970; DEiNuM and Dirven, 1975;
WILSON et al., 1976; Dirven and DEINUM, 1977); light intensily is of minor im-
portance (DEINUM and DIRvVEN, 1976, DEINUM, 1979; WiLson, 1982), whereas
atmospheric humidity and fertilization show small or inconsistent effects (Min-
sON, 1973; WILSON et al., 1976; DEmNUM, 1979; WiLson, 1982). WiLsoN and
NG (1975) reported that there is no consistent effect of soil-moisture level, al-
though PrTMaN et al. (1981} found that prolonged severe moisture stress pro-
duced large negative effects. Unpublished data on maize, collected by the present
author, indicated that cell-wall digestibility increased slightly as a result of mois-
ture stress during stem growth; the cell-wall content depended on the severity
of the stress (the lowest cell-wall content occurred at mild stress) and the physio-
logical stage at which the stress was applied.

Photoperiod may affect crop quality by its effects on morphogenesis (DEINUM,
1981; WiLsoN, 1982).

High temperature causes a decrease in herbage digestibility by its effects on
morphological development, physiological age, cell-wall content and cell-wall
digestibility. The latter is reduced by lignin {(e.g. DEINUM, 1974; MINsoN, 1976),
the production of which is relatively boosted at higher temperatures (DEINUM
and DirveN, 1976). Lignin is a polymeric compound of phenylpropanoid units
and forms complexes with other cell-wall components, thus protecting them
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from microbial degradation in the fore-stomachs of polygastric animals (see,
e.g.: MinsoN, 1976; AKIN and Burbick, 1981, HARTLEY, 1981). In some forage
species, plant silica may play the same role as lignin in the microbial degradation
of cell walls (VAN Soest and Jongs, 1968; HARTLEY, 1981).

There is, however, another temperature effect on cell-wall digestibility inde-
pendent of lignin content (DIRVEN and DeiNUM, 1977; DEINUM, 1979). This effect
is probably connected with the organization characteristics of the cell walls, such
as the manner in which hemicellulose is associated with polyphenol esters (CHES-
SON, 1982), the crystallinity of hemicellulose and cellulose (BAILEY et al., 1976;
DeNuM, 1979), the interactions between hemicellulose and cellulose (BAILEY
et al., 1976), the occurrence of O-acetyl groups (BaILEY et al., 1976), whether
bacteria are physically impeded from adhering (cf. RICHARDS, 1976) or the avai-
lable surface of the cell walls and their fragility (SmiTH et al., 1971).

These two effects of temperature on cell-wall digestibility may be distin-
guished by estimating the potential cell-wall digestibility and the rate of cell-wall
digestion. Lignin and silica affect the potential extent of cell-wall digestibility,
but lignin content, the ratio of lignin to cellulose or of lignin to acid-detergent
fibre do not correlate with the rate at which potentially digestible cell walls can
be digested (SmiTH et al., 1971; SMITH et al., 1972, WALDO et al., 1972; MERTENS,
1977). The rate of disappearance of digestible fibre is related to the morphologi-
cal and physical nature of the cell walls (MERTENS, 1977, GOODRICH and MEISKE,
1979), although SMiTH et al. (1971} have stated that the content of cell solubles
(or 100 — cell-wall content!) may also be relevant for cell-wall digestion kinetics
during in vitro fermentation. Other factors limiting rates of degradation, such
as the pH in the rumen, are not relevant in the in vitro technique.

Literature about the effects of temperature on maize digestibility is scarce,
Deinum (1976) found that higher temperatures caused a slight increase in cell-
wall content, but a strong decline in the cell-wall digestibility of leaf blades,
leaf sheaths and stems. Data on the effects of temperature on whole-plant diges-
tibility of forage maize have previously been based on comparisons made under
uncontrolled conditions (e.g. CUMMINGS and DoBSON, 1973; ANDRIEU, 1976).
This paper deals with the effects of temperature during certain stages of growth,
partly in combination with low light intensity, on the development, production
and quality of forage maize under controlled conditions.

MATERIALS AND METHODS

Three experiments were carried out in greenhouses in 1979, 1980 and 1981.
To obtain high and relatively constant light intensities for all treatments during
periods in which the area of green leaf was large, experiments were started in
March or April. Four secds were sown per plastic pot containing 101 of a mixture
of equal volumes of sandy soil and peat. After emergence, the seedlings were
reduced to 2 per pot. Nutrient solution, adjusted to soil type, and water were
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provided adequately. Weeds were removed by hand or controlled by applying
a low dose of atrazin. Plants (including their root systems) were kept as healthy
as possible and were finally arranged in a density of 10 m =2 with a row distance
of 75 cm, a plant arrangement similar to cultural practice in The Netherlands.
Thus it was possible to place 8 rows of 26 pots (i.e. 416 plants including the
border rows) in each greenhouse.

In early stages of growth, supplemental light was provided with 0.8 Philips
HPLR 400 W mercury lamps per m? for 14 (1979 and 1980) or 16 (1981) hours
per day. During vegetative development, the photoperiod was extended to 16
h by means of 12 incandescent bulbs (100 W) per 40 m?, except for hybrid Dara
in the 1979 trial. Relative humidity was kept at 75%.

Pollination in greenhouses may be suboptimal because air currents are locally
strong and always flow in the same direction. Therefore, pollen was collected
and sprinkled over the silks by hand daily. The date on which silk extrusion
was first visible was noted for each plant in all experiments. In the 1981 experi-
ment the dates of the first visible extrusion of anthers were noted as well. Plants
were checked twice daily every day.

Prior to treatment, plants were rearranged to cancel out any differences that
might have arisen in different greenhouses during pre-treatment growth.

..In 1979, the hybrid Dara was sown one week earlier than Ula. In combination
with different photoperiods, this ensured a better synchronized silking for the
carly and late genotypes.

Treatments

Maize development can be divided into four physiologically distinct periods:

1. from sowing until the double-ridge stage of the shoot apex (approx. 6.5-leaf
stage)

2. from double-ridge stage until 50%, & flowering

3. from 50% 3 flowering until onset of linear dry-matter accumulation in kernels

4. grain-filling period.

These phases differ greatly in duration.

In this paper, experiments are described in which temperature was varied in
period 2 or 4. Data from the literature or unpublished results on the influence
of temperature during periods | and 3 will be mentioned. Comparisons will be
made with maize grown in the field under different conditions. In addition to
temperature, light intensity was also varied during period 4 in the 1979 and
1980 experiments. Each greenhouse was divided into two compartments, sepa-
rated by shading nets. The outer glass of low-light compartments was sprayed
with temperzon (Hermadix). Care was taken to ensure, that the light was reduced
by the same amount in all temperature treatments. The hybrids were chosen
according to the aims of the experiments. Only LG 11 is in current use in The
Netherlands. Ula, LG 11 and Nicco have been described in earlier reports
(STRUIK, 1982b; STRUIK and DEINUM, 1982). Dara is a late, dent hybrid registrat-
ed in France.

In Table 1, climatic conditions are presented for each of the three experiments
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and for normal Dutch conditions. The data of normal conditions are based on
average climatic data and on average rate of crop development. The treatments
have been coded according to the day/night temperature during the period in
which the temperature was varied and with the relative amount of light or ac-
cording to whether they were shaded or unshaded. Treatment 1812 represents
average temperature conditions in The Netherlands during periods 2, 3 and 4.
Treatment 24/18 represents an extremely warm year, while treatment 30/24 re-
flects American and tropical or subtropical conditions. Average light intensity
during period 4 was calculated as follows:

cumulative outdoor irradiance in period 4 (J.cm ™%}
duration of period 4 (days)

x 075 xa

in which 0.75 accounts for the light reduction, caused by the greenhouse itself
a accounts for the light reduction obtained by shading.
a = 1.00 for unshaded treatments and a = 0.40 (1979) or 0.33
(1980) for shaded treatments.
For Experiment 1 the same procedure was followed for period (3 + 4).

Light intensity was relatively low for treatment 18/12 in 1981 and treatment
24/18 in 1980 and was relatively high for treatment 30/24 in 1979. in all years
the radiation received by unshaded treatments exceeded or was similar to the
amounts of radiation maize crops would normally receive under field conditions
in The Netherlands during grain filling.

Data on crop development

The number of visible leaves per plant and the plant height were estimated
twice weekly to record and monitor rates of development in different green-
houses. The surface area of fully expanded leaves was calculated from the equa-
tion length x maximum width x 0.75 (MONTGOMERY, 1911). The maximum
diameter of the middle of the second above-ground stem internode was mea-
sured with a marking gauge, to provide an estimate of stem thickness. Leaf an-
gles were estimated with a clinometer (WHIGHAM and WOOLLEY, 1974). At each
sampling date after female flowering, the ear length, number of unshrivelled
kernels and total number of visible kernels or florets per ear were estimated
for all ears arising from leaf axils. Plant height and flowering date were also
noted.

Light extinction was measured using a 97.5 cm long light meter containing
silicon cells and calibrated against a solarimeter.

Yield estimates

Plants were cut off at soil level, separated into stover (i.e. tassel + stem +
leaves + leaf sheaths), husk + shank, top ear and lower ears and cut into pieces
by hand. After recording their fresh weight, fractions were dried for each plant
separately and without subsampling at 70°C in forced ventilation ovens. After
reaching constant weight, they were re-weighed. For the uppermost ears, shelling
percentage (dry grain weight divided by whole-car weight) was estimated in 1979
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and 1980. In 1980, the root systems of six plants per treatment and per sampling
date were also analysed.

In Experiment 1, 40 plants were harvested at the 6.5-leaf stage. For each tem-
perature treatment, 40 plants were harvested 4 times during period 2, at 509,
& fowering and 4 weeks after 50%, § flowering. The final sample was taken
8 weeks after 509 3 flowering and comprised 30 plants.

In Experiment 2, 32 plants of each hybrid were harvested prior to climate
differentiation. 20 plants from each treatment were sampled some time there-
after and 20 plants were harvested at the first visible black-layer formation in
normal kernels for Ula and the next day for Dara.

In Experiment 3, 36 plants were harvested at initiation of treatment: 6 harvests

Tance 1. Climatic conditions in Experiments 1, 2 and 3 and estimated normal conditions in The
Netherlands.* :

Experiment and Day/night temperatures {"C) Shading Estimated mean
hybrid treatment light intensity
period 1 period 2 period3 period4 during  (Jem iday”!)
period 4  during periods

I+4o0r 4
18/12 1031
Experiment § (1981} 18/12 24/18 18/12 18/12 unshaded 1090
LG 11 (FAQO 260) 30/24 1086
unshaded 1206
18/12 shaded 482
Experiment 2 {1979) , unshaded 1197
Ula (FAO 190y 2015 20715 20/15  24/18 shaded 479
unshaded 1305
30724 shaded 52
unshaded 1202
18/12 shaded a8
, unshaded 1178
Dara (FAQ 320) 20/15 20/15 20/15 24/18 shaded 471
unshaded 1300
30/24 shaded 520
unshaded 1107
1812 shaded 365
Experiment 3 (1980) , , unshaded 1031
Nicco (FAQ 300y 20/¥5 20415 20115 24718 shaded 240
. unshaded 1080
0724 shaded 356
Normal conditions period | period 2 period 3 penod 4
Mean light intensity (J.om ™~ 2.day ™) 1650 1650 1350 1000
Mean air temperature ('C) 11.8 16.0 17.3 14.3

* Calculations of normal conditions are based on climatic data (source: KNMI, The Bilt) and on
the average rate of development of a standard crop.
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of 20 plants from each treatment were taken after climate differentiation and
the final harvest was at the end of the grain-filling period. The samples from
one intermediate harvest of treatment 30;/24 were lost, because of a malfunction
of the oven.

Experiments 2 and 3 differed in frequency of sampling, hybrid choice (and
thus crop structure and crop reaction), and light reduction for shaded crops.

Chemical analyses

Samples were bulked per fraction and per treatment at each sampling, ground
with hammer mills and subsampled. Subsamples were analysed for true digesti-
bility in vitro of organic matter, using the method described by Van SOEsT et
al. (1966). These values were standardized and converted to apparent digestibil-
ity by means of a series of standard samples of fresh maize, ensiled maize and
parts of the maize plant with known apparent in vivo digestibility (sheep).

All the digestibilities of organic matter presented in this paper are standard-
ized values, unless otherwise stated.

Digestibility of the whole plant was calculated from digestibilities of the frac-
tions and their proportions of organic matter. According 10 JOANNING et al.
(1981) it is permissable to calculate the in vivo digestibility of a feed from the
in vivo digestibility of its components at feeding levels below 1.5-2 times mainte-
nance. The calculations done by van DONSELAAR and STEG (1980) agree with
this. Therefore I assumed that such calculations are permissable for the in vitro
technique too.

Organic cell-wall content in dry matter (neutral-detergent fibre) after removal
of the starch was estimated according to VAN Soest’s (1977) method. In vitro
cell-wall digestibility (Dewc) was calculated from true digestibility (D), cell-
wall content (cwc?;) and ash content (ash%). using the formula;

Do = 100 - (100-Dyrye) xﬂ(/ 100-ash%)
cwed
Acid-detergent fibre, cellulose, lignin and insoluble ash were estimated accord-
ing to the methods described by GOERING and VAN Sogst (1970). Hemicellulose
was calculated as the difference between neutral-detergent fibre and acid-deter-
gent fibre. Rates of cell-wall digestion were estimated as described by SMITH
et al. (1971) and GoopricH and MEISKE (1979), assuming that the maximum
extent of digestion was reached at a retention time of 96 h. For ear samples
this assumption was certainly true, as was evident from the calculations of maxi-
mum extent of digestion done according to the method described by MERTENS
and VAN SoEsT (1972). For some stover samples, indigestibility was probably
slightly overestimated. The potential extents of cell-wall digestibility after 96
h of incubation in a certain amount of rumen liquor are thus not strictly compa-
rable with potential digestibilities after several weeks of incubation in mixed
rumen microorganisms (see, ¢.g. PRINS et al., 1981), or with potential digestibility
after long-term incubation with refreshed inoculum (e.g. WiLKINS, 1969). Water-
soluble carbohydrates were colorimetrically determined with an automatic ana-
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lysing device using ferricyanide. To ascertain the total non-structural carbohy-
drates the same procedure was followed after hydrolizing the starch with amy-
loglucosidase.

N, P and Ca were determined after the dry material had been digested in
a solution of salicylic and sulphuric acid with hydrogen peroxide. N and P were
measured colorimetrically; Ca was measured by flame-emission spectrometry.
Crude-protein content was calculated as N content times 6.25.

RESULTS AND DISCUSSION

Period 1. Some unpublished data

In this stage of growth, the growing point of the maize plant is still below
the soil surface. Thus temperatures in the upper soil layer influence the processes
in the shoot apex. Soil temperatures may increase by several degrees centigrade
under field conditions if a plastic mulch is applied. This technique has already
been practised by French growers for some years. Much of the resulting increase
in yield, however, consists of structural material, as is illustrated in Table 2.
This increase in cell-wall yield may result because more plant cells are produced,
especially in the vegetative parts of the plant. The effect on digestibility of a
small rice in temperature during early growth is thercfore variable.

In the trials done by DEINUM and STRUIK, the plastic cover caused the tempera-
ture in the upper soil layer during period 1 to rise by about 2°C. Therefore
there were only slight differences in the number of leaves (and thus the number
of stem internodes) between mulched and unmulched treatments. If temperature
rises more than this during early stages of growth, the increase in cell-wall yield
will be much greater, because of an increase in number of stem internodes and
thus an increase in duration of the period of cell-wall formation. In that case,
whole-plant digestibility may even decline, especially if cell-wal] digestibility is
low,

TABLE 2. Dry-matter yield, cell-wall yield (cwc yield), cell-wall content {cwc?;), apparent digestibility
(Dom} and cell-wall digestibility {Dewe) of hybrid LG 1 with and without plastic mulch. (Field
conditions; DEINUM and STRULK, 1977; unpublished data).

Location and sowing date Wageningen 28 April Swilterbant 17 May
control mulched control mulched
whole-crop vield (Mg.ha™?) 15.86 18.37 13.56 16.40
ear vield (Mg.ha™!) 1.19 B.95 5.51 713
cwc yield (Mg.ha™) 7.28 8.22 6.56 .06
Dom (%) 7.5 74.1 72.0 708
ewed; (% 45.9 443 484 492
Diewe (75} 65.4 65.7 64.1 62.0
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Period 2. Experiment 1.

Development

In Experiment 1, the effects of temperature on leaf number were deliberately
avoided. The rate of development increased dramatically when temperature rose
(Table 3); yet final differences in vegetative development were small, Plant height
showed a maximum int the 24/18 treatment, but was not affected much (cf. BLon-
poN and GALLAIS, 1976). Stem thickness decreased markedly with a rise in tem-
perature. Thus stem volume declined if temperature rose. The cumulative area
of all leaves was somewhat greater in the 24/18 treatment than in the other treat-
ments. Leaves just below and above the top car were smaller in treatment 30/24
than in the other two treatments but the uppermost leaves were larger when
temperatures were higher (Fig. 1). This pattern is similar to the one described
by ALLISON and DaYNARD (1979), although the differences found in Experiment
1 were smaller, possibly because the temperature differentiation occurred at a
later stage. Although leaf areas only showed minor differences between treat-
ments, the maximum length and maximum width of the leaves differed greatly
between temperature treatments. At lower temperatures, leaves were shorter and
wider. This difference in shape may alter the ratio of rib to mesophyll and there-
fore may affect digestibility (DEINUM, 1976).

Reproductive development was greatly accelerated at higher temperatures but
anthesis was hastened more than silking. In treatment 30/24 this resulted in a
very long anthesis-to-silking interval, combined with a delayed ear development
(cf. dry-matter content of top ear at final sampling) and in the severely limited
development of second ears. The dominance of the terminal inflorescence is
more marked at higher temperatures (BLONDON and GALLAIS, 1976) and inhibi-
tion of reproductive axillary buds may be greater if climatic conditions are al-
tered in the very early stages of their development (STRuIK, 1982a). In addition,
a high plant density may be unfavourable for a good synchronization (BUREN
et al., 1974; EDMEADES and DAYNARD, 1979), thus emphasizing the effects of
other adverse factors.

Dry-matter production

At first, the rate of dry-matter production increased with temperatures, but
dry-matter production was stimulated less than development. Maximum dry-
matter production rates were found during tassel emergence and were similar
for all treatments (Fig. 2a).

Total dry-matter at 509 anthesis correlated negatively with temperature (Fig,
2b). Climatic conditions during period 2 affected production rates after anthesis;
the decline in rate of dry-matter production was more rapid if temperatures
during period 2 were higher, resulting in great differences between final whole-
plant yields (cf. NELSON and TREHARNE, 1973). As a result of the above-men-
tioned effects of temperature on reproductive development, ear yields for treat-
ments 18/12 and 24/18 were the same, but the ear yield of treatment 30/24 was
only half as much.
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TasiE 3. Effect of temperature treatment during the petiod from 6,5-leaf stage 1o 50% & flowering
on vegetative and reproductive development.

Day/night tcmperatures during period 2 (C)

18/12 24,18 3024
Vegetative development
rate of teaf appearance (leaves.day™ 1) 0.25 0.36 0.50
final number of leaves per plant* 14.85 14.80 14.80
final height of plant (cm)! 29] 300 284
stem diameter (cm)? 248 2.23 1.97
cumulative leafl area (dm?/pl)f 50.9 52.6 49.2
Reproductive development
date of 50%; anthesis (days after emergence} 73 57 50
portion of silking plants at 502, anthesis (%) 81 S0 I35
date of 509 siiking (days after emergence) 72 57 63
number of kernels (top ear) 413 481 452
length of top ear (cm)' 5.1 18.5 17.3
fength of the second ear (cm)? . 79 4.7 2.3
dry-matter content top ear at final sampling (%}, 47.8 46.0 336

* average of 80 plants *

average of 70 plants  § average of 20 plants

leaf area
*{cm?)
[zle o] 5 ear |leaves
¢
700 '
0 s 30/24 * *
o x 24718 o &
600 » a2 18/12 1
° L]
500} ° 9
- -
400 ©
[+]

300 . .

o] "
2001

&
o
100 3 .
[ )
ol a_® 1 1 1 i 1 1 1 [ 1 ! 1 1 &
1 2 3 4 5 6 7 8 9 1011 12 1B 1415 16

lower [eaves

upper leaves
teaf number

Fi6. 1. Mean surface ared of leaf laminae of plants grown at three different temperatures during
period 2. Each point represents the mean of 20 leaves.
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dry-matter yield

{gspl} x
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o =30/24
«s24/18
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x
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dry-matter ————— 2418 140 | b
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n
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4
s
L 1 5 1 1 L] 1 Qla L 1 1 L I
oo H'20 40 &0 80 100 120 140 20 “0 &0 80 100 120 140
time 1n days after smergence time in days aofter emergence

FiG. 2. Rate of dry-matter praduction (a) and dry-matter yield (b} in Experiment 1. Horizontal
lines indicate the duration of the period, for which the production rate has been calculated. Arrows
indicate 50% anthesis.
The course of quality up to anthesis

During period 2, maize generally shows a decline in the in vitro digestibility
of the organic matter (D,y,), because of an increase in cell-wall content and a
decrease in the cell-wall digestibility (STRUIK, 1982b). In the present experiment,
the increase in cell-wall content and the decrease in cell-wall digestibility were
both stimulated by a rise in temperature, as occurs in other Gramineae (Table
4). This resulted in a marked temperature effect on Do at 50% anthesis, as
is shown in Fig. 3.

Temperature had a much greater effect on cell-watl digestibility than on cell-
wall content, especially if ear shoots, including husks and shanks, are excluded
(Table 4). The chemical composition of stover-cell walls was not greatly affected
by temperature, although there were small temperature-induced effects on ligni-
fication and on silica content (insoluble ash). Yet, the cell-wall digestibility dif-
fered greatly, especially between treatments 30/24 and 24/18. Unidentified physi-
cal/chemical factors must have been responsible for most of the observed effects
on digestibility. Incidentally, it is mainly these factors that prevent in vitro data
being accurately extrapolated to in vivo parameters.

Meded. Landbouwhogeschool Wageningen 83-3 (1983) 11



TasLe 4. Some quality parameters {(all expressed as %, of organic matier or cell walls) of the whole
crop and of the stover in Experiment | at 50% anthesis.

Day/night temperatures during period 2 { )

18/12 24/18 30/24
whole crop
Dom 68.7 66.7 60.9
owcy, 59.5 61.3 629
Diwe 68.2 66.1 58.7
stover
Dom 67.2 65.4 60.3
cwe, 62.1 634 63.6
cell-wall composition:
hemicellulose 394 389 383
cellulose 523 51.5 517
lignin 7.7 8.7 8.7
insoiuble ash 0.2 09 1.3
Deowe 67.4 654 584
o= 30724
«r 2418
x+ 18712

1 A
60 70 80 90 100 110 120 130
time in days after emergence

F1G. 3. Effect of temperature during period 2 on the apparent digestibility of the organic matter
{Dym). Arrows indicate 50°; 3 flowering.
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Changes in quality after anthesis
In Experiment 1, the course of digestibility after anthesis was affected by:

1. amount of cell wall, cell-wall content and cell-wall digestibility at anthesis
(mentioned above)

2. amount of cell wall produced after anthesis

3. digestibility of cell walls produced after anthesis

4. amount of cell solubles produced after anthesis and the extent of decrease
in cell-wall content after anthesis.

In Fig. 4 the courses of cell-wall yields are presented. During period 2, 50-57%/
of the final total amount of cell walls was produced in all treatments. Tempera-
ture during period 2 not only determined the cell-wall yield before anthesis but
also the plant’s capacity for subsequent cell-wall production, since the success
of ear development determines how much structural material may be produced
in ear shoots. Poor ear development, however, stimulated the progress of cell-
wall formation in stems to some extent; this was also found by Drinum and
KnorpERs (1979).

Thus successful ear development promotes termination of cell-wall produc-
tion in vegetative parts but initiates cell-wall production in ear shoots: i.e. it

cwc yield
{gspe)
100+ .
soh
BO
cwe yield
(g/pi} A B -
70k 204+
STOVER WHOLE PLANT
L 60|
e 8 30724 / ®-30/24 /
+ 2264718 .24 /18
s0F %18/ N s0f =e18/12 b
40
LY
30p

ol ﬁ}[/ ol L 1 1 1 L : - 1 . s
5 %) B0 00 120 O 80 100 120 140
ume 1 $ays ofter emergence tima m doys ofter emergence

Fii. 4. Development over time of cell-v.u]] yields in the stover (A) and in the whole plant (B} in
Experiment 1. Arrows indicate 50°; anthests.
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TasLE 5. Quality parameters at final sampling and their changes during the post-anthesis period
in Experiment 1 (all expressed as 9 of organic matter or as % of cell walls).

Day/night temperatures during period 2 ('C)

18/12 24/18 30/24
whale crop
Dom 73.5 75.3 73.8
4 45.5 37.9 411
Dewe 67.7 654 64.9
{A ewc yield/A om yield) x 100 36.1 253 30.7
(A (cweyield x Dewe)/A cwe yield) x 160 66.4 64.5 70.9
Acwc Y, -14.1 -234 =21.7
stover
Dom 65.6 64.4 66.8
cwe?, 55.0 3.2 49.3
cell-wall composition;
hemicellulose . 41.0 335 358
cellulose 48.6 528 51.7
lignin 9.1 11.9 10.3
insoluble ash 1.3 1.8 2.2
Dewe 60.5 57.2 58.0
(A cwe yield/ A om yield) x 100 28.8 28.7 324
(A (cwe yield % Dowc)/A cwe yield) x 100 216 13.4 571
Acwe?, -55 .- -84 -10.6

affects the proportion of photosynthates produced after anthesis invested in cell
walls in two ways (Table 5). The final cell-wall yields of the stover in treatments
24/18 and 30;24 were similar, but the cell-wall yield of treatment 18/12 was much
higher. Cell-wall formation in the ears was also most extensive in treatment
18/12. Finally, cell-wall content in the whole crop was highest in treatment 18/12
and Jowest in treatment 24/18. Cell-wall content in stover was lowest in treat-
ment 30/24, as storage of non-structural carbohydrates in the stem was more
pronounced because of the absence of a strong ear sink.

The cell walls produced before anthesis became diluted with cell walls pro-
duced after anthesis. Since the temperature after anthesis was the same for all
treatments, differences in cell-wall digestibility decreased even though the histol-
ogy of the new cell walls was different. As shown in Fig. 5, however, cell-wall
digestibility at final sampling differed much less than the dilution of old cell
walls with new ones was anticipated to cause.

The Dewe of newly synthesized cell-wall constituents cannot be calculated di-
rectly, since the Dy, of cell walls already present may decrease during the new
production. The combined effect of cell-wall maturation and cell-wall accretion
can be estimated by dividing the increase in yield of digestible cell walls by the
increase in total cell-wall yield (Table 5). The Dy of cell-wall constituents pro-
duced after anthesis appeared to be affected by temperatures during period 2,
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but not in the same direction as the digestibility of cell walls produced before
anthesis. Cell walls present in husks, shanks and ears were almost completely
formed during periods 3 and 4, i.e. after the three temperature treatments were
reduced to one. The digestibility of cell walls present in husks and shanks was
not affected by the temperature treatments. The De,.. of upper ears increased
as temperatures rose during period 2. During periods 3 + 4 the stover Dew
did not decling in treatment 30/24, but fell markedly in treatments 24/18 and
18/12 (Fig. 5). On the basis of the whole crop, the most digestible cell-wall con-
stituents produced after anthesis were those from treatment 30/24. Differences
in the Dy, of the whole crop therefore faded in the post-anthesis period.

The digestibility of stover-cell walls appeared to be strongly correlated with
plant height (Fig. 6). The regression coefficient decreased slightly with increasing
temperatures, However, the greatest deviations from the joint regression line
were found at 50%, anthesis, when mean plant height only ranged between 266
and 277 cm, but the digestibility of stover-cell walls ranged from 58.4°%; to 67.4%/.

This relation is meaningful: it indicates that the decline in stover Dy is con-
nected with stem elongation and that this decline stops when stem extension
has ceased (Fig. 6). The more rapid decline of the D... with increasing plant
height at higher temperatures is caused by the effect of temperature on digestibil-
ity irrespective of morphological stage.

For leaves, siems and ears longitudinal growth exceeded growth in width and thickness at higher
temperatures. FRIEND and PoMeroy (1970) found for wheat that leaf length was stimulated by in-
creasing temperatures over a wide range and that length increase was mainly due to an increase
in cell length. The number of cells along the lamina could even decline with increasing leaf length,
Extrapolating these findings for wheat leaves to all plant parts in the present maize trial, we might
surmise, that at higher temperatures the siem, leaves and cobs had fewer cells along their longitudinal
{and perhaps also along the lateral and radial) axes, and that these were longer, narrower and thinner.
This would mean that the cell-wall content could be higher at higher temperatures since the ratio
of surface area to volume increases when longitudinal growth dominates. This agrees with the data
given in Table 4, but differences are very small, especially when the expected lower mass fraction
of water-soluble carbohydrates is taken into account. This means that the cell walls nrust be thinner
at higher temperatures. The possibilities for the formation of secondary walls are greater at lower
temperatures since total area of cell walls is larger (because stem volume is larger and there are
more cells). Thickening was also more pronounced at lower temperatures. Surface availability for
microbial attack therefore declined when temperatures were lower during period 2.

The Qyq for lignin syathesis is higher than the Qo for the synthesis of other cell-wall components.
The lignin content is therefore higher at higher temperatures but the time lag between accretion
of cellulose and hemicellulose and encrustation of lignin will also be smaller. A better synchronized
lignin encrustation will give more opportunity for the formation of linkages and will therefore change
the nature of the hemiceliulose/cellulose fraction of the cell wall, especially when surface area of
the primary cell wall is large. This structural effect will influence both potential digestibility and
rate of cell-wall digestion and will be consistent throughout the growing season.

In an extra in vitro run, an attempt was made to gain more insight into these
(partly hypothetical) influences of temperature by estimating potential digesti-
bility of cell walls and the rate of digestion of potentially digestible cell walls,

Husk + shank samples were not investigated, since temperature during period 2
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FiG. 5. Effect of temperature during period 2 on cefl-wall digestibility (Dew.) of the whole plant
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FIG. 6. Relation between plant height and cell-wall digestibility of the stover in Experiment 1.
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did not affect their D, The data from ear samples will not be presented:
their cell-wall digestion showed a considerable time lag, but was very rapid after
6 hours of incubation, so that accurate estimation of digestion rate was impossi-
ble. Stover samples taken about 2 weeks after temperature differentiation, at
50% 3 flowering and 4 and 8 weeks after anthesis were analysed and gave worka-
ble results. Fig. 7iflustrates the method with stover samplings at 505/, § flowering
and gives the relation between rate of cell-wall digestion and sampling date.

true digestibility Bewe
(%} 7A (%) 7B
100F 100
"l ///’=—-'-—"'" sor
=
x
I // :

I & *r .//
sof "E; 0 +30/24 %0 %
ol x 218712 ok {0

L La 1 1 [ L aa I n 1
o 0612 24 96 e 0612 24 48 96
incubation time {h} mcubation trme ()
Dewe
1- #1100
{ B W 360 ! rate ot digestion (. h')
(oK)
7C sl 7D
100 x
e &5

I

35k
-
[ Wy - " n L] —_— I 1 A 1
06112 24 48 -56 -28 Q 28 56
mcubation time (h} time (days after 50 % < flowering)

Fi. 7. [ustration of method for estimating digestion rate of potentially digestible cell walls.

7A. True digestibility in refation to incubation time; residues contain indigestible cell walls and poten-
tially digestible celf walls that have not yet been digested.

7B. Digestibility of cell walls as a function of incubation time; Diwe at 96 h is assumed to equal
Dowcattimet . 1. o tes the fraction of the cell walls that have not been digested
Dewcat 96h

at time 1, although they are digestible within 96 h of incubation,

7C. Semilog plot of fraction of potentially digestible cell walls that remained und!gesled versus incu-
bation time; the regression coefficient is an estimator of the rate of digestion of potentially digestible
cell walls,

7D. Rates of cell-wall digestion plotted against sampling date (cf. Table 6).

potential Deye. | -
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Table 6 shows the potential digestibilities of cell walls, the semilog regression
equations and the correlation coefficients (all significant at P < 0.01; n = §).

Potential digestibility depended on content of lignin and silica but even more
on the structural organization of the cell-wall components, Differences in poten-
tial digestibility of cell walls achieved their maximum at 50% 3 flowering and
decreased during the first weeks of the post-anthesis period. Although for final
samplings only slight differences were recorded after 48 h of incubation (Table
5), the potential digestibility of cell walls still differed considerably between tem-
perature regimes. On the other hand, stover samples from early sampling dates
showed smaller differences in Dewe (96 h) than in Dey (48 h). This discrepancy
is caused by differences in rate of cell-wall digestion (Table 6).

These digestion rates have been plotted against sampling date in Fig. 7D.
The effect of temperature on lignification and structural organization apparent-
ly accelerated the maturity of the cell walls before flowering, which agrees with
the above-described hypothesis. After anthesis, the content of cell solubles (i.e.
100 - cwe¥,) increased considerably in treatment 30/24, because ear development
was inhibited. These increasing contents of cell solubles could have compensated
for the normal decline in the rate of cell-wall digestion, SMITH et al. (1971, 1972)
reported very significant positive correlations between the rate of cell-wall diges-
tion and content of cell solubles.

TABLE 6. Potential cell-wall digestibilities { Dy after 96 h of incubation), and the regression equa-

tions and correlation coefficients (r) of the relation between (1 — DD—mil_;lF) x 100%;, and time
CWCr

of incubation, for stover samples taken on four sampling dates.

Temperature regime Dewcafter96hof Regression equation r

during period 2 (*C) incubation (%)

2 weeks after temperature differentiation

30/24 76.1 y =-0.050x + 4,544 -0.99

24/18 81.7 y =-0.062x + 4.489 -0.98

18/12 84.5 y =-0.064x + 4.431 -0.96

at 50%, 3 flowering

30024 573 y =-0.050x + 4.604 ~-1.00")

24/18 70.0 y =-0.053x + 4.643 -1.00

18/12 726 y = ~0.058 x + 4.583 -1.00

4 weeks after 50%, 3 flowering

30/24 63.7 y = —0.050 x + 4.580 -1.00

24/18 65.3 y = 0.049x + 4.569 -1.00

18/12 69.6 y = 0.04d x + 4.502 -0.99

8 weeks after 50%, 3 flowering

30/24 63.2 y = -0.051x + 4.591 -0.99

24/18 64.7 y = -0.041x + 4,520 -0.98

18/12 T70.0 y = -0.039 x + 4.495 -0.99

) n = 4, since the potential D, had already been reached after 48 h of incubation.
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Rates of digestion decreased for both other temperature treatments because
of changes in the chemical composition of the cell walls after anthesis (cf. Tables
4 and 5) and because of a reduction of the surface availability. These effects
reduced the rate of cell-wall digestion to such an extent that they overcompensat-
ed the still existing differences in physical structure.

The method illustrated in Fig. 7 clearly reveals the effect of temperature on
digestibility as caused by its effect on the organization of the cell-wall compo-
nents.

The dilution of cell walls with completely digestible organic matter was most
efficient in treatment 24/18 and 30/24 (Table 5: A cwc?;). The rate of the dilution
process was determined by the cell-wall content present at anthesis, the cell-wall
production after anthesis and the production rate of cell contents.

Résumé: During period 2, the main processes that were dependent on temperature
were leaf appearance, stem growth and reproductive development. High tempera-
tures during period 2 led to lower amounts of dry maiter at 50%, 3 flowering and
a lower productivity thereafter. Temperature affected final digestibility by its ef-
Sfects on cell-wall content, cell-wall digestibility and amounts of cell wall. Its effects,
however, were limited, since cell-wall production after anthesis was reduced by
higher temperatures before anthesis and since most of the difference in cell-wall
digestibility present at anthesis subsequently disappeared. Considerable differences
in potential digestibility of cell walls remained at final samplings, but the rate of
digestion of stover-cell walls was ultimately greater for the crop thai received higher
temperatures during period 2. This effect was probably partly caused by the high
content of cell solubles in the stover that resulted from poor ear development.

Period 3. Data and inferences from literature and unpublished research

The period from anthesis to grain set is a very critical period in the develop-
ment of the maize crop. Stresses such as drought, low light intensity and heat
produce very detrimental effects on ear development during this period. Al-
though in Western Europe high temperatures are generally accompanied by high
light intensity and high evaporation, in this discussion only temperature will
be considered. High temperatures during pollination result in poor grain set
because anther emergence is curtailed and pollen viability reduced (HERRERO
and JoHNsoN, 1980). According to these authors pollen viability remains almost
unaffected up to 32°C. Jovanovi¢ and Jovanovi€ (1963) found that the success
of pollination strongly depended on time of day associated with the concomitant
temperature and the concomitant atmospheric humidity. Poorest grain set was
obtained by pollination at 1 p.m. when the temperature was 26.4°C and air
humidity was 37%;. Extremely high temperatures during silking are rare in The
Netherlands. However, it is known that both pollen shed and silk extrusion
may be inhibited by a succession of cool days (F. bt WoLFF, 1982; personal
communication). Tolerance of cool weather during flowering shows great geno-
typic variability.
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The effects of successful pollination on dry-matter production and Dy, ate
illustrated in Fig. 8. In this example both yicld and quality are greatly reduced
by partial sterility of the ear. Smaller effects of sterility, however, have also been
reported (e.g. BUNTING, 1975; DriNuM and KNopPERs, 1979).

Fig. 4 illustrates that at least 439 of the cell-wall yield was attained after
50% anthesis. Much of this increase in cell-wall yield will occur during period
3. Thus during this stage 100, an increase in temperature will reduce D, by
increasing the cell-wall content and reducing the cell-wall digestibility. The
quantity of cell-wall constituents produced during period 4 will be little affected
by the temperatures prevailing in period 3, unless adverse temperature reduces
fertilization. In that case, cell-wall production during period 4 wil] be promoted
(see above).

Period 4. Experiments 2 and 3

Developmental stage at climatic shift and climatic conditions

In Fig. 9 the physiological stages at which climatic differentiations took place
are illustrated for all three hybrids in Experiments 2 and 3. Ula was treated
at a later stage of kernel development than Nicco and Dara.

Rapid dry-matter accumulation in the kernels normally starts 12 to 18 days
after silk emergence (JOHNSON and TANNER, 1972; DAYNARD and K ANNENBERG,
1976; ToLLENAAR and DAYNARD, 1978), although cell division of the endosperm
is not completed until 28 days after pollination (INGLE et al., 1965). Tip kernels

dry-matter yield

{(g/pl} By ()
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whole-crop yield "3./'/ 177
160 | / |
. x " 475
120} ® /
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FiG. 8. Ear yield, whole-crop yield and whole-plant digestibility as affecied by artificially prevented
pollination. Plant density: 8.9 m ™~ 2. {StrUIK, 1980; unpublished data).
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start their lincar phase of dry-matter accumulation about 4-5§ days later than
basal kernels (TOLLENAAR and DayNARD, 1978). Hence, climate differentiation
occurred almost at the start of rapid dry-matter accumulation of Nicco and
Dara and a few days thereafter for Ula.

Light extinction depends on crop structure. The leaf angles were distinctly
farger in Ula than in the other two hybrids. The tassels of Ula were relatively
long compared to those of the other two hybrids but there were few branches.
The leaves of Dara and Nicco were wider and shorter than those of Ula, thus
enabling better light penetration in the crop.

Light extinction in the crop for shaded und unshaded treatments is illustrated
in Fig. 10A for Ula and in Fig. 10B for Dara. The linear regression coefficient
in the equation:

light intensity at leaf number # for shaded crop = & x light intensity

at leaf number » for unshaded crop + constant
was 0.40 for Ula (r = 0.992; n = 21) and 0.41 for Dara (r = 0.947; n = 22).
In both cases the constant only slightly exceeded zero. In 1980, light reduction
caused by shading was greater (b = 0.33).

Shading affected the temperatures of plant tissues too (cf. STruiK and DEr-
NUM, 1982). Ear temperatures (recorded hourly with a data togger in 1979) ap-
peared to be higher than air temperature for almost the entire day: they showed
a minor lag phase compared with air temperature and were higher for unshaded
plants than for shaded plants during the entire temperature cycle. Other climatic
factors such as atmospheric humidity and water availability were hardly affected
by shading in these controlled environments.

Crop development

As expected, final plant heights were not affected by treatments during period
4 and were 290 cm, 247 ¢cm and 276 cm for Ula, Dara and Nicco. respectively.
The number of leaves (Ula: 13.4; Dara: 15.5; Nicco: 14.4), total area of all leaves
produced (Ula: 41.2 dm2.pl.-!; Dara: 51.0 dm2.pl.-'; Nicco: 50.5 dm2pl.-') and
number of kernels in the top ear (Ula: 489; Dara: 602; Nicco: 427) were also
unaffected.

Table 7 shows that ear size decreased with increasing temperatures and de-
creasing light intensity. This reduction of ear elongation at equal kernel numbers
affected ear quality (see below).

Since rate of grain filling and availability of assimilates are both influenced
by temperature and irradiance, the climatic shift will alter the activity of the
kernels or the number of kernels that accumulate dry matter (henceforth called
‘active kernels) (cf. STRUIK and DEINUM, 1982). The latter phenomenon is illus-
trated for Niccoin Fig. 11: the higher the temperature, the more rapid the decline
in number of visibly active kernels. Finally, the plants at the lowest temperatures
retained the greatest number of active kernels. As a rule, differences between
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TaBLE 7. Length of the top ear (in cm) + standard error of the mean, as affected by light intensity
and temperature during period 4 (hybrid Nicco, 1980; means of 80 plants),

Day/night Lengthof topear Lengthoftopear  Meanlength

temperatures ("C) a1 100%; rel. light at 33%; rel. light of topear
intensity intensity

30/24 149 +0.31 139+0.29 14.4

24/18 1534+ 028 138+0.34 14.6

18/12 16.1 £0.23 15.2 +0.28 5.7

Mean length of
top ear 154 14.3

treatments 18/12 and 24/18 were greater than differences between treatments
24/18 and 30/24. The shading treatment showed a prompt and strong effect
on the number of active kernels at all temperatures; the final differences between
shaded and unshaded treatments were temperature-independent for Ula and
Nicco, but not for Dara, where the shading effect was more pronounced at
higher temperatures.

Leaf-area duration after grain set was temperature-dependent and was also
affected by light intensity. An example of the leaf-senescence pattern is presented
in Fig. 12. The pattern, however, varied between genotypes. The differences
between light treatments in the number of green leaves per plant increased as
temperatures fell. This was true for all genotypes, but the degree of the difference
between the number of green leaves at final sampling for the shaded crop and
the number of green leaves at final sampling for the unshaded crop depended
on genotype. The difference was always large and positive for Ula. The differ-
ences were smaller, but still positive or zero for Nicco (Fig. 12). For Dara the
difference declined from + 3.6 leaves at 18/12 to — 2.8 leaves at 30/24.

These differences in type of reaction may be connected with the physiological
stage at which shading was applied (Fig. 9), or with genotypic background.

Dry-matter production

Ear. The final ear yields of unshaded crops were always highest in treatment
18/12, slightly lower in treatment 24/18 and much lower in treatment 30/24.
For Ula and Dara this was also true for shaded crops; for hybrid Nicco a very
low ear yield was found for the shaded crop in treatment 24/18. The duration
of grain filling increased as temperature fell; grain-filling rate increased as tem-
peratures rose, but not enough to compensate fully for the decrease in duration
of filling. The growth rates of ears in Nicco are presented in Table 8. Ear growth
can also be derived from Fig. 13. The penultimate harvest of the shaded crop
in treatment 24/18 gave an atypical high ear yield, that arose because the average
number of aborted kernels was low in that sampie (see also Fig. 11). Ata relative
light intensity of 1009/, rate of ear growth was higher in treatment 30/24 than
in treatments 24,18 and 18/12. For shaded crops, however, the growth rate was
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Fi1G. 11. Decline in the number of active kernels at three temperatures and two light treatments
during period 4 (hybrid Nicco, 1980; means of 20 plants). Day 0 = date of initiation of treatment.

highest in treatment 18/12. The higher the temperature, the greater the negative
effect of shading on the growth rate of ears was (cf. the lower the temperature
the greater the positive effect of shading on leaf-area duration; see above). The
effects of shading on duration of ear filling were inconsistent in these trials.

The final shelling percentages of the top ear were negatively affected by tem-
perature but unaffected by light intensity in Ula and Dara; in Nicco no signifi-
cant or consistent differences were found.
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In all hybrids, ear yields were closely related to leaf-area duration during peri-
od 4 if data from the two light treatments were pooled separately.

Stover and husk + shank. A large portion of the dry matter present in the
earsis produced after flowering. This portion may be 1009/ in regions with abun-
dantirradiance and conditions that favour a long duratlon of leafarea (ALLISON

TasLE 8. Correlation coeflicients (r) and regression coefTicients (b) of the linear relation between
ear yield and time for Nicco, grown under three temperature regimes and two light intensities during
period 4.

Day/night Relative light n H 907, interval of
temperatures ((C) intensity confidence of
%a) b(g.day™")
3024 1060 s 0.99** 2,30 £ 0.42
33 6') 0.99** 1.06 £ 0.13
24;18 100 6 0.99** 191 4034
i3 6 0.92%+ 0.85+0.38
18/12 100 6 0.99*+ 1.82 +0.29
‘33 6 0.99%+ 1.16 £ 0.17

'} This treatment did not reach a constant level of ear yield.
** = significant at P < 0.01.
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and WaTsoN, 1966). In many other regions a significant reduction in weight
of stem, leaves, husks and shanks has been recorded (DayNarp et al., 1969;
GENTER et al,, 1970; DEiNnuM and DirVEN, 1971; ADELANA and MILBOURN, 1972;
BUNTING, 1976; AERTS et al., 1978; Pmipps and WELLER, 1979; DEiNnUM and
KNOPPERS, 1979; Lucas, 1981; STrulk, 1982b). This reduction is caused by re-
distribution of soluble carbohydrates, minerals and nitrogenous compounds
{Hay et al., 1953; Hanway, 1963; DayNarDp et al., 1969; GENTER et al., 1970;
BEAUCHAMP et al., 1976; BELow et al., 1981; STRUIK, 1982b). The intensity of
redistribution depends on the difference between the rate of ear growth and
that of crop growth. Since high temperature stimulates kernel growth more than
crop growth, redistribution will be more intensive at higher temperatures, pro-
viding the light intensity is the same. [n addition, low light intensity will dramati-
cally increase the necessity for redistribution, unless complete ear abortion
OCCUTS.

Table 9 shows the final increases in dry matter, non-structural carbohydrate
{CsH,50;) and protein (N x 6.25) in non-ear parts at the 6 combinations of
temperature and light intensity in Experiments 2 and 3. The rates of decline
in component yield differed even more than final absolute values. Kernel abor-
tion, induced by high temperatures or low light intensity, slowed down the re-
distribution of nitrogenous compounds (Table 9) and also of phosphorus (data
not presented). Although the accumulation of N and P in the above-ground
parts of the plant was reduced by shading {(data not presented), the neced for
these minerals in the ear was reduced even more. If climatic conditions enable
the plant to continue its ear growth successfutly, N and P depletion in the stover
occurs. This depletion may accelerate the senescence of the leaves under normal
conditions.

The Ca content was also estimated. Ca plays a role in cell-wall formation
and neutralization of organic acids. It tends to accumulate in the leaves (PAIN,
1978) where the light-dependent and organic-acid producing nitrate reduction

TasLE 9. Constituent yield in non-ear parts at final sampling minus constituent yield in non-ear
parts at the climatic shift in g per plant for six climatic regimes during period 4 (means of three
hybrids).

Temperature 30,24 24,18 18/12 Meun
regime (“C)
d i~ unshaded - 11 - 49 + 30 - 30
fyma shaded 221  —204 -141 —188
Mean ~14.6 -12.7 - 36
non-structural unshaded - 56 - 13 + 0.7 - 241
carbohydrates shaded ~1L.4 - 99 - 64 - 92
Mean -85 - 356 - 28
. uashaded - 38 - 4.5 - 50 — 45
protein shaded —36 -35 —38 - 16
Mean - 37 — 4.9 - 44
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FiG. 13. Dry-matier production and distribution for all treatments in Experiment 3. Day 0 = date

of initiation of treatment.
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occurs. The accumulation of Ca in the above-ground parts of the plant was
reduced by shading during period 4, but the amounts of Ca in ears were very
low and it was not remobilized in the plant. Ca does not play a role in the redistri-
bution pattern.

Kernel abortion also decreases the amount of carbohydrates that has to be
translocated from the vegetative parts to the ears. The redistribution of carbohy-
drates, however, was still intensive. Much of the fraction that was not identified
as ash, cell wall, non-structural carbohydrate or crude protein also left the vege-
tative parts if redistribution of other compounds was intensive.

Whole plant. As an example, Fig. 13 illustrates the dry-matter production
and distribution of Nicco. Although fewer sampling dates were available for
Ula and Dara, the general pattern was essentially similar. Since some data were
deviant because there were few plants in the samples, curves were drawn using
the cell-wall yield as a standardizing criterion. Final yields increased with falling
temperature and increasing light intensity. Initially, the production rates of all
hybrids in the unshaded treatments tended to increase with rising temperatures.
If shaded, however, crop-production rate was highest in treatment 18/12.

Low light intensity resulted in a strong reaction during the first part of the
grain filling, but dry-matter production rate was higher in the later part associat-
ed with a decrease in rate of redistribution. This is especially evident in treatment
18/12 (Fig. 13) but was also clear in Ula and Dara in treatments 24/18 and
30/24. This phenomenon of habituation to a growth-limiting climatic factor dur-
ing a rather fixed, unplastic stage of the crop is conspicuous. The phenomenon
might be explained by the hypothesis presented by StrUtK and Deinum (1982),
who stated that shading promptly curtailed root activity. Reduced root activity
might have induced the observed kernel abortion. If abortion occurs early in
the grain-filling period, a new balance might be obtained, since partial sterility
favours translocation of sugars to the roots, When this new balance is achieved,
the plants may function better than expected on the basis of their previous per-
formance. Data from the root samples of Experiment 3 tended to support this
hypothesis, but the difficulties of separating roots from root medium affected
the reliability of the data. The linear correlation coefficient between non-struc-
tural carbohydrate content in the roots and number of active kernels, however,
was highly significant (P < 0.01; n = 35).

Quality of the organic matter

Fig. 14 illustrates the trend in Doy of the most relevant plant parts in each
treatment in Experiment 3. The development of the proportion of the most di-
gestible part (i.e. the ear fraction) is also given,

Eardigestibility increased slightly during early stages of grain filling but subse-
quently remained constant. The same pattern was found in Experiment 2. This
agrees with results obtained by PErrY and CompTON (1977) and AErTS ¢t al.
(1978). Temperature did not influence ear digestibility. Continuous shading also
barely affected ear digestibility, since shelling percentage and thus cell-wall con-
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FiG. 15. Apparent digestibility of the whole plant plotied against time during period 4, for six tempe-
rature/light combinations. Day 0 = date of initiation of treatment.

tent were almost unaffected (see above). This agrees with field data obtained
by STRUIK and Der~um (1982). Shading, however, considerably reduced the pro-
portion of organic matter in the ears.

The digestibility of husk + shank decreased during period 4. This decline
was more rapid at higher temperatures but only slightly affected by radiation.
In treatment 30/24 no consistent differences between shaded and unshaded
plants could be identified.

In both lower temperature regimes, low light intensity initially produced lower
Dym, but finally a much higher D,y was found. Also in Experiment 2 the digesti-
bility of husk + shank in shaded crops was better: a prolonged increase in the
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cell-wall content of the husks and shanks of unshaded crops caused this reversal.
(This prolonged increase in cell-wall content probably occurred because redistri-
bution from the husks to the kernels was necessary for a longer period).

Stover digestibility declined during period 4 and this decline was more rapid
at higher temperature and at lower light intensity. In Experiment 2 some treat-
ments originally showed a considerable increase in the digestibility of the stover
before the decline set in. Otherwise the pattern was similar. Trends and differ-
ences in digestibility agree with the redistribution phenomena. Thus only the
digestibility of vegetative parts and the proportion of ear parts were sensitive
to temperature and light intensity during period 4.

These two effects of temperature and light intensity resulted in the patterns
of whole-plant digestibility shown in Fig. 15. At 1009 light, the increase in
whole-plant digestibility continued for longer at lower temperatures, giving
higher final digestibilities (Table 10). Similarly, Dyn decreased less in shaded
crops at lower temperatures. At higher temperatures, the small decline in Dy
could not be compensated for by a concomitant decrease in the cell-wall content.
In Experiments 2 and 3, light intensity during grain filling was relatively constant
and fairly high. In practice in The Netherlands, diernal amounts of light drop
sharply during grain filling, so that a standard crop merges from the conditions
expericnced by the unshaded crops in these experiments to those experienced by
the shaded crops. The pattern of digestibility in the unshaded crops in Experi-
ments 2 and 3 is similar to the pattern found in Experiment 1, during the same
period.

Differences in cell-wall digestibility had little effect on organic-matter digesti-
bility. Plants had reached their maximum height before the climate shift. As
Fig. 6 shows, an important differentiation in stover D, is unlikely beyond that
stage. The D,y of husk + shank was not affected by light intensity either. Its
rate of decline in D, was affected by temperature (as was plant development)
but the final extent of the D, decline (thus the D, at the same physiological
stage) was not.

Cell-wall production was affected both by temperature and light intensity and
in the same direction as was dry-matter production. This limitation of cell-wall
formation was very evident in husks + shanks and in ears, but was only small
in the stover. In the husk + shank and in the ear fraction, the yield of cell
walls from shaded plants was only approximately 70%; of that of the unshaded
plants, and plants in treatment 30/24 yielded about 307 fewer cell walls than
plants in treatment 18/12. These reductions in the amounts of cell wall resulted
in smaller effects of the treatments on the quality of ears and of husks + shanks
than on the quality of stover. The most relevant factor in determining the digesti-
bility of the vegetative parts was the extent of assimilate redistribution.

Thus in ears, dry-matter accumulation and cell-wall formation were equally
affected by climatic conditions. In stover, the amounts of celt wall and their
quality were barely affected, so that the necessity for redistribution was the over-
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riding factor in stover quality. In the husk + shank fraction, cell-wall formation,
the rate at which the cell-wall digestibility declined, and the extent and rate of
translocation of metabolites all affected quality.

Since shading affected cell-wall formation in the plant organs with the best
cell-wall quality, a small negative effect of shading on cell-wall digestibility of
the whole plant must be expected. Table 10 confirms this supposition but also
indicates that the greatest differences in cell-wall quality were found in Nicco.
This hybrid showed a strong decline in Dy during the final part of the grain-
filling period for shaded crops. Before this process started, the effects of shading
on D.wc were certainly not greater than in Ula and Dara. It is unlikely that
Nicco's greater sensitivity to shading as expressed in decreasing digestibility is
genetically determined.

Table 10 also presents the cell-wall contents of the whole crop at final sam-
pling. In Experiments 2 and 3 digestibility was mainly related to this quality
criterion, as is illustrated in Fig. 16 in which the whole-crop digestibility on
each sampling date is plotted against the cell-wall content on the basis of the
organic matter. Physiological age, temperature and light intensity all affected
quality predominantly by their effects on cell-wall content. The data from the
final samplings are underlined; in Ula and Dara they were equally distributed
above and below the regression line, but in Nicco they were all below that line.
Although also significant in both experiments, the linear correlation coefficient
between Deye and Doy was much lower, especially in Experiment 2.

TasLE t0. Quality parameters of all treatments in Experiments 2 and 3 at final sampling (whole
plant).

Day/night 0 24/18 18/1

temperatures ( C) 30/24 - /12
Light treatment unshaded shaded wunshaded shaded unshaded shaded
Ula 713 748 78.5 76.1 8.8 76.0
Dom (%) Dara 76.3 74.0 787 75.4 77.3 76.4
om 0" Nicco 76.9 733 7.5 72.8 78.5 75.6
Mean 76.8 74.0 78.2 74.8 78.2 76.0

754 76.5 77.1
Ula 68.3 64.7 66.2 66.4 68.4 67.4
Dewe (%) Dara 65.4 664 68.1 67.4 68.0 66.3
ewe el Nicco 73.6 69.7 72.2 66.2 76.1 70.9
Mean 69.1 66.9 63.8 66.7 70.8 63.2

68.0 67.8 69.5
Ula 39.8 464 335 41.1 348 394
owe® (%) Dara 423 473 M8 44.3 36.4 40.2
01" Nieco 416 518 8.6 478 319 45,0
Mean 41.9 485 56 44.4 36.4 41.9

45.2 40.0 39.1
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F1G. 16. Relation between cell-wall content of the organic matter (cwc?;) of the whole plant and
apparent digestibility of the organic matter (Dom) of the whole plant, in Experiment 2 (A) and
Experiment 3 (B). Data from final samplings are underlined.

Résumé: Increased temperatures during period 4 accelerated grain filling, the re-
distribution of certain metabolites, D decline and plant senescence, but curtailed
the duration of grain filling and of leaf area, final ear yield, ear size and kernel
activity, whole-plant yield, cetl-wall yield and crop quality.

In addition, fow light intensity during period 4 stimulated the senescence of the
ear and the redistribution of metabolites to the ear, and may have stimulated cell-
wall maturation to some exteni. Poor light conditions reduced cell-wall formation
and sometimes slowed down leaf senescence.

Both temperature and light mainly affected quality by means of their effects
on the proportion of ear in the whole plant and the cell-wall content of the vegetative
parts, resulting in a strong correlation between crop digestibility and cell-wall con-
tent of the whole crop.
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TasLe 1 1. Summary of effects of temperature during different stages of development on final dry-
matter and cell-wall production, and on final quality parameters. Light intensity is assumed to be
constani.

Dry-matter Cell-wall Cell-wall Cell-wall  Organic-matter
production  production content digestibility  digestibility

Period | ++ ++ tor+ + +or—
Period 2 - - - + - -
Period 3 - —or+ + - -
Period 4 - = - + +or — -
Entire growing season - — - + - -

+ (+) indicates that a rise in temperature produces a (strong) positive efTect,
+ indicates that inconsistent or small effects are expected.
— {—) indicates that a rise in temperature produces a (strong) negative effect.

Comparisons with field data

Table 11 summarizes the findings of the above-described phytotron and desk
research. It also presents the expected effects of temperature over the entire
growing scason. These expectations agree with data obtained by DEmNUM (1976),
although he did not present data on whole-crop quality.

In the years 1977, 1978, 1979, 198( and 1981 the hybrid LG 11 was grown
in the field at the same location and following the same cultural practices. De-
tailed data on temperature, crop development and quality were available, ena-
bling the validity of the hypothesis to be tested. In Table 12 some relevant data
are presented.

The number of leaves per plant differed significantly over the years. Forexam-
ple, in 1977, LG 11 had 1.5 leaves per plant more than in 1979, although the
mean air temperature during the pre-tassel initiation period was almost the
same. TOLLENAAR and HUNTER (1981), however, found that leaf number was
determined during a short period to the tassel initiation. In the data presented
in Table 12, the simple linear correlation coefficient between mean air tempera-
ture during the four days before the 6.5-leaf stage and the final number of leaves
was 0.99 (P < 0.01). The regression coefficient was 0.28 leaves/ °C, which agrees
with the value of 0.2 found by ToLLENAAR et al. (1979). This temperature effect
restricts the usefulness of maturity indexing systems that are based on the rela-
tionship between rate of crop development and temperature or heat unit.

The number of leaves, or rather the number of stem internodes, is crucial
for final cell-wall yicld and final cefl-wall content. A significant linear relation-
ship between number of leaves and cell-wall yield did indeed exist (r = 0.97;
n = 4; P < 0.05). However, the cell-wall analysis of the 1978 crop was not
available and most probably the cell-wall yield in that cool year was lower than
expected on the basis of this relation. This supposition is supported by the good
digestibility compared with the 1977 crop. The low height of the plant given
the large number of stem internodes may be connected with this deviation. Cli-
matic conditions during periods 2, 3 and 4 of the 1978 growing season were
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TaBLE 12. Crop descriptions of LG 11, grown at the same location for five years, together with
the mean temperatures during different stages of growth for cach vear.

Year 1977 1978 1979 1980 1981
number of leaves per plant 15.3 157 13.8 42 149
height of plant (cm) 261 226 214 215 235
dry-matter yield (Mg.ha™1) 154 i3.4 128 141 17.0
cell-wall yield (Mg.ha™1) 71 - 52 6.1 10
cell-wall content (% of organic matter) 49.3 - 422 48 424
digestibility (% of organic matter) 7.5 T4.1Y) 748 736 743
cell-wall digestibility (%;) alter standardization

of the true digestibility 6l - 6 61 61
T (O 12.] 129 120 1.7 125
T ("C} 19.8 20.6 13.8 15.9 176
T,("O) 16.2 147 15.3 15.5 15.2
LERES 16.4 15.5 16.0 17.8 19.0
T4{ C) 13.0 12.8 13.7 14.5 149
T (C) 14.1 13.8 140 i44 148

T = mean temperature during period 1.
T{ = mean temperature during 4 days prior to the 6.5-leaf stage.

Ty = mean temperature during period 2.
T; = mean temperature during period 3.
T4 = mean temperature during period 4.

Tw = mean temperature during the entire growing season.
1) Ear samples were not analysed in this year, Digestibility was calculated assuming that the digesti-
bility and ash content of the ear were equal 10 the means of the years 1977, 1979, 1980 and (981.

clearly unfavourable for dry-matter production and cell-wall formation.

Thus, the annual variation in cell-wall yield can largely be explained by varia-
tion in air temperature just prior to the 6.5-leaf stage. Extreme climatic condi-
tions during the post-tassel initiation period, however, may cause deviations
from this general pattern.

The cell-wall content also depends on the dilution of the cell walls with non-
structural carbohydrates after silking. During the autumn in The Netherlands,
prevailing temperatures are mostly below the optimum for dry-matter produc-
tion. Therefore, an increase in temperature during period 4 will mostty benefit
dry-matter production and thus crop quality. This means that the 1981 crop
diluted its amounts of cell wall much more than the 1977 crop, although the
cell-wall yields were approximately the same. The light intensity also plays an
important role during this stage and is closely correlated with temperature under
uncontrolled conditions.

Mean air temperatures during periods 2 and 3 varied considerably between
years, but the mean temperatures during the period from 6.5-leaf stage until
the grain-filling period ranged between 14.8-16.2 C only. This range is much
too small to induce differences in cell-wall digestibility. The D, of all crops
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for which the cell-wall analysis was available, was the same, resulting in a signifi-
cant linear correlation between cell-wall content and digestibility of organic mat-
ler(r=—-099n=4;P < 0.01).

High temperatures during grain filling make the crop suitable for ensiling
at an earlier date or cause higher dry-matter contents at harvest if the harvest
date is not advanced. This aspect of suitability for ensiling has not been taken
into account in this analysis, but certainly plays an important role in areas at
the limits of the range of maize.

The practical implications of the results obtained will be discussed in the au-
thor's doctoral thesis.

SUMMARY

The effects of temperature on the growth, development, dry-matter produc-
tion, dry-matter distribution and digestibility of forage maize were analysed.

Higher temperatures during the period before tassel initiation stimulated
whole-crop yield without affecting its quality. During this period, however, tem-
perature may affect the number of stem internodes and thus the plant’s ability
to form cell walls. High temperatures during early growth may therefore reduce
crop quality, especially when the digestibility of cell walls is poor.

Higher temperatures during the period from tassel initiation to anthesis greatly
accelerates plant development, without affecting leaf number. Stem diameter
decreased as temperature rose but the final plant height in the various tempera-
ture treatments was similar, The interval between anthesis and silking was dra-
matically lengthened by high temperatures during this period. Initially, dry-mat-
ter production was more rapid at higher temperatures, but total dry matter at
anthesis and productivity after anthesis decreased as temperatures rose. The
digestibility of organic matter and of cell walls before anthesis declined more
rapidly at higher temperatures, because temperature affected the rate of develop-
ment, the cell-wall content, the encrustation of lignin and of silica and other
physical/chemical processes. The latter were ascertained by estimating potential
cell-wall digestibility and the rate of digestion of potentially digestible cell walls.
Differences disappeared during the post-anthesis period, during which the tem-
perature was the same for all treatments in this experiment.

The temperature during flowering may affect production and quality by its
influence on anther emergence, pollen viability, silk emergence and grain set.
In addition, temperature may affect the intensity of the ongoing cell-wall forma-
tion and the quality of the cell walls.

High temperatures during grain fill not only accelerated grain filling but also
leaf senescence: they also reduced kernel viability, the duration of grain filling,
and final plant yicld. Crop quality was affected because temperature influcnced
the proportion of ear in the whole plant and the cell-walt content of the stover.
Low light during this period influenced crop quality in the same way as high
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temperature. Leaf senescence, however, was sometimes retarded by shading.

When these results were compared with field data it appeared that in practice
it is mainly the temperature just prior 1o tassel initiation that is critical for crop
quality.
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